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IIpennoxeH BO3MOXHBINA MeXaHU3M (POPMUPOBAHUS OTOOpaKEeHUI acconanmnii “o0beKT—Me-
CTO” Ha HeMpoHaX ruIlmoKamiia, 6a3upyoLIMics Ha TNIACTUYECKUX MepecTpoiikax 3(pheKTUBHO-
CTH CUHAIITUYECKOM Iepenayud, KOTOphIe 3aBUCAT OT HEMPOMOIYJISITOPOB, CUHTE3UPYEMBIX B
HelpoHax pa3JIMYHEIX Saep TuIroTajgamMyca, Ipoenupyoomuxcs B rmone CA2 rurokamia. Adde-
PEHTHBIN BXOA U3 CyIIpaMaMILISIpHOTO siapa B mmose CAZ2 cnocoOCcTByeT (hOpMUPOBAHUIO OTOO-
paxeHnii accounannii Ha HelipoHax noneit CA2 m CA 1, MOCKOJIBbKY o0nerdaeT MHAYKIIAIO TN -
TeNBbHOM TToTeHUMaM 3P deKTuBHOCTU nepenadn B myTd CA2—CAIl n cymMMaiuio BO30yXKIe-
Hus, toctynatouiero u3 nojeit CA3 u CA2 B none CAI. B oTroOpaxkeHUsT acCollMalni “00beKT—
Mecto” B 1iosie CA2 BKIIIoYeHa uHGopMalus o 3anaxax, Imocrtymnaionas B noje CA2 u3 o0oHsI-
TEJILHOM JIYKOBHIIBI Yepe3 MapaBeHTPUKYISIPHOE U CYIIpAOIITUIECKOE siapa rurnoTajiamyca. Heii-
POHBI 3TUX sSIAep CUHTE3UPYIOT Ba30IIPECCUH I OKCUTOLIMH, KOTOPBIE 00JIeTYal0T MHIYKIIWIO IV -
TEJILHOM ITOTEHLIMALIMKY CUHANTUYECKMX BXOAOB K IMMpaMUIHBIM HelipoHaMm nojist CA2, 910 CIo-
CcOOCTBYeT (hOpMUPOBAHUIO OTOOPpAKEHUIT acCOIIMAIINI “00BEKT—MeCTO” Ha 3TUX HeHipOHaxX 1 Ha
X KJIeTKax-MUIIeHsIX B nojie CA I, CBI3aHHOM ¢ ITpe@pOHTaAIbHOI KOpOi yepe3 TaJaMU4ecKoe
sapo reuniens. [1o Mepe MPOABUXKEHUSI CUTHAJIOB U3 3y0UaToil u3BUIMHBI yepe3 nojist CA3 u CA2
B rtosic CAI Ha HelipoHax 3TUX 00JIacTeil (POPMUPYIOTCS YCIOKHSIOIIMECS OTOOpaKeHMs AaCCOLIM -
auuii “o0beKT—MeCTO”. YHUKAJIBbHOCTD CBsi3eil 1monst CA2 1Mo3BOJISIeT eMy BHOCUTH CYIIIeCTBEH-
HBII BKJIaa B KOOMPOBAaHNME U 3aIIOMUHAHNE HE TOJHKO KOHTEKCTYAJIbHOM, HO ¥ COLIMAJIbHOM MH-
¢dopmatiuu. CieacTBus IIpeiaraéMoOro MeXxaHu3Ma COIJIACYIOTCSI C M3BECTHBIMM pe3yJibTaTaMu
9KCHEPUMEHTAILHBIX UccaenoBaHuii. [ToHMMaHe MeXaHM3MOB TMITIOKAMIT-3aBUCUMOM MaMsI-
TH MOXKET OBITh ITOJIC3HBIM IIPY HalpaBJICHHOM IOMCKE IIperapaToB ISk OCIabIeHUs TeX CUMII-
ToMOB OoJie3Heli [1apkuHcoHa u AJblireiiMepa, KOTOpble BBI3BaHbI aTpOdUeii MMpaMUIHbIX HEl-
poHOB B 11071 CA2.

Knroueeswte crosa: none CA2 runmokamiia, siapa rurorajaMyca, CMHanTU4Yeckasl IIaCTUYHOCTb,
accouranuu “oobeKT—MecTo”

DOI: 10.31857/S0044467721020106

Cmucok cokpamenuii: 'K — rpanynspHas
kietka; JAI1 — nanrenpHas moteHumanus; 31 —
3youaras u3BwianHa; ITH — nupaMugHbIil Hei-
poH; CM$l — cynnpamMmaMuJIIsIpHOE SIIPO TUIIOTA-
Jnamyca; DK — sHTOpMHAaIbHAsI Kopa

OO01enpUHATO, YTO TUMIIOKaMMIaJIbHas Qop-
Malusi UTpaeT BaxKHYIO poJib B 00pabOTKe WH-
dopmalm 06 00beKTe (€ro MECTONOJIOXKEHU N U
¢dusnyYecKux CBOMCTBaX) U B (HOpMUPOBAHUU
3MU30IMYECKON MaMsITh (T.e. XpaHEHUU U U3-
BJIEYEHUU M3 MaMITU WHGPOpPMaALUA 00 3MU30-

Ie). DTo MHeHue 0as3upyeTcsl Ha pes3yjbTaTax
HEeNpOoOMONIOrNUeCKMX UCCIEA0BAHUM, KOTOPhIS
rokKaszajiv, YTO TUIIIOKAMI KPUTUYECKU BOBJIC-
YeH B OBICTPOE KOAMPOBAaHME acCoLMalIii MeX-
Iy 3JIeMEeHTaMM U X PACIOJI0XKESHUEM B OIlpeie-
JIECHHOM KOHTEKCTE (T.€. accolMaluii “o0beKT—
MecCTO”); B KOOUPOBaHUE 3IMM3040B KaK I10CTIe-
JOBATEJIbHOCTU COOBITUI 1 BKIIOYEHUE BIIM30-
noB B cucteMy nonnepxxanus mamatu (Eldridge
et al., 2005, Nadel, Moscovitch, 1998). I'umnmo-
KaMIIT Y4aCTBYET HE TOJILKO B 3aTIOMUHAHUU 3111~
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Puc. 1. Cxema niepegauu CUTHAJIOB Yepe3 TMITIoKaMIiaibHyto opmanuio. K — sHTopuHaibHas kopa; 3U — 3y6-
yatas u3dBmwinHa; CA3, CA2, CAl — nonsa runmokamia; [1pK — npedponranbHasa kopa; PE — Tamamuyeckoe sia-
po reuniens; CMS u I1BSl — cynnpamamMmuisipHOe M IapaBeHTPUKYJISIpHOE siipa rurrorajgamyca. CTpejaku — Bo30y-

MUTEJIbHBIC CBSI3U MEXITYy CTPYKTYPaMMU.

Fig. 1. A scheme of signal transmission through the hippocampal formation. 9K — entorhinal cortex; 311 — dentate
gyrus; CA3, CA2, CAl — hippocampal fields; I1¢pK — prefrontal cortex; PE — thalamic nucleus reuniens; CM$ and
IMBS — supramammillary and paraventricular nuclei of the hypothalamus. Arrows — excitatory connections between

structures.

3000B, HO U B ux BocrpousBedeHuu (Nadel,
Moscovitch, 1998). biaromapst B3auMoaeiCTBUIO
TMIIIOKaMIIa ¢ KOpOil BCITOMUHAHME SIBJISICTCS
CJIO>KHBIM IPOLIECCOM, a He ITPOCTO U3BJICUECHUEM
3allOMHEHHOI1 B KOpe CeMaHTU4YeCKOli nH(popMa-
tuu. C TOYKU 3peHUS IIPEAI0KEHHOIO paHee Me-
XaHM3Ma y4acTus TUIIIoKaMIia B 00pabOTKe UH-
dopmaliii, B aKTUBHOCTH HEWPOHOB 3TOU
CTPYKTYPhI (POPMUPYETCS OTOOpaAXKEHUE SMU30-
Ja B 1LIeJIOM, TOrJa KakK B KaXmoil M3 obyacTeit
HOBOI1 KOpBI 00pabaThIBaeTCsI U XpaHUTCS MH-
dopmanusa, crieuuduyHas IS 3TOW oObacTu
(Cunbkuc, 2011). HoBast kopa BBIIIOJIHSIET YacThb
TexX PYHKIIMI, KOTOPhIE 10 ee 00pa3oBaHUs pea-
JIM30BBIBAJIUCh B TUIIIIOKAMIIC (apXUKOPTEKCE).
BcnenctBrue oTCcyTCTBUS CBSI3EM MEXIY TMIIIIO-
KaMIIOM M HOBOM KOpPOH 3TO B3aMMOOECMCTBUE
OCYIIECTBIISIETCS Yepe3 TaJaMUUYeCcKoe SIIpO reu-
niens, KOTOpOE pELIUIIPOKHO CBSI3aHO U C HEMPO-
Hamu nojisi CAl ruriokamiia, 1 ¢ MeauaabHOM
npedpoHTanpHoit Kopoit (McKenna, Vertes,
2004) (puc. 1). CoBpeMeHHbIE MCCICAOBAHUSI
MoKa3aju, YTO SIIPO reuniens BHOCUT BKJIal B
o0y4yeHMe, YKpernjeHue aMsAaT U THOKOCTh 10~
BeneHus (Barker, Warburton, 2015; Cassel et al.,
2013). dopMupoBaHUEe U XpaHEHUE OTOOpaxKe-
HUI accouuauuii “o0beKT—MeCTO” B aKTUBHO-
CTU HEMPOHOB rUIlIToKaMIia 6a3upyeTcs Ha Ijia-

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

CTMYECKUX IIepecTpoiikax 3(OEeKTUBHOCTUA CH-
HANTUYEeCKOM Tiepemayd MeXOy HelpoHaMu
pa3HbBIX YacTeil TUIIOKAMIIa, KOTOPbIE SIBJISIIOT-
Cs 3BEHBSIMU KJIACCUYECKOTO TPUCHUHANTHUYEC-
ckoro nytu (Cunbkuc, 2009; Cunbkuc, 2011).
DTOT IIyTh HAYMHAETCS B SHTOPUHAJILHOI KOpe
(BK), u3 koTopoii curHajbl 110 NepopaHTHLIM
BOJIOKHAM TOCTYIIAIOT B 3y0YaTyl0 WM3BWIMHY
(3M), 3aTeM MO MIIMCTBHIM BOJIOKHAM CUTHAJIBI
OT TPaHYJSIPHBIX KJIETOK 3yO04aTOW W3BUJIMHBI
(I'K) mocrynatot B rione CA3, a U3 HEro 1o KoJ-
natepansam Lllapdepa B mone CAI1. U3 monss CAI
aKTUBHOCTb MEPENAETCH B APYyTUE CTPYKTYPHI, a
Tak:ke Bo3Bpamaetrcs B DK (puc. 1).

B nocnenHue rogpl yCWJIMJIOCh BHUMaHUE K
WUCCJIEAOBAaHMIO BKJIaJa TMMIIOKaMOAJILHOTO MO-
Js1 CA2 B 00paboTKy MH(popMaliim U popMUpoO-
BaHue cienoB nmamstu (Piskorowski, Chevaleyre,
2018). IMone CA2 obianaeT yHUKaJIbHBIMU CBO-
CTBaMU, KOTOPbIE ITO3BOJISIIOT EMY Y4acTBOBATh B
KOJIMPOBAHWY KOHTEKCTYAJIbHOM U COLIMAJIbHOM
nH@opMmalmu. [TamMsaTh collMaabHOTIO y3HaBaHUS
UrpaeT BaXKHYIO POJIb B BBDKMBAHUU Pa3HbIX BU-
OB, TIOCKOJIBKY MO3BOJISIET MPaBUJILHO UICHTU-
dupoBaTh copoauyeii, MapTHEPOB M MOTECH-
LAAJIbHBIX BparoB U MIOHMMAaTbh HAMEPEHUS Apy-
rux (Chiang et al., 2018). be3 couuanbHOM
nNaMsTh TOCJIEeAyIolIe BCTPEYM JIMIIEHbI Ka-
Ne 2
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Puc. 2. CxemMa nocTyIjieHUs] pa3HOMOAaIbHOM MH(MOPMALIMU, BKJIIOYask MHGOPMALIMIO O 3aIaxaxX, B HEpOHHYIO
ceThb runmokammna. DK u DKM — naTepanbHas 1 MeIualbHasl YaCTH SHTOPUHAIIbHOI Kopbl; COS — cynpaonTu-
yeckoe spo runotanamyca; [151 — mpunexaiiee sapo (BeHTpaabHBIA CTpUaTyM). AX — alle THIIXOIUH. OTKPHITHIS
CTpEJIKU, HepoMoayIsiTopHble Bxoabl. OcTajibHbIe 0003Ha4YeHHUs KaK Ha puc. 1.

Fig. 2. A scheme of the receipt of multimodal information, including information about odors, into the neural net-
work of the hippocampus. 9K and DKwm — lateral and medial parts of the entorhinal cortex; CO — supraoptic nu-
cleus of the hypothalamus; [T — nucleus accumbens (ventral striatum). AX — acetylcholine. Open arrows, neuro-
modulatory inputs. Other abbreviations are as in the Fig. 1.

KOi-1160 ucropuueckoir nHdopmauum (Smith
et al., 2016). CoBpeMeHHBIE MCCIIEIOBAHUS T10-
Kas3aju, 4YTO B aKTUBHOCTU HEeUpoHOB 1051 CA2
KOIMPYETCsl TAaKXKe IMPOCTPAHCTBEHHAsT MHMOP-
Malusl B ycaoBusix HenonBrxkHocTH (Robert et al.,
2018). Kpome Toro, HeitpoHbl 110151 CA2 KOHTPO-
JIMPYIOT BO30YIMMOCTh HEMPOHOB BO BCE CETH
runnokamiia (Robert et al., 2018). B otnuuue ot
HelipoHoB cocenuux nojieii CA3 u CAI, B oje
CA2nocrynaet adpdepeHTaI v U3 CyIIpaMaMUIT-
nsipHOTO siapa runoranamyca (CMA). Kpome To-
ro, B ojie CA2 n3 000HATENbHOM JIYKOBHUIIBI Ye-
pe3 MapaBEeHTPUKYIIPHOE U CyIIPpaONTUUYECKOe
sipa TUIIOTajlaMyca MocTymnaeT uHgopMaLus o
3anaxax (Piskorowski, Chevaleyre, 2018) (pmuc. 2).
HeitpoHbl 000HSTEIBbHO JTYKOBHUIIBI TIPOELIUPY-
forcst u B cioit 11 nmarepanpHoit vactu DK (Leit-
ner et al., 2016), Kyna ImocTynaeT TakxKe 3pUTEIIb-
Hasl, CJIyxOBasl U TaKTUJIbHas MHMOpMaLus, TO-
[Ja KakK MpOCTPaHCTBEHHass uHMopMauus
MOCTyNaeT NPEMMYIIECTBEHHO B MeAMAJbHYIO
yacth OK. Heltponsl CM A MHHEPBUPYIOT TaKKe
33U u BOK. PesynpTupyiomee neiictsue CMS Ha
I'K sBisiercss Bo3Oyxaaromum, xots1 B 3M Heli-
ponbl CMS1 nHHEepBUPYIOT U TOPMO3HBIE UHTEP-
HeiipoHnbsl (Hashimotodani et al., 2018). Eciu
paspsiabl HelipoHoB CMS coBmagaoT 1o BpemMe-
HU ¢ curHajamu u3 DK, cpabareiBanue 'K Bo3-

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU
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pactaet. 13 atoro ciaenyet, utro CM BiausieT Ha
0o0pabotky curHaiioB B 31 (Hashimotodani et al.,
2018; Nakanishi et al., 2001). AHanu3 BO3MOX-
HBIX MeXaHN3MOB BlIusIHUsI CM Sl Ha aKkTUBHOCTh
I'K u nupamuanbix HeiipoHoB (ITH) nonsa CA2
TUNIoOKaMIla OB NPOBeNEH B IIPEAIIECTBYIO-
et padore (Cunbkuc, Mapkesuu, 2020).

3amaueit HacToOs1IE PaOOThHI SIBISLICS aHAIN3
BO3MOXHBIX MEXaHU3MOB BJIMSHUS Pa3IUuYHBIX
saaep runorajaamyca Ha GOpMHUPOBAHUE HEAPOH-
HBIX OTOOpaxKeHWid acconMaluii “o0beKT—Me-
cto” B mone CA2 runmoxamria, a TaKXKe B CBSI-
3aHHOM ¢ HUM Tone CAI, n3 Kotoporo mHGOp-
Manuss 00 3MM304e 4Yepe3 TajJlaMUu4yecKoe SApo
reuniens MOCTyNaeT B IpedpOHTATIBbHYIO KODY.

OCOBEHHOCTU ®OPMMPOBAHUS
HEMPOHHbBIX OTOBPA’XKEHUU
ACCOUMALIMN “OFbEKT-MECTO”

B PA3HBIX ITOJISIX TMIIITIOKAMITAJIBHON
®OPMALIMU

CoBpeMeHHbIe MpeacTaBiAeHUsI O (PYHKIIMO-
HaJbHOI pOJIM pa3HbIX 4YacTe TUIIIOKamMIlia B
KOJIMPOBaHUU MH(OPMALIMU U3JIOXEHBI B 0030-
pe (Senzai, 2019). Panee HaMu IpOBEICH aHAIU3
HEKOTOPbIX OCOOEHHOCTeld  (OpPMUPOBAHUS
OTOOpaxKeHU accolraluii “o0beKT—MecTo” Ha

Ne2 2021
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Heliponax 3U1 u noneit CA3 u CA I rurmmokamiia,
Ho He nonsi CA2 (Cunbkuc, 2009). bbuin uc-
MMOJIb30BaHbI U3BECTHBIE TAHHBIE O TOM, YTO CUT-
HaJIbl, HeCylye MH(OpMaIInio O CBOMCTBaX 00b-
€KTa M er0 MECTOITOJIOXKEHUHU, TBYMsI ITIOTOKAMU
MOCTyIamT B pa3Hbie ciou 3U. B camoii BHemnI-
HEM TPETU MOJICKYJISIPHOTO CJIOSI OKAHYMBAIOTCS
BoJiokHa u3 cyios 11 nmarepanpHoit DK, Hecyime
nHGOPMALINIO O (PU3NIESCKMX CBOMCTBAX O0OBEK-
Ta, a B CpeAHEll TPeTU OKAHYMBAIOTCSI aKCOHBI
HelipoHos cios 11 megnanmsHO#T DK, yepes KoTo-
pyio B 3M mocTtyrmaetr mpocTpaHCTBEHHAs WH-
dopmanusa. Otu 'K He BO30yKmaroT Apyr Apyra.
ITonaratot, uro Ha HeiipoHax 31 ocyIecTBIsIET-
csl pasaesieHre MaTTepHOB MH(MOPMALIMU, TTOCTY -
naronreilr n3 DK (Danielson et al., 2017; Good-
smith et al., 2017; Senzai, Buzsaki, 2017). Ilo-
CKOJIBKY  IIPOCTpaHCTBEHHas  WHGOpMaIIsI
MOCTYyIIaeT B TUIIOKAaMIT ITpuMepHo Ha 20 mc
paHblIe, YeM HermpocTpaHcTBeHHasI, B 31 u mmo-
e CA3 mepBoHaYaJIbHO 00pabaThIBA€TCS TOJIHKO
MMPOCTpaHCTBEHHAasA MH(OpMaLsi, HaMU Tpe-
MOJIOKEHO, UYTO accolralny “O0BbeKT—MeCTO”
HaunHaroT popmupoBaThed B 3U mmo3mHee, Oa-
romapsi BO3BpallleHUIO BO30YXIEHUS W3 TOJS
CA3c (Cunbkuc, 2011) (puc. 1). TeopeTnueckoe
MOJIeJIMPOBaHME MIOKA3aJI0, YTO BO3BPATHOE BO3-
oyxnenue, mocrymnamponiee B 31 u3 nmomss CA3c,
MOXET CITOCOOCTBOBATH pPa3ieICHUIO MAaTTePHOB
B 3U (Myers, Scharfman, 2011). I'lepdopanTHbie
BojiokHa u3 DK m mmucteie BojiokHa u3z 3U
OKaHYMBAIOTCSI B pa3HBIX cJIosx 1onst CA3, mpn-
YeM OIHO MIIMCTOE BOJIOKHO MHHEPBUPYIOT HE-
oomemyio tmonynsumio ITH  (mpumepno 14)
(Acsady et al., 1998). I1ayeuyHsblit pa3psa OgHOM
I'K MoXeT BBI3BaTh CUHXPOHHBIE pa3psiabl TPYI-
bl ITH mmona CA3, akcoHHBIE OKOHYaHUS KOTO-
pPBIX 00pa3yloT pa3BETBICHHYIO ayTO-accolira-
TUBHYIO ceTh (Mishra et al., 2016; Senzai, Buzséki,
2017). INomaratot, 9TO 3a cUeT (PYHKIIMOHUPOBA-
HUSI 3TOM ceTn HeiipoHbl obnacteit CA3a u CA3b
Y4aCTBYIOT B KOOMPOBAHUM TIPOCTPAHCTBEHHOI
nH(OpPMAaLIMM, KOTOopasi BKJIIOYACT acCOLAluU
(Kesner, 2007).

IlepBoHavaibHO (pOpMUpPOBaHUE OTOOpaXke-
HMI accoumaluii “o0beKT—MeCTO” MMPOUCXOIUT
Ha I'K. 3areMm nHgopmanust 06 accoumanusix 1o
MILIACTBIM BOJIOKHaM IepenaeTcss B mojie CA3,
I1e Ha Hee HakJaabiBaeTcs MHGopMalus, Io-
crynatomiasg u3 DK. biaromaps stomy Ha ITH
nonss CA3 (popmMupyloTcss otoOpaxkeHUs Ooliee
CJIOXHBIX accolmaluii “obobekT—mecto”. B aToM
MpOLIECCe BaXKHBIM SIBJISIETCS] YCUJIEHUE aKTUB-
Hoctu 'K Benencrteue nnanykuuu HMJIA-3aBu-
cumoit mgnutenbHoit moteHuuauuu (HIT) agd-
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(GEKTUBHOCTH BO30yauUTEIbHBIX BX0mOB K 'K,
YTO CITOCOOCTBYET pa3leicHUI0 KOHTEKCTHBIX
nartepHoB (McHugh et al., 2007). ¥ reHHO-MO-
IU(PULIMPOBAHHBIX MBIIIEH C OTCYTCTBUEM 3THUX
peLenTOPOB CIIOCOOHOCTh pa3elisiTh IBA CXOI-
HBIX KOHTEKCTa OblJIa HapyIlIeHa 1 OblJIa CHIXKe-
Ha KOHTEKCT-3aBHCHUMasi MOIYJISIIIUS cpadaThl-
Banus ITH nonst CA3, korga JKMBOTHBIX ITepeMe-
LLIAJIM U3 OIHOTro OKpy:keHus B apyroe (McHugh
et al., 2007).

CurHanbl ot IIH nons CA3, Ha KOTOpBIX
c(POPMUPOBAIUCH OTOOPAKEHUS YCIOKHEHHBIX
OTOOpaxkeHU accoluanuili “o0beKT—MeCcTo”,
nepenatorcs B 1nojie CAI. B nop3ajibHOI yacTu
noyist CA1 Ha oToOpakeHUs accoliMaliviii HakJia-
IbIBaeTCsl IOCTymamwllas u3 JarepaibHoii DK
HEMpPOCTpaHCTBEHHAas1 MH(OpMalLus, Torma Kak
B BeHTpaJibHOM yacTtu 1oyisi CAJ Ha oToOpaxe-
HUS$ accoliMalivii HakIaablBaeTCs IMOCTyIalol1ast
13 MeauaibHol DK npocTpaHcTBEHHast UHPOP-
Mauus. B pesynbrare Ha ITH nonst CAI1 popmu-
PYIOTCSI HEipOHHBIE OTOOPaXKeHUST acCOLIaLIUit
“00beKT—MecTO” ellie 60s1ee BBICOKOTO MopsaKa
(Cunbkuc, 2011). Kak oTMedeHO BO BBEIEHUU,
JUISL 3allOMMHaHUS 3MU30AudecKoit nHdopma-
LI Ba>KHO B3aMMOENCTBUE TUIIIOKaMIIa C HO-
BOIi KOpOIi M TMaparuriokamnajbHbIMUA O0Jia-
cramu Kopbl (Eichenbaum, 2004). Kaxnas us
3TUX 001acTeii BHOCUT CBOM YHUKAJIbHBIN BKJIa
B Ipoliecchl mamMsaTu. KopkoBbie 061acT BbIC-
IIIero IopsiaKka o0ecIieynuBaloT 00pabOTKy CEeH-
COpPHOI1, MOTOPHOI U KOTHUTUBHOI MH(POpMa-
uuu. [MaparunmnoxkammanabHas 00J1acTh, BKJIIOYA-
omass DK, crocobcTByeT KOHBEPreHIUU 3TOM
nHpopMallMM U TIOAJAEPXKAHUIO HEWPOHHBIX
oToOpaxkeHUi MHGOpMaLIMKU B KOpe, a B aKTUB-
HOCTU HEWPOHOB TMIIIOKaMMa KOIUPYIOTCS U
CBSI3BIBAIOTCS BMECTE COCTaBJISIIOIIME 3MKU304a
(Eichenbaum, 2004). Takas uepapxudeckast 00-
paboTka wuHoOpMaMU MO3BOJSIET M30eXKaTh
KOMOMHATOPHOTO B3pbiBa U 0oOecIieurMBaeT Xpa-
HEeHUe (3allOMUHAHWE) 1 U3BJIeUeHUE U3 aMSITU
HaKaIUIMBAaEMbIX B TEUEHME XKU3HU acCcoLMallnii
Ha OrpaHMYeHHOM uucie HeiipoHoB. Eciau Obl
Mpu Tepenaye MHGopMaluy IMPOUCXOANIO KOM-
OMHUPOBAHHOE CBSI3bIBAHUE CEHCOPHBIX IPU3HA-
KOB, TO YBEJIMUEHUE UX KOJINYECTBA BbI3bIBAIO Obl
OBICTPBIIi POCT YMCJIa BO3MOXHBIX KOMOMHALIWIA,
TaK YTO 11 OTOOpa’KeHUs HApacTaloIIEero Yucia
accouuvanuii “oobeKT—MeCcTOo” HEOOXOAUMO ObI-
JIO Obl 5KCIMOHEHUMATBbHOE YBEJIMYEHUE YUCTA
HEUPOHOB.

B otnuuue ot noneit CA3 u CAI, B KOTOphIe
MOCTyIIaeT 3puTeNabHasl, CIyXOBasi U TaKTUJIbHAs
nHopmMalusa 00 oobekTe, B moyae CA21u3 000HSsI -
Ne 2
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K MuHI.

k MK

Puc. 3. Cxema nepenauu CUTHaJIOB U3 3youaToii uzBwinHbI yepes nojist CA2 u CA3 B nosie CAl. MuHA. — MUHAA-
nmHa. He3akpainieHHBIe TPEeYTOJIbHUKY 1 OOJIBIINE KPYKKHA — BO30YIUTEIbHEIE HeIIpOHBI; 0OJIBIIION YepHBII KPY-
Kok — TAMKepruueckuii HEfipOH; JTUHMSI, OKAHUYMBAIOIIASICS MaJeHbKUM YEPHBIM KPYKKOM — TOPMO3HBbIit

Bxoa. OcTajbHble 0003HaYeHMSsI KaK Ha puc. 1.

Fig. 3. A scheme of signal transmission from the dentate gyrus through the CA2 and CA3 fields into the CA1 field.
Munn. — amygdala. Open triangles and large circles — excitatory neurons; big black circle — GABAergic neuron;
a line ending with a small black circle — inhibitory input. Other abbreviations are as in the Fig. 1.

TEJILHOM JTYKOBHIIbI YEPE3 ITapaBEHTPUKYISIPHOE
1 CyIIpaonTHUUYecKoe siapa TuIoTajgaMmyca IocTy-
naet Takske nHgopMmalus o 3anaxax (Piskorows-
ki, Chevaleyre, 2018) (puc. 2). Kpome Toro, Heli-
POHBI OOOHSITEAbHON JTYKOBHUIIBI MTPOSLUPYIOTCS
B cioit II narepansHoii DK (puc. 2), rae uHHEp-
BUPYIOT HEHPOHHI, coaepKallue pUJINH U Kalb-
ounauH. [lepBbie MPOSUMPYIOTCS B TUTIIIOKAMII,
a BTOpble — B OOOHSITENIbHYIO 00JIaCTb KOPBI
(Leitner et al., 2016). braromapst HaaU4MIO BXoAa
13 OOOHSATEIILHON JIYKOBMIIBI, MHPOPMALIAS O
3amaxax MOXeT BKJII0YaTbCsl B HEMPOHHBIE OTO0-
paxkeHns accouraunii “oobeKT—MecTo” B MOoJIe
CA2n 3ateM niepeHocuThbes B miosie CA .

Kak ormeueHo Bo BBeaeHUM, MHMOpMaLIUs
00 accoumanusgax “o0BEKT—MeCTO” TepemaeTcs
U3 TUIIIOKaMIa B IpedpoHTaIbHYIO KOpY uepes
TaJlaMUYeCKOE SIIPO reuniens, HEUPOHbBI KOTOPO-
ro PeLUMIIPOKHO CBsI3aHbI C HEMPOHAMM KaK MOJIst
CAl, tak n nipedppoHTanbHO# Kophl (McKenna,
Vertes, 2004) (puc. 1, 3). Bo30ynuTeabHbII BXOI
n3 gapa reuniens B nojie CA 1 SIBIISIETCSI CUJILHBIM.
Ero crumynannsa npuBoaut K naaykonu JIT Ha
Bxoze s1apo reuniens — noyie CAI (Cassel, Pereira
de Vasconcelos, 2015), a ctumMyasiLusi B TeTa-
putMe Bxoma u3 menuaiabHoit DK B mone CAl
Ccroco0cTBOBajla MHAYKIUMA T€TEpOCUHANTUYEe-
ckoii JII1 Ha Bxome siapo reuniens — none CAl
(Vu et al., 2020). I[To-BunumMomy, 3ToMy 3PEKTY
CIIOCOOCTBYET KOHBEPIreHLMsI aKCOHHBIX OKOH-
yaHUI1 HEepOHOB siapa reuniens U 9K Ha OTHUX U
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TeX Xe yJacTKax neHapuTtHoro aepesa [TH mons
CAI (Dolleman-van der Weel et al., 2017). Ilo
MHeH1I0 aBTOpoB padotnl (Barker, Warburton,
2018), gapo reuniens akTUBHO BIMSET Ha MpPO-
Hecc oopaboTk mHpopMali Bo BpeMs (hop-
MUPOBaHMS MaMsITH 00 accolmanuusx “o0beKT—
MecTo”. DTO 3aKimodyeHne 0as3mpyeTcsd Ha JaH-
HBIX O TOM, YTO MOBPEXKACHUE SIIpa reuniens 3Ha-
YUTEIBHO YXYIIIAJIO JTOJTOBPEMEHHYIO ITaMsITh,
HEOOXOIMMYIO IIJIsI pacIioO3HaBaHMs IIpeaIMeTa B
OIpeneIeHHOM JIOKyCe IpPOCTpPaHCTBA, TOIIA
KaK MaMsITh Ha paclio3HaBaHUE TOJBKO MpeaMe-
Ta WIN TOJBKO JIOKyca coxpaHsuiach (Barker,
Warburton, 2018).

OCOBEHHOCTH OPTAHU3ALIMM CBSA3EN
TOJISl CA2 C HEUPOHAMM JIPYTHUX
YACTEUN TMIITNIOKAMIIA
M C SHTOPUHAJIbHOM KOPOM

IMTockonbky mone CAZ2 ydyacTByeT B MPOABU-
XKEeHUM WH@opMaluMu o0 accolualusix “o0b-
eKT—MECTO” 4yepe3 T'MIIIoKaMIl (puc. 3), BaKHO
YUYUTBIBaTh OCOOEHHOCTHU CBSI3€ii 3TOro IMOJISI C
cocenHuMHU nonassMu CAI u CA3, a Takke Ipyru-
Mu ctpykrypamu. B none CA2 okaHUYMBAIOTCS
nepdopaHTHbIEe BojloKHa 13 cios 11 DK, komna-
tepanu [lacddepa 13 nonst CA3, a TakKe aKCOH-
Hble KoJulaTepajlu HEWPOHOB THUIlOoTajJlamMUuye-
ckux saep CMS, napaBeHTPUKYISIPHOTO U Cy-
npaontuueckoro (Benoy et al., 2018; Cui et al.,
2013; Piskorowski, Chevaleyre, 2018) (puc. 1 u 2).
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Bo3oyxnenne m3 DK, mocrymnaromiee Ha Ou-
cranbHble geHapuThl I[TH mons CA2, sensiercst
0oJ1ee CUIbHBIM, IO CPaBHEHUIO C CUTHAJIAMU U3
nonst CA3, KoTopble IIOCTYNaloT Ha IIPOKCH-
MaJIbHbIEC JEHAPUTHI, TaK 4YTO B cruHaricax DK-CA2
MoxeT wuHAayuupoBaTbcss HMJIA-3aBucumas
HIT (Chevaleyre, Siegelbaum, 2010). HecMoTps
Ha TO 4TO TepdOopaHTHHIC BOJOKHA OKaHYMBA-
IOTCSI Ha CXOIHBIX y9acTKaX IeHIPUTHOTO AepeBa
ITH nomneit CA2wu CAI (Piskorowski, Chevaleyre,
2012), Bxom DK-CA2 aBnsgerca Goiee 3ddek-
TUBHBIM, TaK KakK nep¢opaHTHBIE BOJIOKHA 00-
pasyior Ha geHnputax ITH monsg CA2 B 3 pasa
0oJIbllIe KOHTAKTOB, YyeM Ha AeHaputax ITH nost
CA1 (Srinivas et al., 2017). Ilpn cTumynsuumn
nep@opaHTHBIX BOJIOKOH PEruCTPUPYEMBIA B
HeipoHax monst CA2 BIICII 6b1 B 5—6 pa3s
OosreiIe o aMIuInTyAe, 9eM B 1mose CA 1. Kpome
Toro, B r1ojie CA2, Ho He B mtoine CAIl, Morm Ha-
omomatees pa3psansl ITH (Srinivas et al., 2017).
IMupamunHbie HelipoHbl TTonsg CA2, Kak 1 1OJIsT
CA 1, TochIIaioT IMIPOEKIINU 0OPaTHO B ITTyOOKHE
ciion DK (Rowland et al., 2013) (puc. 1). biaro-
Iapsi 5TOMY CUTHAJIBI OT OTOOpakeHUIA accolma-
uii “oobekT—MecTto” u3 noyeii CA2 u CAI mo-
T'YT BJIUSITh HA aKTUBHOCTH HelipoHoB DK 1 crio-
cOOCTBOBaTh HUPKYJISILIMK 3TOi MH(pOpMaIn B
ceTH, cBs3pIBalonieit DK ¢ rummmokamiiom (puc. 1).

Hanuuue B3aumoneiicteuit mexxny ITH mons
CA2 (Shinohara et al., 2012) MoXeT CII0coOOCTBO-
BaTh ()OPMUPOBAHUIO Y COXpAHEHMUIO B 1101 CA2
aTTPaKTOPHBIX COCTOSTHUM, OTOOpaXKarolux ac-
colauu “o0beKT—MeCTO”, aHAJIOTUYHO TOMY,
KaK 3TO MPOUCXOJUT 3a CUET PEKYPPEHTHBIX CBSI-
3eit B mosie CA3. AkcoHHble kosnarepaiu ITH
nosst CA2 mmpoko BeTBsATCS U B roJie CA3 (Mer-
ceret al., 2007), npuuyem Bo30yXaeHUE MTOCTyMHa-
eT He ToabKo Ha ITH, HO 1 Ha BXOmHbIE TOPMO3-
Hble UHTEepHepoHbl. [TokazaHo, YTO pe3yabTU-
pymoliiee aeficTBue co cTopoHsl Imojist CA2 Ha ITH
noass CA3 MoxeT ObITh UHTHOUpYIoM (Boeh-
ringer et al., 2017). ABTOpbl yKa3zaHHOU pabOThI
0JaratoT, YTO TOPMOXEHNE CO CTOPOHBI MOJIS
CA2 criocoOCTBYeT MomjepKaHuio (HU3UOJIOTU-
yeckoro ypoBHs Bo30y:xxineHus: ITH monst CA3 n
VIY4IIeHUIO OTOOpaxKeHUi noJjieii Mecta. Korma
aKTUBHOCTh HelipoHOB noJjisi CA2 6J10KMpOBaIH,
aktuBHOCTb ITH monst CA3, oToOpaxaroiasi 1mo-
JIsI MecTa, CyIIeCTBEHHO yBeanuuBaiach (Boeh-
ringer et al., 2017), 4To JOCKHO yXyAuIaTh TOY-
HOCTb OTOOpakeHus noJjeit mecta. B cBoio oue-
penb, adpdepeHTHOEe TOPMOXKEHNE CO CTOPOHEI
nojist CA3 npu onpeneyieHHbIX YCIOBUSX MOXKET
MPENsITCTBOBATh TOSIBJICHUIO BO30YIMTEIbHBIX
peakuuit y ITH nonst CA2 (Chevaleyre, Siegel-
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baum, 2010; Nasrallah et al., 2015). OgHako ak-
tuBHOCTB ITH B mone CA2 KOHTpoaupyeTcs: ce-
ThIO TOPMO3HBIX MHTepHEepoHoB (Robert et al.,
2018). ITockoabKy TOPMO3HBIE MHTESPHEHPOHBI
ciiosg opueHc noiist CA2 MHHEPBUPYIOT ApyTrue
TOPMO3HbIE MUHTEPHEHPOHBI 3TOIO I10JI51, MUIIIE-
HSIMU KOTOPHBIX sBJIsiioTes ITH, MoxkeT ripoucxo-
IUTh pacTopMaxkuBaHue. M3 aHanu3za, mpose-
JeHHoro B pabote (Cuibkuc, MapkeBuu, 2020),
cienyet, uro Bxon 3 CMSA B moire CA2 MoxeT
criocobcTBOBaTh pactopmaxuBaHuio ITH storo
OJIs.

OTMe4YeHO, YTO OpraHM3auus IPOeKIInii
CA2-CAIl ornmuaercss ot npoekumit CA3-CAl
(Dudek et al., 2016) u uro 3(pHEKTUBHOCTD CU-
HanTuyeckoit c¢Bsizu CA2-CAI Benuka (Cheva-
leyre, Siegelbaum, 2010). AKCOHHBIE BETBJICHUSI
ITH monst CA2 o6pasyror nmpumepHo 20% Bcex
KOHTAKTOB Ha 0a3aJbHBIX JIEHAPUTAX TOTO psiaa
ITH nonst CA 1, KOTOpHIi pacIionokeH Onrke K
ciioto opueHc. Dtu ITH npoeuupyloTcss B MUH-
JanuHy W Opuiexaliee sapo (BEHTPaJbHBIM
cTpuatym), T.6. B JIMMOUYECKUE CTPYKTYPHI
(pmc. 2, 3). Ilomaraior, yTto OJarogapsi 3TOMY
OHM YYacCTBYIOT B KOAMPOBAHUU MH(MOPMALINU,
CBSI3aHHOI C AMOLIMSIMU U COLIMAJIbHBIM IMOBEIE-
HueM (Lee et al., 2014; Okuyama et al., 2016). ba-
30JlIaTepaabHOE SIIPO MUHIAIMHBI, B CBOIO OYe-
penb, BAUSET HAa aKTUBHOCTh HEMPOHOB IIOJS
CA2, HO 3TO BIUSTHUE SIBNSIETCS OITOCPEIOBAH-
HbIM, TaK KaK HelipOHbl MUHIAJIUHBI HE IPOELI-
pytorcs B oyie CA2 (cm. (Piskorowski, Chevaley-
re, 2018)). C omHOIi CTOPOHBI, MOKa3aHO, YTO aK-
TUBalLUsl HEHpOHOB 0a3ojaTepalibHOroO sapa
MUHIAIUHBI IPUBOAUT K YBEIUYEHUIO aKTUBHO-
CTU TOPMO3HBIX UHTEPHEMPOHOB B CJIO€ OPHUEHC
nosnieit CA2 u CA3, Ho He B noie CAI (Gisabella
etal., 2009). C npyroii cTopoHBbI, BBE€JIEeHIE aHTa-
ronrucra FT”AMKa-peuenTopoB MMKPOTOKCUHA B
0azonarepajibHyI0 MUHAAIUHY (4YTO UMUTUPYET
W3MEHEHMUS, XapakKTepHble IJIs1 IIU30(DPEHUN)
MNPUBOAMIIO K 3HAYUTEIbHOMY YMEHBIICHUIO
topMo3Horo Toka B IIH monst CA2 (Berretta,
Benes, 2006). Takoe yMeHbIIIEHE TOPMO3HOTO
TOKa MOXET SIBASTHCS CJSACTBUEM PAaCTOPMaXKH -
BaHMS U JOJDKHO MPUBOAUTD K YBEIUYSCHUIO aK-
tuBHocTH ITH 1ot CA2. He nckimodeHo, 4To B
OTCYTCTBUE€ IaTOJOTUiA BIUSHHUE CO CTOPOHBI
MUHJIAIUHBLI OPEISITCTBYET YCUJIEHUIO PacTOp-
MmaxuBaHus [1TH v yBeInyeHUIO UX aKTUBHOCTMU.
BDTO MOXET CHUXKATD YPE3MEPHYIO OMOLIMOHAIb-
HYIO OKpacKy HEeHPOHHBIX OTOOpasKeHWII acco-
nuauuii “oobeKT—MecTo”, (opMHUpyEeMbIX Ha
ITH nonst CA2.
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BKJIAL ITIEP TUTTIOTAJIAMYCA
B ®OPMUPOBAHUE HEMPOHHBIX
OTOBPAXEHUM ACCOLIMALIUN
“OBbEKT—MECTO” B TMIIITOKAMIIE

ITockonbky HelpoHsr CMS mHHEpPBUPYIOT
33U u none CA2 rummokamiia, 3To SIApO TUII0oTa-
JlaMmyca JI0JKHO BHOCUTB OMpeae/IeHHbIM BKJIa
B AKTUBHOCTb HEWPOHOB YKa3aHHBIX YacTei
rurnmnokamiia u (GopMupoBaHue OTOOpaKeHUM
accoumanuii “oobekT—mecto”. Ilpumeuarenb-
HO, YTO OfHa rpynmna HeiipoHoB CMS mpoenu-
pyercst npenuMyllecTBeHHO B noyie CA2, a apyrast —
B 31, 1 oueHb peako (2.7%) onviH U TOT XKe Hel-
poH CM? unnepBupyer 06e obmactu (Chen et
al., 2020). Ilpu 5TOoM OOJBIIMHCTBO KJIETOK
CMA, npoenmpyrommxcs B 3U, skcripeccupyror
n ryramat, 1 TAMK, Torma Kak OOJIBIIMHCTBO
kietok CMS, npoenupyromuxcss B nojie CA2,
aKcrnpeccupyloT Toabko miyramat (Chen et al.,
2020). N3 aTtux naHHbIX caenyet, uto CMS pas-
JIMYHBIM oOpa3om BiausieT Ha 31 u nmone CA2. C
Y4ETOM U3BECTHBIX JAaHHBIX O GPYHKIMOHAJIbHOM
OpraHu3aluu BO30YAUTEIbHBIX U TOPMO3HBIX
B3aMMO/ICVICTBUIA B HEMPOHHOM CETU, BKIIIOYAIO-
mein CM4, runnokamn, nieperoponky u 9K, B
OpealIecTByIONIeil padboTe ObLI MPOBEACH aHa-
JIN3 BO3MOXHbBIX MeXaHU3MOB BiausgHus CMS Ha
MPOXOXIEHWE CUTHAJIOB Yepe3 TMIInoKaMIlaib-
Hy1o dopmanuio (Cunbkuc, Mapkesuu, 2020).
M3 3Toro aHanusa cienyer, 4To OMHOBpEMEHHast
aktuBauusa CMA u DK, a Takke pacTopMaxkuBa-
HUEe MOryT crnocobctBoBaTh MHAyKLIMKU HIT Ha
nepdopaHTHbIX Bxoaax K 'K u k ITH nons CA2.
IIpu nocrymiaenun curHanoB u3 DK HeiipoHBI
31U n nong CA2 aKTUBUPYIOTCI TIPaKTUUECKU
omHoBpemeHHO (Bartesaghi et al., 2006). biaro-
Japst accouuaTuBHOCTM Bxom u3 CMS moxker
criocoocTBoBaTh MHAYKLMK JII1 HE TOJIBKO B CU-
Haricax DK-CA2 u CA3-CA2, Ho 1 B cUHAIIcax
3U1-CA2 (Dasgupta et al., 2017). ITockoabKy 11y~
tamatepruueckuii Bxon uz CMA criocobcTByeT
vuHaykuuu JIT apdexktuBHocT BxomoB K ITH
noist CA2 xak u3 OK, tak u u3 noass CA3, 3to
MIPUBOAUT K YBEIUYECHUIO aKTUBHOCTU HEUPO-
HOB noJis1 CA2  ux BO30yXIAIOIIETO AeHCTBUS
Ha [IIH mons CAI (Chevaleyre, Siegelbaum,
2010). ABTOopBl yKa3aHHOIi pa®OTHI MPUILLIA K
3akimoueHnto, 9to 1enb DK-CA2-CAIl wurpaer
BaXKHYIO POJIb B TUIIOKAMII-3aBUCUMOI IaMsi-
™. Korga Bxon u3 nonst CAZ2 B nojie CAI akTu-
BeH, ycunuBaetTcs cBsizb CA3-CAI (Nasrallah et
al., 2019). Takum oOpa3oM, IIyTamaTepruue-
ckuii Bxon n3 CMS B rummokaMIl ooOJjieryaer
MPOXOXAEHNE CUTHAJIOB Uepe3 BCe eTo T0JIS.
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Hnsa xmerok CMS, npoeuupyromuxcs B 34,
HE BBISIBJICHO 3HAYMMBIX CTAaTUCTUYECKUX pa3-
JINYU IO KOJTMYECTBY BXOJIOB K HUM M3 pa3HBIX
obnacreit mo3ra (Chen et al., 2020). OgHako y
kietok CMS, npoenupytomuxcss B ojie CA2,
OBUIO 3HAUYUTEIBbHO OOJbIIE BXOJOB M3 00ja-
cTeil, CBSI3aHHBIX C COLIMAIbHBIMU COOBITUSIMM,
B YaCTHOCTHU, W3 TapaBEHTPUKYJISIPHOTO siapa
rumnotanamyca (Resendez et al., 2020) u meou-
aJIbHOM TIPEOIITUYECKOIl 30HBI TUITOTAJIaMyca
(koTopasi cBsI3aHa C POOUTEIBLCKUM MOBEACHU-
eM) (Wu et al., 2014). ITonaraioT, 4TO 3TU BXOIbI
no3BoJIsTIoT HelipoHaM CM S mHTerpnpoBarh Co-
LIMAJIbHO 3HAYMMYI0 MH(OPMAIIUIO B KOHTEKCT U
MOIYyIUpOBaTh npouecchl 3armoMuHanus (Chen
et al., 2020). B ykazaHHo#1 paboTe OTMEUEHO, YTO
CMHAI aBnsieTcst yHUKAIBHBIM B TOM, YTO OHO pe-
arupyeT Ha IMUPOKU CHEKTP HOBBIX CTUMYJIOB.
Ha TpaHcreHHBIX MBIIIIax ITOKa3aHo, YTO HEMpPOo-
HbeI CM 4, KoTOpHhIe TTpoeiupyrorcd B 3U, akTtn-
BUPYIOTCS TIPU TOSIBJICHUM HOBOTO KOHTEKCTA,
Torma Kak HeiipoHbl CMS, poenpylonimecs B
noiie CA2, akKTUBUPYIOTCSI NPU HEOXMIAHHOM
W3MEHEHUHN COLMaIbHOIO OKpykeHwus . [Tokaza-
HO, UTO TTOCTYIUICHEe MH(OPMALIMY O HOBU3HE B
3T CTPYKTYPHI BIUSIET HA KOHTEKCTHYIO WU CO-
LIUAJIbHYIO  TUIIMOKAMII-3aBUCUMYIO  ITaMSITh
(Chen et al., 2020).

Kpowme toro, Heitponsl CM{ MoHOCUHaNTH-
YyeCcK MHHEPBUPYIOT TaJlaMUYeCcKOoe SIApO reu-
niens (Vertes, 1992) (puc. 1). Ilonaraiot, 4To
CM4 yyacTByeT B ycujeHUU BXojaoB u3 DK B
3U, a aapo reuniens — B yCUJICHUM BXOJOB U3 IO~
51 CA3 n DK B none CAI, 1 4TO 3TO yCUJIeHUE
CIIOCOOCTBYeT Nepeaadye MHGpOpMalum, €€ KOIU-
POBaHUIO U, BO3MOXHO, 3arioMuHaHuIo (Vertes,
2015). bnaromapst 0COOEHHOCTSIM OpraHu3aluu
addepeHTHBIX npoekuuii, CMS MoxeT BIUSITh
Ha (opMUpoOBaHNUE HEHPOHHBIX OTOOpPaKEHUIA
accoumanmii “oobekT—mMmecto” B mojie CAI Kak
3a cueT Bo30yxineHust HelipoHoB 3U u noJist CA2,
Tak U 4yepes3 TajlaMuudecKkoe sapo reuniens. Ilo-
CKOJIBKY SIIPO reuniens UHHEPBUPYET HE TOJIBLKO
nojie CAI, nHo u BK (Dolleman-van der Weel,
Witter, 1996), oHO MOXeT y4acTBOBaTh B (pOpMMU -
POBaHUU YCIIOXKHEHHBIX OTOOpaKeHUM accolu-
auuit “o0bEeKT—MeCcTO” BO BCEX IOJISIX T'UIIIO-
KaMIla, a TaKXKe CIIOCOOCTBOBaTh LIUPKYJISILIUU
BO30y:kaeHus B LHenu DK-rumnmnokami. ITonara-
IOT, UTO OJaromapsl CBsI3sIM C MeOUaJIbHOI Mpe-
(GpOHTATILHOM KOPOI1, a TaK>Ke HAJIMUNIO BXOJIOB
W3 TIEpUPUHAJIbHOIM KOPBI, MUHIAJIMHBI U IPYTUX
CTPYKTYp, SIAPO reuniens WUrpaeT KPUTUUYECKU
BaxXHYIO poJib B iepeaayde K HelipoHam mosist CA 1
U TIpedpOHTAIbHONM KOphl JIUMOUYECKON WH-
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dopmaliy (3MOLMOHAIILHOM Y KOTHUTUBHOM)
(McKenna, Vertes, 2004; Vertes, 2006).

Kak ormeueHo paHee, unnykuus 11 apdek-
TUBHOCTU CMHANTUYECKOM Tepenayum Mexay
HEMpOHAMM pas3HbIX YacTell TMNmnoKamma CHo-
coOCTBYyeT 00JIEr'YEHUIO TPOXOXKAECHUSI CUTHAJIOB
yepe3 TMIIoKamMn U (popMUPOBAHUIO B KaXKIOM
13 ero yacTeil HeMpPOHHBIX OTOOpaXKeHU acco-
manuii - “oobekT—Mecto”  (Cunbkuc, 2009).
B npenmiectBylomiux padorax ObLI MNpoBeAcH
aHaJu3 BJIMSHUN TakKUX HEUPOMOIYISITOPOB,
KaK CEpOTOHWH, HOpaJApeHaJIUH, alleTUIXO0JIMH,
KOpPTU30J1, nodpaMuH, Ha 3(PGPEKTUBHOCTb CU-
HanTUYeCcKoi repenayu B runmnoxkamiie (Cuiib-
kuc, 2008). Takke Ha 3(PHEKTUBHOCTD TIepeaa-
YU BJIUSIET HEWPOIIENTUL OPEKCUH, KOTOPBIA
BbIIEJISIETCSI U3 aKCOHHBIX TepMUHAaIe HeOOIb-
IIOM TPYIIbl HEHPOHOB JIATEPAJIBHOTO TUIIOTA-
JlaMyca B COCTOSIHUM OoapcTBOBaHUs. OpeKCUH
MOKeT o0jeryutb mHaykuuio JAI1 cuHanTtuye-
CKOI1 mepengayy B TUINOKaMIIE, BO3AEUCTBYS Ha
YyBCTBUTEJIbHbIE K HEMY MOCTCUHAINTUYEeCKUE
peLenTopbl, KOTOPbIE pacliojiaraloTcsl Ha Hew-
poHax 3U1 u niosist CAI (Cunbkuc, 2012).

3Hak MoauduKanu 3p¢pHeKTUBHOCTH BO30Y-
JUTEIbHBIX U TOPMO3HBIX CUHANTUYECKUX BXO-
JIOB K HEWpOHAM pa3HbIX IOJEW TUIIOKaMIla
(T.e. unaykuusg JAI1 wiu gaurtenbHoOl nenpec-
CUM) MOXHO OIPEJEIMTh C MTOMOIIbIO CHOPMY-
JIMPOBaHHBIX paHee YHU(PUIIMPOBAHHBIX ITPaBUI
monysuuu (Cunbkuc, 2002). HanpaBieHHOCTb
W3MEHEHUI 3aBUCUT OT TUIIOB MOCTCUHAINITUYE-
CKHX pPeLeNnTOPOB, YYBCTBUTEJIbHBIX K KaXXAOMY
U3 HEMPOMOIYIITOPOB, M OT KOHLIEHTPAlIMU MO~
cinennux (Cunbkuc, 2008). Pe3ynbTaTsl ipume-
HEHMSI 3TUX MPaBUJI MOAYJISILIUA COTJIACYIOTCS C
W3BECTHBIMU JAaHHBIMU 3KCIEePUMEHTAbHbBIX
WUCCJIEIOBAaHUMN BIUSHUMN pa3IMYHbIX HEMPOMO-
IyJISITOPOB Ha CUHANTUYECKYIO TUIACTUYHOCTh B
ruriokamiie. ITockonbKy Ha kjeTkax 1mojss CA2
BbICOKasl MJIOTHOCTh PELETITOPOB, YYBCTBUTEb-
HBIX KO MHOTUMM Heilipomoayisitopam (Benoy
et al., 2018; Chevaleyre, Piskorowski, 2016; Du-
dek et al. 2016), oHU TOJKHBI BIMSATH Ha 3 deK-
TUBHOCTb cMHanTuyeckux BxoaoB K ITH storo
nojas W, cJeaoBareibHO, Ha (OpMHUpPOBaAHUE
oToOpaxkeHUil accouualuii “o0beKT—MecTo”.
HeilipoMonyasiTopbl MOTYT BJAUSITD U HA aKTUB-
HOCTb CUHAaNITUYECKUX BXOJOB K HEMpOHaM sijipa
reuniens, Kyaa 13 TyoepajabHOMN YaCTU TUIIOTaIa-
Mmyca moctymnaeTr opekcuH (Peyron et al., 1998).
ITockonbKy njs1 3allOMMHaHus WH@oOpMaluu
TpeOoBaJicsl CUHTEe3 O€JIKOB B siipe reuniens, Obl-
JIO TMIPEAIoJIOXKEHO, YTO 3TO SAPO SIBJISIETCS HE
MpPOCTO peJIEiHBbIM, a y4yacTBYeT B 3allOMMHa-
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HUU, TaK KaK 00jieryaeT B3auMOIEHCTBUSI MEXIY
TAIIIIOKAMITIOM ¥ MeAUAIbHOM MpedpOoHTaIbHOMK
kopoii (Barker, Warburton, 2018).

OCOBEHHOCTH YYACTUA I1OJIA CA2
B ®OPMUPOBAHUUN ACCOLIMALIUN
“OBbEKT-MECTO”
1N B COOMAJTIBHOU IMTAMATHU

Mudopmanms o 3anmaxax MOXeT NOCTyIIaTh U3
00OHSTEIbHOI TYKOBUIIBI B JIaTepajbHylo DK, a
13 Hee — B pa3HbIC YAaCTU TUIINoKaMmiia (puc. 2).
Te HelipoHbl J1aTepaibHOl DK, B KOTOPHIX CUH-
Te3UPYETCsl PUJIMH, 3HAYUTEJIbHO JIy4llle pearu-
PYIOT Ha oIlpeAe/ieHHbIC 3alaXy U JIy4Ille BOBJIE-
YeHbl B X Pa3IMU€HNUE, YeM OCTalIbHbIC HEMPO-
HbI (Leitner et al., 2016). PunuH Bo3neiicTByeT Ha
peuenTopsl ApoER2, KoTopble pacIliojaraircs
Ha NOCTCMHANTUYECKOM MeMOpaHe U 00pa3yroT
koMmrIuiekcbl ¢ HMJIA- peuenrropamu. [Torennm-
upyolee aeiicTBue puinHa Ha 3(pHEKTUBHOCTD
BO30yIUTEbHOM IIepeaadyu IPOSIBISLUIOCH B YBE-
ymmaeHnn Toka yepe3 HMJIA- n AMITA-penern-
TOpHI Ha HelpoHax runnokamiia (Rogers, Wee-
ber, 2008). OTMe4YeHO, YTO XOTSI HEUPOHBI, UM-
MYHOPEAaKTUBHbIE K PUJIMHY, UMEIOTCS BO BCEX
nojstx CA TMIInoKammna, ux INIOTHOCTb Hau00JIb-
11asi B IMpaMUIHOM U PaguaJbHOM CJIOSIX MOJIS
CAZ2 (Botcher et al., 2014). IlokazaHo Ha B3pocC-
JIBIX MBIIIAX, YTO MPU KJIACCUYECKOM OOYCIOB-
JIMBAHUU PWJIMH YBEJIMYMBAeT BBIPA>KEHHOCTh
HI1 B runnokamiie (Pujadas et al., 2010). Cneny-
€T OTMETUTh, YTO COoAepXKallle PUINH HeAPOHBI
natepanbHoii DK mHHepBUpyloT Takke 'K, Ha
KOTOPBIX MMEIOTCS peuentopbl Tuna ApoER2
(Deller et al., 1999; Drakew, 2002). [TosTomy He
WCKJIIOUEHO, YTO BBIAEJCHUE PUJIMHA CIOCO0-
crByer mHaykumn JI1 m B cuHamcax DK-TK, a
BcieacTBue yBenanueHus: aktuBHoctu 'K ycu-
JINTCSI MX BIMSIHUE Ha BBILLIEIEKAIIWE OIS TUII-
nokamia. M3 BBIIIEU3IOXEHHOTO CJIeayeT, YTO
yyacTtue jarepajibHoii DK MoXeT cnocoOCcTBO-
BaThb BK/IIOYCHUIO MHQPOpMaALMU O 3amlaxax B
HelIpOHHbBIE OTOOpaXXeHUS acconMalurii “o0b-
€KT—MECTO” B Pa3HbIX YACTSX TUIIIIOKAMIIA.

MmMerotcd aKcriepuMeHTaIbHbBIE CBUIETENb-
CTBa TOro, YTO B WHHepBUpYloIUX Tone CA2
HelpoHax ImapaBeHTPUKYJISIPHOTO U CYITPAOIITH-
YeCKOro sjaep ruriorajlaMmyca CUHTE3UPYIOTCS
apTMHUH-BA30NPECCUH U OKCUTOLIMH, KOTOPBIE,
KakK IoJjararoT, UrpatoT KJIl04eBYIO POJIb B COLIM-
anbHoIi mamstu (Piskorowski, Chevaleyre, 2018).
Ilpy 3TOM OTMEUEHO, UTO 3KCIIPEeCCUpYIOIIUe
OKCUTOLIMH HEMPOHBI pa3IMYHbIM 00pa3oM pea-
TMPYIOT Ha COLlMaJIbHbIE U HECOLIMAJIbHbIE CTU-
Ne 2
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mynbl (Resendez et al., 2020). Heiiponsr mapa-
BEHTPUKYJISIPHOTO M CYIPAONTUYECKOTO sIep
WHHEPBUPYIOT TaKXXe MUHOAJIWHY, KOTOpasi pe-
OUTTPOKHO cBsi3aHa ¢ noneM CAI (puc. 2). Bxo-
IbI 13 MUHOAIMHBEI U 107151 CAl KOHBEPTUPYIOT
Ha HEMPOHAX BEHTPAJIBbHOM YaCTU CTpUarymMa —
npuiexaiiero spa (puc. 2), SIBISIONIETOCS Ja-
ctbio JumoOuueckoir uermu (cm. (Piskorowski,
Chevaleyre, 2018)). Ota Henb yJyacTByeT B BbIOO-
pe noBeaenus (Cunbkuc, 2014). ITokazaHo, 9To
BO BpeMsl MaTepUHCTBA OKCUTOLIMH BJIUSIET Ha
CUMHAINTUYECKYI0 Tepemadyy B TUIIIOKaMIIe
(Tomizawa et al., 2003) u ygacTByeT B mporeccax
obyuenns n namsaTu (Takahashi et al., 2020). O6-
30p COBPEMEHHBIX TaHHBIX O BJIMSHUM Ba30-
MpeccrHa M OKCUTOLIMHA Ha (PyHKIIMOHMUPOBA-
HIE TUTIIOKaMIIa, COLIMaJIbHOE IMTOBEIeHME 1 KO-
THUTUBHYIO NIESITEIbHOCTh IIPEACTaBICH B
pabore (Cilzet al., 2019). UyBcTBUTEIbHBIE K OK-
CUTOLIMHY PELIeTITOPhl pacrojaraloTcs BO BCEX
MTOJISIX TUIIIIOKaMITAJIbHOI (hopMall, HO Hau-
OourbIIast MX IVIOTHOCTH — B TTosie CA2 1 BepxHeit
qyactu 1ot CA3 (CA3a), tne oHU TIpenMyIIe-
CTBEHHO pAaCIIOJIaraloTCsl Ha TIyTaMaTeprude-
ckux HelipoHax. [TocKombKy 3KCIIpeccusi OKCH-
TOLIMHOBBIX PEIENTOPOB CUJIBHO Pa3IMIaeTCs y
pa3HBIX BUOOB, IOJIAraloT, YTO 3TO MOXET Jie-
KaTh B OCHOBE MEXBUIOBBIX pa3INUNii B COLIM-
ansHoM nioBeaeHuu (Cilz et al., 2019). Bazo-
MMPECCUHOBBIEC PELENTOPHI TaKXe OOHApPYXXEHBI
BO BCEX YACTSAX TUIIMOKAMITaIbHON (popmanum,
npuyeM HauboablIask IUIOTHOCTb Avprlb — pe-
HentopoB — B mojie CA2, Toe OHM pacroJjiaraioT-
csl Ha IIyTaMaTeprUYecKux KieTkax (Stevenson,
Caldwell, 2012). DT perienTopbl UMEIOTCS TaK-
K€ B MUHIAJIMHE, MapaBeHTPUKYJISIPHOM siape
rumnoTajamMyca 1 00OHSITeJIbHOM JIYKOBUIIE, Kyaa
TaK>Ke MPOepyeTcs MapaBeHTPUKYISIPHOE SIPO
(Roper et al., 2011; Young et al., 2006) (puc. 2).

AKTHBUpYEMbIE OKCUTOLIMHOM M Ba3ompec-
CUHOM pelienTophl cBsi3aHbl ¢ Gg/11- 6enkamu u
Y4acTBYIOT B peryiasuuu coaepxanus Cal+ B
KJIETKE, a TaKKe B aKTUBALIMU MPOTEeMHKUHA3bl C
(Kii et al., 2018). B comtacuu ¢ mpaBujiamMu MoO-
nynsuun (Cunbkuc, 2002) moka3zaHo, 4TO aro-
HUCT Avprlb-pelienTopoB, KaK U OKCUTOLIMH,
criocooctByeT uHAyKuuu IIT addekTuBHOCTH
cuHantuyeckux BxonoB K ITH nonsa CA2, npu-
yeM 3ta HMJIA-3aBucumas /111 cBsizaHa ¢ 11ocT-
CUHAIITUYECKUMHU MpoleccaMyu M aKTuBaluei
nporerHkuHas (Pagani et al., 2015). OTmeueHo,
yto sTa Il MHOyuupoBagach TOJAbBKO B IOJE
CA2, Ho He B nojie CAI (Lin et al., 2018; Pagani
et al., 2015) (1mo-BuaMMOMY, 13-3a MaJIOrO YUcCJa
OKCUTOLIMHOBBIX pelernTopoB B 1oyie CA/). bia-
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rogapsi MpoOeKIUsIM U3 TTapaBEeHTPUKYJISIPHOTO U
cynpaontudeckoro siaep B nojie CA2 1 o6ierde-
auto naaykouun HI1 mon meiictBueM Basolpec-
CMHA M OKCUTOLMHA, 3TU HEUPOMOIYISITOPHI,
KaK 1 pUJIMH, MOTYT CITOCOOCTBOBATh (POPMHUPO-
BaHMIO Ha HelipoHax IaHHOIO II0JISI OTOOpazke-
HUI accouraluii “o0beKT—MECTO”, B KOTOpPHIE
BKJIIOYEeHA MHGOpMaLUs O 3amaxax, xapakTep-
HBIX JIJISI OTIPEIeJIEHHOTO JIOKYca MPOCTPaHCTBA
U €ro oouTaTesieil B TEKyILIMii MOMEHT BpEMEHM.
Iloka3zaHo, 4TO BXOA M3 MEpPEaHEN 4YacTh IOJIs
CA2/CA3 B 3amHioro 4dactb mojist CAI urpaer
Ba>kHYIO POJIb B 3a/1a4€ Ha TMCKPUMMUHALIUIO CO-
LUAJIbHBIX CTUMYJIOB U COLIMAJIbHOE Y3HAaBaHUE,
TOrma KakK BXOH U3 TiepeaHeil 4acTh MoJs
CA2/CA3 B mepeaHIolo yactb nojst CA I yyacTBy-
eT B IMCKpUMMHALIMU CTUMYJIOB, HE CBSI3aHHbBIX
¢ couranbHbIMU coObITUSIMH (Raam et al., 2017).
DTHU JaHHBIE YKA3bIBAIOT HA CHEUMAIM3ALUIO B
KOOIUPOBAHUM WHMOpMALIMM Yy Pa3HbIX TPYIII
HeiipoHoB 1ot CA2 1 cBI3aHHBIX C HUMU HEM-
ponoB noJist CA . CyiiecTBylolye JaHHbBIE YKa-
3BIBAIOT Ha TO, YTO B INIyOOKOM CJIO€ JOp3abHOI
yactu noJist CA1 (cmoe CAIc), pacrionoXeHHOM
omrke K momo CA2, KomupyeTrcsl ITPOCTpaH-
cTBeHHass uHopmauus, B mone CA 1b kogupyer-
¢S MOCJIe10BaTeIbHOCTb COOBITUIT, a Ha HEMPO-
Hax BbIlIesexaniero cioss CAJla, pacrnoyioxKeH-
HOro OJmKe K CYOMKYyIIOMYy, KOIMPYETCS
HeMnpocTpaHCTBeHHas1 uHdopmauus (Masurkar
et al., 2020). ABTopbl yKa3aHHOI1 pabOThI CBsI3a-
JIM TaKylo (pyHKIIMOHAJIbHYIO CIEMAIM3alIUIO C
pa3anYHOl OpraHu3anueii KOPKOBBIX BXOAOB K
ITH pa3nbix cioeB nosst CA I. ITokazaHo, 4To ak-
connl II1H monst CA3 oxkaHYMBalOTCS Ha allv-
KayibHBIX neHaputax Toro psaa IMTH nons CAI,
KOTOPBI pacrionaraercs OJrKe K CJI0I0 paava-
TYM, TOraa Kak akcoHHble BeTBJieHUs [TH 1o
CA2 okaHYMBAIOTCS Ha Oa3aJbHBIX ICHIPUTAX
toro psiaa [TH nosst CA 1, KoTopblii pacnonoxeH
omxe K ciroro opueHc (Cui et al., 2013; Dudek et
al., 2016; Kohara et al., 2014; Shinohara et al.,
2012) (puc. 3). BcnencTBue 3TO0r0 Ha HEHPOHBI
pas3HbIX cinoeB noinsd CAI moctynaetr mHdopMa-
OUsT OT pa3HBIX OTOOpaxKeHWI accolranuii
“00BEeKT—MeCTO”, cOPMUPOBAHHBIX B ITOJISIX
CA2 u CA3. B nioJib3y TOro, YTO OHU OTJIMYAIOT-
Csl, MOTYT CBUIETEIbCTBOBATh PE3YJIbTaThl PA0OT
(Alexander et al., 2016; Wintzer et al., 2014), B
KOTOPBIX IMOKA3aHO, YTO MPU U3MEHEHUU KOH-
TEKCTa B 3HAKOMOM OKPYKeHUU (3aMeHa OTHOTO
00BbEKTa Ha HOBBII) aKTUBHbBINA KJICTOYHBII aH-
camOJib B 11osie CAZ2 cyllieCTBEHHO MEHSIETCSI, TO-
IJ1a Kak M3MEHEHUSI aKTMBHOCTU HEWPOHOB B
nossix CAIu CA3 He Tak 3HauuTeabHEI. [1onara-
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IOT, UTO OJiarogapsi CBOMM YHUKAJIbHBIM CBS35IM
nojyie CA2 MOXeT UTrpaThb pojib MHTepdeiica MexX-
Iy aKTUBHOCTBIO MO3Ta, CBI3aHHOI KaK ¢ d3MO-
LUSIMM, TaK U C BBICIIMMM KOTHUTHUBHBIMU
dyukuusamu (Chevaleyre, Piskorowski, 2016), B
KOTOPBIX y4acTByeT npedpoHTaabHas1 Kopa. AB-
Tophl paboThl (Alexander et al., 2016) moctynu-
pOBaJIN, YTO B aKTUBHOCTU HEMPOHOB ToJst CA2
YK€ CylIecCTBYIolllee OTOOpakeHue MNpPOCTpaH-
CTBa MOJYJIMPYETCS C y4eTOM COLIMAILHBIX U HO-
BBIX cTuUMYynoOB. IlpenmaraeMblii B HACTOSIIEN
paboTe MexaHU3M I103BOJISIeT OObSICHUTD, KAKUM
00pa3oM B aKTUBHOCTH HEMPOHOB 1oJist CA2 Mo-
KET MPOMCXOOUTH CBS3bIBaHME pa3HbIX I1apa-
METpOB KOHTekcTa. Ha ocHOBaHUM IaHHBIX O
ToM, uTto 1o Mecta ITH monga CA2 B MeHbIlIeR
CTEINECHU KOAUPYIOT IPOCTPAHCTBEHHYIO MH(MOP-
Manuio, yeM HelipoHbl Tosneit CAI n CA3, n 9to
9TU T10JISI MEeCTa CUJIbHEE MEHSIOTCS C TEeYeHUEM
BpeMeHU (Yachl-IHM), YEM B OTBET HA U3MEHE-
HUE KOHTEKCTa, ObLIO MPEANOI0KEeHO, YTO Heli-
poHHBIe aHcaM0iu 11011 CA2 MOTYT UTPaTh BazK-
HYI0O pOJb B KOAUPOBAHUM TEYEHUsSI BpPEeMEHU
(Mankin et al., 2015).

CBUIETEJIBCTBA B ITOJIb3Y
CYIIECTBEHHOTI'O BKJIAIA T1OJIA CA2
TUIITIOKAMIIA U AOEP TUITIOTAJIAMYCA
B BITN30ANYECKYIO
1N COOMAJIBHYIO ITAMATD

Ecnu npennaraeMblii TMIIOTETUYECKUI MeXxa-
HU3M (QOPMUPOBAHUS OTOOpaKeHUI accolma-
O “o00beKT—MeCTO” B TMIIIOKAaMIIE 1, B YacCT-
HocTH, B nojie CA2 BepeH, ocnabneHue 3pdex-
TUBHOCTU CUHANTUYECKOM Ilepeaadyn 4yepe3 3TO
oJjie, a TakKe ocjabeHUE CIIaliKOBOM aKTUBHO-
ctu I1H nons CA2 u ux cBsizeit ¢ nonem CAl
TUIIIOKAMIIa MOTYT YXYALIMTb 3MU30AUYECKYIO
Y COLIMAIIbHYIO NTaMsTh U IPUBECTU K HEBPOJIO-
rudyeckum paccrpoiictBam. IloBpexneHue siapa
reuniens, cBsi3bIBaloliero nojie CAI ¢ npedpoH-
TaJabHOII KOPOIi, TaKKe TOJKHO IPUBECTU K Ha-
pYLIEHUSIM T€X BUAOB ITaMSATU, KOTOPbIC CBSI3a-
HEI ¢ 00erMU CTpyKTypaMu. Hapyimure 3armoMu-
HaHue WHpopMaLMM U ee U3BJICUCHUE U3
naMsTH MOXKET M ocjablieHue pacTopMakKuBa-
HUSI, KOTOPOE WUIpaeT CYIIECTBEHHYIO pOJIb B
ycuiieHun axktuBHoctu [TH mons CA2. Tlo-
ckousibky Haykus HAIT apdpekTuBHOCTH BO30Y-
JIUTEJIbHBIX BXOJOB K HeiipoHaM 11oJis1 CA2 3aBu-
CUT OT pWJIMHA, Ba3olpecCcuHa U OKCUTOLIMHA,
CUHTE3MPYEMBIX sipaMy TurorajiaMyca, OTCyT-
CTBHE BXOIOB M3 ATUX siIEpP B TUIINOKAMI WJIU
O0JI0KMpOBaHWE YYBCTBUTEJbHBIX K yKa3aHHBIM
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BEIlIECTBAaM pPELENTOPOB JOJDKHBI  YXYAIIATh
BMU30INYECKYIO Y COLIUATBbHYIO TTaMSITh.

OTU CcleACTBUSI MpeajlaraeMoro mMexaHusma
COIVIaCyIOTCS C M3BECTHBIMM U3 JIMTEpPATyphbl pe-
3yJibTaTaMU 3KCHEPUMEHTATbHBIX UCCIEI0OBAHMIA.
Tak, nmokaszaHo, 4To HapyllieHUe (YHKIIMOHUPO-
BaHUSI TOPMO3HBIX Lieneit B moyne CAZ2 (KoTopbie
obecrnieynBalor pactopMaxkuBaHue (CHIIBKUC,
MapxkeBuy, 2020)) NpUBOAUT K crieLIM(PUIECKUM
rncuxuarpuyeckum 3abosieBaHussM (Botcher et
al., 2014). PaziuuyHble MaHUITYJISLUA C SIAPOM
reuniens, TakKe KakK €ro IoBpexXIeHuEe, BDEMEH-
Hasli MTHAKTUBAllUs WJIM ONTOreHeThYecKasi CTU-
MYJISILUS, TIPUBOASIT K U3BMEHEHUSM KOTHUTHUB-
HbIX (PYHKIIMI, 0COOEHHO JJIs1 3a74a4, BbIMOJIHE-
HUE KOTOPbIX YYBCTBUTEJIBHO K MOBPEXICHUSIM
1 TUMIOKaMIa, U MeIUaibHOI TpedpOHTaIb-
Hoii kopsl (Cassel, Pereira de Vasconcelos, 2015).
B yactHOCTM, NIpu NOBPEXIEHUU Sapa reuniens
HapylIaJoCh OTOOpaXkeHNe OKPYKalolleid cpeabl
Ha HelipoHax nonsi CAI runmnokamna (Cholvin
etal., 2018). IlpepriBaHue B3aUMOACHCTBUSI
TUIIIoKaMIla ¢ MeIuajabHOM IIpedpOoHTaIbHOM
KOpOI Wi BpeMeHHasi UHaKTUBALlYs siapa reu-
niens TIpy BBIMOJIHEHUU 3a/1a4 HA 3allOMMHAaHUE
accouManmii “o0beKT—MeCTO” MpersaTCTBOBAIN
KaK KOJMPOBAHUIO, TaK U U3BJIEYEHUIO U3 MaMsl-
TN 3TuX accoumnauuii (Barker, Warburton, 2015;
Barker, Warburton, 2018). IIpumMeuaTeabHO, YTO
TOBPEXICHUE SIpa reuniens MIpUBOAUIO K Hapy-
LIEHWIO OTIAJIEHHOI, HO HEe HellaBHO MpuoOpe-
TeHHOI KoHTeKcTHoii mamsaTu (Quet et al.,
2020). ITonararoT, YTO MOBpPEXICHUE sIApa reu-
niens MOXET HApPYLIUTb MEPECTPOUKY KOPTHU-
KaJIbHbIX CBsI3€i1, 32 cUeT KOTOPBIX MOAIePXKUBa-
10Tcs ynajieHHble BocnomuHaHus (Klein et al.,
2019).

Ha Baxxnyto posnb nojist CA2 B GopMUpOBaHUU
HEKOTOPbIX  BUIOB  TMIINOKAMIT-3aBUCUMbIX
¢dopM noBeIeHMS U COLlMATIbHOM MaMsITU yKa3a-
Ho B pabore (Hitti, Siegelbaum et al., 2014). ITo-
Ka3aHo, YTO ISl COLMAIbHOM MaMsThU Heo0Xo-
JIMMO KOPpEeKTHOe (PYHKIIMOHUPOBAHNE OOOHSI-
TEJAbHOM CUCTEMBbI, YAaCTblO KOTOPOM SIBJISIETCS
none CA2, B KOTOpoM (POPMUPYIOTCS U 3aTEM
MOTYT W3BJIEKATbCS W3 TaMSTU accolualiu
MeXy OOOHSTEIbHBIMUA CUTHAJIaMU U COLIATIb-
HbIMU B3auMopeiicTBusiMu (Stevenson, Cald-
well, 2014; Young et al., 2006). OgHUM U3 Baxk-
HBIX CBOWCTB HelipoHOB monst CAZ2 sBisieTcs
y4yacTuhe B COMAJIbHOM y3HaBaHWU, T.€. B OMpe-
JIeJICHMM 3HAKOMBIX COpOIMYEl UIu ocobeil, He
oTHocsiuxcs K naHHoMmy Buay (Tzakis, Holah-
an, 2019). B nmonb3y yuactust nojst CA2 B couu-
aJIbHOM TTOBEJICHUY CBUJETEIbCTBYIOT TaHHbBIE O
Ne 2
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TOM, 4YTO MpeKpalleHue aKTUBHOCTU HEHPOHOB
nonst CA2 HapymiaeT pacno3HaBaHHE COLIUAJIb-
Hoit nuHpopmanuu (Stevenson, Caldwell, 2014).
ITamMaTh O couManabHBIX COOBITUSIX Oa3MpyeTcs
HE TOJIBKO Ha HEMPOHAaX JOP3aJIbHOM YaCTH T10JIS
CA2, HO ¥ Ha MX KJIETKaX-MUIIIEHSIX B BEHTpaIb-
Hoit yactu ot CAI (Meira et al., 2018). IToka-
3aHO, YTO HaJIW4ue aKTUBHOCTU B JOP3aJbHOI
qyacty noJjisi CA2 KpUTUYHO IJIsT KOOUPOBAHUS,
KOHCOJIMIALMU U U3BJACYCHUS U3 IMaMATU WH-
dopmanmm o coranbHbIX cOOBITHAX (Meira et al.,
2018).

MmMeroTcd maHHBIE, CBUIETENBCTBYIOIIUE O
Ba>KHOCTU IS OOy4yeHUs] U 3allOMUHAHUST UH-
nykuuu II1 Ha HelipoHax rurimokamma, Ha KO-
TOPbIX (POPMUPYIOTCS OTOOpPAKEHUS accollua-
it “oobekT—Mecto”. Tak, Ha TeHHO-MOIu -
LAPOBAHHBIX MbIIIAX MOKa3aHO, YTO YCUJIEHUE
3(pHEKTUBHOCTU CUHAINTUYECKUX BXonoB K ITH
noJist CA2 npuBOAMT K YJIyUILIEHUIO 3alTIOMUHAHUS
HOBBIX OOBEKTOB U 00Jiee OBICTPOMY TMIIIIOKAMII-
3aBUCMMOMY OOydyeHHI0 B OacceiiHe Moppuca
(Lee et al., 2010). Ha BaxHBI BKJIaI BEIIECTB,
CUHTE3UPYEMbIX HEHpOHAMM TUIOTATAMUYECKUX
sanep, B uHaykuuto JII1 B runnokammne, a Takke B
npolecchl MaMsITH W OOYy4YEHWUsS YyKa3bIBaIOT, B
YaCTHOCTH, JaHHbIE O TOM, YTO yBeaudeHue 11T
B noJjie CAI nop neiicTBEM pUJIMHA KOPPETUPY-
€T C YCUJIEHUEM acCOLIMaTUBHOTO U IPOCTPaH-
CTBEHHOI'O OOYyYEeHUS U C YAy4dllIeHUEeM 3allOMU-
HaHus (Rogers et al., 2011). IeHHO-MOomUpULIM-
pPOBaHHBIE MBI C OTCYTCTBUEM PUJIMHOBBIX
PELIENTOPOB Xy>Ke BBITTOJHSIN 337241 Ha 00yJe-
Hue u mamsTh (Beffert et al., 2005), 1 y Hux Obu1a
HapyllleHa KOHTeKCTyalibHas mnamsiatb (Weeber,
2002). Ha To, 4yTOo pyJIMH y4acTBYeT B ITIpolieccax,
CBSI3aHHBIX C MaMSTbhlO, U YTO MJIOTHOCTh PUJIU-
HOBBIX PELENTOPOB HauWbOoJbIIas B MUPaAMUII-
HoM cioe 1toist CA2, ykazaHo B padbote (Botcher
et al., 2014). Takum oOpa3oMm, PUJIMH CUJIbHEE
BCErO MOXET BJIMSITh Ha (PyHKIMOHUPOBAHUE
HelpoHoB B 1noJjie CA2. Ha mbliiax B cBOOOIHOM
MOBEACHUM MOKa3aHO, YTO €CJIM COLMaJIbHbIE
CTUMYJIbI BO3OYXKIAIOT BbIIEISIONINE OKCUTO-
LIUH HeHPOHBI MapaBEHTPUKYISIPHOIO sipa -
noTajiamyca, TO YJIydlllaeTcsl BbITTOJIHEHUE 3a1a4
Ha COLMAJIbHBIK BHIOOpP, TOTJa KaK MoAdaBIeHUE
aKTUBHOCTU YKa3aHHbIX HEWPOHOB YXyAIIAIo
TUIIMYHOE coliajibHoe npeanouyTeHue (Resend-
ez et al., 2020). BBeageHre OKCUTOLIMHA B XeJly-
JIOYKHX MO3Ta HE TOJIbKO CITOCOOCTBOBAJIO MHAYK-
muu JI1, HO W yaydinajgo HpOCTPaHCTBEHHOE
MOBeJIeHWEe, TOrJa KaK BBEACHWE aHTaroHucTa
OKCUTOLIMHOBBIX PELENTOPOB 3TOMY IIpEnsT-
crBoBasio (Tomizawa et al., 2003). ¥ reHHO-MO-
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IUGULIMPOBAHHBIX MBIIIEH C OTCYTCTBUEM OK-
CUTOLIMHOBBIX pelLienTopoB B noje CA2 Hapyllia-
Jgack Kak nHaykums JIIT Ha Bxoge n3z 9K k ITH
noist CA2, Tak 1 4OJArOBpeMeHHasI IIaMsITh COLIM-
anbHoro y3HaBaHus (Lin et al., 2018). Couuanb-
Has NaMsTh CYyIIeCTBEHHO yJy4dlllajach, €CJIM BO
BpeMsl 3alloOMUMHaHUg MHGOpPMAaLUM OIITOreHe-
TUYECKU CTUMYJMPOBAIM BBIICISIONIME Ba3o-
MPECCUH HEeMPOHHBI ITapaBEHTPUKYISIPHOIO s1Apa
runotajgamyca (Smith et al., 2016). Dtot apdexr
OJIOKMpOBaJCsl B MNPUCYTCTBUM aHTAarOHKUCTOB
Ba30MPECCUHOBBIX pelenTopoB B Toje CA2
(Smith et al., 2016). Y MbI11Icii C OTCYTCTBHEM Ba-
30MPECCUHOBBIX PELENTOPOB WIU MOCJIE MC-
MOJAb30BaHUSI AHTAarOHUCTA 3TUX PELENTOPOB
HabJiogany ciadyio conuaabHylo arpeccuio (Pa-
gani et al., 2015). O BaxkHOI1 poJiM Ba3oIIpeccuHa
B TaKUX BUAAX COLMAJILHOIO MOBEACHUS IPhI3Y-
HOB, KaK collMaJibHasl MaMsITh, COLlMAIbHASI MO-
TUBALUsI, COLMAIbHbIE ()OPMBI arpecCuu, CBU-
IEeTeIbCTBYIOT U pe3yJibTaThl pabOTHI (Stevenson,
Caldwell, 2012). B mons3y yuyactuss CM4 B ripo-
1ieccax 3ariOMUHAHUSI MOTYT CIY>KUTh TaHHBIE O
TOM, YTO BpeMEHHAas MHAKTUBALUsI 3TOIO sapa
Hapylllajga CIIOCOOHOCTb KPbIC pellaTh 3aJayu,
TpeOylolue ydactust padoueit mamsatu (Aranda
et al., 2006). IToka3zaHo Tak:Ke, YTO JJI U3BJICYE-
HUSI U3 MaMsITU MPOCTPAHCTBEHHON MHPOpMa-
LM TpeOyeTcsl aKTUBALIMS IIyTaMaTeprudeCKUX
npoexkuuii u3 CMS B 3U (Li et al., 2020).

CrenyeT OTMETUTD, YTO TIpeajiaraeMblii Mexa-
HU3M 0a3upyeTcst Ha pe3yabTaTax dKCIepUMEH-
TOB, MPOBEACHHBIX HA KMUBOTHBIX (IIperuMylIle-
CTBEHHO Ha IpbI3yHaXx), MOCKOJIbKY TOJIbKO Ta-
KHWE OMBITHl JAalOT BO3MOXHOCTb Ha YpPOBHE
OTHEJBbHBIX HEUPOHOB BBISIBUTH KOPPESLIMNIO
MeXay u3MeHeHreM 3(P(PEeKTUBHOCTU CUHAIITH-
YyecKol nmepenayu U o0y4yeHUeM WU 3alIOMUHA-
HueM. CyllecTBYIOIIMEe METObl BU3yalu3alluu
aKTMBHOCTU B MO3I€ YeJIOBEKa MO3BOJISIOT Olle-
HMBATh CTENEHb BO30YXKICHMSI OOJBIINX TPYIIIT
HEHpOHOB, TIpUYEM C OUYeHb HU3KMM BpPEMEH-
HbIM paspemieHreM. C Haleil TOUKM 3peHus,
KCIIOJIb30BaHWE PE3YJIbTaTOB SKCIIEPMMEHTOB
Ha >KMBOTHBIX JOIYCTUMO, MOCKOJIbKY Mexa-
HHU3M MOOYJISAIMM 3(pPEeKTUBHOCTU CUHAIITHYE-
CKOM Tepenadu, 0a3upyroluniics Ha BHyTPUKIIe-
TOUYHBIX Mpoleccax, SIBisieTcsd YHUPUIMpPOBaH-
HbIM (Cunbkuc, 2002) 1 He 3aBUCUT OT TOIO,
HaxXOJSTCs JIM HEUPOHBI B MO3Tre YeJ0BeKa WU
XKMBOTHOTO. KpoMe TOoro, CTpoeHue TMIIIoKaM-
rna u opraHusanus a@epeHTHbIX BXOA0B B 3TY
CTPYKTYpY Y UeJioBeKa U I'PbI3YHOB CXOIHHBI.

Ne2 2021



158 CUJIBKHC

3AKJIIOYEHHME

ITockonbky nosie CA2 urpaeT BaxkKHYIO POJIb B
(byHKIIMOHMPOBAHUN TUIIIIOKAMIIA, MTOBpPEXIe-
H€ HEPOHOB 3TOTO IOJISI WJIM X HEIOCTAaTOY-
Hasl aKTUBALUSI MOTYT IIPUBECTU K pa3INYHBIM
HEBPOJIOTMYECKUM HapylieHUusIM. Tak, oOHapy-
JKEeHO, 4To Iipu 0oje3Hu [lapkmHCOHa, B 0CO-
OEHHOCTM Ha MO3IHMX CTaausX 3a00JieBaHWUs,
aTpodupyeTcs TMMOUYecKast CCTeMa, BKIIoJast
noiie CA2 runnokammna, DK, tmMondeckue ssapa
Tazamyca u sgapa MuHganuHbl (Braak et al.,
1996). IMomaraiot, 4TO MO aTPO(PUM KIETOK B 1O~
e CA2 moxHO nuddepeHIIMPOBaTh pa3IMUHbIC
HelipoaereHepaTuBHbIe cTaguu O6oje3Hu I[lap-
kuHcoHa (Pang et al., 2019). Ilo3nHue cramuu
6o0ne3nu [TapkrHCOHA MOTYT COBIIAIATh C HAYM -
Hatoleiicss 0oJie3HbI0 AUblireiiMepa, KoTopas
XapaKTepu3yeTcss HapylIeHWeM KOTHUTUBHBIX
¢dynkuwmii (Braak et al., 1996). Ilpu Ooiie3nun
AJIblIreiiMepa B TUITIOKaMIIE TaKKe HaOJItomaeT-
cs1 atpodust KJIETOK, ocooeHHO B Toisax CA2 n
CAl, a Takke B CBI3aHHOM C HMMHM Oa3ojaTe-
panbHOM simpe MuHAanuHbl (Tang et al., 2016).
I1pu 60ne3Hm AnbnreiiMmepa aTpodusl B ITOIIX
CAl, CA2 n CA4 6onbllle, 4eM B KOHTPOJLHOMN
rpynne noxuibix gogeir (Madusanka et al.,
2019). ITockonbKy kiaeTkamu-muineHsamu [TH
noist CA2 ansrorcst HelipoHsl noyist CA I, ObIIO
MIPEAITOJI0KEHO, YTO HAPYILIeHNsI KOHTEKCTYallb-
HOii mamsaTu npu Oone3Hsx IlapkuHcoHa u
AJIblIreiiMepa CBSI3aHbI ¥ C UBMEHEHUSIMU (PyHK-
HUoHUpoBaHus HelipoHoB nonsd CAI (Adamo-
wicz et al., 2017). C Touku 3peHMs IpeiaraeMo-
ro B HAcCToOsIIeil paboTe MexaHM3Ma, ocyiabie-
HUE KOHTEKCTyaJIbHOM NaMsaTU Ha IO3IHEMl
cramuu 6one3nu [lapkuHcoHa M mpu OOJIE3HU
AJblIreiiMepa B 3HAYUTEJIbHOI CTEIIEHU MOXKET
OBITH CBSI3aHO C TeM, uTo arpodust [TH B mone
CA2npensaTcTByeT (POPMUPOBAHUIO aIEKBATHBIX
OTOOpaKeHU accConalmnii “o0beKT—MeCcTO” He
TOJIBKO B 3TOM T10J1e, HO 1 B oJie CA 1, B KoTOpOe
npoenupytorcs ITH mmonsa CA2.

CHIXEeHHbIE peaklMM Ha COLIMaJbHO 3HAYM-
MBbI€ CTUMYJIbI CBSI3bIBAIOT ¢ ayTu3dMoM (Resend-
ez et al., 2020). IIpumeyaTeabHO, YTO Y MBIILLIEH C
aHOMaJIbHBIM COLIaIbHBIM ITOBEACHUEM YMEHb-
ILIEHO YMCJI0 HEHPOHOB, BBIICISIONINX OKCUTO-
LIUH, TIPUYEeM MOBEACHUE ITUX MbIIIE MOXHO
ObLIIO YJIYYIIUTH C TIOMOIIBIO arOHUCTOB OKCH-
TOLIMHOBEIX pelenTopoB. (Resendez et al., 2020).
ABTtopbI paboThl (Kubota et al., 1996) Beicka3zanu
MPENrogoKeHUe, YTO, MOCKOIbKY arOHHUCTHI OK-
CUTOLIMHOBBIX PELIENTOPOB CMOCOOCTBYIOT MH-
nykuuu HIT B rummmokamiie, MOoTeHLIMaJIbHO OHU
MOTYT paccMaTpuUBaTbCsl B KauyeCTBE BEIECTB,
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yJIy4llIaIoIMX HapyLLIeHWs TaMsITU IpU 00JIe3HU
ITapkuncona. Ilpu O0one3Hu AJplreiiMepa Ha-
pymienue JIIT moxeT OBITh BEI3BAaHO OeTa-aMu-
nounamu AP25-35. Ha cpesax rummokamra mo-
Ka3aHO, YTO OKCUTOLIMH MPEISITCTBYET TaKOMY
Hapymenuio JIIT (Takahashi et al., 2020). IToma-
ralT, 4YTo (apMakKoJIOrMueckKoe BO3JIEHCTBUE C
IMOMOIIIbIO aroHWCTOB Ha Ba30IPECCUHOBLIC
Avprlb-peuentopsl B nojie CA2 moTeHIMaIbHO
MOXKET OBbITh MOJIE3HBIM IJISI YAYYIICHUSI COLIM-
aJIbHOM IMaMSTU MpU Pa3HbIX BUAAX IEMEHIIUU
(Smith et al., 2016). IToka3aHo, 4TO IIPY ITATOJIO-
rM4ecKoil 0eTa-aMUIOUIHONM HArpy3Ke MEHSIET-
Cs1 1 aKTUBHOCTh HEMPOHOB sizpa reuniens (Walsh
et al., 2020), B pe3ynbraTe 4ero OOJKHA YXYIO-
LIMTBHCS CBSI3b TUIIOKAMIIA ¢ Ipe(POHTATbHOMI
KOpOT.

C U3MEeHEeHUSIMM XapaKTepa TMIIoKaMITaab-
HOIl aKTMBHOCTH, TMPUBOMSIIMUMU K KOTHUTHUB-
HBIM 1 COLIMATbHBIM TUC(HYHKIIUSM, CBSI3bIBAIOT
psa HelpoIlicuxuaTpuueckux 3a0ojieBaHUIA.
Tak, nmokazaHo, 4TO IIpU HeHpoIlicuxuaTpuye-
CKH1X 3a00JIeBaHUSIX MEHSIETCSl aKTUBHOCTb Heli-
ponHoB B nojie CA2 (Robert et al., 2018). Ilo-
cMepTHbIe ucciaegoBaHus 1moass CA2 'y 60JbHbBIX
mu3odpeHueit BbISIBUIM Pl ClieluPUIecKrX
nsMmeHeHnuii (Piskorowski et al., 2016). B yactHo-
CTU, HAOJIIOIATMCh CHUXKEHUE YMCjia TOPMO3HbBIX
MHTEPHEHUPOHOB U ocJjiabjieHue adpdepeHTHOIro
TOPMOXKEHUSI, a TakKe uamMeHeHue cBoiicts ITH
nmonst CA2. B Hux ropas3go Tskesiee ObLIO BbI-
3BaTh reHepaluio cnaiika (Piskorowski et al.,
2016). DT naHHBIE yKa3bIBAalOT HAa U3MEHEHUSI
¢dyHKIIMOHMPOBaHUs He Tojibko ITH, HO 1 Top-
MO3HOI1 cuctembl B Toje CA2. C NOMOIIbIO
(YHKIMOHAJIBHOTO MAarHUTHOIO pe30HaHca 1Mo-
Ka3aHO, YTO MpU HIM30PPEHUU U OUIOJISIPHOM
paccTpoiicTBe YMEHbIIIEH 00beM BceX o0JiacTei
CA runmnoxamiia, IpuyeM B pa3HbIX MOJISIX U3ME-
HEHUs1 oTandanuck. Hanpumep, nipu muzodpe-
HUM B jeBou yactu nosieii CA2/CA3 nuaMeHeHus
ObUIM MEHbIIIE, YeM Mpu OUIIOJSIPHOM pac-
crpoiictBe (Haukvik et al., 2018).

Takum o00pa3oM, CyIIECTBYIOILIME ITaHHbIC
MO3BOJISIIOT MoJjiaraTh, YTO UCCIIeIOBAaHUE U3ME-
HeHMii B 1osie CA2 nipu HellpolereHepaTUBHbBIX
3a00JIeBaHUSIX MPEACTABISIET 0COObIl MHTEPEC B
CBSI3U C BaXXHOI POJIbIO 3TOTO MOJIsI B KOTHUTHB-
HOI HesAITeIbHOCTU, OCOOEHHO B COLIMAaJbHOM
naMsTu U B pasnudeHuu oobekToB (Pang et al.,
2019). ITockoJibKy pe3yJibTaThl HACTOsIIEH pa-
OOTHI CITOCOOCTBYIOT IIOHUMAaHUIO MEXaHU3MOB,
Jiexxalux B ocHoBe ydactus mosisi CA2 u Bcei
TUMIoKaMITaIbHOI (hopMallMy B TIpolieccax Ia-
MSITM, OHU MOTYT OBbITh TOJIE3HbI IS HaIlpaB-
Ne 2
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JICHHOTO TIOMCKa IIperiapaTroB, OCJAOJISIIOIINX
CUMIITOMBI HEKOTOPBIX HelipolereHepaTUBHBIX
3a00JieBaHI, CBI3aHHBIX C aHOMAJILHBIM (DyHK-
LIMOHUPOBAHUEM ITOM CTPYKTYPHI.
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INVOLVEMENT OF HYPOTHALAMIC NUCLEI IN THE GENERATION
OF OBJECT-PLACE ASSOCIATIONS ON NEURONS OF THE HIPPOCAMPAL
CA2 FIELD (A HYPOTHETICAL MECHANISM)

I. G. Silkis*

Institute of Higher Nervous Activity and Neurophysiology RAS, Moscow, Russia
#e-mail: isa-silkis@mail.ru

A possible mechanism for the generation of representations of object-place associations on hippo-
campal neurons is proposed. It is based on plastic reorganization in the efficiency of synaptic trans-
mission, which depends on neuromodulators secreted by neurons of various hypothalamic nuclei
projected into the hippocampal CA2 field. Afferent input from the supramammillary nucleus of the
hypothalamus to the CA2 field facilitates the generation of representations on neurons of the CA2
and CAl fields, since it contributes to the induction of LTP in the efficacy of CA2-CA1 pathway,
and the summation of excitation arriving from the CA3 and CA2 fields into the CALl field. The rep-
resentations of object-place associations in the CA2 field include information on odors entering in-
to the CA2 field from the olfactory bulb through the paraventricular and supraoptic nuclei of the
hypothalamus. The neurons of these nuclei secrete vasopressin and oxytocin which facilitate the in-
duction of LTP in synaptic inputs to pyramidal neurons of the CA2 field. This LTP promotes the
generation of representations of object-place associations on these neurons and on their target cells
in the CAl field connected with the prefrontal cortex through the thalamic nucleus reuniens. As sig-
nals move from the dentate gyrus through the CA3 and CA2 fields into the CAl field, the increas-
ingly complex object-place associations are formed on the neurons of these areas. The uniqueness
of the connections of the CA2 field allows it to make a significant contribution to the coding and
memory of not only contextual, but also social information. The consequences of the proposed
mechanism are consistent with the results of known experimental data. Understanding the mecha-
nisms of hippocampus-dependent memory can be useful in the targeted search for drugs to alleviate
those symptoms of Parkinson’s and Alzheimer’s diseases, which are caused by atrophy of pyramidal
neurons in the CA2 field.

Keywords: hippocampal CA2 field, hypothalamic nuclei, synaptic plasticity, object-place associa-
tions
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CrpuonajiuaapHasi CUCTEMa SIBJISIETCS] KIIIOUEBOU CTPYKTYPOU B PETYJISILIUM MOTOPHOTO MOBEAE-
Hus (bazsH u np., 2011), omHaKo MexaHU3MBI U clieluduKa €€ y4acTusl B OpraHU3alluu IBVKE -
HUS HE TIPOSICHEHBI Jake B 0OIIMX yepTax. 3a MocjaeaHue ToAbl ObLIM pa3padboTaHbl MHOTOUMC-
JIEHHbI€ MOJIEKYJIIPHO-TeHETUYECKUE MOAX0bl K UCC/IeNOBaHUIO (DYHKIIMI CTpUaTyMa; pe3yJib-
TaTbl 3TUX WCCIAEAOBAHUM TIPOJMJIM CBET Ha OpPraHMU3allMI0 peJIeBaHTHBIX CBA3€li W Ha
(GYHKIIMOHUPOBAHUE OTAEJIbHBIX €0 3JIEMEHTOB U 3TUM €111e 00JIbIlle 3a0CTPUIIM OCHOBHbIE MPO-
TUBOPEYHUS BO B3MISAaX Ha POJIb CTPUONA/UIMAAPHONW CUCTEMBI B IBUTATEJIbHOM TOBEIEHUN; B
MEPBYIO OYEpeNb 3TO KacaeTcs GyHKIMI HEMPOHOB, JAIOLIMX HAYAJIO TIPSIMOMY U HETIPSIMOMY ITy-
TH CTpUaTyMa, a Takxke ydyacTusi noaMUHEPruyeckKoil cUcTeMbl B OpraHU3allMU IBUXEHUS.
B a10i1 paGoTe npuBeneH KpaTKuii 0630p HOBBIX JAHHBIX O CBS3SIX CTpUAaTyMa U pacCMOTPEHbI
MocjeIHUe UCCIE0BaHN, B KOTOPbIX, BO-TIEPBBIX, B LIEHTPE BHUMAaHMS HaXOIUJIach ABUTATEb-
Has (yHKIIMS U, BO-BTOPBIX, B 9KCIIEPUMEHTAJIBHOM NMapaainurMe B SBHOM BUE HE MPUCYTCTBOBA-
JIO Hay4YEHUe.

Karouesvie crosa: ctpruaTyM, IBIDKEHHE, TIPSIMOU ITyTh, HEIPSIMOM Iy Th, 6a3aIbHbIC TAHIJINT, 10~
damMuH, alleTYIIXOJIMH, TOKOMOIIHST, YepHOE BEIIECTBO
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OBIIME CBEJEHUA O CTPYKTYPE
N CBA3AX CTPUOITATUNIMIAPHOU
CHUCTEMBI

bazanbHbie TaHmuu (bBI') — 3BOJIIOLIMOHHO
JIOBOJILHO KOHCEPBATUBHBIA CTPYKTYPHBIM MO-
NyJib, COXpaHSIOLIMIi obOIIMe YyepThl OpraHu3a-
LU OT JaHLleTHUKa 10 yesioBeka (Grillner, Rob-
ertson, 2016). KiioueBoiM oOpa3oBaHueM Oa-
3aJIbHBIX TaHIJIMEB SIBJISIETCS I10J0CaTOE TeJo
(ctpuarym (corpus striatum)), 4acTo Hoapa3aeisi-
€MO€ Ha IOP3aJIbHbIM U BEHTPAJIbHBIA CTpUATYM
(mocneaHU TakXKe Ha3bIBAIOT MPUJIEXKAIIUM ST~
poM (nucleus accumbens)). Taxke OazalibHbIe
raHIJIMKM BKJIIOYalOT OnenHblid map (globus palli-
dus) U BEHTPaJbHbIN NMAJUIUIYM, PETUKYJISIPHYIO
4yacTh YEpHOro BelllecTBa (substantia nigra pars
reticulata (SNr)). B coctaB cTpuonaaingapHoi
CUCTEMBI TaKXXe BXOAUT CyOTaJlaMUYECKOe SIAPO
(nucleus subthalamicus (STN)) (puc. 1). B 3aBu-
CUMOCTH OT BUJIa XKUBOTHOTO COCTaB U Ha3BaHMU S

CTPYKTYp, OOpasymolliux Oa3ajdbHble TaHIJINUU,
MOIYT BapbupoBarbcs; MHorga K BbIT oTHocsat
CPEIHEMO3IOBOIA  JIOKOMOTOPHBIII ~ PETUOH.
MBI pagy IPOCTOTHI HE CTaHEM BKIIIOYATh 3THU
Bapualuu B OOIIYIO CXEMY, a YTOYHEHMUsI Oyaem
BBOIUTH B TEKCTe 110 Mepe HeobxoaumocTtu. Co-
KpalllcHHbIe Ha3BaHUSI CTPYKTYP B PYCCKOSI3bIY-
HOI TuTepaType JOBOJIbHO pa3HOOOPAa3HbI U SIBJISI-
IOTCSI TUIOXO Y3HABAa€MbIMM Ha IIMCHbME, II03TOMY
Janee Mbl OyaeM 1CI0b30BaTh aO0OpeBUATYpPhI, OC-
HOBaHHbIE HA JJAaTUHCKMX HA3BaHMUSIX.

OcHoBHbIE BO30yXAawlllie BXOAbl B CTpUa-
TyM 0Opa3oBaHbl IyTaMaTepruiecKuMu HeMpo-
HaMM KOpbI OOJIbLIMX TTOJYLIApUIA, B TIpUJIeXkKa-
1Iee SAPO MPUXOASAT MPOEKIIMU TJIaBHBIM 00pa-
30M U3 TMMNoKamIa, npedpoHTAILHON KOPhI U
MHUHOAJIEBUAHOIO TeEja. ITomumo KOPKOBbIX
BXOOOB, B JOP3aJIbHYIO M BCHTPAJbHbLIC YaCTU
cTpUaTtyMa MpoeLUPYOTCS HEMPOHBI TaJlaMUye-
ckux suep (Haber, 2016), HanGosee mpencTan-
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Puc. 1. Cxema OCHOBHBIX CBsI3€il 0a3ajbHBIX TaH-
rveB. KpyxxkamMu 0603HauYeHbI CTPUATO-HUTPAThb-
Hble (HEHPOHBI MPSIMOTO MYTH, SKCIIPECCUPYIOIITNE
D1-penenTopsl K modamMuHy) U CTpUaTO-NaJIM-
JapHble HEPOHBI (HEPOHBI HETIPSIMOTO MYTH, 5K~
npeccupyoiue D2-peuentopsr). ILTh — unaTpana-
MMHapHbIE s1pa Tajlamyca (SIBJISIOTCS UCTOYHUKA-
MM OCHOBHBIX TaJJaMUYeCKUX TPOEKIUil B
crpuatym), MTh — npeumyiiecTBEHHO MOTOPHEIE
aapa tagamyca. STN — cyOTajamMmuyeckoe sapo,
SNr — peTuKyJsIpHas 4acTh YE€pHOTO BelllecTBa
cpenHero mo3ra, SN¢ — KoMnakTHas (mopaMuHep-
ruyeckasi) yacTb yepHoro BemectBa, VIA — BeH-
TpajibHasT 06JIaCTh MOKPBIIIKKA CPETHETO MO3Ta.
Fig. 1. Diagram of the main connections of the basal
ganglia. The circles indicate striato-nigral (direct
pathway neurons expressing D1 receptors) and stria-
to-pallidal neurons (indirect pathway neurons ex-
pressing D2 receptors). ILTh — intralaminar nuclei
of the thalamus (the sources of the main thalamic
projections into the striatum), MTh — mainly the
motor nuclei of the thalamus. STN — the subthalam-
ic nucleus, SNr — substantia nigra pars reticulata,
SNc — substantia nigra pars compacta (dopaminer-
gic), VTA — ventral tegmental area.

JICHHBIMU M3 KOTOPBIX SBJISIIOTCSI BXOIIbI OT MH-
TpaJlaMUHAPHBIX siep (IIpexXIe Bcero, U3 Imapa-
dacuukyngpaoro sapa (Wall et al., 2013;
Mandelbaum et al., 2019)), saaep cpenHeit TMHUU
(Fujiyama et al., 2019) u oT MearMonop3ajibHOroO
anpa tagamyca (Wall et al., 2013; Hunnicutt et al.,
2016).
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Takke cTpuatyMm B 1I€JIOM SIBJISIETCS TJIaBHOM
MUIIIEHBIO U1 ToPaMUHEPTUISCKUX HEIPOHOB
cpenHero mo3ra, rae VIA (ventral tegmental ar-
€a) OTIIpaBJISIeT IMPOEKIIMKU NIaBHBIM 00pa3oM B
BeHTpasbHbI, a SNc (substantia nigra pars com-
pacta) — B Jop3anbHbIi cTpuatyM (puc. 1). do-
(bamMrHOBasE MOIYJISALIUS SIBISIETCS KIIIOYEBOM B
pabore BI' 1 omocpenyercs mIaBHBIM 00pa3om
D1-u D2-peuentopamu, nian, TOUHEE, COOTBET-
CTBYIOIIMMM CEMeHICTBAaMM pELIETITOPOB, CBSI-
3aHHBIX ¢ (G-0eJKOM, y TIEpBOTO M3 KOTOPBIX
CponcTBO K nodaMrHy cymecTBeHHO Hike (Neve,
Neve, 1997; Richfield et al., 1989; Ho cM. Takxke
obcyxnenue y Yapo et al., 2017).

bosbliag 4acth nOp3ajibHOTO CTpUaTyMma
“MeeT HEOTHOPOIHYIO CTPYKTYpPY U IpelcTaBiie-
Ha MaTpUKCOM U CTPUOCOMaMU, BbIACISIEMbIMU
Ha OCHOBE€ HEUPOXMMHUYECKMX OCOOEHHOCTEH
(Brimblecombe, Cragg, 2017). UckitoueHue co-
CTaBJISIIOT Jop30jaTtepalibHble 00JIacTH, B KOTO-
pPBIX CTPUOCOMBI OTCYTCTBYIOT (Miyamoto et al.,
2018). Ilpunexaiee sapo moapasaessieTcss Ha
cobCcTBeHHO “sipo” (core) u “obosouky” (shell).

IlomaBnsmioniee  OOJIBIMMHCTBO ~ HEHPOHOB
crpuatyma (okomno 90—95%, cooTHolleHUEe He-
CKOJIBKO BapbUpPyeT y MOpeACcTaBUTEICH pa3HbIX
BUJIOB) TIpeACTaBlIieHO MpoeKInoHHbIMU TAMK-
epru4ecKuMM KJIETKaMM, TaK Ha3blBaeMbIMU
CpPEeIHWMHM IIUITMKOBEIMM HelipoHaMu (medium
spiny neurons, MSN), MHOTOYMCIEHHBIC KOJIJIa-
TepaJii KOTOPBIX 3aKaHYMBAIOTCI W BHYTPU
crpuatyma. Cpeay MHTEpHEePOHOB CTpUaTyma B
OOJIblIICHA CTENEHU MCCASAOBAaHbI, BO-IIEPBBIX,
XOJIMHEPruuecKre KJIETKM, UX C BLICOKOI cTerie-
HbIO JTOCTOBEPHOCTU COOTHOCSAT C TOHUYECKU
aKTMBHBIMM HelpoHaMH, BO-BTOpbIX, TAMK-
epruyeckKue MmapBaJibOyMUHOBBIE KJIETKU, COOT-
HOCHMBIE€ C OBICTPO Pa3psKarOIMMUCS UHTEP-
HEMPOHAMMU.

AKCOHBI IPOEKIIMOHHBIX HEIAPOHOB CTpUATY-
Ma JOBOJBHO YETKO IOApa3NelisiioTCsl Ha IBe
IPYIIBI: T€, YTO HAMPaBJISIOTCS cpa3y B PETUKY-
JIIPHYIO YaCTh YePHOTO BEIIEeCTBa, SIBJSIONIYIOCS
[JIABHBIM BBIXOAHBLIM 3BCHOM 0a3ajibHbIX TaH-
JIMEeB, U 3TUM (OPMUPYIOT TaK Ha3bIBacMbIi
NpsIMOii MyTb, U T€, KOTOPbIe UAYT B OJIEAHBIN
1ap, ¥ TakuM o0pa3oM JaT Hayajlo HeMpsIMO-
My ntytu. [Tocne nepexkitoueHust B 6JeTHOM Iiia-
pe MPOEKIIMU HAIPaBISIOTCS TUOO HAIPSIMYIO B
PETUKYJISIPHYIO YacTh Y€pHOTro BelllecTBa, JUOO
yepes NnepekaovyeHre B cyOTalaMUueCcKoM siipe
(Haber, 2016). BaxxHo0i1 0COGEHHOCTBIO 3TUX MY~
Tell SBJISIETCS TO, YTO IJIsI HUX (B OOJbLIeit cTe-
MEeHU B JO0p3ajJbHOM CTpHaTyme) yCTaHOBJIeHA
cyliecTBeHHas cerperamust D1- u D2-penenTto-
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pPOB, 3KCHPECCUPYIOLIMXCI Ha KJIETKaX, COOT-
BETCTBEHHO, MPSIMOT0 M HerrpsiMoro 1yt (Ger-
fen, Surmeier, 2011; Gong et al., 2003; HO cM.
takke Cazorla et al., 2014). IlpoexkunoHHBIE
HEeHPOHHBI OJIeAHOTO IIapa M PEeTUKYJISIPHON 4Ja-
CTU YEPHOTO BEIECTBA SIBJISIIOTCSI aBTOHOMHBbI-
MU Tieiicmelikepamu. Paspensiemast OOJBIINH-
CTBOM MCCea0oBaTes el TouKa 3peHUsl COCTOUT B
TOM, YTO B TIOKO€ JJOKOMOTOPHBIE LIEHTPHI CPE/I-
HEro U MpoMeXXyTOYHOI'0 MO3ra (IBUTraTebHbIS
TaJlaMUYECKHUE S1Ipa) HAXOAATCS IO BAUSTHUEM
TOHMUYECKOIO TOPMOXEHHUSI CO CTOPOHBI Oa3ajib-
HBIX TaHIIMeB. Takske MHOTUE aBTOPBI CXOASITCS
Ha TOM, 4YTO KJIl04eBasl pojib 0a3aabHbIX TAHIIN-
€B COCTOUT B OpraHu3aliuu IeCTBUS, 1 ITIOCPE-
CTBOM IIPSIMOTO IIyTU ABMXKEHUE oOjierdaercs, a
HEenpsIMOM MyTh ABMKEHUE 3aTPYAHSIET, a 1oda-
MHH B CBOIO ouepedb CIOCOOCTBYET IIPOBEIE-
HUIO MO IIPSIMOMY IIyTU, IIOBBIIIAsT BO30ymu-
MOCTB 3KcIpeccupytommx D1-perenrropel MSNS,
W YMEHbIIAET AKTUBHOCTb HENpPSMOIO IIyTH,
CHITXas1 BO30ymuMocTh D2-3KcImpeccupyronmx
Heliponos (Bariselli et al., 2018; Gerfen, Surmei-
er, 2011; Kreitzer, 2009).

Ha ocHOBe 3THX XpeCTOMATUIMHBIX CBEICHUIA
O CTPYKTYp€ CTpUONaLTUIAPHOI CUCTEMBI OBLIO
MPEMIOXKEHO HEeMAaJI0O MOoAeei, OOBSICHSIOMMNX
paboTy cTpmatrymMa B HOpPME M TIPU IMapKUHCO-
HuszMe (Albin et al., 1989), xopee XaHTMHITOHA
(Plotkin, Goldberg, 2019), mu3odppenuu (Maia,
Frank, 2017), 3aBucumoctu (Nestler, Liischer,
2019), 3aukanuwm (Civier et al., 2013) u T.a. OnHa-
KO HaKOINUBIIMECS K HACTOSIIeMy MOMEHTY
JaHHBIe, YTOYHSIOIIME CBOMCTBA KJIIOYEBBIX
3JIEMEHTOB 0a3aJIbHBIX TAHIJIMEB U OCOOCHHOCTH
WX CBSI3€ii C BBIIIE- U HUKEJIEXKAIIUMU CTPYKTY-
paMM, TIpPEeArojarajoT ropasuo 06ojee CIOXHYIO
KaptTuHy. Huke MBI KpaTKO OCTaHOBMMCSI Ha
3TUX JAHHBIX U pacCMOTPUM MCCIIENOBaHUS, B
KOTOPHIX, BO-TIEPBHIX, B IIEHTpPEe BHUMAHMS Ha-
XOOWIach ABUTATeIbHAsT (DYHKLUS M, BO-BTO-
PBIX, B DKCIIEPMMEHTAJILHOI TapaaurMe B SIB-
HOM BHUIIe HE IIPUCYTCTBOBaO HayuyeHue. Llenb
CcTaTbU — OOpaTUTh BHMMAaHWE Ha MapagoKC Of-
HOBPEMEHHOI aKTMBALIMM HEHPOHOB, HAIOILINX
HaAyvaJo MpsIMOMY U HEMIPSIMOMY ITyTH CTpUaTyMa
MIPY ABUKEHUU.

BXObl B CTPUATYM M3 KOPbI BOJIbIHMX
ITOJIYITAPUU U TAITAMYCA

CrpuaTyM mpeacTaBiseT co00il MacCUBHOE
U, KaK yXe OTMEYaJIoCh, HEOIHOPOIHOE 00pa3o-
BaHMWe, IMOJydalollee MHOXECTBO KOPKOBBIX
BX0n0B. [Tp1 3TOM B CHJTy CJIOXKHOCTU OpraHu3a-
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UM OH HE MOXET ObITh YETKO MOoApa3aeieH Ha
MOACTPYKTYpPBI, TAKUE KakK spa, u Jaxke Ha 00-
Jiee WU MeHee oIlpeesieHHble 00JacTu, MoJIy-
YJarolye, HaIpuMep, NpenuMyIIeCTBEHHBIE BXO-
bl U3 CEHCOPHOM, MOTOPHOM, acCCOLIMAaTUBHOM’
nim mumondeckoi Kopel (Miyamoto et al., 2018).

IMonpoOHeiimuii aHaaIU3 KapTUHbI KOPTUKO-
CTpUATHBIX MPOEKIMI1 MO3ra MBI ObLI IPOBE-
neH XuHTupsiH u coanT. (Hintiryan et al., 2016).
B nononHeHMe K KOPKOBBIM BXOJaM XaHHUKATT
C COTPYAHUMKaMU MpoaHAJIU3UPOBAIN TaKXkKe
pacrnpenejeHue Tatamuueckux BxomoB (Hunni-
cutt et al., 2016). bruto noka3aHo, 4To Bce 0bJia-
CTU KOPbI ITOChUIAIOT MIPOEKIIMU B cTpruaTyM. O6e
IPYIIIbI MCClIeqOoBaTe el moJjiaraloT BO3MOXHbBIM
YCJIOBHOE JieJIleHue CTpuaryma Ha CEHCOMOTOP-
HBII1, aCCOLIMAaTUBHBIN U TMMOUYECKUI, C OIIpe-
JIeJICHHBIMY OTOBOPKaMM, HO 00pallialoT ocodoe
BHUMMaHUuE Ha KaylnaJibHy10 00JIacTh CTpUaTyMa,
YHUKaJIbHYIO COYETaHMEM BbIpaxk€HHBIX TMMOU -
YEeCKMX BXOOAOB U BXOJOB U3 3PUTEJILHOMU U CIy-
X0BOI Kophbl. [Ipubau3uTeabHO 3Ty Xe 00J1acTh
BBIICIISTIIOT MusimoTo u coaBT. (Miyamoto et al.,
2018) kak 30HY, 6oraTyio aHKedgaaiuHoM. MHTe-
PECHO, YTO B HEe IpoeLupyeTcs MoakJiace noda-
MUHOBBIX HEWPOHOB, OOJIadalOIUX CBI3SIMMU,
CYLLIECTBEHHO OTJIMYHBIMU OT CBS3€ii OOJIbIIIH-
cTBa JopaMUHOBEIX HelipoHOB (Menegas et al.,
2015). 1 6onee Toro, camasl KaydgajibHas 4acTb
3TOi 00JacTH, ToJIyJyalrolas BXoAbl OT IepBUY-
HOI CJIyXOBOI KOpbI, 1O JaHHbIM I'aHrapocchl
1 COaBT., B OTJIMYHE OT BCETO OCTAJILHOIO CTpUa-
TyMa, COBCEM He coaepXuT D2-3Kkcrpeccupyro-
mux HeipoHoB (Gangarossa et al., 2013).

CeHCOMOTOpHBIE 00JIaCTU JTOBOJILHO KOM-
MaKTHO MpPEeACTaBIeHbl B TPOMEXYTOYHOM JT0OP-
3JIbHOM CTpUATyMe, OJHAKO OHU TakKXXe UMEIOT
MpeACTaBUTEIbCTBA B TEPEIHUX W 3aJHUX €ro
00J1aCTSIX, U3 KOTOPBIX MOCJIEIHUE XapaKTepusy-
IOTCSI BBICOYAMIIEH CTEMNEHBIO B3AUMOAECUCTBUS
pa3IUYHbIX BXOAOB. BXonbl M3 OTAEIOB KOPHI,
KOTOpbIE MOTYT ObITh BOBJIEUEHbI B 0OeCIieUeHUE
B3aMMOAEUCTBUS MEXIY pa3IUuYHbIMUA KOPKO-
BbIMU CETSIMU, MPOECLIUPYIOTCS B LIEHTPaJIbHBIE,
OYEHb OTpaHUYEHHBbIC PETMOHbI JOP3aJTbHOTO
cTpraTyMa — 10 KOHTPAaCTy CO BXOJIaMU U3 OTIe-
JIOB KOPBI, 00Jiee TECHO CBSI3aHHbBIX C CEHCOPHbI-
MU MPOEKILMSIMHU, IIMPOKO PACTIPOCTPAHS IO~
mucs 1o nepudepuu crpuaryma (Hintiryan et al.,
2016). ABTOpPHI MpenmnoiaraioT, 4To Takasi opra-
HM3alMs B OOLIUX YepTaxX CXOAHA CO CTPYKTYpPOit
cBs3eit B npuiiexaiiem siape. MHTepecHast oco-
OeHHOCTb HcclieNOBaHUS XUHTUPSIH C COaBTOpa-
MU COCTOUT B TOM, YTO OHU MOMNBITATIUCH COOT-
HECTHU OpraHM3alMio BXOJOB U3 KOpPbl B CTpHUA-
Ne 2
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TYM CO CTPYKTYPHO#M opraHu3alueit COOCTBEHHO
KOPKOBBIX CETEl, MCCIACIOBAHHOM MMM pPaHEE
(Zingg et al., 2014). Takke aBTOpaMU NPOAESMOH-
CTpYMpOBaHa COMATOTOMNMUS IJis BXOJOB M3 MO-
TOPHOM W COMATOCEHCOPHOM KOpbI IJIsI MO3Ta
MBIIIIM U TIOKa3aHa BHICOKasl CTEIEHb B3aMMO-
CBSI3aHHOCTM BCEX COOTBETCTBYIOLIMX OIIpee-
JIECHHBIM 4YacTsaM Tena obnacreit (Hintiryan et al.,
2016). Panee comaroronuyeckasi opraHu3arus
Oa3albHBIX TAaHIJINEB ObLIA TTOAPOOHO pa3obdpa-
Ha Ha npmmarax (Nambu, 2011). HeramnbHbINI
aHaJM3 BXOAOB B CTpMATyM u3 Iapadacluky-
JISIPHOTO $1[Ipa TaJaMyca MbIIIU TaKXKe TTOATBEP-
JIWJI €T0 AejeHne Ha IMMOUYECKHUE, aCCOLIaTUB-
HbIE M coMaToceHcopHble obsactu (Mandel-
baum et al., 2019); aBTOpbl HCCIEIOBAHUS
okaszajau, 4YTO B 9TU 00JaCTU CTpuaTyma Ipo-
eLMPYIOTCSI CYILIECTBEHHO pas3jnyaroiuecs Mo
3JIEKTPO(U3NOIOTNIYECKIM CBOMCTBAM, a TaKXKe
0 MaTTepHy TPAHCKPUIILMKW HEWPOHBI mapa-
dacuuKyIIpHOro sapa, TakxKe OHU I10Ka3aiu,
YTO BTU HEMPOHBI CMHANTUYECKU HE CBSI3aHBI
MEXIy cO0OI BHYTPH TajamMyca, HO pELIUIIPOKHO
CBSI3aHbI C KOPKOBBIMU O0JIACTSIMM, TIPOELIUPY-
IOLIMMMUCS B COOTBETCTBYIOLIIME 00JIaCTU CTpHUa-
TyMma.

IToMuMo BO30YyIUTENIBLHBIX KOPKOBBIX BXOI0OB
B CTpUaTyM OIIMCAHBlI TAaKXKe IIPSIMbIE TOPMO3-
HbI€ BXOIbI U3 CIYXOBOM M MOTOPHOI KOPHI K
MPOEKIIMOHHBIM HeripoHaM (Melzer et al., 2017;
Rock et al., 2016), 1, B 4aCTHOCTH, IMOKAa3aHO,
YTO MapBaJIbOYMMHOBBIE U COMATOCTATUHOBLIC
I'AMK-eprnueckme HEMpOHBI MOTOPHOI KOPBI
Jal0T OPOEKIUUW B OOp3ajbHbIA CTpUATyM U
YCTaHABIMUBAIOT TaM CBSI3U1 KaK C IIPOCKIMOHHbI-
MU CTPUATO-HUTPAIbHBIMU U CTPUATO-TAJLIM-
JapHbBIMU HelipoHaMu, TaK U C XOJMHEpruye-
ckuMmu uHTepHeiiponamu (Melzer et al., 2017).

OCOBEHHOCTH BXOO0OB K PASHBIM
IMOAPA3AEIIEHUAM 1 SJIEMEHTAM
CTPUATYMA

Kak yxe yrnnoMuHajioch, Ha OCHOBAaHUUW Heu-
POXMMHUYECKMX MAapKepoOB CTpUATyM MOXKET
OBITH TIO/IEJIEH HAa MATPUKC U CTpUOCOMBI. T1-
CTOXMMHWYECKN CTPUOCOMBI OIPEAEIISIIOTCS 10
BbICOKOMY COJIEPXAHUIO [l-OMUOUIHBIX peLemn-
TOpoB, BeulecTBa P, nodamuHoBeix D1-penern-
TOPOB, MeT-3HKedalruHa W APYTUX BEILECTB.
Marpukc coIepXUT CylLIECTBEHHO OOJIbIIEe KaJl-
ounauHa (calbindin), comarocraTHa, 3HKeda-
JuHa, D2-peuentopoB noaMruHa M BbIACSIET-
cs, B IEPBYIO 04Yepe/lb, HA OCHOBAHUM BbICOKOTO
coliepXKaHUsl XOJIWMHEPTUYECKUX MapKEPOB: XO-
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JIMHaLeTUITpaHcdepasbl U XOJMHECTepa3bl, HO
Takoe IoJpa3aejeHue Ha ABa KOMIapTMEHTa He
saBJIsieTcsl 6€3yCJIOBHBIM, TI02TOMY MHOT/IA BbIE-
JISIIOT JOTNOJHUTEIbHbIE 00JIaCTU WU TIPOMEXKY-
TOUYHBbIE 30HbI, HE BIIMCHIBAIOIIIECS OJHO3HAYHO
B UMeIOLIMeCs IJisl IBYX ONMCAHHBIX KOMIIapT-
MeHTOB XxapakTepuctuku (Brimlecombe, Cragg,
2016). Musmoro u coasT. (Miyamoto et al., 2018)
HEe paccMaTpuBalOT U COOCTBEHHO CTPUOCOMBI
KaK OAHOPOJHbIE 00pa30BaHM, HO IOAPA3ACIIs-
IOT X Ha IISITh TUIIOB, TAaKXKe HA OCHOBE TMCTOXM -
Mmuyeckmux kputepueB. Ilpomopumm D1-3kc-
MpPEeCCUPYIOIINX HEMPOHOB B CTPUOCOMAX, CO-
JIepKalux BeniecTBo P, B 001acTsax, CBOOOIHBIX
OT CTPUOCOM, WU B MaTPUKCE COCTAaBWIU, IO
OLIEHKE aBTOPOB MCCJIeI0OBAHUS, IPUOJIN3UTEb-
Ho 70, 30 1 50% coOTBETCTBEHHO, a IIPOIOPLINH
D2-3kcnipeccupyiolminx HEMPOHOB OBIIM WM
KOMILIeMeHTapHbl. [loMMMO 3TOTrO aBTOPHI OT-
JIEJIbHO BBIAEISIOT J0p30JaTepajibHYI0 30HY,
CBOOOMHYIO OT CTPUOCOM, KOTOpas IOJdydaeT
BXOIbl IPEMMYILIECTBEHHO OT IIEPBUYHBIX COMAa-
TOCEHCOPHOM M MOTOPHOM 0OO0JacTeil KOphI, U
YKa3bIBalOT HA TO, YTO PETMOHbBI C O0IBIINM YK1C-
JIOM CTPUOCOM IIOJIy4aroT B OCHOBHOM adde-
PEHTBI OT aCCOLIMATUBHBIX U JIMMOUYECKUX 00-
Jacrteil Kopbl. CXogHbIE ¢ 3TUMU BBIBOIBI Aesia-
1oT 1 CMuT U coaBT. (Smith et al., 2016), a Takke
OHM 00palialoT BHHMAaHHE Ha CYILIECTBEHHOE
npeobaagaHre BXOA0B 13 IMTOIKOPKOBBIX TUMOM-
YeCKUX CTPYKTYP (B TOM UMCJIE U TAJJaMUYECKUX)
B CTPUOCOMBI II0 CPAaBHEHMIO C MaTPUKCOM.
C noMoIIbIO BIEKTPOHHOIO MUKPOCKOMA TToKa-
3aHO, UTO B MAaTPMKCE TaIaMUYECKUE BXObI 3a-
kaHumnBaioTcsa B 70% ciydyaeB Ha CTBOJIaX JEHII-
PUTOB MPOEKIIMOHHBIX HEAPOHOB, a B CTPUOCO-
Max 84% BXOIOB 13 TaJlaMyca 3aKaHYMBAIOTCS HA
meHnputHbIx mmmnukax (Fujiyama et al., 2019).
Takke 31eCh OTMETHUM, YTO OCHOBHBIM TajJlaMU-
YEeCKMM MCTOYHUKOM OKOHYaHMUIi, (hopMUPYIO-
IIMX CHMHAIIChl Ha CTBOJIE OCHIPUTA, SBJISIETCS
napadacuuKyIsIipHoe siapo Tanamyca (Smith et al.,
2009). BaxxHoii 0COOEHHOCTBIO CTPUOCOM SIBJISI-
eTcsl TO, YTO UMEHHO B HUX OepyT Hadauo IIpsi-
MbI€ IIPOEKILIMKU 13 cTpuaTyMma K 1o aMUHEpPru-
YyeCcKNM HelipoHaM cpeaHero mo3sra (Smith et al.,
2016; Watabe-Uchida et al., 2012).

ITpoek1iMOHHBIE HEUPOHBI, AaOlIMe Hadyaao
NpSIMOMY U HETIPSIMOMY ITYTH, BO MHOTOM pasfie-
JISTIOT OOIIIME BXOIbI U3 KOPbI, OMHAKO CYIIIECTBY-
IOT 1 ompeleJeHHble OCOOCHHOCTU: BXOHIbI U3
MEPBUYHON MOTOPHOU KOPBI CyLLIECTBEHHO Mpe-
o0agaloT y HEHPOHOB HEIPSIMOIro IIyTH, OHU
OMnocCpenoBaHbl KojulaTepalsiMU MUPaMUTHOTO
TpaKTa U MHTEPNPETUPYIOTCS KaK Tepenarolime
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curHan o0 3¢ depeHTHON KONMUU 3aITyCKaeMOIo
yepe3 MOTOpHYIO Kopy aBmxkeHus (Reiner et al.,
2010; Wall et al., 2013). HeiipoHHsl Xe npsIMOIO
IyTU MOJIY4YaloT 3aMETHO OOJIbIIIe MPOSKIIMN 13
MUHJQJIEBUIHOTO Tejda U JUMOWYEeCKuX o0sa-
creit kopel (Wall et al., 2013).

BzaumHbIie cBsI3M cTpuatyMa u gogaMuHep-
TMYEeCKUX MPOEKIM OpraHu30BaHbI TaK, 4TO
BEHTPAJIbHBII CTPUATYM MOXKET BJIMSATH Ha HOP-
3anbHBIN. [Tpoekim 13 000109YKY TpujiesKallie-
ro sapa B CPeOHUIT MO3T HAmpaBJIsSIOTCS KakK B
VTA, Tak 1 B MeauaibHyI0 94acTb SNC, a ITpoeK-
oy 13 VTA HanpaBisiroTcss o6paTHO B 000JI09-
Ky, GOpMUpPYS 3aMKHYTYIO METII0, HO TAaKXKe OHU
MPOELUPYIOTCST OoJiee JIaTepaibHO K KIIETKaM
cTpMatyMa, KOTOpPbI€ B CBOIO O4epedb MpOeIu-
pyloTcsl K 0OoJiee JaTepalibHO PaCITOOXKEHHBIM
nohaMUHOBBIM KJIETKaM; U TakKasl CITMpajbHasi
opraHu3alus MPUCyIa BCEM B3aUMHBIM CBSI3SIM
cTpyatrymMa M A0(paMUHEPIrUYeCKOTO CpEeIHEero
mo3sra (Haber et al., 2000).

WHTEPHEWPOHBI CTPUATYMA

Kak yxe roBopusiioch, MHTEPHEHUPOHBI CO-
CTaBJISIOT He 6oJiee 5% OT KJIETOYHOTO COCTaBa
cTpuaTtyMa y rpbI3yHOB U, TI0 pa3HbIM OLIEHKaM,
oko10 20% y nipumaToB. OHU MTOAPA3ACISIOTCS
Ha KpYyMHbIE XOJUHEPruiecKre HeHpOHbI U Io-
pazno 6osiee Menkue TAMK-epruueckue Kier-
KU. XOJIMHEePTrUYecKre KJIETKU 00J1amatoT paau-
aJlbHO pa3BeTBJIEHHBIMU AEHAPUTAMU O3 IIU-
nukoB. IlocpencTBOM MIMHHBIX BETBSIIIMXCS
aKCOHOB 3Ta HeOOJIbIIast MOIMYJISILIUs UHTEPHEM -
POHOB BbIIEJISIET allETUJIXOJIMH BO BCEM CTpUa-
tyme (Abudukeyoumu et al., 2019). bnarogaps
3TUM HEUPOHAM CTPUATYM SIBJISICTCS OOHOUN U3
ooraTeMimnx aleTUIXOJMHOM CTPYKTYp MO3Ta.
BoAbIIMHCTBO CHHANTUYECKUX KOHTAKTOB Ha
HUX — OT TOPMO3HBIX HElipoHOB. [ToMmrMO BHYT-
PEHHMX HEMPOHOB CTpUaTyMa TOPMO3HbIE BXO-
Ibl K HUM IMpeACTaBIeHbl aKCOHAMU KJIETOK Ha-
pykHoro cermeHTa 6JjienHoro mapa (Mallet et al.,
2012; Klug et al., 2018), a Tak:ke U3 MOTOPHOIA
kopbl (Melzer et al., 2017). I3 BO30yauTEIbHBIX
BXOJIOB JOMUHUPYIOT CBSI3U C TaJlaMUYECKUMU
HeiipoHamu (Abudukeyoumu et al., 2019; As-
sous, Tepper, 2019), xoTs B HeIaBHEM UCCIEI0-
BaHUM IMOKa3aHO 00l1llee MpeBaJIMpOBaHUE BXO-
JIOB U3 accolMaTuBHbIX obnacTeil kopnl (Klug
etal., 2018). XonuHepruueckue HEUPOHBI He
(OopMUPYIOT MHOTOYMCIEHHBIX CTPYKTYPHO
ornpeaesieMbIX CMHANTUYECKUX KOHTAKTOB, YTO
MO3BOJISIET TOBOPUTH CKOPEE O MEAJIEHHOM “00b-
eMHOI TpaHcMuccumn” (volume transmission)
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aleTUJIXoJIrHa B cTpyuatrymMe. MHOrOKpaTHO Mo-
Ka3aHO, YTO 3TU HEMPOHBI MOTYT TAaKXKE BbIIE-
Jsatb 1 riyramat (Abudukeyoumu et al., 2019). B
3JIEKTPOPU3UOIOTUUYECKIX MCCAEeIOBAHUSIX XO-
JIMHEPTUYECKME HEMPOHBI CTpUAaTyMa 4Jallle BCe-
ro YIIOMHUHAIOTCSI KaK TOHWYECKU AKTUBHBIC
HelpoHBI (OMHAKO 3TO HE €AWHCTBEHHBINA TUIT
TOHUYECKU aKTUBHBIX HEMPOHOB B CTpUATYME).

Knaccudukaiuss TOpMO3HBIX MHTEpHENHpO-
HOB SIBJISIETCSl YPE3BbIYATHO CIOXHON 3amayeid,
TaK KakK 3TU KJIETKU CYILLIECTBEHHO Pa3JIN4aroTCs
110 CBOEMY XMMWYECKOMY COCTaBy, pa3Mepy, Mop-
domorum, CBI3SIM, BIEKTPOPU3NOIOTUUECKUM
CBOMCTBaM, NAaTTePHY TPAHCKPUITLIUU U T.1., 1 TI0
MHOTUM IlIapaMeTpaM MX CBOICTBa IlepeKphIBa-
10Tcs1. HoBhIe moaxonl K KiiaccuguKauy Haxo-
ISITCSI B CTaAuM CTaHOBJIeHMs. YuCo BeIaeasie-
MBIX TUIIOB BapbUpPyET B pa3HBbIX MCTOYHMUKAX.
HNcxons u3 mpuHSTON Ha CErOMHSIIIHUI NeHb
KjlaccuuKaluu, Ha OCHOBAaHMM HEMPOXUMUYE-
CKOTO cocTaBa 0oJiee WJIM MeHee ONpeleJeHHO
BBIICJISTIIOT CJIEAYIOIINE TUIIBI KJIETOK: HEMPOHHI,
conepxamue (1) mapsanbOymuH, (2) comaTocTa-
THUH (a TakKXKe CMHTa3y OKCHIa a30Ta M Helpo-
nentun Y), (3) KaJpeTUHUH U (4) TUPO3UH-TU/I-
pOKCHa3y; B JOMNOJHEHWE K HUM B ITOCJIETHUE
roAbl BBIACISIOT KJIE€TKM, 3KCIIPECCUpPYIOIIe
WOHHBII cepOoTOHUHOBHIH peuenTop 5-HT3a, a
Takke HelipornnadopMHbIe KJIEeTKM, KaxKIbIe U3
KOTOPBIX TakKxKe IOApa3aessiioTCs Ha ITOATUIILI;
1 B IOIIOJIHEHME K 3TOMY HOBBIE IIOATUIIBI BHIE-
JISTIOT Cpeay KJIETOK, MpUHAaIIeXallux K paHee
BeIIeeHHBIM TuUMaM (Tepper et al., 2018). Ort-
JIeNIbHOM TIpOOJIeMOIl SIBJISIETCSI COOTHECEHME
9TUX BbIAEJIEHHBIX TUITOB KJIETOK C KJlaccuduKka-
11eil Ha OCHOBE (PM3UOJOTMYECKUX KPUTEPUEB
(Burke et al., 2017).

bonbiimncteo TAMK-epruueckux wWHTEp-
HEUpOHOB cTpuaTyMa MOJydaloT BXOIbl KaK U3
KOpbI, TaK U U3 Tajamyca. OgHaKO COOTHOIIEe-
HUE 3TUX BXOAOB JJIsl KaXKIOTO TUIla UHTEpHE-
POHOB CYIIIECTBEHHO BapbupyeTcs. Hampumep,
HeipornuadopmHbie kKieTku (NGF) nonyyaror
CYLLIECTBEHHO OOJIbllle BXOJOB M3 Tajamyca, a
NapBaIbOyMUHOBbBIE HEMPOHBI — U3 KOPHI (ITpe-
WMYILIECTBEHHO U3 COMaTOCEHCOPHOU U COOTHO-
caueiics ¢ Heit MmoTopHoii Kopbl (Klug et al.,
2018), mpuyeM 3TU BXOIbl OKa3bIBAIOT HAa HUX
OoJsiee CUJIbHOE BO30yXKHalolliee BIAUSHUE, YEM
Ha cocelHue MPOeKIIMOHHbIEe HEKipOoHbI (Johans-
son, Silberberg, 2020)). WMHTepecHO, YTO
napBaJIbOyMUHOBbBIE HEMPOHBI, IOMUMO TIpOYE-
ro, MoJy4yaloT TOPMO3HbIE BXO/IbI U3 PETUKYJISIP-
Horo sapa Tanamyca (Klug et al., 2018). das co-
MaTOCTaTHUHOBBIX HEMPOHOB y TPBLI3YHOB IOJI-
Ne 2
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TBEPKICHBI TOUYTU HCKIIOUYUTEIIBHO KOPKOBbBIE
BXOJIbI (3TH KJIETKH OITMCAaHbI KaK (pr3noJIornye-
ckn uaeHtuduuupoBaHHbeie LTS-HelipoHBI Yy
Assous u Tepper (2019)).

ITapBanbOyMHMHOBBIE  HEHMPOHBI  CBSI3aHBI
MEXIy cO00it 37IeKTpUISCKIMHU CUHATICAMU; 3TU
KJIETKM TaKXXe TECHO CBSI3aHBI C MPOCKIIMOHHBI-
MU HeiipoHamu ctpuaryMma (Hjorth et al., 2009;
Tepper et al., 2018), mpu 5TOM — MOYTHU MCKITFO-
YUTEIBHO C MPOSKIIMOHHBIMM HelipoHaMu, (pop-
MUpPYS CUJIbHBIE CHHATICHI B TIPOKCUMAaJTLHOI Ya-
CTH uX neHapuToB (Straub et al., 2016), 370 oT/IN-
yaeT MapBaJbOYMMHOBBIE HEWPOHBI OT BCEX
OCTaJIbHBIX MHTEPHEMPOHOB, CBSI3aHHBIX IPYT C
IPYTOM B pa3IMYHBIX KOMOWHALUSX, IeTaIbHO
onmcaHHbIx Accycom 1 Termmepom (Assous, Tep-
per, 2019). 3mecr m00aBUM TakKXKe, YTO OBLIO
MMPOAEMOHCTPHUPOBAHO CYIIIECTBEHHOE ITPEUMY-
IIIECTBO B YMCJIE BXOIOB OT OBICTPO pa3psoKaro-
IIUXCST TOPMO3HBIX MHTEPHEMPOHOB CTpUaTyMa
(accoumupyromuxcss ¢ MNapBaJIbOYyMUHOBBIMU
HEMpOHaMI) K MPOSKIIMOHHBIM HEMPOHaM TIpsi-
MOTO ITYyTH 110 CPaBHEHUIO C HEMPOHAMHU HEeTIpsi-
moro nytu (Gerfen, Surmeier, 2011).

JODPAMUHEPITMYECKHUE
BXOIbI B CTPUATYM

Kak yxe ynmomMuHasoch, CTpUaTyM SIBJISIETCS
KJTIIOYEBOI1 MUILIEHBIO UIs1 1O(PaMUHEPIUIECKUX
HelipoHOB cpenHero Mosra. VIA HampapisieT
MPOEKIINY INIaBHBIM 00pa30M B IIpUJIesKallee sii-
po, a SNc — B gop3ajibHblit cTpuaTtyM. I1o ypoB-
HIO COJIep>KaHUIO foaMUHa CTpUATyM CTOUT Ha
nepBoM MecTe B Mo3re. JlodaMuH BBIACISIETCS
KaK B CMHANITUYECKMX OKOHYAHUSIX, TAK U B M-
CTaxX paclIMpeH’s] aKCOHOB; MHTEPECHO, YTO U
yepes3 TaKue aKCOHHbIE pacIlIMPpEeHUs B CTpUATy-
ME OCYIIECTBJSIETCSl KaK aJpecHasl mnepegaya,
TakK 1 o0ObeMHas TpaHcMuccus nodamuHa (Liu et
al., 2018). OCHOBHOI MUIIIEHBIO 3TOIO MEAUATO-
pa SIBJISIIOTCS MPOEKIIMOHHbIE HEHPOHBI CTpUA-
TyMa M XOJIMHEpTrU4ecKue HelipoHbl, OHAKO pe-
LIETITOPLl K HEMY IMPUCYTCTBYIOT MPaKTUUECKU
Ha BCeX MHTEepHEepOoHax, a TakxKe Ha IpecuHar -
TUYecKux okoHYaHusx (Abudukeyoumu et al.,
2019; Burke et al., 2017; Chuhma et al., 2018).
B HepgaBHeli paboTe ObLJIO MOKa3aHO, YTO goda-
MuHOBbIe HelipoHbl VTA, SNc u perpo-py-
OpaJIbHOTO I10JISI MOTYT OBITh MO/AEJAEHBI Ha IO -
TUITbI HA OCHOBAHUM MOJIEKYJISIPHBIX MapKepoB,
a KJIeTKU — TIPEICTaBUTEJM Pa3HbIX MOATUIIOB
WMEIOT pa3HOHAIIpaBJIEHHbIE MPOEKIIUY U HEKO-
TOpBIE U3 HUX, B YACTHOCTU, MOTYT BBIJICJ/ISAThH B
KayecTBe MeauaTopa Takxke u mryramat (Poulin
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et al., 2018). DT maHHBIC TONOJHSIIOTCS OIUCA-
HUSIMA ~ Pa3HOPOOHBIX  JTOMaMUHEPTUYECKUX
BXOJIOB B Pa3HBIX OTAEJIaX CTpUAaTyMa 1 CJI0XHO-
ro marrepHa KoTpaHcMmuccuu B Hem (Menegas
et al., 2015; Trudeau et al., 2014; Chuhma et al.,
2017, 2018).

HEKOTOPBLIE OCOBEHHOCTU CBA3EN

Taxke BaxkHO OTMETUTb, YTO OJeAHBII LIap,
OCOOEHHO €ro Hapy>KHbIlA CETMEHT, a TAKXKE BEH-
TpajbHBIA MAJUIMAYM HE SIBISIIOTCS UCKIIOYU-
TeJIbHO BHYTPEHHUMMU CTPYKTYpaMu Oa3ajibHbIX
raHIJIMeB, HO, HAIPOTUB, 00JIaNaloT IIUPOKOI
CEThIO CBSI3E C HIKE- U BhIIIEIeXAIUMU OTIAS-
Jamu mo3sra. Kpome TOro, BHEILIHUII CEIrMEHT
OJegHOro 1mapa IpoeuUupyeTcsl Ha3ad B CTpHUa-
TYM, Il YCTaHABJIMBAET CBSI3M KaK C MPOEKIIU-
OHHBIMU HEMpOHAMMU, TaK U C UHTEPHEHPOHAMU
(Mallet et al., 2012). IIpoapeMOHCTpUPOBAHO
MPEUMYIIECTBEHHOE YMCJIO BXOAOB OT OBLICTPO
pa3psKaoIIMXCsl TOPMO3HBIX WMHTEPHEHPOHOB
cTpuaTyMa K IIPOEKLMOHHBIM HEMpOHAM IIpsi-
MOTIO IIyTU, & UICTOUYHMKOM BaKHEMILIUX ITPOCK-
LM K OTUM UHTEepHENpOHaM sIBJIsieTCs OJIeAHbI
11ap, B CBOIO 04Yepelb KOHTPOJIUPYEMBI HEMPO-
HaMM HempsiMoro nytu crpuaryma (Gerfen, Sur-
meier, 2011). Takke mokazaHo, YTO B pELIUIIPOK-
HBIX TOPMO3HBIX OTHOLIISHUSIX MEXTY IIPOEKIIM-
OHHBIMM HelipoHaMM BHYTpU cTpuatyma D2-
SKCOPECCUPYIOLIME  HEUpPOHBLI  HAIMpPaBJISIOT
Oosblie Koyuiatepaieit K DI1-skcopeccupyto-
LM HelipoHaM, 4yeM nociaeanue K Hum (Taverna
et al., 2008).

POJIb HEMPOHOB CTPUATYMA
B OPTAHU3ALIMUN IBNXKXEHHWA

CornacHo KJIacCUYEeCKUM IIPEACTaBICHUSIM,
OTYACTU YIOMSIHYTBIM paHee, IPsSIMOIi MyTh 0a-
3aJIbHBIX TaHIJIMEB OIIOCpPEAYyeT ABMXKEHUE I10-
CPEICTBOM pacTOpMakMBaHUS BXOJIOB B KOPY 13
MOTOPHOTO TajlaMyca, a HenpsIMOM ITyThb IIpe-
MSTCTBYET OCYIIECCTBJICHUIO IBVXKCHUS, YCUIM-
Basi TopMoxeHHe Tajsamyca (Albin et al., 1989;
Alexander, Crutcher, 1990) (puc. 1). AHanoruu-
HO BJIMSIHUE OOOMX MyTE Ha CTBOJIOBBIE JTOKO-
MOTOPHBIC LIEHTPHI, YEMY TaKXKe MOJYy4eHO He-
naBHee nonrBepxaeHue (Roseberry et al., 2016).
Dra o0111as1 MoJie/Ib ONMpaeTcsl Ha 0oraThlii KJIU-
HUYECKMI M DOKCIICPUMEHTAIbHbII MaTepuan
(Albin et al., 1989, DeLong, 1990; Plotkin, Gold-
berg, 2019). CyliecTBYIOT OllpeAc/ieHHbIe Bapua-
UM MOJEJIM, YTOUHSIOIIME CBOMCTBA KOMIIO-
HEHTOB, BpEMEHHEIC COOTHOIIICHUSI aKTUBHOCTH
IBYX MyTeid U (PYHKUMOHAIBHYIO IIPUYPOUYECH-
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HOCTB 3TOi1 aKTUBHOCTHU (HarpumMep, Mink et al.,
1996; Hikosaka et al., 2000; Silkis, 2001; Bariselli
et al., 2018). JlanHast Molenb HalllJla HaaeXKHOE
MMOATBEPKICHUE U B (PU3MOJOTUIECKUX CBOM-
CTBaX HEMPOHOB MPSMOTO M HEIPSIMOIO ITYyTH
cTpMaTtyMa, M B MIEpBYIO odyepeab B CYIIECTBEH-
Holt cerperaumu Ha Hux D1- u D2-peuentopoB
(Gong et al., 2003) (cerperanms He SBJISIETCS
IMOJIHOM, B YACTHOCTU, OKOJIO 2% NPOEKIIMOH-
HBIX HEMPOHOB OOP3aJIbHOTO CTpMATyMa M OO0
15% wneiipoHOB 0O0OOJIOUKM MpUJIEXKAIIETO siapa
KCIIpeccupyroT oba Tura peruentoposn (Gagnon
et al., 2017), 3T HEMPOHBI OTIINYAIOTCS MOP(dO-
jorndeckm, addexkramMu nodpamMuHa Ha UX aK-
tuBHOCTB (Gerfen, Surmeier, 2011) 1 HeKOTOPHI-
MU JPYTMMU CBOMCTBaMM, M, TaKUM O0Opa3oM,
MOTYT OBITh BBIIEJICHBI B OTIEIbLHBINA ITOAKIACC
MPOEKIIMOHHEIX HelipoHOB (cM. Takke Cazorla
et al., 2014)).

B nocnenHue rogpl ¢ MCIIOJIb30BAHUEM MOJIC-
KYJIIPHO-TE€HETUYECKUX ITOIXON0B K CCIIeI0Ba -
HUSM (PYHKIIMM cTpraTyMa ObLJIM MOJyYEHbI HO-
BBI€ JOBOJIBI B ITOJIb3Y TaKUX BO33peHUil (Alcacer
et al., 2017; Bateup et al., 2010; Durieux et al.,
2012; Bay Konig et al., 2019; Kravitz et al., 2010;
Lemoset al., 2016; Roseberry et al., 2016). OnHa-
KO CYILIECTBEHHas J0JII HeJaBHUX MCCJIeIOBa-
HUII BBIHYKJAET TaKXKE IMOCTAaBUTh I1OJ COMHE-
HUE KJIaCCUYEeCKyIo TouKy 3peHus1 (Barberaet al.,
2016; Cui et al., 2013, Fobbs et al., 2020; Isomura
et al., 2013; Klaus et al., 2017; Meng et al., 2018;
Parker et al., 2018; Tecuapetla et al., 2016). Bepo-
SITHO, pedb B JaHHOM Cjydae He JOJKHA UITU O
TOM, Kakas Jallla BECOB IIEpEBECUT; U ITPEACTaB-
JIIETCS BaXXHBIM TNpOaHAJIM3UPOBaTh AeTalu
IIPOBEICHHBIX 3KCIIepUMeHTOB. [lomaBisioliee
OOJIBIIMHCTBO MCCJICAOBAHUM JBUTaTEIbHBIX
GYyHKUMI cTpuaTymMa IIPOBOIUTCS C MCITOJIb30-
BaHMEM NOBEICHYECKMUX METOIMK, SKCIIULINAT-
HO BKJIIOYAIOIIMX MpPOLEIypy ABUTATEIbHOTO
obyueHusi. M3-3a cyliecTBEHHOIO MHOrooopa-
311 TAKMX METOAUK, BApbMPOBAaHMS UX ITapaMeT-
pOB OT UCCJIENOBAHUS K MCCACIOBAHNIO BO3HU-
KaeT 3HAaUYMTEJIbHOE YKCJIO TOITOJTHUTEILHBIX T1e-
pPEMEHHBIX, JeNalolInX aHajlu3 Ype3BblYailHO
I'POMO3IKUM, B CBSI3U C UYEM OTHUM JIaHHBLIM OyJIeT
IOCBSIILIEHO OTAEIbHOE MccienoBaHue. B aroit
3K€ cTaThbe MBI IIpeaIiojiaraeM B MEpBYIO ouepelb
OCTaHOBMTHCSI HAa pabOTax, B KOTOPBIX IKCIIEPU-
MEHTaJIbHBIX XXMBOTHBIX IIeJICHANIPABICHHO He
nodeepeanu npoyedype Hay4eHus.

OnHoli U3 KITI0YeBbIX paboOT ¢ MPUMEHEHUEM
COBPEMEHHBIX  METOJOB, IOATBEPKIAIOIIMNX
KJIACCUYECKUE TIPENCTABJIEHUS, CTAJI0 UCCIIENO-
BaHue KpaBull u coaBT., MOKa3aBIIKX, YTO OUIa-
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TepajbHasi ONTOTeHETUYECKasT CTUMYJISILIMS
HEWPOHOB MPSMOTO IIyTU CTpUaTymMa CITI0CO0-
CTBYET YCUJICHUIO JIOKOMOIIMM B OTKPBITOM I10-
Jie, a HEeIIpsIMOTO ITyTH — YMEHBIIICHUIO JBUTa-
tenbHOI akTuBHOCTHU (Kravitz et al., 2010). Cy-
IIECTBEHHBIII IIepeBeC B 000OMX CJydasix BO
MHOTOM OITIPEIEISUICS TTOYTH TTOJIHBIM HUCYE3HO-
BEHMEM OOJM MeJKuUX aBrkeHui (fine move-
ments), He CBSI3aHHBIX CO 3HAYUTEJIbHBIM TIepe-
MEIIeHNEM, XapaKTep TaKMX IBVXKCHUI He aHa-
Jm3upoBaica. B cormacum ¢ 3TMMU HaHHBIMU
HCCIe0BaTeNIM TakKe IToKa3aau, YTO MPU YHU-
JIaTepaJIbHOI CTUMYJISILIAY TIPSIMOTO WJTA HETIPSI-
MOTO ITIyTH y KMBOTHBIX HAOJIIOOAETCSI COOTBET-
CTByIOIIIeE KJIACCUYECKOM MOIENIM TMOBeAcHUE
BpallleHUs B Ty WA MHYIO CTOPOHY.

OnHoit U3 npo0dJjieM UHTEpHpeTalud Pe3yib-
TaTOB 3TOTO MCCJIETOBAHUS SBJSIETCS TO, YTO aB-
TOPbl KCIIOJb30BAIM JOCTAaTOYHO MPOJOJIKHU-
TEJIbHYI0O CTUMYJISILUIO TMOCTOSSHHO JeiCTBYIO-
IIMM CBETOM: IIO3Xe OBbLUIO YyOeauTeabHO
MPOAEMOHCTPUPOBaHO (TPYMIION ucciaeaoBaTe-
JIei, B KOTOPYIO OTYACTHU BOIIUIU T€ K€ aBTOPHI),
YTO B YCJIOBUSIX TAKOU CTUMYJISILIUA B CTpUATyMe
aKTUBHOCTb IPOEKIMOHHBIX HEHPOHOB Cyllle-
CTBEHHO MEHSETCSI HE TOJIbKO B pe3yJibTaTe 3a-
IUIAHWUPOBAHHBLIX B 3KcIepuMeHTe 3(PdeKTOB
NEeCTBUSI KaHAJbHOTIO POJOIICMHA, HO U B pe-
3yJbTaTe HarpeBaHusl TKaHU 3a CYET JAeHCTBUS
cBeta (Owen et al., 2019). OCHOBHBIM MeXaHU3-
MOM OOYCJIOBJIEHHOII HarpeBaHueM JIWHAMKU
SIBJSIETCSI M3MEHEHHWE paldoOThl KaJIWEBBIX BbI-
npsvisiiomux KaHainoB (Kir), mo cTpykrype
OJM3KUX K TEpMOpeLIeNTOpaM; 0COOEHHO BaXKHO
TO, YTO UMEHHO 3TUMU KaHaJlaMU OIPeNesIsioT-
CSl HEKOTOpPbI€ KJIIOUEBbIE BJIEKTPOPUINOIOIU-
YeCKME CBOMCTBA IIPOCKIIMOHHBIX HEUPOHOB
(Nisenbaum, Wilson, 1995). B O6onee mo3gHux
HCCIeNOBAaHUSX i1 BO30OYXIE€HUS HEUPOHOB
CTalu MNPUMEHSTh MNEPUOAUNYECKYID CTUMYJISI-
IO KOPOTKMMU CBETOBBIMM MMITYJIbCAMU, O~
HaKO JIJISI TOPMOXKEHUSI HEAPOHOB MO-MPEXXHEMY
4acTO WCHOJB3YIOT CTUMYJISILIUIO ITOCTOSIHHO
nerictByroiuM cBeTtoM (Owen et al., 2019).

Hpyroii npo6ieMoii, CBI3aHHOI C MHTEPIIpe-
TallMeN Takoro poda UCCIEIOBAHUN, SBISETCS
TO, UYTO OAHOBPEMEHHOI HEU30UpPATEIbHOMN CTU-
MYJISIHUU TIOJABEpPTatoTcs OoJblIne OJIM3KO pac-
MOJIOKEHHbIE ITYJIbl KJIETOK, YTO C HEOOJbIION
BEPOSITHOCTBIO MOKET COOTBETCTBOBATh (DM3UO-
JIOTUYECKM 3HAYMMBIM TIPOCTPAHCTBEHHBIM U
BPEMEHHbBIM TaTTepHAM aKTUBALlMM HEUPOHOB
cTpuaryma, TeM 00Jiee UTO B HEKOTOPBIX MCCIIe-
MIOBAaHUSIX OTMEYaeTcsl, YTo (pyHIaMeHTaIbHOM
YepTOil TPOEKIMOHHBIX HEWPOHOB CTpUaTyMa
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SIBJISIETCSI OYeHb M30MpaTeaIbHast U pa3pekeHHast
aKTUBAIIYS B CBSA3U C Pa3JIMIHBIMU KOHTPOIUPY-
eMBbIMU B 3KcnepuMeHTe coObITusaMHu (Yamin
et al., 2013).

HenocpencrBeHHOE BIMSIHUE YPOBHSI aKTHUB-
HOCTHU IMPSIMOTO U HETPSIMOTO IyTHU Ha JJOKOMO-
LIMIO Takxke anpoOoupoBaid AJKalep YW COaBT.
(Alcacer et al., 2017), oHM moKa3aJil, YTO XEMO-
reHeThYecKasi akTUBALIMsI TIPSIMOTO MTyTH CTUMY -
JINpYeT JIOKOMOIIMIO, a HEMPSIMOTO — TOPMO3MUT.
[Tpu oMHOCTOPOHHUX BO3JEUCTBUSIX IMOBEICHME
BpallleHUsI MbIlIell TakXe COOTBETCTBOBAJIO
KJJaCCUYECKO Monenau. A B MCCIeIOBaHUU
bait Kenur u coaBT. yHuIarepaaibHOE TOPMOXKE-
Hue npubausutesbHo 20% HEeiipOHOB MPSIMOTO
nytu tnocpencteBoMm DREADD Hapsay ¢ Hop-
MaJIbHOM B OCTaJIbHOM JIOKOMOILIMEN MPUBOINIO
K HEIMpPOJOJLKUTEbHBIM TepruolaM UIICUJIaTe-
paJIbHBIX BpallleHU i, MPU 3TOM, 110 HAOII0IeHU -
sIM aBTOPOB, MCMOJb30BaHUE MEpeaHell KOHeU-
HOCTHU >KMBOTHBIM TIPU OITOpE Ha CTEHKY HE U3-
MeHsioch (Bay Konig et al., 2019).

Takske TTOMUMO MPSIMBIX BO3IEUCTBMIA Ha aK-
TUBHOCTh MPOEKIIMOHHBIX HEHPOHOB OBLIM MC-
MBITAHBI JPYTAE SKCIIEPUMEHTAIBHBIE BO3HE-
CTBUS Ha KJIeTKU cTpraTyMa. Tak, Jlemoc 1 coaBT.
MoKa3ajiM, 4YTO TEeHETUYEeCKU OOYCIOBIEHHOE
yctpaHeHue D2-penenTopoB Ha HelipoHaX He-
MPSIMOTO ITYTH MIPUBOIUT K MAapKUHCOHOITOI00-
HBIM HapyLICHUSIM JIOKOMOLIMM, a IIOCJIEeAyIo-
mass UMUATALMSI CUTHala, ornocpemyeMoro D2-
penenrropamu, ¢ nomouisio DREADD B mop-
3aJIbHOM CTpHaTyMe, YaCTUYHO YJIyJIlIaeT IoKa-
3aTesi JJOKoOMOTOopHOI akTnuBHOCTH (Lemos et al.,
2016). T'eHeTudeckoe ycTpaHEHHE KIIIOUEBOTO
BHYTpHMKJIeTOUHOTro mocpenHmka DARPP-32 B
HEWpOHax TMPSIMOTr0 M HENpPSIMOTO MyTH TaKXe
MMPUBOIMIIO K TIOCIICACTBUSIM, TIOJTHOCTBIO COTJIa-
CYIOIIMMCSI, IO MHEHHUIO aBTOPOB, C KJlaccuye-
ckoif Mmoaenbio (Bateup et al., 2010). IIpotnBomo-
JIOXXHBIE 2(h(heKThI Ha IOKOMOTOPHOE TTOBEACHNE
okaspiBasio u nospexaeHue ERK/MAPK-BHyT-
PUKJIETOYHOTO KacKajga B HEMpOHaxX MPSMOTO U
Herpsimoro myty (Hutton et al., 2017).

Bce ynoMsiHyThI€ BbIlli€ B 3TOM pasjelie Uc-
CJIEAOBAHUS C YYETOM METONUYECKUX OTPaHUYE-
HUI U HeXedaTeJbHbIX 2(P(EeKTOB TaK WJIM UHA-
4ye TIOATBEPXKOAIOT KIIACCUYECKUE IIPEICTaBIIC-
HUS O pPOJIM TIPSIMOIO M HEIPSIMOro IyTU B
opraHusaluu aBuxeHus. MHTepecHO OTMETUTh,
YTO B KaXKJIOM U3 3TUX UCCIIENOBAHUNA B KAUYECTBE
OCHOBHBIX MOAXOAOB IMPUMEHEHBI T€ UJIU UHBIE
BUIBI HETTOCPENCTBEHHBIX SKCIIEPUMEHTAIBHBIX
BO3IEHCTBUI Ha OOBEKT UCCIASIOBAHUSI, HO CU-
Tyalusi ¢ MOATBEPXKICHUEM KJIACCUYECKOW MO-
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NeJIN OKa3bIBaeTCsl MPaKTUYECKU ITPOTUBOIIO-
JIOKHOM TIpU pacCMOTPEHUM PabOT, OCHOBHBIM
METOIOM B KOTOPBIX ObLIO M3ydeHUE KOppes-
IIMOHHBIX B3aMMOOTHOIICHUN MEXIy IOBeIe-
HUEM U aKTUBHOCTBIO HEIIPOHOB TIPSIMOTO U He-
MIPSIMOTO TTYTH.

OCHOBHBIM MOTMBOM TakKOI'o poda MCCIEI0-
BaHUI SIBUJIOCHh HAMEPEHUE MPOCIeAUTh, KAKUM
00pa3oM HEHPOHBI MIPSIMOTO U HETIPSIMOTO MyTHU
cTpyaTyMa y4acTBYIOT B OpraHU3alldU JIBUKE-
HUS$I, B KAKUX U3 aCMIEKTOB JABUXKEHUS POJIb CTPU-
aryma SIBJISIeTCsl KpUTUYHOM U KaK 3TO ydacTue
MPOSIBJISIETCSI HA BbIXOJE U3 0a3ajbHbIX TaHIJIU-
eB. [71aBHBIM pe3yabTaToM ucciaenoBaHus Ppuse
u coanT. (Freeze et al., 2013), coBMEeCTUBILINMU
CTUMYJISILIMIO M PETUCTPALIMIO HEMPOHHOM aKTUB-
HOCTHU y MbIIlIE B CBOOOAHOM MOBEICHUU, SIBU-
JIOCh TO, YTO CBETOBasI CTUMYJISILIASL U IPSIMOTO, U
HEMpPsSIMOro NyTei cTpruaTyMa IMPUBOJAUT K OUEHb
MMOXOXEW KapTUHE MNOMYJISLUOHHONM peakIuu
HEUPOHOB PETUKYJISIPHOU YaCTU YEPHOTO BEllE-
CTBa: B OTBET HA CTUMYJISILIMIO OOOUX ITyTeit Heli-
poHbl SNpr aKTUBUPYIOTCSI U TOPMO3STCS B ITPU-
OJM3UTEIBHO PABHBIX COOTHOILLIEHUsIX. [IpumMu-
pUTb 3TOT (PakKT € KIacCUYECKON MOJesbio
aBTOopaM IIOMOraeT YCTaHOBJIEHHE 3HAYUMbIX
130MpaTeibHbIX KOPPEISILIMOHHBIX B3aMOOT-
HOILIEHUI MEXIy MOBeIeHUEM KUBOTHbBIX U aK-
TUBHOCTbIO MMEHHO TeX HEHPOHOB, KOTOpbIE
pa3psiKaloTcsl B COOTBETCTBUU C MOJENbIO, 1 OT-
CYTCTBME 3HAUMMOI KOppEIsILUMU MOBEICHUS U
aKTUBHOCTU HEUPOHOB, MEHSIOIIUX YacTOTy
pa3psiga MPOTUBOMOJIOXHBIM MpeacKa3aHUsIM
Mozaean oopazomM. OTMETHUM, UTO B 3TOM MCCJIe-
JMIOBAaHWUM TaKXe MPUMEHSIACh CTUMYJISILIUS T10-
crosiHHbBIM cBeToM (Freeze et al., 2013).

OmHUM M3 MEpBBIX WCCIEAOBaHUIA, IPOBE-
JIEHHbBIX C IPUMEHEHWEM FreHETUYECKUX METOI0B
W MOCTaBUBIIMX MO COMHEHNE OCHOBHOM MO-
CTyJIaT KJAaCCUYECKMX MpEICTaBIeHUN O poJin
MpPsSIMOTO M HEIPsIMOTO IyTH, ObLIa padoTta Kyu
M COABT. T10 PErucTpali HepOHHOI aKTUBHO-
CTU CcTpuaTyMa IpPU BBIMOIHEHUU >KMUBOTHBIM
JIBUTATEJIbHOM 3a4a4uu, Tpeariojiaramplieii caMmo-
MPOU3BOJbHOE HAyalo JBUKEHUS >KUBOTHBIM.
OHU OOHAPYXWJIM, YTO HEMPOHBI 00OUX ITyTEi
aKTUBUPYIOTCS MTPUMEPHO B OJTHO U TO XK€ BpeMsI
B niepuon vHunuManuu aBuxeHus (Cui et al.,
2013), Takke OHM NPOASMOHCTPUPOBAIU CYIle-
CTBEHHYIO aKTHMBallMIO HEHPOHOB 00OMX ITyTei
HEMOCPEACTBEHHO TIepea U BO BpeMsl OBOPOTa
KMBOTHOTO B CTOPOHY, IPOTUBOIOJIOXHYIO 00-
JIJacTW pervucrpainvu. BBuay BBICOKON CTereHU
MOAYJISIUMUA aKTUBHOCTY HEHMPOHOB cTpuaTyMma,
COTIPOBOXAAIOIIEN ABMXKEHUE, CO CTOPOHBI ITPO-
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neccoB Bo3HarpaxneHus (Hikosaka et al., 2000;
Isomura et al., 2013), BaxkHO yCTaHOBUTb, HE SIB-
JIIeTCsl JIM TaKasi CMHXPOHHAsI aKTUBHOCTh B
TEPBYIO OUepeIb MPOSIBIICHUEM MPOLIECCOB OXKM-
naHus Bo3HarpaxaeHus. [Toatomy HeoOXoanuMo
B TIEpPBYIO Ouepelb PacCMOTPETb aKTUBHOCTh
MPOEKIIMOHHBIX HEMPOHOB CTpUarymMa TIpu
CIIOHTAHHBIX ABWKEHUSIX B DKCIIEPUMEHTAIIb-
HBIX CUTYaIUSIX, SKCIUTUIIUTHO HE BKITIOYAIOIIINX
Bo3HarpaxaeHue. OgHako BaxKHO IIPU 3TOM I10-
HUMAaTh, YTO pa3Ie]IMTh HA HOpMAJIbHOM Oomp-
CTBYIOIIIEM XXMBOTHOM IBMXKCHUE W BO3HATpaX-
IeHWe — HeIpocTasl 3a1ada Jaxke B TaKOro poja
cutyauusix. CBs3b aKTUBHOCTH HEMPOHOB MpsI-
MOTO 1 HETIPSIMOTO ITYyTH CO CIIOHTAHHOI JIOKO-
MOIIMeN OblIa uccliefoBaHa, B YaCTHOCTH, B OT-
KPBITOM TIOJI€ U Y KMBOTHBIX C 3aKpeIICHHOMN
rOJIOBOI Ha MOABUKHOM Itape. M Ham Ha HacTo-
SIIIIAI MOMEHT HE M3BECTHO HU OTHOTO UCCIIeIO-
BaHUs, B KOTOpoM Obl HabmoneHue Kyu u coasT.
(Cuietal., 2013) 00 omHOBpeMEHHOI aKTUBALIHN
HEWPOHOB 00OMX ITyTEil B CBSI3U C IBMKCHHEM
ObUIO OBl ompoBeprHyTo. M, Takum oGpa3om,
JaHHBIC C PEeTUCTpalMeii KJIIETOUHON aKTUBHO-
CTH CTpHATyMa B IIeJIOM He TTIOATBEPXKAAIOT yCTO-
sIBIIeiicsT Momenn (pyHKIIMOHUPOBAHUSI 0a3ajib-
HBIX TAaHIJINEB.

HMHTepecHy0 3aKOHOMEPHOCTh OMHCHIBAIOT
MeHnr u coasnt. (Meng et al., 2018): 1o ux HaGJ10-
JNICHUIO, TPEBAUIMPOBAHUE AKTUBHOCTU HEWPO-
HOB ITPpAMOTO ITYTU TPUBOAUT K ITOBOPOTY U ITPO -
JOJ2KECHUIO IBM2KEHMA, a HEMMPAMOIO — K ITOBO-
POTY C OCTaHOBKOIA.

B OoJIbIIMHCTBE 13 TOJBKO YTO YIOMSIHYTBIX
WUCCJIEAOBAaHUI TaKKe CTaBMUJICS BOIIPOC O Mpe-
WMYILIECTBEHHOI MPUYPOUYEHHOCTU aKTUBHOCTH
CTpUATHBIX HEMPOHOB K KUHEMaTUYECKUM Xa-
pakTepucTukaM ABMKeHUsI. OTBET O HaJIU4YUU
TaKOU CBSI3U CKOpee IOJOXKMTENbHBIU, HO HC-
cJieloBaTeJIM CYILLIECTBEHHO PacXolsITCI B JIeTa-
Jnsx. Hanmpumep, B ucciaemoBaHnuu MapkoBulia u
coaBT. (Markowitz et al., 2018) roBoputcst 06 06-
Hapy>k€eHHOU UMM KOPpPEeJISIIUM CKOPOCTHU U aK-
TUBHOCTU HEMPOHOB 00OUX IMMyTeii Ha CEKyHIHOM’
BPEMEHHOI IIKaje Ipu J0CTaTOYHO TIpyOoii
OLIEHKE JBMIraTeJIbHOW aKTUBHOCTU (TJIaBHBIM
o0pa3omMm, Mo TPeKy B OTKPBITOM moJie). Korma xxe
OHU OXapaKTepU3OBAJIM ABMXKEHHE Oosiee ne-
TaJbHO (C MOMOILBIO CIIELIMAIbHO pa3paboTaH-
HOM mporpaMMbl aHaJIM3a MOBEACHUS MO TPeX-
MEpPHOI BUAEO3aMMCU) U MOMNbITATUCH Pa30UTh
€ro Ha yHUTapHbI€ MMOBEACHYECKME aKThl (Ha MO-
BeJIEHYECKHE CJIOTU, MO TEPMUHOJOTUMU aBTO-
POB) Ha ILIKaje U3 A0Jieli CEKYHIbI, UM YIAJIOCh
BBISIBUTb 0OoJjiee TOHKME 3aKOHOMEPHOCTU: B
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YaCTHOCTU, OHU ITOKA3aJIv, YTO HA MIPOTSKEHUM
OIHOIO MOBEIEHYECKOIOo akTa HEeMpOHbI 000MX
MyTEN NEMOHCTPUPYIOT CXOOHYIO TMHAMUKY aK-
THUBALIMX, OOHAKO B HEMl YCTOMYUBO BBIICIISIETCS
KOMILJIEMEHTapHasl (HEeKoppeaupoBaHHasI) ak-
TUBHOCTb, YYET KOTOPOU MO3BOJISET 3HAUUTEIb-
HO TOYHEE MpeIcKa3aTh MOBEACHUE; IIPU CMEHE
MOBENCHMSI aKTUBHOCTh HEMPOHOB 000MX ITyTE
U3MEHSETCSI, MHTEPECHO, YTO BBICOKOBEPOST-
HBbIE CMEHBI ITIOBEJICHYECKMX aKTOB COIIPOBOXKIA -
IOTCS 3aME€THO MEHBIIMMHU U3MEHEHUSIMU B aK-
TUBHOCTH HEMPOHOB, I10 CPABHEHMIO C HU3KOBE-
POSITHBIMU TI€PEXOIaMU OT OTHOTO MOBENECHUS K
apyromy. IlocinenHee ynomsiHyToe HabOmM0neHE
3aCIIy>KMBA€T OTACIBbHOIO BHMMAaHMS, TaK Kak
OHO CTaJI0 PE3yJAbTAaTOM IIPEANPUHSATOrO aBTO-
paMM aHajau3a MOCJIEIOBATEIbHOCTEM ecTe-
CTBEHHOTO MOBEICHUS; pa3BUTUE CUCTEM TAKOIO
aHaJIn3a U COOTHECEHHUE €TI0 C 3aITMCIMU HEUPO-
G$U3MOIOrNYeCcKOil aKTUBHOCTHU OO€EIIaeT B mep-
CIIEKTHBE CYIIECTBEHHOE YINIyOJeHHWEe MOHMMA-
HUS CBSI3M MOBEICHMUS C aKTMBHOCTBIO HEMPO-
HOB. B paGore MapkoBuma M COaBT. TaKoOK
aHaJIM3 MOATBEPKIAET TOUYKY 3PE€HUS, COIJIACHO
KOTOPOM OMHOM M3 BaxKHEWIMX (PYHKLWI TOP-
3aJIbHOTO CTpUaTyMa SIBISIETCSl ydacTue B pop-
MHUPOBAHUM OBUTATEIBHBIX MOCIEIOBATEIbHO-
CTell 1IeJI0CTHOIO MoBeAaeH4Yeckoro akra (Gray-
biel, 1998); ¢ aTuM cornacyercs u HabaOIaeMOe
aBTOpaMHU MOBBIIICHUE ITOBEICHYECKONH HTPO-
MWW B pE3YJIbTaT€ YACTUIHOIO pa3pylLIEHU 10D~
30JIaTE€PAIBHOIO CTpUaTyMa.

Ha Bomnpoc o ToM, B Kakoii CTeIIEHU aKTUB-
HOCTh HEHPOHOB CBsI3aHa ¢ KMHEMAaTUYSCKUMU
XapaKTepUCTUKAMU JIBVXKCHUN WJIM C TIOCTIEIO-
BaTeJILHOCTSIMU JIBUKCHUI, TTLITAIOTCS OTBETUTH
n ®o606c u coant. (Fobbs et al., 2020). I1To ux
JaHHBIM, aKTUBHOCTb 000OUX MyTEM TECHO CBsI3a-
Ha ¢ HayaJioM U 3aBeplIeHMEM ITOBEICHYECKUX
MOCJIENCTBUIA, HO TaKXXe OHU COOOIIaloT U 00
OIIpeneJIECHHOM,, KaK ITpaBUJI0, HEJIMHEMHOM CBS -
31 AaKTUBHOCTU IIPOCKIMOHHBIX HEUPOHOB
CcTpUaTyMa CO CKOPOCTBIO IepeMeIISHUS JKUBOT-
HOro. Xo4eTcsi 0c000 OTMETUTh OOHO HaOJIIoIe-
HME 3TUX MCclieqoBaTelieii: OHU pPerucTprupoBa-
JIM aKTUBHOCTb CTPMATHBLIX HEMPOHOB Y XKMBOT-
HBIX B OTKPBLITOM II0JIE, a TAKXKE Ha IOJIBUKHOM
B TpeX U3MEPEHUSIX 1Iape, TAe MBI HAXOASITCS
¢ (pMKCHMpPOBAHHOI TOJIOBOI, M ITOKAa3ajil, YTO
yacToTa pas3psiga MoAaBJsSIOUIEero 00JbIIMHCTBA
HEWUPOHOB B OTKPBITOM I10JI€ 3HAYMTEILHO BHIIIE
YacTOThI pa3psiga NpU HAXOXIECHUU KUBOTHOTO
Ha Hape. 9To B OUepeqHO pa3 CTaBUT BOIIPOC O
NPUHLUMINAIBHONM BO3MOXHOCTU U3YYSHUS M-
XaHM3MOB JIBIIKEHYS /JIOKOMOLIMY B YUCTOM BUIIE.
Ne 2
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B uccnenosanmm Knayca u coaBrt. (Klaus et al.,
2017) onipeneneHHBbIC KWHEMATUYECKHE XapaKTe-
PUCTUKU ABMXKEHUS OBIJIM MHTETPUPOBAHBI aB-
TOpaMHM B YMCJIOBBIE IOCJIEIOBATEIHLHOCTU W3
300-MUJUIMCEKYHIHBIX OMHOB, ONMCHIBAIOIINE
0OIIyI0 KapTUHY NOBEIESHMS; aBTOpPaM yaajaocCh
I0KAa3aTh, YTO AKTUBHOCTD ITPOECKIIMOHHBIX HEeli-
POHOB, BO30YXIAIOLINXCS BO BpeMs OIlpeIeIeH-
HOTO TTOBeICHNS, B OOJIbILIEN CTENIEHU KOPPEIn-
pyeT MexXIy co0oii U TaKHMe KJIETOYHBIE aHCaM-
01M KOIMPYIOT KOHKPETHOE IBIDKEHUE BHE
3aBMCHUMOCTH OT €T0 CKOPOCTH. DTHU aHcaMOian
COCTOMIT KaK 13 HEMPOHOB, PaCIIONIOKEHHBIX MO~
OGJIM30CTU APYT OT APYra, TakK U U3 JOBOJIBHO yaa-
JIEHHBIX KJIETOK. DTO IIOCJIefHee HaOIomeHue
CYLLIECTBEHHO PACXOAUTCS C TEM, YTO OBLIIO O~
caHo bapbepa u coaBr. (Barbera et al., 2016), no-
Ka3aBIIMMH NPUCYTCTBUE ITOBOJBLHO KOMITAKT-
HBIX KJIACTEPOB HEMPOHOB B TOP3aJIbHOM CTpHAa-
TYMe, aKTMBHOCTb KOTOPBIX KOPpPEIMPYET CO
CKOPOCTBIO JIOKOMOLIMU XWBOTHBIX. MHTepec-
HO, YTO 00€ IpyIIIbI KCCIIEAOBATENEN UCITOIB30-
BaJIU METOJI OLIEHKU aKTMBHOCTU HEWPOHOB MO
KaJIbLIIEBOMY CUTHAJIy U, O0Jiee TOro, IIPUMEHSI -
JIM CXOIOHBIE CITOCOOBI OOpPaOOTKM MCXOMHBIX
JaHHbBIX; U, TT0 MHeHUI0 Kitayca 1 coaBT., Takoe
pacxoXaeHUe BO3MOXHO M3-3a Pas3jIMYMii B CITO-
cobe BBIIBJICHUS JUHAMUKWA BHYTPUKJIETOYHONI
KOHIIEHTpaL1 KaJIbL1sI HA OCHOBE ChIPBIX JaH-
HBIX MUKPOCKOIIUH.

CyliecTBeHHbIIH MHTEpPEC MpeacTaBiIseT WC-
clieloBaHKE, B KOTOPOM U30UpaTeIbHOE MOBpe-
KIIEHUEe HeHPOHOB MPSIMOTO U HEMPSIMOTO MYyTU
JIOp3aJIbHOTO CTpUaTyMa MpOU3BOJIUIN Y B3pOC-
JIBIX XUBOTHBIX TOCPEACTBOM JIOKAJIbHOTO BBE-
neHust TUGTEepUuHOTO TOKCHMHA, TIPU 3TOM ObLia
TaK>Ke TPEeAIpuHsITA TOIbITKA UcclenoBaTh 3¢ -
¢ eKThl U30UPATETLHOTO pa3pyllIeHUS HEUPOHOB
JIOp30MeINATbHOTO 1 J0Pp30J1aTepaaibHOIo CTpra-
tyma (Durieux et al., 2012). ABTopamMu ObLIO 00-
Hapy>keHO, YTO OCHOBHBIM UCTOYHUKOM BJIUSTHUSI
Ha OOLIWI YypOBEHb CIIOHTAHHOM JIOKOMOLIMU B
OTKPBITOM TIOJIE SIBJISIETCSI JOP30MeaaIbHbIN
CTpUATYM, TIPU OTOM, B ITOJIHOM COOTBETCTBUU C
KJIaCCUYECKOI MOAENbIO, MOpakeHWEe HEMPOHOB
MPSIMOTO ITYTU BEIET K CHUKEHUIO YPOBHSI JIOKO-
MOTOPHOI aKTUBHOCTHU, & HEHPOHOB HETIPSAMOIO
MyTU — K PE3KOMY MOBBILIEHUIO. Takke B 3TOM
WUCCJIEAOBAaHUU HaOII0[alu TOBEAEHUE KUBOT-
HBIX B OTBET Ha YCTAHOBKY B LIEHTPE OTKPBITOTO
OoJIsI HOBOIro 00bekTa. OKa3ajaoch, YTO MOpaxKe-
HY€ MPOEKIIMOHHBIX HEMPOHOB UMEHHO J10P30-
MEIUaIbHOTO CTpuaTyMa TakKXe OKa3bIBaeT
CUJIbHOE BJIMSIHUE Ha 3TO MOBEAEeHME: ObLIO 00-
Hapy>XeHO, 4YTO MpU pa3pylleHUU HEHUpOHOB
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MPSIMOTIO ITYTU XKUBOTHOE 3HAYMMO MEHBbIIIE Bpe-
MEHMU IIPOBOIUT, 00CIIeAysI HOBBIf OOBEKT, a XKM-
BOTHBIE€ C pa3pylleHUEeM HEWPOHOB HEIIPSIMOTO
MYTU HAXOAsITCS B LIEHTPAJbHOM 30HE Iropasiao
JIOJIbIIIE KOHTPOJIBHBIX >KMBOTHBIX, KOIJIa TaM
MPUCYTCTBYET HOBBIIA 00beKT. UHTEpecHO, 4TO,
MO MX JaHHBIM, 3TU >XKMBOTHbIE 3HAYUTEIHLHO
MEHbIIIe BPEMEHU, 110 CPAaBHEHUIO C KOHTPOJIb-
HBIMU, MIPOBOJIST B LIEHTPE OTKPHITOrO I10JIST 10
YCTaHOBKHU TaM HOBOTO 00BbEKTa, a TakKXKe TO, UYTO
IIPpU YCTAHOBKE TOr0 00bEKTa IIOBTOPHO MBI
OpUOIMKAIOTCS K HEMY €llie Yallle, YeM B Mep-
BbIi pa3. ABTOPbI MPEANojaralT, 4yTO TaKoe
noBeAeHHUE, 110 KpaiiHel Mepe OT4acTu, OIpee-
JISIETCSl U3HAYaIbHO BBICOKOM aBepCcHeil B OTHO-
LIIEHUY HOBU3HBI Y 3TUX XKMBOTHBIX. Hamo otme-
TUTh, YTO HEKOTOPHIE TTOOOYHBIE HAOIIONCHUS B
IPOLMUTUPOBAHHBIX paHee paboTax TaKXKe yKa-
3bIBAIOT HA OMpeIeICHHbIC U3MEHEHUS UCCIEI0-
BaTeJIbCKOTO IIOBEACHUSI IPU HaNpaBJICHHBIX
BO3ACUCTBUSIX Ha MNPOEKIMOHHBIE HEHPOHBI
crpuatyMa (Lemos et al., 2016; Bay Konig et al.,
2019; Alcaceret al., 2017). 3gech TakzkKe CTOUT OT-
METUTh, YTO B HcciemoBaHuu SIMMH U COaBT.
(Yamin et al., 2013), perucTpupoBaBIINX aKTUB-
HOCTb HEMPOHOB CTpUATyMa y XKMBOTHBIX B CBO-
OOOHOM IIOBEACHUU MNPU CMeHe OOCTaHOBKU,
ObLIa BbIACICHA OTAEAbHAsI Ipymnra HEeHpPOHOB,
aKTUBUPYIOIIMXCS TTOYTU MCKIIOYUTEIBHO IIPU
TaKOM CMEHE.

Ha onpeneneHHble aceKThl MMOBENEHMSI, KO-
TOpble MOTYT TIOBJieYb 3a COOOIl M3MEHEeHMSs
CIIOHTAHHOI JIOKOMOILIMM B OTCYTCTBUE CIIELIM-
(bUYHBIX JIS1 TOKOMOLIMY U3MEHEHUI KaK TaKo-
BBIX, YKa3biBatoT Takxke JIebimank u coasT. (LeBlanc
et al., 2020). OCHOBHBIM OOBEKTOM UX UCCIEI0-
BaHMUs SBJISIIOTCS HOKAYTHbIE MbILIK 6e3 D2-pe-
LIETITOPOB K 10(hpaMUHY Ha HeIfpOHAaX HEMPSIMOTO
IMyTU B CTpUATyMe; aBTOPbI YTBEPXKIAIOT, UYTO Y
3TUX XUBOTHBIX U3MEHEHUII COOCTBEHHO JIOKO-
MoLIMM He HaOonaeTcd. B paHee ynmoMsiHyTOM
HaMu paboTe, UMeIoIlell 0O0IIMX aBTOPOB C 00-
cyxxnaemoii 3aech (Lemos et al., 2016), 6bLI0,
OIHAKO, MOKa3aHO, YTO y ATUX >KMBOTHBIX Ha-
OoaroTCsl HapylIeHUs! JIOKOMOILIMHM, MOH00-
Hble OMUWCAaHHBIM TIpU MapKUHCOHU3Me. B uc-
cienoBanuu JlebnaHk u coaBT. (LeBlanc et al.,
2019) ampobupyercss uaess 0 TOM, UTO Cylle-
CTBEHHYIO POJIb 3[I€Ch MOXET UTPaTh COCTOSIHUE
MOBBIIIEHHOW TPEBOTU, NPUCYILIEA HOKAYTHBIM
JKUBOTHBIM. [Ipu TOM, UTO OCHOBaHMSI, KOTOPbIE
OHU TIPUBOJIAT B 3TOU paboTe, JajieKo He Bceraa
BBIIJISIAST yOEAUTENBHO (B E1IMHCTBEHHOM YKCIIe
MpeaoCcTaBIeHbl T10Ka3aTe/Iu JIOKOMOLIMM TaM,
IJe MOBeJIeHNE MOXKET ObITh OLIEHEHO TOJbKO MO
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COBOKYITHOCTH ITOKa3aTeseid, He TIpeICcTaBICHBI
BO3MOXKHBIE OOBSICHEHUSI TPOTUBOPEUYUBBIX pe-
3yJILTATOB BO3ACHCTBUII), 1 CAMU aBTOPHI HE 00-
CYXIIAIOT pa3IM4usl B BBIBOJAX B 3TUX JIBYX HC-
CJIeIOBAaHUSIX, OTY UICI0 HEJb3sl OCTaBJISITh Oe3
BHUMAaHUSI.

B cambix oOmmux yepTax ykKJjaablBaeTcs B
MpeACcTaBIeHUsT KJIacCCUUYECKO MOAEIU U BIUsI -
HUe nodaMKrHa Ha aKTUBHOCTh HEHPOHOB 000X
nyreit crpuaryma (Shen et al., 2008; Gerfen, Sur-
meier, 2011; Parker et al., 2018). B taHHOM KOH-
TEKCTE OTIEJIbHO HEOOXOAWMO YIOMSIHYTh HC-
cinegoBanue Ilapkepa u coaBt. (Parker et al.,
2018), koTOpBIE, C OMHOM CTOPOHBI, MPOAESMOH-
CTPUPOBAJIN TMPAKTUYECKU UIACHTUYHYIO KapTu-
HY aKTUBHOCTU OOOMX ITyTei B CBSI3U C JBUXKE-
HUEM IIpU CBOOOTHOM IMOBEICHUM XKMBOTHOTO U
¢ buKcupoBaHHOI TOJIOBOM Ha IMTOABMKHOM KO-
Jiece (IpakKTUYeCKU B MOJHOM COOTBETCTBUU C
IPYTMMU MCCIEAOBAHUSIMU I10 peTuCTpaluu
KJIETOYHOI aKTMBHOCTU CTpUaTyma), a ¢ Apyrom —
nociie Bo3aeiictBusi 6-OHDA, yXe B cOOTBET-
CTBUM C KJIACCUUYECKOW MOMAENbIO, MoKa3alu
CHUXK€HUE aKTUBHOCTU HEHPOHOB MPSIMOIO My-
TU U TIOBbILLIeHUE — HenpsiMoro. ITomumo atoro
OHM OTMEYaloT, YTO MOocJje NopaxkKeHus 1o aMu-
HOBOI CHUCTEMBI aKTUBHOCTh HEMPOHOB HETIPSI-
MOTO ITYyTHM, NIPUYypOYEHHAasl K ABUXKEHUIO, MOJ-
HOCTbIO HUBEJMPOBAJIACh;, UHTEPECHO, UTO I10-
JIOOHYIO 3aKOHOMEPHOCTh OHM NOIMEYAIOT U B
aKTUBHOCTU HEHAPOHOB MPSIMOIO MYTHU B YCJIOBU-
SIX TMCKUHE3UU, BBI3BAHHOUW BO3ICMUCTBUEM BbI-
cokoii mo3pl L-DOPA. Takxke xouercss OTMme-
TUTh, UTO B CBSI3U C IMPOSIBJICHUSIMU UCCIea0Ba-
TeJIbCKOI aKTMBHOCTH XXWBOTHBIX (ITPU CTOMKaX
Ha 3aJHUX Janax) yIoMsIHyTble ucciaeaoBaTe/n
3arUKCUpoOBaIU aKTUBALIMIO TOJILKO B HEMpOHax
HETIPSIMOTIO MyTHU; 3HAYMMbIX U3BMEHEHUI B HEi-
poHax MOpsSMOro IyTU OHU HE OOHAPYXKWJIU.
Ha stom npumMepe B ouepenHoii pa3 oOHapyKu-
BalOTCS CylLIECTBEHHAsI IPOTUBOPEUUBOCTD JaH-
HBIX U TOTPEOHOCTh B 60JIee NyOOKOM MOHUMA-
HUM POJIY CTpUaTyMa B OpraHU3allMu JIBUXKEHUSI.

Eme OGosee mMpoTMBOPEUYMBBIMU OKa3aJIMCh
JNaHHbIE HENAaBHUX HCCedoBaHUIl pojin noda-
MUHOBOIO CUTHaja B CTpUaTyMe Tpu CIIOHTaH-
HOIi JIOKOMOIIMM >XUBOTHBIX B OYE€Hb CXOMHBIX
YCJIOBUSIX — Y MBILLEN C 3aKPEIJICHHO TOJI0BOM
Ha moaBuwxkHoM Imape. Tak, Xoy u HdombOek
(Howe, Dombek, 2016), peructpupys Kajabliue-
BYIO aKTMBHOCTb aKCOHOB J1O(aMUHOBBIX HEM-
POHOB B IOP3JIbHOM CTpUATyMe, IoKa3aju, 4YTo
akTuBalusl nodaMUHEPTUYECKUX TPOEKIIMi B
CTpUATYM TIPENIIeCTBYeT MHULIMALIMK CIIOHTaH-
HOTO IBWKEHUSI M COIPOBOXIAET JBUXKEHUE.
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A JIoncoH M COaBT., UCITONB3Ys Ty XXe& MOBEACH-
YEeCKYI0 MOJeJIb, HO PErucTpupyst 3JeKTpude-
CKYI0 aKTMBHOCTh HO(aMMHOBBIX HEMPOHOB B
VTA u SNpc, BeissBUIM (Pa3HOE CHMKEHUE aK-
TUBHOCTU OOJIBIIMHCTBA MCCJICIOBAaHHBIX Heii-
POHOB YE€pPHOTO BellleCTBa HEMOCPEACTBEHHO Te-
pen nBukenueM (Dodson et al., 2016). O6cyx-
nasi TU PACXOXICHUSI, Cpeay METOANYECKMX
pa3nIuuuii aBTOPHI yKa3bIBaIOT HA TTOJIHOE OTCYT-
CTBHE B OKCIIEPMMEHTAJIbHOII OOCTAaHOBKE Y
JloncoHa M COAaBT. CTUMYJIOB, CITOCOOHBIX BbI-
3BaTh peaklnio MpuommkeHus. OQHAKO HETb3s
HUCKJTIOYUTh, YTO, HAXOASCh Ha I1ape ¢ (GUKCUPO-
BaHHOII TOJIOBOI, XKMBOTHOE MOXXET HAUYMHATh
IBUTATbCS IS YCTpAaHEHMsI HEyIoOCTBa ITO3bI
WIW 11 M30eraHrst caMoii 1o ce0e HeMpUSITHOMN
cutyauuu. Paccyxmasi o BO3MOXHOM (pyHKITIO-
HaJbHOU poJin 10(hpaMUHOBOI May3bl TIepe TBU -
KeHueM, JIoICOH M COaBT. BHICKA3bIBAIOT IIPEII-
MMOJIOXKEHNE O e¢ 3HAauYeHUU B O0ecIieuyeHUU
TOYHOCTHU JIBVXKCHUS C y4acTHeM HEeHpOHOB He-
npsiMoro Imytu. MUIMeHHO Ha akTuBaluio noda-
MHWHOBOM CUCTEMBI Iiepe/l CITOHTAHHOM MHUIIVA-
Leil IBKEHUsI B OTKPBITOM IIOJIe YKAa3bIBAlOT
takke na CunbpBa m coaBnT. (da Silva et al., 2018,
OHU PETUCTPUPOBAIIN SKCTPAKIIETOUHYIO aKTUB-
HOCTh HEUPOHOB, MACHTUMULUPYS UX Meaua-
TOPHYIO TIPUPOIY C TTOMOIIBIO ONITOTCHETUKH).
31ech BaXKHO OTMETHUTh, UTO, TOBOPST O CITOHTAH-
HOCTH OJIM3KMX MO MOTOPUKE IeHCTBUIA, HEIb3s
HE YYUTHIBATh KPUTUYCCKOTO PA3IMUUSI CUTya-
1IN, KOTJIa XKWBOTHOE CBOOOIHO TTepeMeIIaeTCs
B 00CTAaHOBKE M KOTJa OHO IpeObIBacT HA MeCTe
¢ (bMKCUpOBaHHOI TOJIOBOIA, TeM 00JIee YTO OC-
HOBHOM 1IEJIbIO JIOKOMOLIMM SIBJISICTCS TIepeMe-
IIIEHWEe B IPOCTPAHCTBE.

MBI yXe yIIOMUHAaJIM, YTO aKTUBHOCTh Hel-
POHOB CTpUaTyMa CYILIECTBEHHO pEryJiMpyeTrcs
rpoleccaMu BO3HarpaxkiaeHus. ITo Xe yTBep-
KIIEHUE axe B 00Jbleit CTelNeHU cpaBelIvBO
B OTHOIIIEHUM T0(paMUHOBOro CuUrHaja. A Tak
KakK poJib CPEAHEMO3IOBOIo JopaMuHa B opra-
HU3alMM OeHCTBUSI MHOTHWE aBTOPbI CTaBSAT Ha
IEpBOE MECTO, 3/1ECh Mbl KPAaTKO OCTaHOBUMCS
Ha CyTH KJIIOYEBbIX pa3HOMIACUM MO 3TOM IMpo-
oneme.

OcHOBHbBIE TOYKM 3peHUsT Ha GYHKUIMU Joda-
MHWHA B CTPUAaTyMe TaKOBbI: JO(aMUH OMOCPELY-
et ynoBoabcTBre (Wise, 1985); nopaMuH ciry>Kut
YHUBEPCAJIbHBIM OOYYalllIMM CUTHAJIOM, KpU-
TUYHBIM 1J1s1 HaydyeHus (Schultz, 2013, Langdon
et al., 2018); modamMuH onocpeayeT MOTUBALIAIO
(Berridge, 2007); nopamMmuH obecrieumBaeT yCU-
Jiue Ui BbIMOJIHEHUS ABMXKeHus1 (Salamone,
2007; Pasquereau, Turner, 2014; Varazzani et al.,
Ne 2
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2015; UBnuena, 2010; Maitopos, 2018). Kaxnas
13 TOYEK 3PEHUS OTTMPAETCS HA OOLIMPHBIN DKC-
nepuMeHTanbHbI  Matepuan (Ivlieva, Ivliev,
2014), u cymecTByeT MHEHHE, YTO OHU HE SIBIISI-
oTcs B3anMouckiaovaommumu (Beeler, 2012),
OIHAKO KOHIIENTyaJbHasl MPOTUBOMOJIOXHOCTh
TakuX (QYHKIIMI KakK, HalIpuMep, MOTUBALIUS U
MoIKpeIUieHnue, ouyeBumHa. bonee Toro, ToT
(hakT, YTO aKTMBALIMST OMHOTO M TOTO K& MO3IO-
BOTO cyOCTpaTa SIBISIETCS Y MOAKPETUISIONIC, 1
BBI3BIBAIOIIECH ApaiiB, MpeACTaBIISICTCS MapaaoK-
canpHBIM (Wise, 2013).

He MeHee mpoTUBOpEYMBOIL ABJISICTCS U HAM-
OoJiee pacrpocTpaHeHHasl Cpelu HccieaoBaTe-
JIeli HaydeHUsI KOHLEMIUS O TOM, 4TO JodaMU-
HOBBIM CHUTHaJ KOOUPYET OIIMOKY IIpencKasa-
Hus1 Bo3HarpaxaeHus (Schultz, 2013). C onHoit
CTOPOHBI, TEOPUSI HAXOAUT BCE HOBBIC MOATBEP-
xneHust (Watabe-Uchida et al., 2017), B ToM uuc-
JIe — 1 B UCCJIEAOBAHUSIX C IIPMMEHEHEM HOBBIX
reHeTu4YeCcKux metonoB (Steinberg et al., 2013;
Chang et al., 2016). C apyroit CTOpoHBbI, OBICTPO
HaKarMuBaloTCs JaHHble, MPOTUBOpPeYalllre
9TOM TEOpUU, WU, KAK MUHUMYM, TpeOylolue
ee yrouHeHus (Howe et al., 2013). Tak, Hanpu-
Mep, MOKa3aHo, YTO UACHTU(OUIIMPOBAHHBIE JO-
damuHepruyeckme HEMpoHbl MOTYT aKTUBUPO-
BaTbCsl B OTBET Ha BPEIOHOCHBIE CTUMYJbI
(Moriya et al., 2018; Tsai et al., 2009), B To Bpemst
KaK B TeOpuM 00 OLIMOKE Tpeacka3zaHus BO3HA-
rpaxkaeHusl MOJIOXUTENbHBIN WINW OTpULIATEIb-
HbIA 3HAKM pPEaKUUM HEUPOHOB SBJISIIOTCS
NpUHLIMOUAIBHBIMU. I B KOHTEKCTe Hallleil pa-
OOTBI OCOOEHHO BaXXHO OTMETUTh, UTO aKTHBa-
LUsI HelipOHOB N0 aMUHEePIUUeCKUX 00J1acTeil B
CBSI3U C ABUKEHMEM IIpeacTaBisieT Haubojee
CepPbE3HYIO IIPOOJIEMY IS TeOpUM 00 OIIMOKeE
npeacKkaszaHusl BO3HarpaxkiaeHusl, Belb TaKOro
poia aKTUBHOCTb MPEAIIECTBYET BO BPEMEHU
OXHMJIaeMOMY CUTHaJly 00 OLIMOKe, a He ClieayeT
3a HUM, a €CJIM TIPEATIOJIOXKUTh, YTO IMPOEKIIMOH-
HbI€ CTPYKTYPbI CHOCOOHBI 3TU JIBA CUTHAJIa pa3-
JIn4aThb, TO 3TU CUTHAaJIbl IOJDKHBI OBITH YETKO
pasrpaHuyeHbl. CyliecTBEHHO TO, YTO IaHHbIE B
MoJb3y yyacTus nodpaMuHa B MHULIMALIMU OBU-
JKEHUSI MOJydYeHbl, KaK MpaBuio, Ha CBOOOIHO-
MOABVKHBIX XXWUBOTHBIX, BOBJICUECHHBIX B OJIN3-
KME K €CTeCTBEHHBIM (hOPMBI TTOBEAESHUSI, TAKUE
Kak JBWXKEHWSI, HallpaBJI€HHbIE Ha IOJIydeHUE
BO3HarpaxkJaAeHus Ui n3deraHue Bpeaa; U B HUX
CUCTEMAaTUUYE€CKU JIEMOHCTPUPYETCS, YTO BbI-
opoc nodamuHa/akTUBaLMS TodaMUHEpTrude-
CKOM CHUCTEMbI MPEAIIEeCTBYET/COIYTCTBYET IBU-
xeHuro (Roitman et al., 2004; Puryear et al.,
2010; Cacciapaglia et al., 2011; Flagel et al., 2011;
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Ivlieva et al., 2014; Oleson et al., 2012; Pas-
quereau, Turner, 2014; Schultz et al., 1983; Maii-
opoB, Cepkos, 2016; Howe, Dombeck, 2016;
da Silva et al., 2018; Tye et al., 2013). B To Bpems
KaK aKTMBHOCTb, aCCOLMUPYIOLIAsICSI C OLINO-
KOI mpeacKa3zaHusl BO3HArpaxaeHus, Oblia Bbl-
sdBJieHa U aKTUBHO HCCJIeIOBaHa, IaBHbIM 00-
pa3oM, B YCJIOBHUSIX KJIACCUYECKOIO YCJIOBHOIO
pednekca, rme ABMXKEHME He 3HaumMo. Ha-
CKOJIbKO OMNpeAcIeHHO MOXHO CYIUTh O CHUCTE-
Me, TTIOSIBUBLIENCS COTHM MUJIJIMOHOB JIeT Ha3al
1 KOHTPOJHUPYIOLIEH IMOABUKHOCTb Y BCEX MHO-
TOKJIETOYHbBIX XXUBOTHBIX (Caveney et al., 2006),
0 HCCJEeIOBAaHUSIM Ha IOBEACHYECKMX MOJIE-
JISIX, B KOTOPBIX IBUXKEHUE HE KPUTUYHO MJIU BO-
00111e OTCYTCTBYET?

HeiicTBUe ageHO3MHA Ha BHYTPUKIJICTOYHBIC
KacKadbl peakluii HEMPOHOB MPSIMOIO U HEIIPSI-
MOTO ITyTU CTpraTyMma xapaktepusyeTtcst 3¢ dek-
TaMu, NPOTUBOIIOJOXHLEIMU AO0(GaAMUHOBBIM:
CTpUATO-HUTPAJIbHBIE KJIETKU 3KCIIPECCUPYIOT
D1- u Al-peuenTopsl, a cTpyuaTo-NaUIMAAPHBIE —
D2- n A2A-penientopbl, OHU B3aUMOJEHCTBYIOT
B cOCTaBe 00pa3yeMbIX UMM TeTEPOMEPOB, a TaK-
K€ Ha YpOBHE BTOPUYHBIX IOCPEAHUKOB, B YaCT-
HOCTM, OKa3bIBasl pa3HOHaNpaBJeHHOE Ieii-
crBue Ha cuHTe3 HAM® (Fuxe et al., 2007).
MoxHO cka3aTb, UTO OCOOEHHOCTU OpraHu3a-
LMY aJICHO3UMHOBOM CUTHAIM3allM1 B CTPUATYME
B OOIIIMX YyepTax MOATBEPXKIAIOT KJIACCUYECKYIO
cxeMy IByx Iyteit. C aTUM comtacyeTcs u 0600-
LieHue, caeaaHHoe Jdansuaau u MacuHo, 0 TOM,
YTO 3HAYUTEIbHO YBEJIMUYUBAIOT BHIOPOC aAeHO-
3UHA T¢ MAHUITYJISLAM, KOTOpbIE IPUBOIIT K
MPEBBIIICHUIO TTOTPEOHOCTU MO3Ta B DHEPruu
HaJ ero crnocoOHOCTsIMM cuHTe3upoBaThb ATD
(Dunwiddie, Masino, 2001).

Takum ob6pasom, Kjiaaccuyeckass MOAEIb C
y4acTUEM ABYX KJIIOUEBBIX MOMYJISIIUNA ITPOeK-
LIMOHHBIX HEMPOHOB CTpUATyMa B OpraHM3aLIU1
IBMXKEHMSIT B caMOM OOILIEM BHIE COXPaHSeT
CBOI0 aKTyaJlbHOCTb, OOHAKO OHA TPeOyeT cylle-
CTBEHHOI'O YTOUYHEHMSI.

M B 3aBepilieHME MBI KPaTKO OCTAaHOBUMCS Ha
KUCCIIEAOBAHUSIX WMHTECPHEHPOHOB cTpUaTymMa B
CBSI3U C JIOKOMOLMeil. B OoJblieit cteneHu c
JBMKEHUEM COOTHOCHUTCSI aKTUBHOCTH OBLICTPO
paspstkaromuxcsl HeiipoHoB (Marche, Apicella,
2017; Assous, Tepper, 2019), uto npenomnpenesie-
HO XapakTepoM ux cBsi3eii (Assous, Tepper, 2019;
Klug et al., 2018; Johansson, Silberberg, 2020),
OOHAKO C JIBMXKEHMEM, 0e3yCJIOBHO, CBsI3aHa U
AKTUBHOCTh XOJIMHEPIrHMYECKMX MHTECPHEUPO-
HOB, TaK KaK caMbI€ BOCIIpOU3BOIMUMEIE 2 PeK-
Thl BO3JEMCTBUIA HA allETUJIXOJMHOBYIO TIepeaa-
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4y B CTpMaTyMe — 3TO JBUTaTeIbHbIe 3(PPEKTHI
(Abudukeynoumu et al., 2019). Cepbe3HOro BHU-
MaHUS B 3TOM OTHOILIEHUHU 3aCITy>KUBAET HUCCJIE-
noBaHue ['purroHa u coanrt. (Gritton et al., 2019):
OHM PETUCTPUPOBAUIN KaJIbLIUEBYI0O TMHAMUKY B
UACHTU(DULUPOBAHHBIX IPOEKIIMOHHBIX HEMPO-
Hax, B MapBaJIbOyMUHOBBIX HEMPOHAX U B XOJIU-
HEePru4eCKMX HelipoHaxX HOp3aJlbHOIO CTpUAaTy-
Ma y MBbIIIU C 3aKpernjeHHO roJoBOiM Ha Io-
IBVDKHOM IIape IpU CIIOHTAaHHOI JIOKOMOLIMU
JKMBOTHOTIO 1 TaKXKe MepeMekaayd perucTpaluio ¢
OIITOTEHETUYECKON CTUMYJISIIMENA WHTEPHENPO-
HOB cTpuatyma. Mu GbL10 TToKa3aHo, 4To Kaxaast
M3ydeHHAas HOITYJISILIMS HEMPOHOB IEMOHCTPUPYET
MOBBILLIEHUE KaJIbLIMEBO aKTUBHOCTU B CBSI3U C
IBIDKECHUEM; MaKCUMaJbHbICE M3MEHEHUSI, HA4W-
HaoIlMeCsl CYILIECTBEHHO paHbllle MHULUALU
IBIDKEHUS, TIPOSIBUJIN T1apBajibOyMUHOBBIE HEli-
POHBI, COXpaHSIOIINE BbICOKHME MOKa3aTeau aK-
TUBHOCTM Ha IIPOTSKEHUM BCETO IBWXKCHUS,
MUK aKTUBHOCTU XOJIMHEPTUUECKX HEAPOHOB B
OoJibllIeli CTEeIeHU IPUYPOUYEH K 3aBEPIICHUIO
nBvkeHUs. [lpyu cTUMyNsSaLy napBaJbOyMUHO-
BbIX HEMPOHOB HauOOJIbIIME U3MEHEHUS B CTO-
POHY YCHJIEHHUSI JTOKOMOLIMM MPOSB/ISJIUCH Ha
¢oHEe COCTOSIHMSI HENOABUKHOCTU KMBOTHOTIO,
HanpoTuB, 3PEMEKT OT CTUMYISILMU XOJIUHEPIU-
YyecKuX HelpoHOB HabonaiIcsd Ha (POHE aKTUB-
HOM (ba3bl M COCTOSI B CHYDKEHUM CKOPOCTH IBU-
KeHus1. UTHTepeCcHO, UTO CTUMYJISILUS MapBallb-
OYMUHOBBIX HEMPOHOB 3aKOHOMEPHO MOIJIa Obl
MPUBOAUTH K CHDKEHUIO aKTUBHOCTHU MPOEKIIN-
OHHBIX HEMPOHOB, OMHAKO BMECTO 3TOTO HAOII0-
JIAJICSI TETEPOTr€HHbINA OTBET, BKIIIOUAIOLIMI TaKXKe
MOBBIIICHUE YPOBHS aKTUBHOCTH YaCTH IIPOEKII-
OHHBIX HEMPOHOB, M aBTOPHI KCCJIEIOBaHUS Aeia-
IOT BBIBOI O TOM, YTO AKTUBHOCTb 3TUX KJIETOK
BaKHa 11 TToaaBIeHUsT ()OHOBOTO IIIyMa U BblIe-
JICHMS CUTHAaJa, 3HAYMMOTIO IJIsi MHULIUHAPYEMO-
ro IBWKeHMs. BaxkHOil sIBIIsIETCS BBISIBIICHHAS
HWCCIEIOBATEIIMU CBSI3b MEXIY aKTUBHOCTBIO
000MX TUIIOB UHTEPHEUPOHOB U ITOCJIEAYIOIIE
HONMYJISIUOHHON aKTUBHOCTBIO MPOEKIIMOHHBIX
HEHPOHOB: OBLUIO MOKAa3aHO, YTO AaKTUBHOCTb
NapBaJIbOYMUHOBBIX HEWPOHOB SIBJISIETCSI IIpe-
IUKTOPOM CHUXXEHUSI CHHXPOHHOCTHU KaJIbLIUe-
BbIX COOBITH MTPOEKIIMOHHBIX KJIETOK, 1 HA000-
pOT, aKTUBAlLlYsl XOJMHEPIrMYEeCKUX MHTEepHeii-
POHOB TIPEAIIECTBYET IOBBILIEHUIO UX YPOBHS
KoakTuBanuu. Ha ocCHOBaHMHM 3THUX TAHHBIX aB-
TOPBI MCCJIeIOBAHUS AeJIal0T BHIBOJ O TOM, YTO Y
000MX MOIIYJISILIMI MHTEPHEUPOHOB €CTh CBOS
YHUKaJlbHasl pojib B IIpolleccax opraHu3aluu
IBVDKCHUS: TapBaJIbOYMUHOBBIE HEMPOHBI CIIO-
COOCTBYIOT MHMIMALIUM U TIOAAEPXKAHUIO IBU-
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JKeHMsI, a XOJIMHEpTUIeCKUe HEeMpPOHBI obecIie-
YUBAIOT 3aBepIlieHNE IBVKCHMS, CHHXPOHU3M-
pys IpOeKIIMOHHBIe HelipoHBI. B 3T0i1 padote He
MPOBOAMIOCH pasznudeHus mexnmy DI1- m D2-
BKCIIPECCUPYIONIMMU HEeHpOHAMM, M, BO3MOX-
HO, B TMOCJEAYIOIIeM TaKOe YTOYHEHHUE ITPOsiC-
HUT MEXaHN3M y4acTHsI MTHTEPHEMPOHOB CTpHa-
TyMa B IBUXKCHUU.

3AKJIIOYEHHME

Takum ob6pa3zoM, ¢ OAHON CTOPOHBI, PE3YJIb-
TaThl PA3JIMYHBIX BO3AECUCTBUI B 1IEJIOM CKOpEeE
CBUJIETEJILCTBYIOT B MOJIb3Y KJIACCUUYECKUX MpPe/l-
CTaBJIEHUI O (PYHKIMSX MIPSIMOTO U HETIPSIMOTO
MyTH B 0a3aJIbHBIX TAHIJIUSIX, C APYTOM CTOPOHBI,
perucTpaius KJIeTOYHOW aKTUBHOCTH WJIM €€
KOpPEJISITOB MOYTU 0€3 MCKIIOUYEHUN TeMOH-
CTpUpYET OYEHb CXOHbIC MATTEPHbI aKTUBALIUU
JIBYX MyTe# B cBsA3U ¢ ABMKeHueM. [locienHee, B
MPUHLIMIIE, TAKXKE MOXET ObITh YBSI3aHO C Cylle-
CTBYIOIIMMU B3IJIsIAaMU Ha (PyHKIIMU TIPSIMOTO 1
HEenpsMOro IyTeif, HO TMIIOTe3bl TaKOro pojaa
NpeanoaaraloT UCKIIOYUTEIbHYIO CTENeHb W3-
OMpaTeIbHOCTU B aKTUBHOCTHU KJIETOK CTpUATy-
Mma (Hampumep, James et al., 2018); Ho Torma
MPUXOAUTCS TIPU3HATh Ha3BaHHbIE IEPBbIMU
3¢ deKThl MHOTOUMCICHHBIX 3KCIIEpUMEHTAJIb-
HbIX MaHUMYJSILIUA COBEPILIEHHO HE (HU3UOJIO-
TMYECKMMHU U, CJIeI0BATEIbHO, MAJIO YTO OOBbSIC-
HSIOLIUMU.

Ha ocHoBaHMU pacCMOTPEHHBIX pabOT MOX-
HO JIOITYCTUTb, YTO, BO3MOXHO, UMEET CMBbICI
OTKa3aTbCsl OT JUXOTOMMU: CIIOCOOCTBYET/TIpe-
MSTCTBYET BBLIOJHEHUIO IBUKCHUS/ABVXKCHUIA
(B TOM 4unciie U KOHKYPEHTHBIX), B TIOJIb3Y yya-
CTHUS TIPSIMOTO MYTHU B 3aMyCKE CIIPOECKTUPOBAH-
HOTO B OINpeieJIeHHOM KOHTEKCTE AEUCTBUS TIPU
KJIIOUEBOM Y4YacTUU NO(haMUHOBOTO CUTHaIa, a
JUISL HEMPSIMOTO MYTU — B MOJb3y €ro poju B
obecrneyeH JOIMOJTHUTENbHBIX MEeTelb 00paT-
HOI CBS3U IIPU BBITIOJHEHUU IBUXKEHUI, B KOH-
TpoJie HaJ CEHCOpPHOU HuH(pOpMaluei, Hero-
CPEICTBEHHO CBSI3aHHOM C BBINOJHSIEMbIM IEH-
CcTBUEM (UTO accouuupyercs ¢ (pyHKuUUeH
BHUMaHU), B KOOpAWHALIMU NEHACTBUS U, BO3-
MOXHO, B UTOT€ B BHIpPAOOTKE BbICOKOCTICIIMAH -
3MPOBAHHOTO HaBbIKa. Tak, HEMPOHBI HEMPSIMO-
ro MyTU NPEeMMYILIECTBEHHO IOJy4YaloT UHMOp-
Manuio o6 3ddepeHTHOI KoUK IBUTaTeIbHOMN
koMmaHabl (Reiner et al., 2010; Wall et al., 2013).
M3-3a 6osee BbicOKOTo cpoacTtBa D2-penenTo-
poB K nodamuny (Richfield et al., 1989, Ho cM.
Takxke oocyxaeHue Yapo et al., 2017) onu monmy-
JIMPYIOTCSl KaK B pe3yJibTaTe MOBBILIEHUSI, TaK U
Ne 2
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MMOCPEICTBOM CHIDKEHMSI KOHLIEHTPAILIU Meara-
topa (Yapo et al., 2017). B npuBeneHHbIX B 0030-
pe MOo3aHeHIINX UCCliefOBaHUSIX UMEHHO MaHU -
MyJISLUUKA C HeiipOHAMUM HEIPSIMOTO ITyTHU 4acTo
MMPUBOIWIN K U3MEHEHUSIM MCCISA0BATEIbCKO-
ro nosedeHud (Alcacer et al., 2017; Durieux et al.,
2012, LeBlanc et al., 2020; Lemos et al., 2016),
XOTsI BEKTOP 3TUX UBMEHEHUIA 1 ObLI MaJio IIpe/-
ckazyeM. MUMeHHO HEMpOHBI HEIPSIMOIO ITYyTH
MPOSIBIISITIA U3MEHEHNE aKTUBHOCTU B CBSI3H CO
cToiikamMM B ucciaegoBaHum Ilapkepa M COaBT.
(Parker et al., 2018). Ha cBsI3b C TOYHOCTBIO
JIeiicTBus yKa3biBaloT JoncoH u coanT. (Dodson
etal., 2016), korma o6Cy>kaaloT 1ay3y B aKTUBHO-
CTU 10(PaMUHOBBIX HEMPOHOB ITepel ABUKECHM -
€M, a MMEHHO HEWPOHBI HEMpPSIMOTO IIyTU B
OOJIBIIICH CTETIEHU YyBCTBUTEIBbHBI K CHIDKCHUIO
kKoHUeHTpauuu godpamuHa (Yapo et al., 2017).
Takke U MBI IpU UCCIENOBAaHUM TPeOYyIOIIEero
JIOBKOCTH IIMIIENOOBIBATEILHOIO HaBBIKA Y
KPBICHI BBISIBWJIM 3HAYMMOE CHUKEHUE AKTUB-
HocTH HeiipoHOB VTA B Kimo4eBoii da3e IBIKe-
Hus xkxuBoTHoro (MBnuesa, Usnues, 2018).

B monb3y yyactusi HemmpsIMOTro MyTHU B KOH-
TPOJie TAKOI'O poaa FOBOPSIT YCTAHOBJIECHHBIEC HE-
JNaBHO MpsIMbIe MPOEKIIUM M3 HApPYyXXHOTO Cer-
MeHTa OJIETHOro 1apa BO (PpPOHTaJIbHYIO KOpY
(Saunders et al., 2015), a Takke TecHast aHATOMU -
yeckas (Ingham et al., 1985) u pyHKuUMOHaNbHA
CBsI3b 0JIeAHOrO Iapa ¢ 0a3ajbHBIM NEPEITHUM
MO3IOM, 4YaCTO paccMaTpuBaeMbIM KakK 00J1acTh,
KPUTUUYHYIO 115 ITpolieccoB BHMMaHus (Ingham
et al., 1985; Lin et al., 2015; UBaues, Bnuena,
2019; Gielow, Zaborszky, 2017). Iloka3aHo, 4To
aKTHUBaLY HEMPOHOB OJIEAHOTO 11apa BhI3bIBAET
CHUK€HME MMITYJIbCHOM aKTMBHOCTU HEWPOHOB
PETUKYJISIDHOTO siipa Tajamyca, TakxKe BOBJIe-
yeHHOro B ¢yHKIMM BHUMaHus (Villalobos et al.,
2016), u TO, YTO GJEHHBIN IIAP SIBJISIETCS TJIaB-
HBIM MCTOYHMKOM KOT€PEHTHOII aKTUBHOCTU B
BI' B mepuon rimo6aimbHO MO3roBOM aKTUBaIIUN
(Sharott et al., 2005). Takxke ObLIO ITOKa3aHO,
YyTO OJIEAHBIN 1Iap y4acTBYET B (DUIILTpALIIU HE-
peneBaHTHOI ceHcopHoli uHdopmanuu (Naka-
jima et al., 2019) 1 TakuM 0O6pa3oM KOHTPOJIUPY-
eT IOCTYII K padoueii mamsatu (Mc Nab, Kling-
berg, 2008), akTHBHOCTB k€ HEHPOHOB OJIETHOTO
1apa B ONpeae/IeHHOM CUTyallud MOXKET Tpe/-
CKa3bIBaTh IIOCAEAYIONIMIA IAr MPU BBIIOJIHE-
HUU XUBOTHBIM OBEAEHYECKOI 3a4a4U C BLIOO-
pOM, U, KpOMe TOro, HamOOJIblIas MOIYJISLIS
MX aKTUBHOCTHU CBsI3aHA C MOMEHTaMU, TPEOyI0-
MMM MaKcuMajabHOro BHUMaHus (Schechtman
et al., 2016).

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU
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JBuzKeHne — KJI104eBOe 3BEHO BO B3auMO/Iei -
CTBUM OpraHU3Ma C OKPYXKaIOLIMM MUPOM. DTO
B3aMMOJICICTBIE TpeOyeT OOIbIION TOYHOCTH, a
IBVDKEHUE — TOHYalileil Hactpoiiku. U3 kim-
HMYECKMX MCCICIOBAHUI W3BECTHO OTPOMHOE
MHOXECTBO IIPUMEPOB HAPYILICHUI HACTPOUKU
TaKoro poja, 4YacTo MPUBOMSIIMX K KaTacTpodu-
YeCKUM nociencTsusM. BoaMoxkHO, omHOBpeMeH-
Hasl aKTUBALMS MPU OABVXKEHUU IBYX IPOTHUBOIIO-
JIO>XKHO HaIlpaBJICHHBIX MEXaHU3MOB SIBJISICTCS Ta-
paHTUE YIIPABJIIEMOCTH 3TOTO IBVDKCHMS, IO
aHajJoruyu ¢ (yHKIMOHUPOBAHUEM IBYXHApTHIi-
HBIX CUCTEM B CTPAHAaX C Pa3BUTON J€MOKPATUENA.
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THE ROLE OF STRIATUM IN VOLUNTARY MOVEMENT ORGANIZATION

N. Yu. Ivlieva*

Institute of Higher Nervous Activity and Neurophysiology RAS, Moscow, Russia
#e-mail: niviieva@mail.ru

The striopallidal system is a key structure in the regulation of motor behavior (Bazyan et al., 2011);
however, the mechanisms and specificity of its participation in the organization of movement have
not been clarified even in general terms. In recent years, numerous molecular genetic approaches
have been developed to study the functions of the striatum; the results of these studies shed light on
the organization of relevant connections and on the functions of its individual elements and thus
further sharpened the main contradictions in the views on the role of the striopallidal system in mo-
tor behavior; first of all, this concerns the functions of neurons giving rise to the direct and indirect
pathways, as well as the participation of the dopaminergic system in the organization of movement.
This paper provides a brief overview of new data on the connections of the striatum and reviews re-
cent studies in which, firstly, the focus was on motor function and, secondly, learning was not ex-
plicitly present in the experimental paradigm.

Keywords: striatum, movement, direct pathway, indirect pathway, basal ganglia, dopamine, acetyl-
choline, locomotion, substantia nigra
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IIpuHSTO CYUTATDh, UTO HEUPODUINOTIOTUS SIBASIETCI B OCHOBHOM 9KCIIEPUMEHTAbHON HAYKOI,
3HAHUS KOTOPOI 0a3UpyIOTCs Ha TOCTOBEPHBIX (hakTax. OmHAKO, €I Mbl 0OpaTUMCSI K HEMpo-
(GUBNOJOTUM CIIOXHBIX U 10 CUX TIOp MAaJIOMOHSITHBIX MEXaHU3MOB BBICIIMX (KOTHUTUBHBIX)
¢yHKIIM# TOJIOBHOTO MO3Ta XKMBOTHBIX U OCOOEHHO UesioBeKa (TaKux Kak MaMsTh, FfeHepalus 1
BOCHpUATUE peuu, HOPMUPOBaAHNE A0OCTPAKTHBIX TOHITUN U T.11.), TO YBUAMM, UTO MapagoKcalb-
HBIM 00pa30oM 3HaHUS B 3TOI 00JIaCTU B 3HAYUTEIbHOI CTETIEHU 0a3MpPYIOTCS Ha alipuoOpHO
akcuomartuke. OOIIeNpPU3HAaHHbIE aKCHMOMBI BO MHOTOM OIIPENEJISIIOT HampaBjieHUe 3KCIepu-
MEHTaJIbHBIX UCCIIEIOBAHUI Y MHTEPIPETALIUIO TTOJyUeHHBIX pe3yabTaToB. bosblie Toro, uccie-
JIOBaTeJIM 3a4acTyl0 UTHOPHUPYIOT WK “3a0bIBAIOT” IIOJIYyYEeHHBIE UMM (haKThI, €CJIM OHU IIPOTU-
Bopeyar o0lleNPpU3HAaHHON akcuoMaTuke. B HacTosiIIel cTaTbe s IPOUJLTIOCTPUPYIO CKa3aHHOE
Ha MprUMepe M3yuyeHUsI MeXaHU3MOB OPMUPOBAHUS U XpaHEHUS TTaMITh. DTa GyHKIMS MO3ra
rccienoBaach OCOOEHHO MHTEHCHUBHO, IMTOCKOJIBKY B OTJIMYME OT MHOTMX APYTUX KOTHUTUBHBIX
GYHKIIUI MaMsITh CYIIECTBYET KaK y UyeJIoBeKa, TaK U Y XKUBOTHBIX. XOTs MaMsITh UCCIeI0Balach
Ha >XXMBOTHBIX, TIPUHAIJIEXKAIIUX K Pa3HbIM OUOJIOTUYECKUM TUTIaM, 51 Oymy oOCyXaaTh pe3ysibTa-
Thl, MOJYYEHHbIE TP U3YUYEHUU AeKIapaTUBHON (explicif) mamMsTy y yejoBeKa U MJIEKOIUTalO-
IIUX XKUBOTHBIX.

Karouesbie croea: maMsITh, TUTIOTE3a CUHATITUYECKO TJIACTUYHOCTHU, TOJITOBpEMEHHAsI OTESHIIM -
anuysi, peKOHCOJUIALMS ITaMSITH, CTAOMILHOCTh CUHATICOB, SITUJICTICUSI, KOHLIETITYaJlbHbIC Heil-
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DOI: 10.31857/S0044467721020039

OCHOBHAA AKCMOMATHUKA

B 1949 r. D. Hebb npeaioxuia runoresy, co-
[JJACHO KOTOpOii mamsThb (opMUpYyeTCsl B BUIIE
M3MEHEHUMU CUJIbI CUHANITUYECKUX CBI3E MEX-
Iy OJJHOBPEMEHHO BO30YXHAIOIIUMUCS HEUpo-
Hamu (Hebb, 1949). ITo3nHee ero runore3a obl1a
KpaTko copMyIMpoBaHa CAEAyIOIIUM obOpa-
3oM: “Fire together, wire together”. DTa runoresa
cuHantuyeckoil minactuuyHoctu (I'CII) Obuia ¢
DHTY3Ma3MOM BOCIIpMHSITA Hay4yHOIi 0Olie-
CTBEHHOCTBIO, YYACTBYIOILIECU B U3YYEHUU HEM-
POHHBIX MexaHu3MOB maMiaTu (CKpeOUIKUA,
Yenkonsa, 1999; Asok et al., 2019; Chen, Tonega-
wa, 1997; Kandel et al., 2014; Martin et al., 2000;
Mayford et al., 2012; Poo et al., 2016; Silva,
2003). Bceobuiee npuzHanue I'CIT npeBpaTtuimn
€€ U3 TUIoTEe3bl B 0€30rOBOPOYHYIO aKCUOMY.
Kak ckazaHo B omHOM U3 0030poB: “It has seemed
almost axiomatic that learning and memory must be

expressed as a change in synaptic function and
Jform” (Bailey, 1999). 1 eme onHa uurara, go-
MOJIHAIOIIAsl  CKa3zaHHoe: “Activity-dependent
synaptic plasticity is induced at appropriate synaps-
es during memory formation, and is both necessary
and sufficient for the information storage underlying
the type of memory mediated by the brain area in
which that plasticity is observed” (Martin et al.,
2000).

I'CII He enuHCTBEHHasl akcroMa, MpUHSTas
HUCCIIeA0BATENSIMU, U3YyYaIOIIMMU MEXaHU3M Ma-
msatu. T.V. Bliss u T. Lemo (1973) B onbiTax Ha
HapKOTU3MPOBAHHBIX KPOJMWKAX MOKa3aJiv, YTO
KpaTKOBPEMEHHOE BbICOKOYACTOTHOE JEKTPHU-
yeckoe pazapaxkeHue nepopaHTHOIO IIyTH,
WUAYIIEro K 3y04yaToil WM3BWIMHE TUMIOKaMIia,
BBI3bIBAET MPOAOLKUTENbHYIO (0T 30 MMH IO
10 4) moTeHMALUIO TTOCTCUHANITUYECKOTO OTBE-
Ta. ABTOpbI MPEAMNOJOXMWIN, YTO 3TOT HCKYC-
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Puc. 1. TIpuMepbl CTPYKTYPHBIX U3MEHEHHMIT CHHAIICOB, 00pa30BaHHBIX TIIyTaMaT3pTUYeCKUMI BOJIOKHAMU Ha
TPUOOBUIHBIX IIUTIMKAX IEHIPUTOB MUPAMHUIHBIX KJIETOK TUIIIIOKAMIIa, TIPY TOJTOBPEMEHHOMN MOTCHIMAIMN
wi hopMUpOBaHUM NaMSITH. (a) — yBeJimueHue rooBku munuka (Van Harreveld, Fifkova, 1975; Fifkova, Ander-
son, 1981; Fifkova, Van Harreveld, 1977). (6) — yactuyHoe pacuieruieHue rojaoBku munuka (Toni et al., 1999).
(B) — yBenuueHue yncia munukoB (Engert, Bonhoeffer, 1999; Leuner et al., 2003). U3ameHeHust Mopdhoaorum mm-
IMUKOB MOTJIM COMTPOBOXIATHCS YBEIUUEHUEM KOJIMYECTBA IIyTaMaTHBIX PEIIENITOPOB U YKrcia pudbOCOM B IINTH-
kax. MogudunmpoBaHo u3 (Lamprecht, LeDoux, 2004).

Fig. 1. Examples of structural changes in synapses formed by glutamatergic fibers on the mushroom-like spines of
the pyramidal cell dendrites of the hippocampus during long-term potentiation or learning. (a) — increase in spine
head (Van Harreveld, Fifkova, 1975; Fifkova, Anderson, 1981; Fifkova, Van Harreveld, 1977). (6) — spine perfora-
tion (Toni et al., 1999). (B) — increase in the number of spine (Engert, Bonhoeffer, 1999; Leuner et al., 2003). These
changes in spine morphology are accompanied by alterations in the number of glutamate receptors and increases in

ribosomes within spines. Modified from (Lamprecht, LeDoux, 2004).

CTBEHHBbI (eHOMEH, IOJyYMBIIUI Ha3BaHUE
“nonroBpeMeHHast noreHuuauusa”, ABIT (long-
term potentiation, LTP), MOXET UMETb OTHOIIIE-
HUE K MeXaHu3My (POPMUPOBAHUS U XpPaHEHUS
naMsTh. DTO MPEANOJOXEHNE ObLIO ellle MeHee
OUEeBUIHBLIM, 4YeM mpenbigyiee. IIpomomku-
tenbHOCTh JIBII m3mepsiercs dacamu. Mexmy
TeM AeKapaTUBHas ITaMsITh 0 (pakTax M COOBITH-
sIX, KaK BCE 3HAIOT M3 CBOEro II0BCECAHEBHOIO
OMBbITa, MOXET XPAaHUTHLCS TOJJaMU, 2 THOLIA BCIO
XKU3Hb. ¥ XUBOTHBIX MOBEICHYECKUE HABBLIKU,
MpUOOpeTEHHbIE B paHHEM BO3pacTe, TAKXe, MO-
BUIMMOMY, COXPaHSIOTCSI HA MMPOTSLKEHUU BCeit
KW3HU, MMOCKOJILKY OT 3TOTO 3aBUCUT UX BbIXKU-
BaHue. Tak JIn ecTeCTBEHHO IIpeariojaraThb, YTo
misiasicss yacamu JIBIT nMeeT oTHOLIIEHME K Ta-
KO TIepMaHeHTHol mamstu? Tem He MeHee
naes, uro ABII (a Takke mpucoenmHUBIIASICS K
Hell TIIo3aHee JOJTOBpeMEHHas AeHpeccus
(Collingridge et al., 2010)) sBasieTcs 3KCIIEpU-
MCHTAJIbHOI MOMAEJbIO MaMsITU, Oblia BOCIIPHU-
HsITa Hay4YHOI OOIIECTBEHHOCTBIO C TaKUM K€
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aHTy3uasmMoM, kak I'CII, u Takxke Bo3BeacHa B
paHr HempepekaeMoii akcuombl (Kandel et al.,
2014; Mayford et al., 2012; Lynch, 2004; Neves
et al., 2008; Nicoll, 2017). s uaarocTpaluu s
MpUBeAY ABE LIMTAThI, OTpaXkawllue oOIIenpu-
HSITYIO TOUKY 3pEHUS:

“LTP provides an important key to understand-
ing the cellular and molecular mechanisms by which
memories are formed and stored.” (Malenka,
Nicoll, 1999) n

“Long-term potentiation (LTP) has been the
gold standard synaptic model for mammalian mem-
ory mechanisms.” (Abraham, Williams, 2003).

B pesynbrate m3ydyeHue HEUPOHHBIX Mexa-
HU3MOB PeaJIbHOM MaMsTU ObLIO B OOJIBILION CTe-
MNEeHU MOAMEHEHO M3YyYeHMEeM MeXaHH3Ma IIpOo-
ncxoxaeHus JBII.

AxcuoMaTtuka, puHsTasl Ipyu U3y4eHU Me-
XaHM3MOB ITaMSITH, HAIJISIAHO IT0OKa3aHa Ha puc. 1.
B nanHoIi cTaThe 1 MOCTapaloch IoKa3aTh HECO-
CTOSITEJIBHOCTDb 3TOM akcuoMaTuku. B neiicTBu-

Ne2 2021



186 APIIABCKUMN

TEJIbHOCTH BCSI COBOKYITHOCTb 3KCII€PUMEHTAJIb-
HBIX U KJIMHUYECKMUX JAaHHBIX IMOKAa3bIBaeT, 4TO
namsTh GOPMUPYETCS U XpAaHUTCS HE KaK U3Me-
HEHMEe CUJIbl CHUHAINTUYECKUX CBSI3el MEeXIy
HellpoHaMu, a Ha BHYTPUKJIETOUYHOM YpPOBHE, U
HaJeXXHO 3alllMIlieHa OT TeKyIlei CUHamnTuye-
CKOIi aKTUBHOCTU. DTy UJEIO S YK€ BhICKa3bIBaJ
B CBOCI MpenbIAyIIel CTaThbe, OIyOJIMKOBAHHOM
B “ZKypHajie BBICIIE HEpBHOI AeATEIABHOCTH”
(Apmasckuit, 2011) (cm. Takxke (Pefia de Ortiz,
Arshavsky, 2001; Arshavsky, 2006, 2017)). 3nech
S IIPUBENY IOIIOJHUTEIbHbIC (haKThl, B O0JBIION
CTEICHU TIOSIBUBILIMECS B MOCJIEAHEE NeCITUIC-
THE, KOTOpbI€ ITOKA3bIBAIOT HEIPABOMOYHOCTh
OOIIETIPUHSTON aKCMOMAaTHUKH, a TAKXKe MpoaHa-
JIM3UPYIO IPUYMHBI €€ HEe3bI0JIEMOCTH.

IMAMATD U TUTTOTE3A
CHUHAIITUYECKOU INNTACTUYHOCTHA

B ucropuu usydyeHuss mamsiTd ObLIO Mpen-
MPUHSITO HEMAJIO MOMNBITOK 3KCIEPUMEHTAUTBHO
MOATBEPAUTH TUMOTE3Y, UYTO B €€ OCHOBE JIEXKUT
JABII. TTockonabKy MOJIEKYJISIpHbIE MEXaHU3MbI
JBII n3y4eHbl 10CTaTOYHO AeTaAbHO, OBLIM pa3-
pabGotaHbl MeTOAbl (PAPMAKOJIOTUYECKOTO U Te-
HETUYECKOIro MoAaBIeHUs WX, YTO pexke, yCu-
nenus ABII. 3atem 3T MeTOABI ObLIN TECTUPO-
BaHbI B IOBEAEHYECKMX OITbITaX, YTOOBI OLIEHUTH
WX BJIMSHME Ha TaMsTh XKMBOTHoro. OmHa u3
MEePBbIX pabOT Takoro poja ObLia BBINOJHEHA
R. Morris u ap. (1986). Ouu uccienoBanu neii-
CTBUE XPOHMUYECKOTO BHYTPMKEIYIOUYKOBOTO
BBeneHust APS (amino-5-phosphonovaleric acid) —
vHruourtopa riayramarapruyeckux NMDA-pe-
LIENTOPOB, aKTUBALMSl KOTOPbIX HEOOXoauma
11 Bo3HUKHoBeHus JIBII B runnokammne, — Ha
CITOCOOHOCTh KpBIC K OOyYEeHUIO IIPOCTpaH-
CTBEHHOIl OpHEeHTallMi B BOAHOM JIAOWMPUHTE.
bosu1o o6HapyxeHo, uTo APS 1oiHOCTBIO OJ10KU -
PYET CITOCOOHOCTD XXMBOTHBIX K OOYYEHU IO 3TOM
rAImnoKaMIi-3aBucuMoii 3agave. ITockonbKy aTa
paboTa HEOTHOKpPATHO IoaBeprajach KpUTHUKeE
(cMm. (Bannerman et al., 2014)), nabopaTtopusi,
BosmiasisieMast R. Morris, rpeacraBuiia J0IIO-
HUTEJIbHBIE JOoKa3aTeJIbcTBa, 4To aciictBue APS
Ha MpPOCTPAHCTBEHHYIO IaMsTb OOYCIOBJIEHO
nMeHHo nogasieHueM JIBII B rumnmokamiie, a He
NOO0OYHBIMU (P eKTaMu THUIla HAPYILLIEHUSI MO-
TOPHBIX WJIM CEHCOPHBIX pyHK1MM (Morris et al.,
2013). OngHako Bcsl apTyMEHTaLM$ 3THUX aBTO-
poB 0a3upyeTcsl Ha aKCMOMe, YTO yTpaTa Mpo-
CTPaHCTBEHHOM MaMsTU, BbI3BaHHas OJIOKaIO0M
NMDA-penenTopoB, 3aBUCUT UCKITIOUYUTETBHO
ot noaasieHus ABII. Mexay TeM ecTeCTBEHHO

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

MPEAIoJOXUTh, YTO OJIOKaga 3TOT0 BaXKHOTO
KJlacca pelenTopoB MOXKET BECTH HE TOJBKO K
nonasiieHuio JABIT B rummoxamiie, HO U K ce-
PbE3HBIM HapYILIEHUSIM ero (YHKIIMOHUPOBa-
HUS. DTO TIPEANOJIOXKEHNE O3HayaeT, YTo 3@-
dekr Onokanel NMDA-peuenTopoB MOXKET
OBITH SKBUBaJICHTEH 3(PPEKTy Mo KpaifHel Mepe
YaCTUYHOM pe3eKIu TUuIImokammna. B atom ciy-
yae HeYAIMBUTEIBLHO, YTO XPOHUUYECKOE IeCTBIE
AP5 Beno K morepe HEKOTOPHIX BUIOB THUIIIIO-
KaMII-3aBUCUMOI1 TaMSITH.

I'enepamusa BII cBsizaHa ¢ axkTUBaluMei
NMDA-penenTopoB B IIOCTCHMHANTUYECKOM
MeMOpaHe M BXOXICHMEM B HEHpPOHBI MOHOB
Ca’" (puc. 1 (a)), KOTOpbIe B CBOIO OYEpEIb BbI-
3bIBAIOT KaCKajl peakluii, BeAyll1X K aKTUBaLl1
psima TiporeMHKMHa3 (calcium—calmodulin ki-
nase 11, CaMKII; protein kinase A, PKA; mito-
gen-activated protein kinase, MAPK; protein ki-
nase C, PKC u ap.), pocdaras u TpaHCKpUIILIM-
oHHbIX (akTopoB (Chen, Tonegawa, 1997;
Kandel et al., 2014; Mayford et al., 2012; Poo et al.,
2016; Silva, 2003). C pa3paboTKOii METOIVKU
HOJy4YEeHUSI TeHEeTUYECKU MOAN(GUIIUPOBAHHBIX
KMBOTHBIX (OOBIYHO MBbIIIEiT) MOSBUIOCH OOJIb-
11I0€ KOJIUYECTBO PabOoT, B KOTOPhIX U30MpPATEIb-
HO BBIKJIIOYaNu (gene knockout) nin yBeauduBa-
JI1 aKTUBHOCTb F'€HOB, 3KCIIPECCUPYIOLIUX MPO-
TeUHbI, OPSIMO WIU KOCBEHHO BOBJICYCHHBIX B
reHepauuio JIBII. Pe3ynbTaThl 3THX padboT oka-
3aJIMCh HeomHO3HaYHbIMU. OQHU UCcienoBaTe-
JIM B ONbITaX Ha TPAHCT€HHBIX JKMBOTHBIX ITOKA-
3aJii, YTO, B COOTBETCTBUU C OOIIECIPU3HAHHOMI
akCcUoOMaTHKoOMi, 6iokaga akTuBHOCTH NMDA-
peuentopos, CaMKII, PKA u npyrux ¢akro-
poB, BOBJIeUeHHBIX B reHepauuio JBII, nonas-
JIslJIa TI0 KpaliHel Mepe HEKOTOPbIC BUILI ITaMsI-
™ (Abel et al., 1997; Giese et al., 1998; Tsien et al.,

1996)!, Torma Kak TIOBBILIEHUE 3KCIIPECCUU
NMDA-penentopoB yBeauuupajo JIBIT u cno-
cobHocTh K obydeHmto (Tang et al., 1999) (cm.
o03opsl tutepatypsl (Kandel et al., 2014; Lynch,
2004; Mayford et al., 2012; Tsien, 2000)). OgHa-
KO JIpyTHe aBTOPbI HE OOHAPYKWINU KOPPEISIIUU

' Hano 3aMeTuThb, 4TO CAENAHHOE BBILIE 3aMEYaHNe OTHO-
CUTEIbHO paboT ¢ ¢apMaKoJIOrMyeckoi OJioKamoit
NMDA-pelenTopoB HEINKOM OTHOCUTCS U K 3TUM HC-
ciienoBaHusIM. MIX aBTOpbI UCXOOSAT U3 MOJTYAJIMBOTO 1O~
MyILIeHUsI, 4YTO aMHeCTUYecKuil 3ddekT O6ra0Kamabl
NMDA-peuenntopoB Win IIPOTEMHKWHA3 3aBUCUT HC-
KmouyuTeabHo oT nogasiaeHus JABII. OnHako Henb3s1 uc-
KJTIOUUTD, YTO OJI0KaIa pelierTOPOB WY IMTPOTEMHKUHAS,
WUTPAIOIIMX BaXHYIO POJb B (DYHKUMOHUPOBAHUM HEM-
POHOB, MOXET BECTU K CEPbE3HBIM HapyLLIEHUSIM paOOThI
TUMIoKaMIa CO BCEMU BBITEKAIOIIMMU OTCIO/Ia TTOCIIe -
CTBUSIMU.
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Mmexxny ABIT u mamareio. Tak, ObUIO ITOKa3aHoO,
yto HOKayT NM DA-penenTopoB BeI3bIBaJ yTpa-
Ty TUNIOKAMII-3aBUCUMON IIaMSTU y MBbIIIEH,
CoIepKaIINXCsl B CTaHIAPTHBIX YCJIOBUSIX, HO
oKasbIBaJicsl HeA((OEKTUBHBIM y MBIIIEi, KOTO-
PBIX €XeTHEBHO TOMEIIaI B YCIOBUs TaK Ha-
3pIBaeMOIi oboraineHHoi cpensl (Rampon et al.,
2000). DToT (hakT aHaJTOTUYEH APYTrOMY Pe3yib-
TaTy, MOKa3aBIIEeMy, YTO BHYTPIXKEIYIOYKOBOE
BBeneHne APS He BIMsieT Ha MpOCTPaHCTBEHHOE
oOydeHMe XUBOTHBIX B JJAOMPUHTE, €CIIM OHU
MpeaBapuUTeSIbHO 00yYaJIMCh B IPYTrOM JIAOMPUH-
te (Bannerman et al., 1995). O6a atu pe3dynbpTara
TUIOXO COIJIACYIOTCSI C MIPEACTABIICHUEM O B3aM-
mocBs3u Mexny JIBIT n mamsareio. Bomsmie Toro,
ObLTM oIuMcaHbl (haKThI, MPSIMO ITPOTHUBOpEYA-
Iue 3ToMy TIpencTtaBieHuo. Hampumep, y
TPaHCTEHHBIX MBIIICH C HOKAyTOM TI'eHa, 9KC-
MpeCcCUpyIoIero Heporpodudeckuii paxTop
mosra (Montkowski, Holsboer, 1997), vm ¢ 1IoBbI-
IIEHHOI 9KCIpecCcreii OMHOM M3 IBYX CyObEIITHMI]L
(NR2D), dpopmupyrommx NMDA-penenTop (Ok-
abe et al., 1998), Habmomanock nogaenenue IBII,
HE COIPOBOXIABIIEECS HApPYyIICHUSIMU IIPO-
CTpaHCTBEHHOI namsTu. B npyrux pabotax y
MBIIIIEH BBI3BIBAIM HOKAYT T€Ha, 9KCIIPECCUpY-
ouiero 6enok PSD-95, koTopslii B TOCTCHUHATI-
THIecKoi MeMOpaHe cBs13aH ¢ NMDA-perernro-
paMu. XOTSI Y 3TUX MYTAaHTHBIX XUBOTHBIX Me-
10 mecto yBeamuenue [BIT B rummoxkamire, y
HMX OTCYTCTBOBaJIa CITOCOOHOCTH K OOYYEeHUIO
MMPOCTPAHCTBEHHOI OpMEHTAIlNM B BOTHOM Jia-
oupunTte (Migaud et al., 1998; Nithianantharajah
et al., 2013) (mpyrue mpmMepsl, IEMOHCTPUPYIO-
mue OTCYTCTBHE Koppensumm Mexnay JIBIT B
TUTITIOKAMIIEe I CTTIOCOOHOCTHIO K 00yUYEeHMIO TUTI-
IMOKaMIT-3aBUCUMbBIM 3aJ1a4aM, OITMCaHbI B 0030-
pax (Bannerman et al., 2014; Brakebusch et al.,
2002; Gallistel, Matzel, 2013; Grant, 2018)).

DKcrnepuMeHTaIbHBIE Pe3yJIbTaThl, TPOTUBO-
pevainue uaee o0 00s3aTelIbHO KOppessiuu
mexnay JBIT n maMsaTeio, HUKOMM 00Opa3oM He
MMOKOJIE0aT  CYIIECTBYIONIYI0 aKCHMOMATHUKY.
DTHU pe3yNbTaThl IMOO IMBITAJINCHh OOBSICHUTD, XO-
TSI M1 HE OYC€Hb Bpa3yMUTEJIbHO, B paMKaX IPUHSI -
TBIX TIPEICTABICHUM, TMOO UX IMIPOCTO UTHOPU-
poBan.

NNAMATb U PEHOMEH PEKOHCOJIMJALIMU

4 yxe mican o peHOMeHe peKOHCOIU ALY B
npenbiayieil myoaukauuun (Apiuasckuii, 2011)
U1 XO4y BEPHYThCSI K HEMY 31€eCh, TIOCKOJIbKY 00-
Cy:KIeHNe MeXaHU3Ma PEKOHCOIUAALINY ITaMSITU
KaK HeJb3s JIydllle WJUIIOCTPUPYET CUTYyaIulo,
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CJIOKMBIIYIOCS B 3TO# o6nactu. Kak m3BecTHO,
KOHCOJIMIALMS TOJITOBPEMEHHOM MaMsITU — 3TO
CJIOXXHBIN OMOXMMHWYECKUI MPOLEeCC, BKIIOYAI0-
I JOMOJHUTENbHBIN cuHTe3 O0enka. MHrnom-
TOopbl cuHTe3a Oenka mnau MPHK, BBenmeHHBIC
>KMBOTHOMY HEIIOCPEICTBEHHO MOCJIe ero o0yue-
HUSI, HarpuMmep, BbIPAOOTKU YCJIOBHOIO pe-
diiekca, 0JOKUPYIOT KOHCOMUAAIIMIO JOJTOBpE-
MEHHOM IMaMsTH, HO He BJIMSIIOT Ha KpaTKOBpe-
MeHHYyo naMath (AHoxuH, 1997; Davis, Squire,
1984; Hernandez, Abel, 2008; McGaugh, 2000).
DTOT pe3yabTaT OOBIYHO paccMaTpuBaeTcsl Kak
BaXXHBIN apryMeHT B 1monb3y ['CIT.

B onbiTax Ha MbIIIax ¥ UBITUISITaX ObLIO MOKa-
3aHO, YTO MHTMOUTOPBI CUHTE3a OeIKa He TOJIb-
KO TPENSITCTBYIOT KOHCOJMIALUU TaMSITH, HO
TakXe BeAyT K MOAaBJIE€HUIO KOHCOIUIUPOBAH-
HOI MaMsITH, €CJIU IefiCTBOBYIOT IOCJIe €€ BOC-
npousBeaeHus (JIurBun, AHoxuH, 1999; Mypa-
BbeBa, AnHoxuH, 2006; Judge, Quartermain,
1982). OTu u apyrue pe3ysbTaTbl IPUBEIU K 3a-
KJIIOYEHHIO, UTO SHTPAMMBbI IMaMSITU AeCTaOUIN-
3UPYIOTCS TIOCJIE UX BOCTIPOU3BEAEHUS, U TPEOY-
€TCsl TOTIOJIHUTENIbHBIN CUHTE3 OeiKa JIJIsl UX pe-
KoHcomupauuu (cM. o0030pbl (Anokhin, 2002;
Sara, 2000)). MHTepec K SIBJIEHUIO PEKOHCOU-
Ay aMsITU YBEJIMYWIICS B CBSI3U C MyOJIMKa-
nueii padotel K. Nader u ap. (2000). B onbiTax
Ha KpbICaXx OHU U3ydasin 3(pPEKT MHBEKILIMU UH-
ruéutopa 0eJIKOBOIro CUHTe3a (AaHU30MUIIMHA) B
00J1aCThb MUHIAIUHBI TIOCJIE€ BOCIIPOU3BEACHUS
paHee BbIpabOOTaHHOI YCIOBHOIT 00OPOHUTEIb-
HoIt peakuuu Ha 3BYK (“Pavlovian fear condition-
ing”). Ecnu aHWU30MULIMH UHBELIMPOBAJIU Cpa3y
MocJjie BOCIIpOu3BeaeHUsI 0OOPOHUTENILHON pe-
akuuu, 3¢p@PeKT NoCIeAyIOIINX YCIOBHBIX CUT-
HaJoB ObLI MoAaBJieH. MexXy TeM aHaJIoTUYHast
WHBEKIIYS aHM30MMIIMHA Yyepe3 6 4 Tmocjie Boc-
MPOU3BECHUS YCIOBHOI peaKiliy He BIMsIa Ha
HaMsTh >KMBOTHBIX. 3aKiltodyasi abCTpakT CBOEH
cTaTbU, aBTOpbl Hanucanu: “These findings are
not predicted by traditional theories of memory con-
solidation”. He coBceM MOHSTHO, MTOYEMY CJIOBO
“Teopust” ObUIO HAaMCAaHO BO MHOXECTBEHHOM
yucne. Kak B HacTosiiee Bpemsi, Tak 1 BO Bpems
MyOJMKaIIMKU CTaThbU CYIIECTBOBAJIA TOJIbLKO OIHA
Teopusi, TouHee rumnoresa, namstu — I'CII, co-
[JTACHO KOTOpPOii TOJroBpeMeHHas IMaMsITh KOH-
COJIUIUPYETCS B BUAE CTPYKTYPHBIX U3MEHEHU A
MeKHepOHHBIX CHHANITUYECKUX CBs3ei (puc. 1).
Hano npuszHarb, 4To (heHOMEH pPEeKOHCOIUAA-
LIMU ACUCTBUTEJIbHO HUKAK HE COIacyeTcsl C
I'CII. TpynHo mpencTaBUThb, YTO CTPYKTYpPHbIE
U3MEHEHUsI CUHANTUYeCKUX CBs3eit, chopMupo-
BaBIIMECS B IPOLecCe KOHCOMUAALIMU TTaMSITH,
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HapylmarTcd 1mocjie €€ BOCIIPpOMU3BCACHUA, a 3a-
TEM CaMOIIPOM3BOJIBHO BOCCTaHABJ/IMBAIOTCA 3a
CUET JIOTOJIHUTEILHOTO OEJIKOBOr0 CUHTE3A.

Xotga K. Nader 1 coaBT. Ipu3Haau, 4YTO IOJY-
YeHHbIC UMU pe3yIbTaThbl HE IIPEICKa3bIBAIOTCS
TPagULIMOHHBLIMUY TEOPUSIMU KOHCOJIMIALIMH T1a-
MSTU, yXE& B CBOEH CleAylolleil CTaTbe OHU
yTBEpXAalu, 4YTO B OCHOBe (popMUpPOBaHUS
YCJIOBHOM OOOPOHUTENBHOM peaKlUu JIeXaT CU-
HamnTudeckas njaacTudyHocTh u JIBIT:

“Progress in elucidating the neural system under-
lying fear conditioning has in recent years been par-
alleled by great strides in our understanding of the
cellular and molecular basis of synaptic plasticity,
including LTP” (Schafe et al., 2001).

[Ipu 3TOM aBTOPHI OTMEYAIOT, UTO CYLIECTBY-
IOT TPYIHOCTU B MHTEpIIpeTaluy (peHoMeHa pe-
KOHCOJIMIALMU, HO CYUTAIOT, UYTO OHU JTOJKHBI
OBITb MPEOIOJICHbl MCKIIOYUTEIBHO B paMKax
I'CII. IlpuBepXeHHOCTb OOIIENTPU3HAHHON aK-
cUOMaTUKE oOKa3ajach CUJIbHEE DKCIECPUMEH-
TaJIbHBIX (pAaKTOB.

NAMATD U CTABUJIBHOCTb
CUHAIITUYECKHX CBA3EU

Kak ynomuHanoch Bblliie, TaMsSITh OTJIMYAET-
Csl BBICOKOI cTaOMiabHOCThbIO. OHAa MOXET Xpa-
HUTbCS HA TIPOTSKEHUU MHOTHX JIET, a 3a4aCTYIO
U BCIO X13Hb. [TomnoOHO TOMY Kak JIIOAU pa3jiv-
4aloTCs 0 CBOMM MY3bIKaJbHbIM, MaTeMaTU4E-
CKHAM U JIPYTMM CITIOCOOHOCTSM, OHU pasjinya-
IOTCS 110 cBOei maMsTu. BcTpeyaroTcst He TOJIBKO
JIIOJIU C aOCOTIOTHBIM MY3bIKaJIbHBIM CJTYXOM, HO
U c abcoJitoTHOI MmamsThio. OHM TIOMHSIT Ha-
MU3YCTh MPOYMUTAHHbIE KHUTY WJIM YCIbIIIAaHHbIE
TEKCTbI, MOTYT B IETAJISIX ONMCATh KaXXblil 1€Hb
cBoeit xu3uu u 1.11. (Jypus, 1968; Parker et al.,
2006; Treffert, Christensen, 2005). Hanpuwmep,
yejioBek no nMeHu Kim Peek moMHMI Han3ycThb
Bce (~9000) mpoynTaHHbBIC UM KHUTW, HAUMHAasI
C KHUT, KOTOpble ObLIM MPOUYUTAHBI €My MaTe-
pwio B Bo3pacte 1.5 ner (Treffert, Christensen,
2005). D10 He enMHCTBEHHBIN Cy4yaid Takoi ¢e-
HOMEHaJIbHOM namMsTu. JItoau Moero moKoJeHus
XOPOILIO 3HAKOMBKI ¢ pacckazamu Mpakiust AHI-
poHukoBa. OaWH U3 HUX MTOCBSIIIIEH U3BECTHOMY
my3bikoBenay .. ConneptuHckomy. ITo cBuae-
TeNbCTBY AHApoOHMKOBA, COJJIEPTUHCKUI MOT
BOCIIPOM3BECTU HaM3YyCTb HayrajJ Ha3BaHHYIO
CTpaHMUILy U3 MPOU3BEACHUS PYCCKOM KJIaCCUKU
(K 3TOMy MOXHO N00aBUThb, YTO OH 3HaJ, T.C.
XpaHWJI B CBOEil MaMsITH, ABAALATh IIECTh SI3bl-
KOB U CTO nuayieKToB). COBEPILIEHHO OYEBUIHO,
YTO B OCHOBE TaKOM CTaOMJIbHOI IMaMsITU JOJIXK-
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HBI JIeXaTb CTOJb Xe CTaOUJIbHbIE MEeXaHU3MBbI.
B Hacrosiiem pasaeie s pacCMOTpPIO BOIIPOC O
CTaOMJIBHOCTU IPEAINOIaraéMbIX CTPYKTYPHBIX
M3MEHEHUM CUHANTUYECKUX CBSA3€M, KOTOPHIE,
cormmacHo I'CII, gaBnsioTrcss HocuTensiMu (9H-
rpaMMaMM) TTaMSITU.

JloroBeYHOCTh MaMsITU BCeTAa MpeacTaBis-
Ja npobsemy mist I'CIT, u uccnegoBarenu, pado-
TalolIre B 3TOI 00J1acTU, ObUIA BBIHYXXAEHBI CO-
3[1aBaTh JOMOJHUTEbHbIE TUTIOTE3BI IS €€ 00b-
scHeHUs. f TpuBeny HECKOJbKO TIPUMEPOB
TaKUX TUIOTE3. AHAIU3UPYST MEXaHU3M KOHCO-
JUaanuu noaroBpeMeHHo namsatu, H. Wang
u ap. (2006) mpUIIUIK K 3aKITIOYEHUIO, UTO OTHO-
KpaTHOTO Kackajia peaklWil, WHULIMUPYEMBbIX
aktuBaneii NMDA-pelienTopoB, BeAylIero K
JOTIOJITHUTEJIbHOMY CHUHTE3Y COOTBETCTBYIOIIUX
0eJIKOB, HEIOCTATOYHO ISl YCTOWYMBOTO U3Me-
HEHUs CUHAITUYeCKUX cBs3el. s oObsicHe-
HUSI TOJTOBPEMEHHBIX W3MEHEHUN CTPYKTYpPHI
CUHAIICOB OHU MPEIJTOXWIJIM TUTIOTEe3y MOBTOP-
HOTO CUHAIITUYECKOTO MOAKPEIUIEHU (Synaptic
reentry reinforcement hypothesis). I1o MHeHU11O aB-
TOPOB, TaKM€ MOBTOPHBIE MOAKPEIUIEHUSI MOTYT
WMETh MECTO TIPY CIIOHTAHHBIX BOCITPOU3BEIEC-
HUSIX TaMSITU WX BO BpeMsI (pa3bl OBICTPOro CHA,
KOrla TPOMCXOAUT CUHXPOHHOE BO30YXIAECHUE
OOJIBIIIMX MAaCCUBOB HEMPOHOB.

Hpyrue ucciaenoBaTesM IIPEarnojaraioT, UTo
IOJITOBPEMEHHBIE CTPYKTYPHBIC M3MEHEHUS CH-
HANTUYECKUX CBSA3EM KOHTPOIUPYIOTCS CTPOTO
JIOKAJIM30BAHHBIM JTEHIPUTHBIM CHUHTE30M CO-
OTBETCTBYIOIINX OETKOBBIX MOJIEKYT (Asok et al.,
2019; Bramham, 2008; Rayman, Kandel, 2017;
Si, Kandel, 2016; Steward, Schuman, 2001; cm.
puc. 1). Cormacio E.R. Kandel n coaBT., 3Ta
ycToiumBas, JokKaibHas TtpaHcissuuss MPHK
MOIAEPKUBACTCS IIMTOILIA3MATUIECKUMHU  T10-
JINAJEHWIT DJIEMEHT-CBSA3bIBAIOIIIMMM ITPOTEMHA-
mu (cytoplasmic polyadenylation element-bind-
ing proteins, CPEBs), oGnamarommMu IIpHUOH-
nogoOHbIMU cBoOlicTBaMHu (Asok et al., 2019; Ray-
man, Kandel, 2017; Si, Kandel, 2016).

Haubonee mnepcriekTuBHas Tumnore3a ObLia
npemioxkeHa F. Crick (1984) u H.P. Davis u
L.R. Squire (1984), KoTopble IIPEANOJIOXUIIN,
YTO MEXaHW3M KOHCOJUAALMU JOJTOBPEMEHHOM
namsTv 6a3upyercsd Ha MOAU(MPUKALIMU MOJIEKY-
ael JJHK. DTta maess Obuia KOHKpeTU3MpOBaHaA
R. Holliday (1999), cuuTaBLIuM, YTO KOHCOJIU-
Jalus naMsTh oO0ycloBJeHa METUJIMPOBaHUEM
JAHK. K HacTos111eMy BpeMeHU TUIioTe3a O 3Mu-
FeHETUYECKUX MeXaHW3MaX MaMsITU MOATBEp-
XKJIeHa 3KCIIepUMEHTaIbHO. B orbITax, BbIMOI-
HEHHBIX INIABHBIM 00pa30oM Ha I'pbI3yHax, IOKa-
Ne 2
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3aHO, YTO (OPMHUPOBAHUE MaMITU CBSI3aHO C
MeTuaupoBaHueM/neMetwiupoBaHuem JTHK u
n3MeHeHueM (aneTuianpoBaHueM, Gochopuin-
pOBaHUEM U METUJIMPOBAHMEM) aCCOLIMMPOBAH-
HBIX ¢ Hel rucroHoB (bopomunoBa, banaban,
2020; Burns, Graff, 2021; Campbell, Wood, 2019;
Graff, Mansuy, 2008; Levenson, Sweatt, 2005; Li
etal., 2013; Milleret al., 2010; Zovkic, 2021; Zov-
kic et al., 2013). B cooTBeTCTBUM C CYILIECTBYIO-
LIel aKCMOMATUKOI CUMTAECTCS, UTO ITU DIIUTe-
HeTU4YeCKre MoarupUKaluy XpOMaTuHA BEAyT K
YCTOMUMBBIM UBMEHEHUSIM CTPYKTYPbl CUHAIITU -
4YECKUX CBSA3EH.

dakTUYeCcKu BCE€ OTU TUIIOTE3bl HEMACHO
MoJpa3yMeBaloT, YTO Y B3POCJIbIX OPTaHU3MOB,
WMEIOIIMX OIpeNeeHHYIO MTaMsTh, CyIIEeCTBYeT
JIBa TUIIA CUHAICOB: OO0Jagamllue BbICOKO
IIaCTUYHOCThIO HATUBHBIC CUHAIICHI, CHOPMU-
poBasIlIrecsl B Mpolecce pa3BUTUsI MO3ra B pe-
3yJibTaTe peaau3allii TeHeTUUEeCKUX IPorpaMm,
1 60Jiee pUruIHbIe CUHAIICHI, C(hOPMUPOBABIIN-
ecs B Ipoliecce oOy4eHUs U KOHCOJIUIALUU Ta-
MsTu. K atoit mpobiieme s1 BEpHYCh HUXKE, a Ceii-
yac pacCMOTPIO BOMIPOC O TOM, YTO PeaIbHO 13-
BECTHO O CTPYKTYPHbBIX U3MEHEHUSIX CUHATICOB B
npoiiecce dopMupoBaHus TamsaTU. Jlekinapa-
TUBHAas1 NaMsTh (GOPMUPYETCSI U XPAHUTCS IJ1aB-
HbIM 00pa3zoM B MeauWajibHOI BUCOYHOI 10JIe,
BKJIIOUAIOIIIEH TMIIMOKAMII, U B aCCOLIMAaTUBHBIX
30Hax NpedpoHTaTbHONM, BUCOUYHOM, TEeMEHHOM
M 3aTbUIOYHOI moyiet HeokopTekca (Eichen-
baum, 2000; Frankland, Bontempi, 2005; Squire,
2009, Squire et al., 2015). Korma roBopsT o
CTPYKTYPHBIX U3MEHEHUSIX CUHAIICOB B IPOLIeC-
ce ¢hopMUPOBaHUS MAMSITH, B OCHOBHOM UMEIOT
B BU/ly CUHAIIChl, 00pa3oBaHHbIE ITyTaMaTAIPTU-
YeCKMMHU BOJJOKHAMM Ha IIMUITMKAX aluKaJIbHbIX
1 0a3ajbHBIX IEHAPUTOB MUPAMUIHBIX KJIETOK,
JIOKAJIM30BaHHBIX B 3THUX 00acTsIx Moara (puc. 1).
JleHaApUTHBIE IUITMKU UMEIOT pasHylo hopMmy:
HUTEBUIHbIC IIUMUKWA C HEOOJIbIIUM YTOJIIIIE-
HHEeM Ha KOHIIe, KOPOTKHUE IIUMUKU Oe3 Bblpa-
KEHHOM 1IeHiK1, TpUOOBUAHbIE INMIUKU (pUC. 1)
u OoJjiee CJIOXHbIE, Pa3BETBJICHHBIC IIUITUKU
(Holtmaat, Svoboda, 2009). OcHOBHBIE pe3yiib-
TaThbl O CTPYKTYPHbBIX U3MEHEHUSIX CUHATICOB MO-
JIy4eHbI HE MPU U3YYEHUM peajibHOU MaMsTH, a
npu uzydyeHuu J[BI1. B atoM MoXHO yoeauThbcs,
oOpaTUBILIKCH K 0030paM JuUTepaTypbl Ha JaH-
Hyto Temy (Bailey et al., 2015; Lamprecht, Le-
Doux, 2004; Suratkal et al., 2021). MnarocTpauu-
el ckazaHHOrO siBJIsieTcs Takke puc. 1. U3meHe-
HUS CTPYKTYpPbI CUHAMCOB, TOKa3aHHbIE HA 9TOM
pucyHke, 6a3UpyroTCsl Ha IIEeCTU 3KCIIEpUMEH-
TaJlbHBIX paboTax, ISTh U3 KOTOPhIX OBLIM I1O-
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cesanienbl n3ydeHuio ABII. TIpu sTom B Kaue-
CTBE OOHOIO U3 U3JIIOOJEHHBIX OOBEKTOB MC-
noJb30oBaan TOHKKME (~350 MUKPOH TOJIIIIMHOI)
Cpe3bl TUIIIOKaMIIa TPbhI3yHOB. TOJIBKO pe3yiib-
TaThl OMHOM M3 padOT OBIJIM MOJIyYSeHHBI TIPU pe-
aJlbHOM OOYYEeHMHU XKMBOTHBIX, IPUYEM B 3TOM
pabore MOpPQOJOTHIO CHUHAIICOB HCCISIOBAIN
yXKe Ha CIeAYIIIN OeHb IToCJie OKOHYAHMS
obyueHus (Leuner et al., 2003). Takum o6pa3om,
HU O KaKOM IOJTOBPEMEHHOCTU CTPYKTYPHBIX
U3MEHEeHWII CUHANTUYECKUX CBSI3eil B 3TUX pa-
0oTax peyn He NAeT.

CpaBHUTEILHO HEMHOTOYMCJIEHHBIE HCCIe-
JMOBaHUSI CTPYKTYPHBIX M3MEHEHUWII CHUHAIICOB
npu (GOopMHUPOBAaHUM peajibHOI OJTOBPEMEH-
HOI maMsITH 1aJii HEOJHO3HAYHbIC Pe3yJIbTaThl.
A npuBeny TOJILKO HECKOJIBKO IpUMepoB. L. Res-
tivo u ap. (2009) usyyanu BAUSIHUE BHIPAOOTKU
YCJIOBHOI OOOPOHUTEILHOM peakliu Yy MbIlei
Ha TUIOTHOCTD IIUMMHUKOB MMPaMUIHBIX KJIETOK B
TUIIIIOKAMIIe M HEOKOpTeKce (MepemHssl Tosic-
Hasl Kopa). B cooTBeTcTBUM C MpencKa3zaHUsSIMU
I'CIl oHu HauuiM, 4TO BbIpabOOTKa OOOPOHU-
TeJIbHOM peaklMM BeleT K ObICTpPOMY U CpaBHU-
TE€JIbHO HEIPOIO/LKUTEIbHOMY  YBEJIUUYEHUIO
TJIOTHOCTU LIMITMKOB B TUIIOKaMIIE U K 0oJjiee
MEIJIEHHOMY, HO YCTOWYMBOMY YBEJIMYECHUIO
TUIOTHOCTU IIUIIMKOB B HeoKopTekce. OmHAKO
JIpyTve aBTOPbI MOJYUYUIU TIPSIMO MPOTUBOIIO-
JIOXHBIN pe3ynbTatT. Tak, J. Sanders u np. (2012),
M3y4yaBIliMe YCJIOBHYIO OOOPOHUTEIBbHYIO peak-
LIMIO B TeX Xe IKCMEPUMEHTATbHBIX YCIOBUSIX,
YTO U TMPENbIIAyIue aBTOPbl, OOHAPYXKWIU, YTO
BbIpabOTKa O0OPOHUTEIBHOI peaklMU BeAeT He
K YBEJIMYEHHIO, a K YMEHBIIICHUIO YKCJIa IIUTTH-
KOB Y MUPaMUIHBIX KJIETOK TUITIoKamMmma. Mero-
JIOM JIBYX(POTOHHOI Jla3epHOI CKaHHUPYIOLIeH
Mukpockonuu (2PLSM) ObuUio mokazaHo, 4TO
00OpOHUTEIbHAST PeaKIIUs TaKxKe COIMPOBOXIIA-
€TCSl YCTOMYMBBIM YMEHbIIIEHUEM YHCIa AT~
KOB B acCcOLMaTUBHON 00JacTh (PpPOHTAIbHOMN
nonau Heokoprtekca (Lai et al., 2012). Hakonel,
aBTOPbI HegaBHelt paboThl BOOOIEe He 0OHapy-
KWW U3MEHEHU I TUIOTHOCTH IIMITUKOB Y M1pa-
MMIHBIX KJIETOK THUIMIOKaMIla TpU OOy4YeHUU
KpbIC MPOCTPAHCTBEHHOII OpUEHTAllMU B JIaOU-
punte (Craig et al., 2020). ETMHCTBEHHBI BbI-
BOJI, KOTOPBII MOXKHO ClieJIaTh U3 3TUX ITPOTHUBO-
peuuBbIX (PAKTOB — B HACTOSIIIIEE BPEMSI HEBO3-
MOXHO ciejaTb HUKAKWX  OMNpeaesICHHbBIX
BBIBOJIOB O CTPYKTYPHBIX U3MEHEHUSIX CUHATICOB
npu GOpMHUPOBAHMM AeKIapaTUBHOU (explicif)
MaMsITU Y XKUBOTHBIX.

Mexny TeM pe3yiabTaThl, IOJYYEeHHbIE C
n300peTeHrneM IBYX(OTOHHOI Jla3epHOM MUK-
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POCKOIIMHU, TO3BOJISIONIECH B TeUEHUE IJIUTE/b-
HOTO BpeMeHH (OT HeCKOJIbKHMX THEM 10 Mecs11a)
NPVKM3HEHHO HA0MonaTh MOPGOIOTUIO NN -
KOB JIEHJIPUTOB KJIETOK KOPbI TOJIOBHOTO MO3Ta,
rokaszaJjiv, YTO CTa0WIbHAs NaMsITh €1Ba JU Xpa-
HUTCS B BUJE UBMEHEHMUSI CUJIbl CUHANTUYECKUX
cBs3eil. bp1o 0OHapyXKeHO, UTO Y B3POCIIBIX KM -
BOTHBIX CHHAIIChl, 00pa3oBaHHbIE IJyTamMaT3p-
rMYeCKMMHU BOJIOKHAMU HA IIUMIKUKAX 1EHIPUTOB
NUpaMUAHBIX KJIETOK, KpaiiHe HecTaOWJIbHBI:
OIHU IIUIIMKKN BTATMBAIOTCSI U BMECTO HUX BbI-
pacTalT ApyTue IUIIMKU, C KOTOPhIMU MPUXO-
IS1I1e BOJOKHA (POPMUPYIOT HOBBIE CUHAIICHI.
CormmacHo A. Attardo m coast. (2015), mipomoir-
KUTEIbHOCTh KW3HU IIMIMUKOB MHUPaMUIHBIX
KJIETOK TUIIIOKaMIla paBHAa OQHOM-IBYM Hele-
JISIM; IIIATIMKY CJI0XHOM (DOPMBI 60J1€€ yCTOMYN -
BBI, YeM IIPOCThIe IUMUKU. CxogHbIe pe3y/ibTa-
Thl, CBUAETEJLCTBYIOIIME O HECTAOMJILHOCTHU
LIMIIMKOB MMPAMUIHBIX KJIETOK TMIIIOKaMIia B
OTCYTCTBHE KaKOro-jnbo cIenuajibHOro ooyye-
HU, ObUIM ITONydYeHbl ApyruMu aBropamu (Gu
et al., 2014; Pfeiffer et al., 2018).

bonee craObuabHBIMKU OKa3alUCh CHUHAIICHI
MUpaMUIHBIX KJIETOK B HeokopTekce. I1lo naH-
HbIM J.T. Trachtenberg u coast. (2002), nsyuan-
LIUX TEHAPUTHI MUPAMUIHBIX KJIETOK, JOKaIU-
30BaHHBIX B 5-M CJIOE COMAaTOCEHCOPHOI KOpPbI
MBbIIIEi, TOAbKO ~50% LIMINUKOB COXPaHSIJIUCh
Ha npoTsikeHUU Mecsia. CommacHO pacueTam
aBTOPOB, CPEIHSS MPOAOIKUTEILHOCTb XU3HU
3TOM YCTOWYMBOU (pakKuMu IIMIMUKOB paBHA
120 nassmM. B aT01i ke 1abopaTopuu ObLIO OOHA-
PYXEHO, 4YTO B 3PUTEIbHOM KOpE YCTOMYMBAS
dpakuusa cocrabnsier ~73% (Holtmaat et al.,
2005), Torma kak, mo maHHbIM J. Grutzendler u
coaBT. (2002), ycroiiunuBas ¢ppakLys IIUIUKOB,
BpeMs TOJY>XM3HU KOTOPbIX OLIEHUBAETCS B
13 mec, paBHa ~96%. Haumenbiast ycroituu-
BOCTb CHHAIICOB IMPaMUIHBIX KJIETOK Oblia
HaliileHa B CJIyXOBOIi Kope, rae ~60% HIMITMKOB
oOHOBJISIETCS B TeueHue Tpex Henelb (Loewen-
stein et al., 2015). Kak ormedaeT OOJILLIMHCTBO
aBTOPOB, JaXe IUIUKWA YCTOMYMBON (pakiiiu
HeJb351 Ha3BaTh MOJHOCThIO CTAOMIbHBIMU, MO~
CKOJIbKY OHU HEMMPEPbIBHO MEHSIOT CBOU pa3me-
pbl U (popMy. B cBolo ouepenb 3To BEAET K U3Me-
HEHMIO KOJMYECTBA IIyTaMaTHBIX PELIENITOPOB B
MNOCTCUHANTUYECKOW MeMOpaHe u, cJjeaoBa-
TEeJIbHO, K M3MEHEHMUIO CHUJIbl CUHAINTUYECKUX
cea3eit (Noguchi et al., 2011). OnucaHHast u3-
MEHYMBOCTb LLIMITUKOB, MO-BUANMOMY, O0YCJIOB-
JIeHa COOCTBEHHBIMM CBOMCTBAMU MUPAMUIHbBIX
KJIETOK, MTOCKOJIbKY OHa HaO/1t04a1ach HE TOJILKO
B HOpMaJIbHbIX YCIOBMSIX, HO U Npu OyioKaae
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cuHanTtuyeckoi aktmBHOCTM (Nagaoka et al.,
2016).

DKcrepuMeHTalbHbIe pe3yibTaThl, CBUE-
TEJILCTBYIOIIME O CIIOHTAHHOM W3MEHYMBOCTU
CUHAIITUYEeCKUX CBsI3ell, JeTajlbHO OMNUCAHbI B
o63opax (Choquet, Triller, 2013; Mongillo et al.,
2017; Ziv, Brenner, 2018). DTu pe3yabTaTbl HU-
kak He comacytorcd ¢ I'CII. ITamsarte, narolias
BO3MOXKHOCTb XpaHUTb B MO3re COJIep>KaHUE Thl-
CSIY4 KHMT, JECSITKU PasjIMYHbIX SI3bIKOB, COOBI-
TUSI KaXI0Tro MPOXUTOro IHS, eaBa Jiu 6a3upy-
€TCsl Ha TaKoM 3bI0KOI1 OCHOBE, KaK N3MEeHEeHME
CUHAITUYeCKUX cBda3ei. I moaTBEpKIeHUS
3THUX CJIOB $1 MPOLIMTUPYIO aBTOPOB OMHOIO U3
YIIOMSTHYTBIX 0030pOB:

“We reviewed some of the recent evidence sup-
porting the synaptic trace theory of memory. This
theory agrees with our everyday intuition that infor-
mation is stored for long-periods of time in elements
that are physically as stable as possible ... . Yet, we
pointed out a substantial challenge to this theory, the
fact that the ‘stable’ elements of this theory — the
synapses, are in fact highly volatile. ... Thus, the
question of how the brain maintains functional sta-
bility with volatile elements remains a fundamental
puzzle in neuroscience” (Mongillo et al., 2017).

Hecmotrpss Ha yOeauTeabHOCTh TAaKOTO 3a-
KJIIoueHusl, (pakThl, OIMCAaHHbIE B JAHHOM pa3-
Jene, TakKKe He OKa3ajy HUKAKOTro BIUSHUS Ha
CYLLIECTBYIOIIYIO akcuoMaTtuky. Hamporus, Obl-
JIM TIPEAINIPUHSATHI JOCTATOYHO MCKYCCTBEHHBIEC
TEOpPEeTUYECKNE MOMNBITKA COBMECTUTH (PAKTHI,
CBUACTEJILCTBYIONINE O CTAOMIBHOCTU JIeKJiapa-
TUBHOM IMaMATU U UMMAaHEHTHOM HECTaOUIbHO-
ctu cuHantudyeckux cBsseit, ¢ ['CII (Acker et al.,
2019; Fauth, van Rossum, 2019).

IMTAMATDH U SITUJIEIICUA

OCHOBHBIM CBUAETEILCTBOM HEMNPABOMOYHO -
ctu I'CII siBnsieTcs yCTOMYMBOCTD MaMSITH K re-
Hepalu30BaHHBIM BIUJIECIITUYECKUM TpUNaI-
KaM, B YaCTHOCTH, K TIpUITIaJKaM, UICTOYHUK KO-
TOPbIX HaXOAWUTCSI B MEOMAIbHOW BMCOYHOM
noJie. B ocHoBe 3TUX MpuMNaaKoB JexXaT IMOBTO-
psIolIecs, BbICOKOYACTOTHbIE, CUHXPOHHBIE
pa3psiabl HelipoHoB (Alarcon et al., 2012; Alvara-
do-Rojas et al., 2013). YacToTa UMITYIbCOB BHYT-
PY HEMPOHHBIX Pa3psI0B COMOCTABMMA C YacTO-
TOA CTUMYJIOB, UCIIOJB3YEMOU UIS TTOJyYEHUS
JBII. B onpiTax Ha XKMBOTHBIX OBLIO IIOKAa3aHO,
4yTO (hapMaKoJIOTMUECKU BbI3BAHHbBIE MPUCTYIMbI
SIUJIETITONION0O0HON aKTUBHOCTU BbI3bIBAIOT B
runnokamiie JABIT (epileptic long-term potentia-
tion), aHAJJIOTUYHYIO TOM, KOTOpasi UMEEeT MeCTO
Ne 2
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IPU IAESKTPUYECKON CTUMYJISILIMU HEPBHBIX BO-
nokoH (Ben-Ari, Represa, 1990; Lopantsev et al.,
2009). C Touku 3peHusI CyIeCTBYIOIICH aKkCcuoMa-
TUKJ 3TO O3HAYAET, YTO Y OOJBHBIX SITWIEIICUEH
KaXKIbIi IPUCTYII JOJDKEH BHI3BIBATH XaOTUYECKIE
W3MEHEHMS] CWIbl MEXHEMPOHHBIX CUHAITUYe-
CKMX CBS3€i B CTPYKTYpax, BOBJICYEHHBIX B SITH-
JIENITUYECKYIO aKTUBHOCTh. B ¢BOIO odepenb 310
JOJDKHO BECTU K JE€CTPYKILIMM SHTPaMM NaMSITH,
c(OpMUPOBABIINXCS B HEUPOHHBIX CETIX B pe-
3yJbTaTe U3MEHEHMUS CYJIbI CUHATITUYECKUX CBSI-
3eil mocie mpeaplayllero mnpucrymna. TeMm ca-
MBIM, COIJIACHO IIPEeACKa3aHUI0O OOLIEeITpU3HAH-
HOM aKCUOMATUKU, Y JIIoAeil, CTpamalollux OT
HEPUOINYECKN TTOBTOPSIOIINXCS TeHepaln30-
BaHHBIX MPUIIAIKOB, OepyIIMX HAYaJI0O B MEIV-
aJIbHOM BMCOYHOM TOJIE Y PACHPOCTPAHSIIONINX-
cd Ha Gau3siexaniyue HEOKOPTUKAIbHbIE CTPYK-
TYpBI, BKJIIOYas BHUCOYHYI0O U (DPOHTAILHYIO
IOJIM, TTaMATh IOJDKHA MOJHOCTBIO WM IOYTU
MOJHOCTBIO OTCYTCTBOBaTh. OIHAKO 3TO IpEl-
CcKa3aHle He COOTBETCTBYET AEUCTBUTEIbHOCTU.
Jaxke 1ocje o4eHb CWJIbHBIX IIPUITAAKOB 0OJIb-
Hble HUYETO He ITOMHSIT TOJILKO O TOM, YTO IIPO-
HWCXOOMJIO HEITOCPEICTBEHHO IIEpen U BO BpeMs
SIMJIENITUYECKOTrO MIPUCTYIIA, TOrIa KaK IIaMsITh
000 BCceM IIPOU3OLIENIIEM B Te4eHME OCHOBHOTO
BpeMEHM, IIPOILIEANIEr0 MOCJ€e IPeabIayIIEero
IpUCTyIa, He cTpagaeT. Habmogaromuyecss UHO-
[Ia Iocje SMWIENTUYECKOro IpUCTyIa Oosee
cepbe3Hble MPOBaJbl B MaMATU OOBIYHO HOCHIT
oOpaTUMBIL XapakTep. S mpuBeny IBa IpUMepa,
CBUAETEILCTBYIOLINX 00 YCTOMYNBOCTH MaMSITU
K SIIWIEIITUYECKUM IIPUIAIKaM.

[1epBoiii mpuMep — 3TO cllydyail HalMeHTa, U3-
BeCTHOro mnoa uwHunmagsamMmu H.M. BaxXHoCTb
3TOTrO cJiydasi OIpeacsieTcs TeM, YTO OH BOOUUIO
oKa3ajl, YTO HaMsTh SIBIASICTCS CaMOCTOSITEIb-
HOIT (pyHKIIMEN MO3Ta ¢ COOCTBEHHOI JIOKaJIn3a-
uueit. Ilo cBuperenbcTBy L.R. Squire (2009),
TOJILKO ero nepsBoe onucaHue (Scoville, Milner,
1957) uutuposanock ~2500 pa3. OgHako 31ech 5
XOo4y OOpaTUTh BHUMAaHUE Ha JPYroii acHeKT
aToro ciaydas. Hebonblve snuIenTUYECKUE
npunaaku nossBuiiMch y rauventa H.M. B 10 ser.
B 15 sieT K HUM n00aBUIINCH CUJIbHBIE T€HEePaJTU -
30BaHHBbIE IIPUCTYIbI, Y4ACTOTA KOTOPHIX C BO3-
pacTtoMm yBeanuuBanachk. K 27 romam, Korma eMy
OCYIIECTBUJIU IBYCTOPOHHIOI PE3EKIINI0 MEIM -
QJIbHO BHCOYHOM JOJM, BKJIOYasl OOJIBIIYIO
YacTh TMIIIIOKAMIIA, YaCTOTa CUJIbHBIX IIPUCTY-
OB JOCTHUTJIa IPUMEPHO OHOTO pa3a B HEAEIO.
Kak wm3BecTHO, omnepaliysi mpuBeja K MOJHOMN
aHTeporpagHoit amHe3uum (Scoville, Milner,
1957). IlocneonepallMOHHOE UCCIeAOBaHUE T1a-
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Mt H.M. moka3aino, 4To oriepaiiys BeI3Bajia He
TOJILKO aHTEPOTrpagHyl0, HO U YaCTUUYHYIO pe-
TporpagHylo amMHes3no. Tem He meHee H.M.
MOMHWJI OY€Hb MHOIrMe (hakTbl M COOBITUS U3
CBOEI MpenornepauruoHHON >KW3HU, BKIIOYAS
epuoid, KOrjaa y Hero IOSIBUJINCh CUJIbHBIE Ie-
Hepaau30BaHHbIE IPUITAAKU. DTO MO3BOJUIO
3aK/JII0YUTh, UTO €r0 MaMsiITh ObLa yCTOMYMBA K
srmanencum (ApimaBckuii, 2011). Ilocie cmepTin
H.M. OpumM onyOGIMKOBaHBI OOITOJHUTEIbHBIE
¢daxTHI ero Ouorpadun, MOATBEPKIAIOIINE TTpa-
BWJILHOCTH 3Toro 3akimoueHus: (Dossani et al.,
2015). IlpumepHo B 15 jeT oH OpOCUII LIKOIY,
IIe ero Apa3HMJIu us-3a ero Heayra. [lo3oHee, B
Bo3pacte 17 jeT, OH BHOBb IIOCTYIIMJI B LIKOJY,
KoTopylo okoHuma B 21 roa. Takum obpasom, B
MepUoMd, KOTAa y HETO yXKe IOSIBUJIMCh TIOBOJIBHO
YacTO MOBTOPSIOIIUECS CUJIbHBIE SIIMJICIITAYE-
ckue npunagku, H.M. Mor yduTtbcsl U 3aKOH-
YUTh LIKOJIY. DTO ObLIO Obl HEBO3MOXHO, €C/IU
OBl KaXXIbIi ITOCHCAYIOIINI TIPUCTYII BbI3bIBAJ
JEeCTPYKLUIO HaMsITU O 3HAHUSIX, IIpUOOpETeH-
HBIX MM IIOCJ€ IIPEAbIAYLIEero IIPUCTyIla, 4TO
npenckaspiBaet I'CI1.

Bropoii npumMep — OTKpbITHME TaK Ha3bIBae-
MbIX “KOHLENTyaJdbHBIX KJIETOK” (“concept
cells”) B MeananbHOM BUCOYHOM 10JI€ SITMIIETITH -
yeckux 00JbHbIX (Quiroga, 2012; Quiroga et al.,
2009, 2013; Rey et al., 2020)). Y aTux 60JbHBIX
yacToTa IPUIIAAKOB BapbUpoOBajla OT HECKOJIb-
KMX pa3 B JeHb IO OJHOTO pa3a B Mecsll, TOra
KaK oyar SHWICOHTOTeHHON aKTMBHOCTU KakK
MpaBUJIO HAXOAWJICS B MeIUalbHOI BMCOYHOI
npoie (G. Kreiman, nuuHoe coobuieHue). Peak-
LM OJVMHOYHBIX HEMPOHOB 4Yallle BCEro MCClIe-
JOBaJIyd Ha MpeabsBICHUE ITallMeHTaM M300pa-
KEHUI M3BECTHBIX UM JIOACH (4JIEeHOB CEMbH,
HOJUTUYCCKUX AeSATeNei, aKTepoB U T.10.). OKa-
3aJI0Ch, UTO B MeAMaIbHOII BUCOYHOI JOJIEe Cy-
LIECTBYIOT HEMPOHBI, U30MpaTEIbHO pearupylo-
1Y€ Ha U300pakeHUS TOJIbKO KAKOT0-TO OJHOTO
yejioBeka (puc. 2 (a)). Peakiuus He 3aBucesia oT
netaneil n3o0pakeHusl, TaKMX Kak pasMep Wiu
MOBOPOT JMLAa, MUMMKM, OAEKIbI, ObUIO JIU
n3o0paxxkeHue LBETHOI ¢oTorpadueil uam Ka-
paHAalIHBIM HAOPOCKOM U T.I1. YacTh 3TUX HEM-
POHOB pearvpoBajia He TOJIbKO Ha U300pakeHUs
JaHHOTIO YeJIOBEKa, HO 1 Ha ero UMsI, HallucaH-
HOE€ 1/Wu MpOoU3HeCEHHOe BCiyX. TakuM oOpa-
30M, MOXHO MOJIaraTh, YTO 3T HEUPOHBI SIBJISI-
IOTCSI HOCUTEJISIMU SHIpaMM a0CTPaKTHOI ITaMsI-
™ (“KOHLEenuuu”) o0 OTHEAbHBIX JIIOASIX
(“memory engram neurons”, COIJIaCHO TEPMUHY,
npemioxkeHHoMmy S. Tonegawa u coasnt. (2015)).
Bbimn Takke HaieHbl KOHLETTYaJlbHbIE KJIET-
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Puc. 2. J/IBe KOHLIENTYyaJIbHBIE KJIETKU, 3apPETUCTPUPOBAHHbBIEC B TUIIIIOKaMIIE. (a) — HeiipOH M30MpaTebHO pearu-
poBaJl Ha MpeabsiBJICHUE MAllMEHTY pa3InIHbIX doTorpaduii (cTUMyIIB 4—6) M HalTMCAaHHOE U MMPOU3HECEHHOE
nms (ctumydisl 13 1 17) aptucta dxxexku Yan (Jackie Chan) u He pearupoBai Ha IpeabsBiieHrue oTorpaduii u nMs
(ctumynbl 1-3, 15 u 19) aptucra Jlyunano Kacrpo (Luciano Castro), a Takxke Opyrux U3BecTHbIX Jioaeit (Rey
et al., 2020). (6) — HelipoH, U30UpPaTETLHO pearupoBaBIINii Ha TIpeAbsIBICHUE AlUeHTY (poTorpaduii mpe3uaeH-
ta CILIA KimuaTtoHa (ctumyn 1). DToT HeiipoH He pearnpoBal Ha dororpaduro npes3uacHTa byma-muaairero
(ctumyi 5), HO cl1abo pearnpoBajl Ha IeMOHCTpanuio hoTorpaduil Tpex Jioaeii, BHEIIHe MoxXoxXux Ha KimnmHToHa
(ctumynbl 2—4) (Suthana et al., 2015). IToa KaxKabIM CTUMYJIOM IMOKa3aHbl OTBEThl HEHPOHOB U yCpeIHEHHAasI ya-
CTOTa HEMPOHHOM akTUBHOCTH B ['11. HoJb Ha IIKajie BpeMeHU — HavaJio TIPembsBICHUS CTUMYJIA.

Fig. 2. Two concept cells from the hippocampus. (a) — the neuron selectively responded to pictures (stimuli 4—6)
and written and spoken name (stimuli 13 and 17) of the actor Jackie Chan and did not react to pictures and names
of the actor Luciano Castro (stimuli 1—3, 15 and 19) and other celebrities (Rey et al., 2020). (6) — the neuron that
selectively responded to pictures of US President Clinton (stimulus 1). This neuron did not react to a picture of Pres-
ident Bush Jr. (stimulus 5), but reacted although weaker to pictures of three people who looked like Clinton
(stimuli 2—4) (Suthana et al., 2015). Neuron responses and the average frequency of neuronal activity are shown un-
der each stimulus. Zero on the time scale is the beginning of stimulus presentation.

KW, NU30MpaTeIbHO pearupylolre Ha n300paxe-
HUE KaKOro-Jnbo XXMBOTHOIO MJIM U3BECTHOTO
ApPXUTEKTYPHOTO NaMsTHUKA. CXOIHBIE pe3yiib-
TaThl ObLIM TIOJYYEHBI ApyrumMu aBTopamu (Re-
ber et al., 2019; Steinmetz et al., 2011; Suthana
et al., 2015; puc. 2 (0)). Bosbiiie Toro, B omHOi1 U3
paboT 3MUJIENITUYECKIM OOJIbHBLIM ITOKa3bIBaIU
He ¢poTorpacduu, a Kopotkue (5—10 cex) Bumeo-
KJIMITBI  (3MMU304bI U3 TIOMYJISIPHBIX (PUIIEMOB,
ChEMKM WM3BECTHBIX JIIOJEH, XUBOTHBIX, JTOCTO-
MMPUMEYATEIbHOCTEM M T.I1.); KaXKAbI KJIUII 10~
Ka3bIBaJICs B CllydyaiiHOM Iopsake ot 5 go 10 pa3
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(Gelbard-Sagiv et al., 2008). B MmenuanbHOI1 BU-
COYHOI1 1oyie ObUIM OOHAPYKEeHbI HEUPOHBI, 13-
OupaTeabHO BO30OYXKAalolIMecs Ipy AEMOHCTpa-
LIMM KAKOTO-TO OIHOTO KJIUIIA U HE pearupyro-
mue Ha papyrue xnunsel. [Ilpumep Takoro
HelipoHa TMoka3aH Ha puc. 3. DTa KjaeTka BO3-
Oyxxnajach TpU JAEMOHCTpallMu DBMNu301a U3
MYJIbTUTIJIMKAIIMOHHOTO KOMMYECKOTO Tejece-
puana “CuMricoHsl”’, ca1abo pearmpoBajia Ha ae-
MOHCTpPALXIO 3IMU301a U3 APYroil KoMeauu 1 He
pearupoBasia Ha 46 npyrux kiaunos. [Toce ceaH-
ca ranueHTa MpoCUJIM BCHOMHUTD TPOCMOTPEH-
Ne 2
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Puc. 3. HeiipoH 13 sHTOpUHAIBbHOI KOPBI, M30MpaTelIbHO pearipoBaBIlIMii Ha IEeMOHCTPALIUIO MALIMEHTY 3I1TU30/1a
13 MYJBTUTUTMKALIMOHHOTO KOMUYeCcKoro Tejiecepuaia “Cumriconsl”. HelipoH He pearrpoBai Ha AeMOHCTPAIINIO
Ipyrux 46 KJIUIoB U ¢j1abo pearnpoBall Ha IeMOHCTPALIMIO 31I1304a U3 Apyroit komeauu — “Seinfeld”. ITpuBene-
HbI 8§ MpUMEPOB peakiuii HEPOHOB Ha IEMOHCTPALIMIO Pa3HbIX KIUMOB. BepxHuii pssn — HoMepa KiIumnoB: 35 —
Madonna; 36 — Luther King; 37 — Marilyn Monroe; 38 — Michael Jordan; 40 — Bin Laden; 41 — Pyramids; 46 —
Simpsons; 48 — Wall Street. Hixke moka3zaHbI 4acTOTa aKTUBHOCTH HelipoHa 1 3JeKTpoHeliporpamma (Gelbard-
Sagiv et al., 2008).

Fig. 3. The neuron in the entorhinal cortex that was selectively activated during viewing of an episode from the ani-
mated comic TV series “The Simpsons”. Neuron did not react during viewing of other 46 movie clips and reacted
poorly to an episode from the comedy “Seinfeld”. Eight examples are presented. The upper row — clip numbers:
35 — Madonna; 36 — Luther King; 37 — Marilyn Monroe; 38 — Michael Jordan; 40 — Bin Laden; 41 — Pyramids;
46 — Simpsons; 48 — Wall Street. Below, the frequency of neuron activity and electroneurogram are shown (Gel-
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bard-Sagiv et al., 2008).

Hble UM KJmIbl. KiieTka Bo30y:Kmanach, Korma
MallMeHT BCIIOMMHAJ 3MU301 W3 KOMEIuU
“CHMIICOHBI”, HO He JII000i1 Apyroi Kiauil.

AcHo, yTo KaXaast KOHLENLMS MpeacTaBieHa
B MEIUAJIbHOM BMCOYHOM O0JI€ HE ONHUM WJIU
HECKOJIbLKMMMU, a MHOXeCTBOM HeipoHoB. Ilo
pacueTaM aBTOPOB, YTOObI BEPOSITHOCTb 3aperu-
CTPYPOBATh KOHLIENTYaJbHYIO KJIETKY 3a BpeMs
TECTUPOBaHUS He Obla OJM3KOM K HYJIIO, KOJIU-
YeCTBO HEHWPOHOB, IMPEACTABISIONIMX KaXIylo
KOHIIEMIIMIO, TOJDKHO ObITh HE MEHEe ABaillaTh
Teicsid (Quiroga et al., 2013). DTu HelipOHHI pac-
MOJIOKEHbI HE KOMITAKTHOM Ipynoi, a pa3opo-
CaHbl B MEIMaJIbHOU BUCOYHOM J10JI€, TOCKOJIBbKY
B CJIy4asixX, KOIjia OMHUM 3JIEKTPOAOM PETUCTPU-
pOBaJI JBE€ KOHLETITyaJbHbIe KJIETKU, OHU HU-
KOIJa He pearupoBajii Ha U300pakeHue OJJHOTO
1 TOTO K€ YeJIOBeKa, HO TOJIbKO pa3HbIX JIoAei
(HampuMep, OAWMH HEMPOH pearupoBai Ha POTO-
rpaduio Matepu Tepesbl, a Ipyroii — aKTPUCHI
Xoann beppu, nim onuH Ha poTorpaduio akrepa
Maiikna yriaca, Ipyroil — oMHOTO U3 YYaCTHU-
KOB JAHHOTO MCCJIEAOBaHUS).

CornmacHo R.Q. Quiroga (2012), Bce Helipo-
HbI, MpEICTaBSIOIIMEe OAaHHYIO KOHLEMNIUIO,
00pa3yIoT eauHyIo ceThb. TeM caMbIM MOJIYAJIMBO
npeanoaaraeTcs, 4YTo abCTpakTHbIe KOHLENLIUN
GOpPMUPYIOTCS U XpaHSTCS B ITaMsITU Ha YPOBHE
HEUPOHHOM CETU U YTO PETUCTPUPYEMBIE KOH-
LHenTyajlbHble KJIETKM OTpaxKaloT aKTUBHOCTb
COOTBETCTBYIOLIEH ceTr. OgqHAKO uaesi, YTO Hel-
POHBI, TIPEACTABJISIIONINE OAHY U TY XK€ KOHIIEI-
LU0, TIPEUMYILIECTBEHHO CBSI3aHbI APYT C ApY-
roM 1 00pas3yloT eAUHYIO CETh, HUKAK HE CJIeyeT
U3 MOJYYEHHBIX Pe3yJibTaToB. DTO He OoJblile
yeM JlaHb cyllecTBylolleit akcuomatuke. C Ta-
KMM X€ YCIIEXOM MOXHO IIPEAIoJOXHUTh, 4TO
3TU HEUPOHBI 00Pa3yIOT CBI3U HE CTOJBKO APYT
C IPYTOM, CKOJIbKO C HEipOHaMM, TIPEACTABIISIIO-
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IIMMU Apyrue KoHLenuuu. B 3aBUCMMOCTH OT
XapakTepa BOCHOMHWHAHWII aKTUBUPYIOTCS Te
WIM WHBIE aHCaMOJIM Pa3HO-KOHIETTyaJbHbBIX
HEUPOHOB.

®DakT, 4TO KOHIIENTYyaJIbHbIE HEHPOHBI ObLIU
oOHapyXeHbl y OOJIbHBIX, CTpafalolUX OT Ya-
CTBIX SHWIECONTUYECKUX MNPUNAIKOB, KOTOpbIE
OepyT Hayajio B MeAMaJbHOM BMCOYHOMN JHOJe,
MpsIMO  floKa3biBaeT HecocTossTeabHOCTh I'CII.
Teopernueckuit aHaau3 IMOKa3bIBA€T, UTO Ha
YPOBHE HEMPOHHBIX CETEM MaMSITh MOXET Xpa-
HUTBHCS UCKIIOUUTEBHO B BU€ U3MEHEHUSI CU-
JIbl MEXXHEUPOHHBIX cBs3eit (Hanpumep, (Evans,
Stringer, 2012)). Kak nmomyepKuBaJiOCh BHIIIE, B
3TOM Cjy4yae dHIPaMMbl MaMsITU HE MOTIJIM Obl
XpaHUTbhCI B MeAuajbHON BMCOUYHOI n0Jjie ucC-
cJIeAyeMBbIX TTAllUEHTOB — OHU JOJIXKHBI ObLIU OBl
pa3pyliaTrbcs IMpu O4epeaIHOM SMJIETUYECKOM
npuctyrne. MoxXHO, KOHEYHO, IPEAIoJOXUTh,
YTO CHMHAIICHI, yJacTByoIle B (GOPMUPOBAHUU
MaMsiTU, He YyBCTBUTEIbHbBI K SIUJIECTITUUECKOMN
aKTUBHOCTHU, TTOCKOJIbKY OHU MEPEXOIT U3 Ija-
CTUYHOTIO COCTOSIHUSI B pUTUAHOE (CM. BHIIIE).
OnHako 3TO MPEAINoI0oKeHUe HEe BbIACPKUBAET
KpUTUKU. B 3TOM ciydae y OOJIbHBIX, CTpaaalo-
IIMX OT XPOHUUYECKOM 3IUJIETICM, BCE CUHATICHI
JIOJKHBI ObLJIM Obl TOCTATOYHO OBICTPO MEepPEUTU
B PUTMIHOE COCTOSIHUE, UTO MPUBEIO Obl K yTpa-
T€ CIocoOHOCTU (OPMUPOBATHL HOBBIE SHIPAM-
MbI aMsITU. Mexay TeM Takas aHTeporpaaHasi
aMHe3Uusl OTCYTCTBOBaJIa Y MCCEAYyEMbIX Ialiv-
eHToB. HanpuMep, y omHOTO 113 HUX OBLJI 3aperu-
CTPUPOBaH KOHLENTYIbHBIA HEWPOH, pearupo-
BaBIIMI Ha U300pakeH1E U UMl ydaCTHUKA JaH-
HOIO WCCJIeAOBaHMUs, XOTS OH paHee ObLl
HeusBecTeH nmanueHTy (Quiroga et al., 2009).

Takum oGpaszom, ciydaii manueHta H.M. un
OTKpPbITUE KOHIUETITYIbHBIX HEUMPOHOB y 0OJIb-
HBbIX, CTpagaromux OoT XpOHM‘lCCKOﬁ SIIUJICIICUMN,
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C Heu30eXHOCThIO TMPUBOIAT K 3aKIIOYECHUIO,
YTO SHIpaMMBbl MaMsATH (GOPMUPYIOTCS HE Ha
ypOBHE HEHPOHHBIX CeTeil Oiaromapsi M3MeHe-
HUIO CUJIBI MEXHEHMPOHHBIX CHUHANTHUYCCKUX
CBsI3€ii, a HA BHYTPUKJIETOYHOM YPOBHE, T1Ie OHU
HaAeXXHO 3allMIIEeHbl OT TeKyIlIell CMHANTU4Ye-
CKOM aKTMBHOCTM, BKJIIOYAsl ITaTOJOTMYECKYIO
BMWICTITUYECKYI0 aKTUBHOCTh. YIIOMSIHYThIE
BBIIIIE Pe3yIbTaThl, TIOKa3aBIIne, YTO (POPMUPO-
BaHUE MaMsATH 0a3upyeTcs Ha SMUTeHETUISCKIX
moandukanusax Monekyiasl JHK, He Tombko
MOIIEPKUBAIOT 3TO 3aKIIOUEHUE, HO M OOBSIC-
HSIIOT JTOJITOBeYHOCTh Tamstu (bopommHoBa,
bana6an, 2020; Burns, Graff, 2021; Campbell,
Wood, 2019; Graff, Mansuy, 2008; Levenson,
Sweatt, 2005; Li et al., 2013; Miller et al., 2010;
Zovkic, 2021; Zovkic et al., 2013).

B koHLIe 3TOrO pasmena Xody caeiaTh OTHO
3amMevaHue. S mpoyes He OgHY COTHIO CTaTeil 1
KHUT 0 (pr3noioruu maMstu. [1pu aToM s1 HU pa-
3y HE CTOJKHYJICA C OOCYXIEeHHMEM BOIIpOca O
MPUYMHAX YCTOMUYMBOCTH MAMSITU K SITUJICTICUU.
JInib ogHa M3 cTaTeil HaynHanach CJIOBaAMM:

“The human brain consists of 10" neurons con-
nected by 107 synapses. This awesome network has
a remarkable capacity to translate experiences into
vast numbers of memories, some of which can last an
entire lifetime. These long-term memories survive
surgical anaesthesia and epileptic episodes ...”
(Chklovskii et al., 2004).

OnHako B JajabHEMIIIEM aBTOPBI CTaThH 00JIb-
1lIe He BO3BpalllaJINCh K BOIIPOCY 00 YCTOHUMBO-
CTU HaMsITH K anmiiernicuu. He gomkHo im Takoe
MOJIOKEHME BEIEl BhI3BIBATh IO KpallHEe Mepe
YyBCTBO HEAOYMEHUS?

IMPUYNHBI HESBIBJIEMOCTH
OBIIEINNPU3HAHHOU AKCHMOMATUKH

B naHHOIi cTaThe s MOMBITAJICS IPUBECTU P
apryMEHTOB, CBUACTEJILCTBYIOIINX O HECOCTOSI-
tenbHOcTH I'CII. JlomotTHUTEIbHBIE apTyYMEHTHI
OBbLIM NPUBEACHbBI B IIPEALIAYIINX MyOIMKALIASIX
(Apmackwii, 2011; Arshavsky, 2006, 2017; Pena
de Ortiz, Arshavsky, 2001). Bce 3t apryMeHThI
Oa3upyloTcd Ha oOmien3BecTHBhIX ¢akTax. Oue-
BUIHOCTD I10 KpaitHel Mepe 4acTu U3 3TUX apry-
MEHTOB, KaK $1 [yMalo, TOJDKHA OpocaThes B I71a3a.
Tem He MeHee B JMTepaType MOXHO BCTPETUTh
JIMIIIb OOMHOYHbIE MyOJMKALIMY, ITOABEPralolue
comHeHuo npaBuibHOCcTh I'CIT (Albo, Graff,
2018; Gallistel, 2013, 2017; Langille, Gallistel,
2020; Trettenbrein, 2016).

CyliecTByeT HECKOJIbKO TPUYMH He3bl0Jse-
MOCTHU aKCUOMAaTMKU, MPUHSITOU MPU U3yYEHUU
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MexaHu3MoB namsatu. [lo-Buaumomy, riaBHast
MNpUYMHA COCTOUT B TOM, YTO 3TU aKCUOMBI SIB-
JISTIOTCSI YacThIO OOIIei mapaguIrMbl, M3BECTHOM
TaK>Ke KaK KOHHEKIIMOHUCTCKasl KOHLICMIIMS, Ha
KOTOPOM B HacTosillee BpeMs Oasupyercsa (pu-
3MOJIOTHS BhICIISH HepBHOM AesaTeapbHOCTH. Co-
[JIJACHO 3TOM Mapaaurme, BbiclIde (YHKLIUU
MO3ra OCYIIECTBIISIIOTCS UCKIIOYUTEIbHO Ha
YPOBHE HEMPOHHBIX CETEH B PE3YJIbTATE B3AUMO-
IecTBUS MexXnmy HeripoHamu. Ilpm 3ToM camm
HEWUPOHBI paccMaTPUBAIOTCS KaK IIPUMUTUBHbBIS
3JIEMEHTHI, PYHKIIMSI KOTOPBIX CBOAUTCS K TeHe-
paluy 3JeKTPUYECKMX TTOTSHIIUAIOB U Iiepeaa-
9e CUTHaJIOB K APYTMM HEPBHBIM KJIETKAM C I1O-
MoOIllIbl0 HeliporpaHncMuTTepoB. Kpatkas gop-
MYJMPOBKa 3TOI MapaaurMbl JaHa B y4eOHUKE
0 HEWPOPU3UOJOTUHN, 10 KOTOPOMY Y4aTcs ac-
MUPpaHThl BO MHOTUX cTpaHax: “Mental processes
are the end product of the interactions between ele-
mentary processing units” (Kandel et al., 2013).
SlcHO, UTO B paMKax 3TOi MapaaurMbl HaMsTh
MOXKeT (OPMUPOBATHCS 1M XPAHUTHCSI TOJBKO B
BUEC U3MEHEHUI CUJIbl MEXKHEMPOHHBIX CBSI3EH.

Jlornueckoe pa3BuTHie OCHOBHOM MapaaurMbl
¢U3MOoNOruM BBHICIIEN HEPBHOM IEsATEIHBHOCTU
MPUBEJIO K TOYKE 3PEHUS, UTO MO3T SIBJISIETCS
BBIYUCIINTEIIBHOM CUCTEMOM, COCTOSIIEH U3 TH-
FaHTCKOI'O 4ucCja JIBOWYHBIX DJIEMEHTOB. BDTa
TOYKa 3peHMsI OblIa 4YeTKO cHOpMyIMpOBaHa B
HenaBHelt cratbe: “The distinctive function of the
brain is computation” (Huys et al., 2020). Ipyroii
npumep — B kHure “Cerebral Cortex: Principles of
Operation” E.T. Rolls (2016) nuier:

“Understanding at the molecular level is import-
ant for helping to understand how these large-scale
computational processes are implemented in the
brain, but will not by itself give any account of what
computations are performed to implement the cogni-
tive functions” .

Yucno 1OmOOHBIX BBICKA3BIBAHUIA MOXKET

ObITb MHOTOKPATHO YBeIn4eHO?. COOTBETCTBEH-
HO, CYIIIECTBYeT OCCUMCIIEHHOE KOJIMUYEeCTBO pa-
00T, aBTOPHI KOTOPBIX HAIEIOTCS MOHSITH MeXa-

2 TTombITKa MIPEICTABUTh HEPBHYIO CHCTEMY KaK BBIYHC-
JIMTEJIbHYIO CUCTeMYy IOpoil moxoauT Ao abcypma. Ha-
npumep, T. 41 xypHana Current Opinion in Neurobiolo-
gy HaspIBaeTcs “Microcircuit computation and evolu-
tion”. PemakuuoHHasi cTaTbhsi 3TOr0 TOMa HaYMHAETCS
crnoBamu: “How do small neural circuits compute, and how
are these computations shaped by evolution?” (Clandinin,
Marder, 2016). Cpenu 0O6bEKTOB, OITUCHIBAEMbBIX B 3TOM
TOME, CTOMaToracTpajbHas CHUCTeMa paKooOpa3HBIX,
HEpBHAasl CUCTeMa MOJUIIOCKOB, MUSBKWA, HEMATOIbl W
T.11. DTO JIEXKUT 3a MpenejaMu MOero MIOHUMaHUs — YTO
MMEHHO BBIYUCJISIIOT TAHIJIMU MOJUJTIOCKOB, MUSIBKY WU
CTOMATOracTpajabHbI TAaHIJIMA.
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HU3M KOTHUTUBHBIX (DYHKIIWIA C TIOMOIIIBIO KOM-
MBIOTEPHBIX  Mofeseil (HampuMmep, KypHail
Current Opinion in Neurobiology, 1. 46, 2017 . u
T. 58, 2019 1.). 4 yxe nucai, YTO OMHUM U3 aBTO-
pOB, KPUTUYECKM OTHOCHUBIIUXCSI K TOITBITKAM
HCITOJIb30BaTh KOMITbIOTEPHbBIE MOACIN IS T10-
HUMaHWSI KOTHUTUBHBIX (DYHKIIW1, ObLT BbIAA0-
muiicas MaremMatuk M.M. Tenbdannm (Apiras-

ckwmii, 2010%). CommacHo ['enbdaHmy, CI0XKHOCTh
HEMPO(PU3NOJIOrNIeCKNX MPOLIECCOB, JIEXKAIIINX
B OCHOBE KOTHUTUBHBIX (DYHKIIMIT MO3Ta, HECO-
IMOCTaBUMa CO CJIOXHOCTBbIO TEXHUYECKUX CH-
CTEeM U IJIsl X OIMCcaHusl TpeOyeTcs MHOM MaTe-
MaTU4eCcKMii armapat. [103ToMy KOMITbIOTEpHOE
MOJIEJIMPOBAaHNE KOTHUTHBHBIX (DYHKIIMI, KakK
MIpaBUJIO, TIPEICTABIISIET COOO0I1 ITOMBITKY HU3BE-
cTH He(popMaIn3yeMyro padboTy MO3Ta 10 YPOBHS
CJIOKHOCTU paboThl TexHuueckux cucrteM (Gel-
fand, 1991). CxonHy1o uaelo no3aHee BbiCKa3alu
D. Aur u M.S. Jog, koTopbie TUCaIN:

“Models are able to characterize only a few prop-
erties of real physical phenomena. Many scientists
believe that coding and decoding information in the
brain is governed by classical physics. However, at
the microscopic level many interacting particles,
molecular machines, proteins, genes and specific
regulatory mechanisms may actually naturally dis-
play quantum properties” (Aur, Jog, 2010).

K ITOCJICAHEMY ITYHKTY 3TOI'O BbICKAa3bIBaHMA
g BEPpHYCb ITO30HEC.

HecocTosaTenbHOCTh OCHOBHOI ITapaaurMbl
KOTHUTHUBHOI HEWPO(PU3MONIOrUM U IIOIBITOK
OpPEeACTaBUTh MO3T KaK MPOCTYIO BbIYMCIUTEIb-
HYIO CUCTEMY CJieAyeT U3 TOro (pakra, 4To Heli-
POHBI KaK “elementary processing units” SIBJISIIOT-
cs KpaiiHe MeIJICHHBIMU 3jieMeHTaMu (ApIlaB-
ckuii, 2018; Arshavsky, 2017). B To BpeMs1 Kak
JaXe B CaMbIX MEIJICHHBIX KOMITbIOTEpaX Xapak-
TepHbIC BpeMeHa padOThI processing units nu3mMe-
PSIOTCSI B HAHOCEKYHIaX, XapaKTepHbIe BpeMeHa
paboThl HEPOHOB U3MEPSIOTCSI MUJIIMCEKYHIA-
mu. OgHaKO, HECMOTpPsI HA MEIJIEHHYIO padoTy
HEUPOHOB KaK 2JEKTPOPU3NOJIOTUYSCKUX JIe-
MEHTOB HEMPOHHBIX ceTeil, MO3T CIIOCOOEH pa-
0oTatb oYeHb ObICcTpO. HJIsT mpuMepa I OOBIIHO
MPUBOAMII Pe3yJIbTaT ABYX MaTuyeit Mexay Iappu
KacnaposbsiM 1 cynepkommibioTepoM Deep Blue,
KOTOpbIe OKOHYMJIMCH B IToab3y Kacnaposa, xo-
TS CKOPOCTh pabOThI KOMITbIOTEepa ObliIa TAKOBA,
4YTO OH aHaaM3upoBai 2 X 108 mo3uIMii B CEKyH-
ny. Ipyroii npumMep — paboTa CUHXPOHHBIX TI€-

3 Droit craTbe npenuecTByeT aHHOTALMsL. [10TB3YSICH CITy-
yaeM, Xouy MHGOPMUPOBATH UMTATENIEH, YTO K €€ aBTOp-
CTBY 51 HIKAKOTO OTHOIIIEHUST HE UMEIO.
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TOM 71

PEBOMYMKOB BBICIIIETO KJIacca, 0OCIy>KUBAIOIINX
takue opranm3anuu, Kak OOH wiu FOHECKO.
B cunTtaHHBIE CEKYHIBI OHU HAXOMIST HE TOJBKO
HYXHBIC CJIOBa M TpaMMaTU4YeCKHe KOHCTPYK-
LIMM, HO U 3a4aCTYIO aAeKBaTHbIC IITYTKU U UM~
OMaTUYECKME BBIPAXXCHUS B IIEJIEBOM SI3BIKE.
JJ1st cpaBHEHMSI MOTY TIPMBECTU KOMITBIOTEPHYIO
nporpammy translate.google.com, Hag KOTOpoOit
paboTajio MHOXKECTBO CIIEIIMAJIMCTOB. TeM He
MeHee TpU TepeBOIe IMMChbMEHHOIO TEKCTa C
PYCCKOTO Ha aHTJIMUCKUIA 3Ta IIporpaMma JiejiacT
3JIeMEeHTapHbBIe TpaMMaTUYeCKHE OIIMOKM (He
TOBOPSI O CEMAaHTUYECKMX, UTO €CTECTBEHHO).

Kaxk commacoBaTh MelJIeHHYIO paboTy HEMpo-
HOB C OBICTpOIi paboToit Mo3ra? IJist oTBeTa st 00-
palrych K OIBITY, TOJYYEHHOMY ITpU U3YyYEHUU
($U3MOJIOTU MOTOPHOM aKTUBHOCTU. Mou KoJ-
JETU U S WU3y4dalld HEWpPOHHBIE MEXaHWU3MBI,
KOHTPOJIMPYIOIINE “aBTOMAaTU3WPOBAHHbIE PUT-
MUYECKUE JBUXKEHUSI, TAKME KaK AbIXaHUE, JTIOKO-
MOILIMSI, XKeBaHWE U T.I1. B yacTHOCTH, 0OCyXKaacs
BOIIPOC, KaK HEUPOHBI C X MWIIUCEKYHIHBIMU
MOTeHIIMAIAMU JEUCTBUSI KOHTPOJIMPYIOT JBUKE-
HUS, OCYILIECTBIISIEMbIE C TIEpUOAAMU, U3MEpPSsIe-
MBIMU CEKYHIAMU UJU COTHSIMU MWJUIUCEKYH]I.
PaGoraBiive ¢ ¢usnogoramMm MOpeacTaBUTETN
du3nKo-MaTeMaTUYECKUX HayK MbITAIUCh CO-
31aTh MOJIEJIW HEMPOHHBIX CETEli, BKIIIOUYalOIne
CJIO)KHOE B3aMMOAEUCTBME BO30YXIAIOIIMX U
TOPMO3HbBIX HEMPOHOB, KOTOPbIE ObIJIM ObI CIIO-
COOHBI TeHepupoBaTh TAaKOro poja pUTMUYE-
CKYI0 aKTMBHOCTb. OQHAKO pelleHue Bolipoca
MPUILIO C APYTOM CTOPOHBI. MHOTUMMU MCCEN0-
BaTeJIsIMU Ha 6E€CIMTO3BOHOYHBIX 1 TTO3BOHOYHbBIX
KMBOTHBIX ObLIO ITOKa3aHO, YTO paboTa lieH-
TpajlbHbIX MEXaHU3MOB, TEHEPUPYIOIIMX OCHOB-
HYI0 KapTMHY MOTOPHOIO BbIXOJa, JIEXKallleTro B
OCHOBE PUTMMYECKUX ABUXXEHUA (central pattern
generators), 6a3upyeTcsd IJIaBHbIM 00pa3oM Ha
SHIOT€HHOM, NEACMEKEPHOI aKTUBHOCTU CIIELIV-
duyecKux rpymm “memieHHbIX” UHTEpHEHPOHOB.
byayun u30MMpoOBaHHBIMU OT BCEX CHHAITU4YE-
CKMX BXOJOB, 3TU WHTEPHEWPOHBI T€HEPUPYIOT
MNPONO/KUTENIbHBIE pPa3psiibl MMIYJIbCOB WU
MeJIEHHbIE TOTeHLMAJIbl C YaCTOTOM, XapaKTep-
HOM 1J1s1 TaHHOTO ABWXKEeHUS. TakKum oOpa3oMm,
JUTSL yIIpaBJIeHUS MeAJIEHHBIMMU (ITO CPAaBHEHUIO C
MWUIMCEKYHIHBIMA MNOTEHLUMAJIaMU JeHCTBUS
HEUpPOHOB) NBWXEHUSIMU B IIPOLIECCE €CTe-
CTBEHHOI'0 OTOOpa BO3HUKJIM MEIJIEHHbIE HEli-
pPOHBI, paboTallle B TeX K€ BPEMEHHBIX WH-
TepBajiax, YTO U KOHTPOJUPYEMble UMU ABUKE-
Husi. YTo KacaeTcs B3aMMOIEWCTBUSI MEXIY
HellpoHaMu B Tipejeiax HEPBHBIX LIEHTPOB WU
ceTeil, ynpaBJsiolUMU PUTMUYECKUMUA TBUKE-

Ne2 2021



196 APIIABCKUMN

HUSIMU, €T0 OCHOBHAasl (PyHKIIMSI COCTOUT HE B
reHepanuy puT™Ma, a B (popMUpOBaHUM MOTOP-
HOTO BbIxona. biaromapst MexkHeifpoHHOMY B3a-
UMOJENCTBUIO OCYIIECTBIISIETCSI OTHOBPEMEH-
HOe BO30yX/IeH1E CUHePTUIHBIX HEIPOHOB, pe-
LIUTIPOKHOE BO30YyXIeHUE HEWPOHOB-
AHTarOHUCTOB, IIOCJIeA0OBaTEIbHOE BOBJICUCHUE
B aKTUBHOCTb HEMPOHOB, pabOTAIOIINX B pa3HbIe
daswl aBkeHusa U T.00. (Apmasckuii u ap. 2015;
Arshavsky, 2003).

He cnenyer nm, ucxonss M3 3TOrO OIIbITA,
MPEAIOJ0XKUTh, YTO CKOPOCTb KOTHUTHBHBIX
¢dyHKI1IMIT 00yCJIOB/IEHA TEM, YTO OHM OCYIIIECTB-
JISIIOTCS HE Ha YPOBHE HEMPOHHBIX CETEM, a B pe-
3yJbTaTe OBICTPBIX BHYTPUHEUPOHAIBbHBIX MPO-
1IECCOB, MEXaHU3M KOTOPBIX B HACTOSIIIIEE BpeMsl
HeuszBecTeH. YUTo KacaeTcsl MeXHEUPOHHOTO
B3aMMOJICMCTBUSI, OHO OOecreurBaeT Koonepa-
TUBHYIO paboTy HEIAPOHOB, BBITTOJIHSIIOIIMX 3JIE-
MEHTapHbIe, ClelUaIu3MpPOBaHHbIe KOTHUTUB-
Hble pyHKuuK. MHaye roBopst, mpeamnosaraercs,
YTO U151 OCYILIIECTBJIEHUS OBICTPBIX (DYHKIIMIA HE-
obxoauMbl “ObICTpble” HEHPOHBI U UYTO MeXa-
HU3M BBICOKOI CKOPOCTU pabOThl HEMPOHOB
clielyeT UCKaThb Ha BHYTPUKJIETOYHOM YPOBHE,
MMOCKOJBbKY, KaK XOpPOIIIO U3BECTHO, Ha 3KCTpa-
KJIETOYHOM YpOBHE HEWpOHBbI paboTaloT Me-
JIEHHO. B 3Toli CcBsI3U 51 XOUy OMNSITh BEPHYTHCS K
OMNKWCAHHBIM BbIllI€ KOHLENTYaJbHbIM KJIETKaM.
ITo Moemy yOexXKIeHNI0, BCe 3HAUSHUE OTKPBITUS
KOHILIENTYyaJbHbIX HEAPOHOB — HOCUTEJIE Iia-
MSTU 00 OTAENbHBIX JIOASIX — HE ObLIO JAOCTa-
TOYHO OLIEHEHO B IuTeparype. Kak yxke ropopu-
JIOCh, MOCKOJbKY 3TU HEUPOHBI ObLIM 3aperu-
CTpYMpPOBaHbl Yy OOJIbHBIX, CTpaJalolIMX OT
YacThIX SMUIECOTUYECKUX MPUITAAKOB, OEPYIINX
HayaJo B MEIUAJbHOM BHUCOYHOM MOOJIE, MbI
JIOJKHBI 3aKJIIOYUTh, UTO 3Ta MaMsITh (popMuUpy-
eTCsl U XpPaHUTCS HEe Ha YPOBHE MEXHEUPOHHBIX
CBsi3eif, a Ha BHYTPUKJIETOYHOM ypoBHE. OHaKO
KOHILIENTYyaJlbHbIE KJIETKU SIBJISIIOTCS HE MPOCTO
memory engram neurons. I1aMsTh KJIe€TKUA O TaH-
HOM YeJIOBEKE HEe 3aBUCHUT OT BbIpaxK€HMs €ro
JIMLA, OIeXAbl U APYTUX AeTajeit, oHa BKIIOYaeT
HE TOJIbKO BHEIIHUM OOJIMK JaHHOIO YeJIoBEeKa,
HO u ero ums. CienoBaTebHO, Ha BHYTPUKIIE-
TOYHOM YPOBHE€ OCYIIECTBJISIETCSI HE TOJbKO
dopMurpoBaHUE MaMATH, HO U TaKasi KOTHUTHUB-
Hast GyHKIOMs, Kak GopMHUpoBaHUE O0OOOIIEH-
Horo (a0CcTpakTHOTO) 0Opa3a JaHHOM JIMIHOCTH.

OTKpBITHE KOHLENTYaAJIbHBIX HEUPOHOB OBLIO
OIHOW U3 MPUYMH, TToueMy MateMaTuku J1.10. u
IO.1A. MaHuHBI NIPUIIIA K 3aKJIIOYEHUIO, 4YTO
MO3T TIpaBUJIbHEE CPAaBHUBATh HE C KOMITbIOTE-
poM, a ¢ uaTepHeToM (the World Wide Web), rne
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pPOJIb KOMITBIOTEPOB UTPAIOT CHEeLMAJIM3UPOBAH-
Hble HEMPOHBI MJIM HEOOJIbIIIME TPYITITLI HEMPO-
HOB THUIIa KOHILENTYyaJbHBIX KJeToK (Manin,
Manin, 2017). bauskyro mmero, 4To MO3T IIpa-
BUJIbHEE CPaBHMBATh C UHTEPHETOM, BbICKa3aJlu
no3nHee Oouonorm J.J. Langille m C.R. Gallistel
(2020). MoxxHO Ha3BaTh psiA TEOPETUISCKUX pa-
00T, aBTOpPHI KOTOPBIX MBITAIOTCSI OOOCHOBATH
TUIOTE3y, YTO MEXaHU3M KOTHUTUBHBIX (DYHK-
L1, BKJII0Yas MEXaHM3M CO3HaHUsI, 0a3upyeTcst
Ha KBaHTOBBIX Mpoleccax, IPOUCXOMSIIINX
BHYTPM KJIeTOK Mosra (JImbepmaH m ap. 1987;
Bruza, Busemeyer, 2012; Gunji 2016; Hameroff
et al., 2002; Hameroff, Penrose, 2014; Igamberd-
iev, Shklovskiy-Kordi, 2017; Korf, 2015; Liber-
man et al., 1989). UubiMu clioBaMu, 3TU aBTOPHI
MpeAnoaaraioT, 4YTo HEHpPOHBI, BOBJICYCHHbIC B
OCYILIECTBJIEHME KOTHUTUBHbBIX (DYHKIIMI, MOX-
HO YNOJOOWUTHh OBICTPOACHCTBYIOIIMM KBaHTO-
BbIM KOMITbIOTEPAM.

M3 Bcero ckazaHHOTO B 3TOM pasjielie Cliemy-
€T, 4YTO MNOHMMAaHNWEe WUCTUHHBIX MEXaHU3MOB
HaMsITU MOXET paJuKaJlbHO U3MEHUTH BCIO (pU-
3UOJIOTUIO BBICIIEH HEPBHOM JEITEIbHOCTHU.
B HacTosieit crathe s MbITAJICS TTOKa3aTh, YTO
JMalbHEHIIi Tporpecc B 3Toii 00J1acTu TpedyeT
ITOJIHOTO OTKa3a OT CYIIEeCTBYIOIIEN alTpUOpPHOI
aKCHMOMAaTUKU 1 0OpallieHUsI B CTOPOHY BHYTpU-
KJIETOYHOM (PU3UOJIOTUM TaMSITU.
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MEMORY: AXIOMS AND FACTS

Y. I. Arshavsky*
University of California, San Diego, USA
#e-mail: yarshavs@ucsd.edu

Neurophysiology is generally viewed as an experimental scientific discipline relying on solid empir-
ical facts. Yet, our assessments of complex, poorly understood mechanisms of higher (cognitive)
brain functions (such as memory, language production and comprehension, the formation of ab-
stract concepts, etc.) are still based mostly on a priori axiomatic hypotheses. These commonly ac-
cepted axioms to a great extent determine the directions of experimental studies in this area and in-
terpretations of experimental results. Furthermore, researchers often ignore or “forget” factual in-
formation obtained in their studies when it contradicts these commonly accepted axioms. In this
paper, I will illustrate this trend using as an example of investigations addressing mechanisms of
memory formation and storage. These aspects of brain functioning have been particularly intensely
studied because, unlike many other cognitive functions, memory exists in both humans and ani-
mals. Whereas memory has been studied in multiple animal types, I will focus on discussing the
studies of declarative (explicit) memory in mammals and humans.

Keywords: memory, hypothesis of synaptic plasticity, long-term potentiation, memory reconsolida-
tion, synaptic stability, epilepsy, concept neurons
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IIpencrasiaeHa Moaeilb HEHPOHHOIO MEXaHM3Ma MHCTPYMEHTaIM3aluuu (CIOHTAHHOTO BOCIIPO-
W3BEACHUS ) IBUKEHMI, BEI3bIBAEMBbIX ITOIKPEIUIIEMOM CTUMYJISILIEIA IBUTATEIbHOM KOpEI. YH-
CTpYMEHTAJIM3allsl OCHOBAaHA Ha YCWIEHUM BO3OYIUTEIBHBIX CBSI3eM MUPaMUIHBIX HEAPOHOB
KOpbIL: 1) ¢ modhaMUHOBBIMM HEIpOHaAMU, 2) MEXIy COO0O0I B YCIIOBUSX “I0(DaMUHOBOM MOIYJISI-
uun”. [IpaBuIbHOE U3BMEHEHUE CBI3eM MEX Iy ITMPaMUIHBIMUA HEApOHAMU KPUTUYECKU 3aBUCUT
OT OCJIabJIEeHUSI MOIYJISILIUM Cpasy TOCJIe TOCTIKEHMS 1IeJIEBOTO COCTOSIHUSI HEMPOHHOI aKTHB-

HOCTH.

Knroueeoie croea: yeIIOBHBIN pediieKe, MOTUBALINS, TTIOAKpEIIeHe, Kopa, nodamuH, HMJA-pe-
LIETITOPbI, IBYHAIIPABICHHASI CHHAIITUYECKAasl IUIAaCTUYHOCTD
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CTuMymsIMsl ABUTATEIbHOW KOPBI BbI3bIBAET
KOOPAMHUPOBAHHbIE NBUXXEHUS TI0 HaIlpaBiie-
HUIO K KOHEYHOMY IIOJOXEHUIO, 3aJaHHOMY
TOYKOI CTUMYJISILIM, HE3aBUCUMO OT MCXOTHO-
ro noJjioxxenus (Graziano et al., 2002). Ecau Ta-
KWe NBUXEHUS TTIOAKPETUISITh MU, )KUBOTHOE
HauYMHaeT TOBTOPSITh MX CaMOCTOSITEIbHO 0e3
BHelnHel nmoackasku (Konopcku, 1970).

OnbIT NapKUHCOHMU3MA yKa3bIBaeT Ha HEOO-
XOIMMOCTb aKTUBaLMU J0(PaMUHOBOI CHUCTEMBbI
IUISI THULIWALIUY 1 BhITTOTHEHU s ABMxKeHuit. Ha-
IpyUMep, aKTUBalLus J0(PaMUHOBBLIX HEMPOHOB
YCIOBHBIM CUTHAJIOM B pe3yabTaTe BhIpaOOTKU
[1aBnoBCcKOro ycioBHOro pediexca BBI3BIBAET
peaxkuuio NpPUOIMKEHNS K MICTOYHUKY YCJIOBHO-
ro curHama (“Pavlovian approach”) (IlaBios,
1923 (1973); Zellner, Ranaldi, 2010; Flagel et al.,
2011; Fanselow,Wassum, 2016; Saunders et al.,
2018). B pabore mmoka3zaHoO, YTO TaKoOii Xe mMexa-
HU3M accolalliyi MEXIy NpOorpaMMUPYIOLIN-
MU OBMXEHMHE K (pUMHAIbHOM I103€ HElpoHaMU
JBUTaTeIbHOM KOPbl U 1O0PaMUHOBLIMU HEMPO-
HaMM o0ecIieurBaeT MHCTPYMEHTaIU3aluIo (ca-
MOCTOSITEJIbHOE BOCHPOU3BEACHUE) KOPKOBBIX
JBUKEHUA.

OnbIT MapKMHCOHM3MA TaKXKe ITOKa3bIBaeT,
YTO CJIOXKHBIE aBTOMATU3UMPOBAHHBIC HAaBBIKU,
MPUBBIYKY (HaripuMep, JKOHITIMPOBAaHNE MSIYOM
npodecCuoOHaATbHBIM (PyTOOIMCTOM) MOTYT BBI-
MOJIHATHCS OOJILHBIMM, OONBIIYIO YaCTh BpeMe-
HU HaXOASIIIIUMMCS B HEMMOABUKHOCTH U3-32 T10-
BpeXXIeHUST 10(PaMUHOBBIX HEMPOHOB CpEIHEro
moara (JIuc, 2020). Beipabomka npuesiuxu TpeOy-
eT IOOJTMX TPEHUPOBOK, Koraa Ao(haMHHOBBIE
HEWpPOHBI HE pearupyroT BO30OYXKICHMEM Ha
oxcudaemyro Harpany (Waelti et al., 2001; Glim-
cher, 2011; Schultz et al., 2017; Watabe-Uchida
et al., 2017).

B pa6ote npemioxeHa monesb GU3MOJOrnde-
CKOTO MeXaHu3Ma TOAKpeIUIsioneil QyHKInu
CHIKeHUSI 1O0(PaMMHOBOI aKTUBHOCTU (pedyk-
yuu 10MaMMHOBOrO dpaiiéa), OCHOBaHHAs Ha
cBolicTBax 10haMUHOBOM MOIYJISILIMA U JByHa-
MpaBJeHHOI CUHANTUYECKOM MIaCTUYHOCTH.

METOIMKA

IlepBblit BapyaHT MOJEIM COCTOUT U3 512 “Tniu-
pamunHbix” HelipoHoB (ITH), ciyyaitHo cBsI3aH-
HBIX IPYT C APYTOM € BeposaTHOCThIO ~(0.4 HOp-
MaJIbHO pacHpeieJeHHBIMU M0 BEJIMYUHE BO30Y-
IUTEJIbHbIMU (W) MU TOPMO3HBIMU (g) CBI3IMU, U

202



MOJEJIb HEMPOHHOI'O MEXAHU3MA MHCTPYMEHTAJIM3ALIMU IBVXKEHU

(a) C

203

(0)

T,/\
I
i
N
1
f

A
<« < | <
] < = = 14
m  (B)
1r [
J k D
{ ~Wik .
=g -1 0 V[;
) r (r)
| RG O 1 J

Puc. 1. (a) — cxema mMonenu, nupaMUIHble HEHPOHBI — CBeTJIble, 10daMUHOBLIN (D) — TemMHbIil. G — rpynna
HEpOHOB, 3amyckaoimux peakuuoo Rg, Sg — akruBupytommii ux ctumyin, C — ycaoBHBI curHail. (0) — 3aBUCH-
MOCTh CUHANITUYECKON MTACTUYHOCTH (p — KOI(PDULIMEHT B ypaBHEHUSIX 9, 14—16) OT aKTUBHOCTH IMOCTCUHAII-
THUYECKOro HeiipoHa (v)). (B) — 3aBUCUMOCTh KO3 PUIIMEHTAa MOLYJISIIUM (/71) CHHAIITUIECKOTO BO30OYXKICHUS OT
aKTUBHOCTU JO0DaMUHOBOTO HelipoHa (vD, ypaBHeHHE 6). (I') — 3aBUCUMOCTD BETMYMHBI AKTUBHOCTU, UCXOISAILEH
0 aKCOHY (¥) OT moTeHLiMasa HeiipoHa (v, ypaBHeHUs! 7, 13) Ipu MOpPOTOBBIX 3HAYEHUSIX MoTeHIMana (*),
v > 0.01 (uepHast) uv > 0.5 (cepas).

Fig. 1. (a) — model scheme, pyramidal neurons light, dopamine (D) dark. Gg — a group of neurons that trigger a
reaction Rq, Sg — stimulus activating them, C — conditional signal. (6) — dependence of synaptic plasticity (p — co-
efficient in equations 9, 14—16) on the activity of postsynaptic neuron (v). (B) — dependence of the modulation co-
efficient (m) of presynaptic excitation on the activity of the dopamine neuron (vD, equation 6). (r) — dependence of
the magnitude of activity emanating along the axon on the potential of the neuron (v, equation 7, 13) at threshold
values of potential (*), v > 0.01 (black) and v > 0.5 (gray).

“nopamunHoBoro” HelipoHa (JIH), akTMBHOCTb
KOTOpPOTo Moy iupyeT 3(h(HEeKTUBHOCTb BO3OYIM-
TenbHbIX cBsI3eit Mexxny ITH (puc. 1 (a)). Bennum-
Ha BO30YIUTENBHBIX CBSI3El (CpeaHee U cTaHaapT-
Hoe oTtkioHeHue) ~0.004 = 0.0004, TopMO3HBIX
~0.2 = 0.02. IIH pa3zneneHbl Ha HellepeceKalo-
1IKecs TpynIibl Mo 64 HeilipoHa B KaXIoii, ¢ 00-
Jiee CUJIbHBIMU BHYTPUTPYMNIOBBIMU BO30YIAM-
TeJIbHBIMU CBA3sIMU (X25w). ITogpazymeBaeTcs,
YTO BO30OYXXIeHUE Kaxaoil rpymibl (Gg) BHelI-
HUM CTUMYJIOM (Sg) BbI3bIBaeT nABrxxeHue (Rg) K
onpeaeJeHHOMY KOHEYHOMY ToJioxeHuto. [TH
CBSI3aHBI TOPMO3HBIMU cuHaricamu (~0.0025 £
+ 0.00025) ¢ AH ¢ BepositHOCTRIO ~0.3. Jlomoi-
HUTEJbHO onHa uinu aBe rpynnsl [TH cBsa3aHbl
¢ JIH Takxke BO30OyOIMTEIILHBIMMA CHHAIICAMU
(~0.075 £ 0.0075) ¢ BeposTtHOCThIO ~0.48 (Kak
ecJiu Obl 9TU CUHAIIChl TOTEHLIUUPOBAIUCH IPU
MOOKpeTUIeHNN IBMKeHuii). Bce cBsI3m Mexmy
HEpOHAMU YCTAHOBJIEHBI 3apaHee U HE MEHs-
JIUCh B TIpoliecce paboThl MOAEH.

B Havasie Kaxmoit mpoObl cOCTOSTHHE HEeHpOo-
HOB WHULMHUPOBAJIOCH HOPMaJbHO-pacIipese-

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 71

JIEHHBbIM ciyvyaiiHbiM InymoM. Kaxpas mpo0Ga
COCTOSIJIa U3 ! MUHTEPBAJIOB (IIaroB), AMHAMUKA
aKTUBHOCTU B KOTOPBIX pacCUUThIBAIACh (DYHK-
e perieHus1 OUddepeHInaIbHBIX ypaBHE-
Huii MATLAB ode45. TloBegeHue HEMpPOHOB
OMMUCHIBAETCS cUCTeMOl nuddepeHInaTbHbIX
ypaBHEHU (B BEKTOPHO-MaTPUUHBIX 000O3Haue-
HUSX):

dv/dt = —-0.0lv + (1 — v)(mwe) —

— (L+v)(g) + (1 - V)S, + (1 — v)c — 10h &
de/dt =—-0.0le + (1 —e)r 2)
di/dt =-0.1i+(1-i)r (3)
dh/dt = —0.05h + 0.001v (4)
dD/dt =—0.01D + (1= D)w, (v +|v|) —
(5)
— (1+ D)gp (v +]v]) - 0.00075
m =1.000.5+ (1/m)tg”' (100(D - 0.0))) (6)
_ 1
r —£1+exp(5_10v)j><(v > 0.01) (7)
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YcinoBHbIE 0003HAYEHUS: v — YPOBEHb aKTUB-
HOCTH (MeMOpaHHBIN ITOTEHIIMA) HEMPOHA; W,
g — BeJIMUMHA BO30YXIAIOIIUMX W TOPMO3HbBIX
ceazeit mexny I1TH; w,, g, — Be1nunHa BO30yK-
JaIoLIX U TOPpMO3HBIX cBs13eii Mexxny ITH u JIH;
I — aKTMBHOCTb Ha BbIXOJIe HelipoHa IocJie npe-
obpazoBaHus (puc. 1 (r)), BCOOTBETCTBUU C 000-
3HaYeHUSIMU, TIpuHATbIMU B MATLAB, B ypaB-
HEHMU 7 BbIpaXXeHUE B CKOOKax, 3aKII0Yaronnx
HepaBeHCTBO (v > 0.01), mpuHUMAaeT 3HadYeHue 1
MpU BBITIOJIHEHMU HepaBeHCTBa, 3HadyeHue 0 B
MHOM cJlyJae; e, i — “cuHanTudeckoe” BO30yXK-
JIeHME 1 TOPMOXEHHUE 101 BIUSHUEM I, OoJjiee
MEIJIEHHOE CHUXKeHUE BO30YKIEeHMSI IO CpaBHE-
HUIO C TOPMOXEHHEM OTpaXkaeT IJIMTEIbHOCTh
NMDA-komnionenta BIICII; S; — akTuBaiusi,
anpecoBaHHas K rpynne ITH (cooTBercTByeT
CTUMYJISILIMU KOPbI, BBI3bIBAIOIIEH JIBUXKEHUE);
C — YCJIOBHBIN (06cTaHOoBOUHLIN) curHai (YC);
h — mocTakTMBallMOHHOE TOPMOXEHHE, IMOCT-
TOPMO3HOE BO30y:xKIeHue; D — ypoBeHb aKTUB-
Hoctu IH; m — ko3 PUILIMEeHT MOYJISILIMUA BO3-
OyIUTENbHBIX CBSI3€M MEXIy THMpaMUIHBIMU
HelipoHaMU B 3aBUCHMOCTH OT YPOBHSI aKTUBHO-
ctu IH (puc. 1 (B)). Kak BuAHO U3 ypaBHEHUIA,
MmeMOpaHHbiii noreHuuan ITH (v) 6e3 renepa-
M TIOTEHIUAJIOB JAeWCTBUS TpeobpasyeTcs B
CUTHAaJI Ha BbIXoJie (T), OH XK€ — MpecUHanTuye-
cKkuit st apyrux HeipoHoB. IlpecumHanTuue-
ckuM curHajoM ajst JIH sBisieTcss Hemocpen-
CTBEHHO akTuBHOCTH ITH (v > 0).

Bropoii BappaHT MOIe/IN COCTOUT U3 64 10JI-
HOCTbIO CBSI3aHHBIX ApyT ¢ apyroMm ITH, cpenu
KOTOPbBIX IPOU3BOJIbHO BbIIEISIUCH (6e3 uzme-
HeHUus ces3ell) OlHA WJIM HECKOJbKO TPYMIl IO
8 HelipoHOB B Kaxkaoii. [loBegeHne MoaeIn OIu-
chIBaeTcs cucteMoii nuddepeHInaTbHbBIX YpaB-
HEHUIA:

dv/dt =—0.01v + (1-v)(we) — (1+ v)(gi) +
+(1=v)S;+(1-v)c—20h;

dw/dt = 0.005(0.1—w)P* +0.25wP" 9)

®)

de/dt = —me + (1 —e)r (10)
di/dt = —0.25i+ (1 —i)r (11)
dh/dt = —-0.05h + 0.001v (12)
1
= 0.01 13
' (1+exp(5—10v)}<(v> ) ()
Pt exp(20v)  0.5exp(20v +6) (14)
1+exp(20v) 1+exp(20v+6)
P"'=Px(e>0.1& P >0.5) (15)
P =Px(e>0.1&P <-0.3) (16)

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

MAMOPOB

W — nepemenHas BeJIMYMHA BO30YXKIAIOIINX CBSI-
3eii Mexxny ITH. HaganwHast BemunHa cBsI3eit
~0.0002 = 0.00002. CBs131 U3MEHSIIOTCS B COOT-
BETCTBUM C TIPaBUJIOM JBYHAIpaBJICHHOW CH-
HaIITUYECKOM TIIacTUYHOCTU (ypaBHeHHe 14,
puc. 1. (0)), xorma 3HadeHus ¢pyHkouu P ymno-
BJICTBOPSIIOT YCJIOBUSIM, YCTAaHOBJICHHBIM ypaB-
HeHusimu 15, 16 (rmo (Shouval et al., 2010), ¢ u3-
MEHEHUSIMU), B COOTBETCTBUU C 0OOO3HAYECHUSI-
MU, ipuHATEIMA B MATLAB, B ypaBHeHus1x 13,
15, 16 BeIpaxXeHUsI B CKOOKaX, 3aKITIOYaIOIINX
HEepaBeHCTBa, MPUHUMAIOT 3HaUeHUE | TIpU BBI-
nojHeHnn (ob0omx) HepaBeHCTB, 3HaueHHe 0 B
WHOM ciIy4yae, & — 3HaK JOTMYeCKOTO YMHOXe-
HUS, m — XapaKTepU3yeT BIMSHUE TO(paMUHO-
BOII MOIYJISILIAM HAa CHMHATNITMYSCKOE BO30OYXIe-
Hue (e) (Cepeda, Levine, 2006; Chen et al., 2004;
Flores-Herndndez et al., 2002; Stewart, Plenz,
2006; Wang et al., 2015); B oTinyue OT NepBOTO
BapHMaHTa 3/1eCh YPOBEHb MOMYJISILINM HE BHIYKC-
JISITICSI, a YCTaHABJIMBAJICS B KAYECTBE BXOITHOTO
rmapameTpa JUIsI OTAEJbHBIX BPEMEHHBIX MHTEP-
BasioB: m = 0.05 mogpa3ymMeBaeT MpUCYTCTBUE, a
m = 5 — orcyrcTBue Momyassuuu. Bce Topmo3s-
Hble cBI3M mnocTostHHBI (~0.025 =+ 0.0025).
OcranbHbIe 0003HAYECHMSI T€ XKE, YTO U B TICPBOM
BapvaHTE MOJIECIIN.

3HayeHUsT YUCITOBBIX KO3 (PUIICHTOB B ypaB-
HeHUsx 1—16 Te, TPy KOTOPBIX OBLIU MOJTy4eHbI
MpeNCcTaBJICHHBIC HA PUCYHKAX pe3yJIbTaThl. Bbi-
YucJIeHus TTpon3Boqymch B cucteMe MATLAB,
M-KOIbI TIPOTpaMM MOXHO TTOJIyYUTh Y aBTOpA.

PE3VJIbLTATbBI UCCIEJOBAHUN

B niepBoii yactu paboThl U3y4aoCh BIMSIHUE
BO30YIMTENbHBIX CBSI3€id OT OAHOM WJIM ABYX
rpynn ITH x JIH Ha tMHaMUKY aKTMUBHOCTU HEi-
poHHoii Moaenu. Ilpumepsl Ha puc. 2 (a, 0) mo-
Ka3bIBaIOT, UTO Ta I'PYMIia JJOKAJbHO CBSI3aHHbBIX
ITH, xotopas aktuBupyet JIH, rocie 6ojiee uiu
MEHEe JJIMTEJbHOM ClIydailHOM 3a0epKKU CITIOH -
TaHHO TEPEXOAUT B BO3OYXIEHHOE COCTOSIHUE
BMecte ¢ JIH (ctpenka 1), a aKTUBHOCTb OCTajlb-
Hbix [TH nomasisieTcst. PucyHok 2 (k) ToKasbl-
BaeT pacnpelnejleHue JIATEHTHbIX TepUOI0B
CITIOHTAHHBIX BcHbllleK Bo30yxaeHus ITH u Be-
POSITHOCTb BCIIBIIIEK B 3aBUCUMOCTU OT CUJIbI
cBa3eit ¢ JIH. Pa30dpoc jaTeHTHBIX MEpUOI0B
ocTaeTcs 00JbIIUM Jaxe MPY ONTUMaJIbHOM CU-
JIe CBSI3€ii, TapaHTUPYIOLIE BBICOKYIO BEpOST-
HocTbh peakiuu. Ecnu ¢ JIH cBsizanbl 2 rpymnnsl
ITH, To naxke BaBoe OoJiblliasi Cuia CBSI3U OT OfI-
HOM TpYIIIbI HE IeaeT ee aKTUBaLUIo 0oJiee Be-
POSITHOM TIO0 CpaBHEHMIO C APYTOit, ciabee CBsI-
Ne 2
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Puc. 2. (a, 6) — cnoHTaHHOe Bo30yxneHnue rpynn [IH (oTMedeHEI cepoii JIeHToll BHU3Y), akTuBHpyomux JIH
(ctpenka 1), t — BpeMsi, 1, v — HOMEP 1 YPOBEHb aKTUBHOCTU HEIAPOHOB. (B—€) — BO30ykaeHue rpyIil (4, B) npu
JIONOHUTENBHOM akTuBauuu (at, ™). PasHOCTL MEXIy CPEeIHUM YPOBHEM AKTUBHOCTH TPYIIbl U OCTATBHBIX
(2 1 oTTeHKM ceporo Ha JieHTax). HakomieHue pasHuusl (3). ()K) — 3aBUCUMOCTS (B uHTepBase ¢ < 1025) naTeHT-
HOro Iepuonaa (TOYKHu, f) U BEpOSITHOCTU BO30ykneHus1 (inHus, p) rpynnsl [1H ot cBsizu ¢ JIH (wD). (3) — Bepo-
ATHOCTD (p, CTOJIOMKM) M JIATEHTHBIH TIeprof, (7, TOYKH ) BO3OYKICHUS B 3aBUCUMOCTHU OT IOTIOJTHUTEIbHOI aKTUBALIU
(a™, b™).

Fig. 2. (a, 6) — spontaneous excitation of groups of PNs (marked with a gray ribbon) that activate the DN (arrow 1),
t —time, n, v — number and activity level of neurons. (B—e) — the excitation of groups (A4, B) during their weak ad-
ditional activation (a*, ™). The difference between the average level of activity of the group and the rest (2 and
shades of gray on the tapes). Difference accumulation (3). (;x) — dependence (in the interval # < 1025) of the latent
period (points, 7) and the probability of excitation (line, p) of a group of PNs on the strength of link with the DN.
(3) — dependence of the probability (bars) and latent period (¢, points) of excitation on weak additional activity (a*, b¥).

3aHHoi ¢ JIH. JInst n3dupaTenbHOTO BO30YyXKIe-
HUS OTHOM 13 IBYX OMMHAKOBO cBsI3aHHBIX ¢ JIH
rpynn ITH (4, B Ha puc. 2 (B—e)) ZOCTaTOYHO
cl1a0oii [ONOJHMTEIbHOI aKTUBAaLlMd 3TOM
rpynnsl (cTtpenka 2; a*, b* Ha puc. 2 (3)), 3amer-
HOM TOJILKO MO KPUBBLIM HAKOIUIEHUSI Pa3HOCTU
MEXIy CPEOIHUM YPOBHEM aKTUBHOCTH HEUpPO-
HOB T'PYIIILI M OCTaJIbHBIX (CTpenka 3).

Bo BTOpOI1 YacTn pabOTHI U3YyYaTIUCh U3MEHEe-
Hus 3pdexTnBHOCTU cBa3eii Mexxay [TH B 3aBu-
CUMOCTH OT YCJIOBUI MOIYISILUU, KOTOpas

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU
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3[eCh MoAepKuBajia BO30yXIeH1e (e) B CBA3SIX
mexny ITH B coorBeTcTBUY ¢ ypaBHeHUeM 10.

Bce nipoObl Ha puc. 3 (a—rI) HaYMHAIUCh Of1-
HOBPEMEHHO C BKJIIOUEHUEM MOAYJSLUU (m =
= 0.05). B unrepBaje ¢ 25—34 nobaBnsiach CTU-
mynssuus rpynnsl ITH (n 25—32), koTopast BbI-
KJIroyasaach 1mociie 34-ro mara omHOBPEMEHHO C
BbIKJTIOYeHreM Moayssinuu (m = 5). [locie He-
CKOJIBKMX COYETAaHU YypOBEHb BO3OYXIEHUS B
BbiAeseHHo rpynne ITH mocreneHHo moBkIia-
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Puc. 3. (a—r) — cnionTanHoe Bo30yxaeHue rpynmnel [TH (7 25—32), ctumynsauus (Sg) B uHTEpBae ¢ 25—34, moay-
s (f 1-34), 1, 5, 7, 10-s npoObl. (1—3) — peakiuuu rpyrisl (n 17—24). (n) — 30-s npob6a YC (c, n 41) Ha (hoHe
Monysauuu. (e—3) — YC u mopynsauus (¢ 1-30), S (£ 21-30), 5, 7, 30-51 npoOsl. (1) — 3a1ep>KKa BBIKIIOUEHUS
monysiuyy 1 YC Ha 5 mraros, 30-s1 mpo6a. (K) — 3agepxka Ha 15 1aros, 30-s po6a, rpymnmna B (n 49—64). (1) —
nuHamMuka cBsizeit mexxay ITH (D BHyTpurpynmoBble CBsI3W) B IipuMepax (a—r, e—3), Te e CBsI3U 6e3 U3MEeHEeHUIA
(yKa3aHbl CTpeJiKoii) B mpumepe (1). (M) — IMHaAMUKa CBSI3eil mpu 3anepXxKe B 15 maros B ipuMepe (K).

Fig. 3. (a—T) — spontaneous excitation of a group of PNs (n 25—32), stimulaton (S¢) in the interval f 25—34, mod-
ulation (r 1-34), 1, 5, 7, 10th trials. (1—3) — reactions of a group (n 17—24). (x) — 30th trial of CS (¢, n 41) on the
background of modulation. (e—3) — CS and modulation (r 1-30), Sg (£ 21-30), 5, 7, 30th trials. (1) — 5 steps delay
off modulation and CS, 30th trial. (k) — 15 steps delay, 30th trial, group B (n 49—64). (;1) — link strength dynamics
between PNs (D intra-group links) in examples (a—r, e—3), no changes of the same link’s weights (marked by the

arrow) for example (u1). (M) — link strength dynamics for example (k) (15 steps delay).

ercs (puc. 3 (6—r) 3a cUeT YyCUJIEHUSI BHYTPU-
rpyIioBsIx cBsi3eit Mmexny ITH (AD, puc. 3 (i1)).

[Ipo6rl Ha pucyHke 3 (I1—K) HAYMHAIUCh C
ogHoBpeMeHHoro BkIouyeHus YC (¢) u MomyJisi-
uun (m = 0.05, kak oyaro YC yxe mpuobpen
CITOCOOHOCTH BbI3bIBaTh akTUBaLMio JIH). MHO-
rokparHoe npeabspiacHre YC B yCIOBUSIX MOIY-
JISIUMU HE BBI3bIBAJIO 3aMETHBLIX M3MEHEHUI B
HelipoHHoit cetu (puc. 3 (1)). B mpo6ax Ha pu-
CyHKax 3 (e—3) no0aBJIsIeTCs CTUMYJISILIUS TPYII-
el [TH (A, n 17—24, t 21—-30), KkoTopasi BBIKJIIO-
Yajach OOHOBPEMEHHO ¢ BhIKIIIOYeHueM YC u
mopyasiuuu. Ilocie HECKONbKMX COYeTaHUt
ypoBeHb Bo30y:kaeHus ITH B BbIaeneHHOI IpyII-
ne A B orBeT Ha YC NOCTENEHHO ITOBBIIIACTCS 3a
CUET YCUJICHUSI BHYTPUTPYIIIIOBBIX CBSI3EM MEXK-
ny ITH u ycunenust BIUsIHUSI HAa HUX HEHpPOHa,
aktuBupyemoro YC (puc. 3 (1) AD, ¢ — A).
Puc. 4 (a) nmoka3biBaeT, KaK 3TO NPOUCXOIUT.

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

ITpu ctumynsguuu ITH rpynnsl A BenuunHa 1pe-
CMHANTUYECKOTO BO30yXaeHMs (Ae, ce) 1 TTOCT-
CUHAITUYeCKUil TmoTeHuan (Av) momagaioT B
00/1aCTh KpPMBOI CHHAINTUYECKON IJIaCTUYHO-
CTH, KOTOpasi COOTBETCTBYET YCUJICHUIO CBSI3eit
(cneBa Ha puc. 4 (a)). Ilon BIUsIHUEM YCUICHUS
CBSI3€i OT A-HEMPOHOB K c-HEHPOHY MOXET yBe-
JIMYuBaThesd U oTBeT HA YC (OTMEUYEHO CTPEIKOM
Ha puc. 3 (e—3)), HO TOJbKO ITpU CJ1a0OM ypOBHE
topMoxxeHust mexay ITH. Ilpu ycunenuun top-
MOXEHUSI OTBET HE YBEJIUUUBACTCS.

Ho yxe nipu HeOonb1I01 3aepKKe BEIKITIOYE-
Hust Moaysiuyu U YC — Ha 5 11aroB IIOC/E BbI-
kimoueHus: crumyssiumu I[TH — oOydyeHune He
npoucxogut (puc. 3 (m), (1), puc. 4 (6), (m)).
OKOHYaHUE MPEeCUHANTUYECKOTO BO30YKIECHUS
(Ae, ce) monamaeT Ha (pa3y CIeIOBOro IMTOCTAKTH -
BallMOHHOTO TOPMOXEHUs1 A-HelpoHOB (Av,
puc. 4 (0)), U B COOTBETCTBUU C KPUBOM Ilja-
Ne 2
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P

Puc. 4. AKTUBHOCTB (a — B) U UBMEHEHUS CBsI3¢eil B IIepBoii (r—e) 1 BTOpoii (1) mpobax. (a, r) — Ipu HYJIEBOii 3a-
IepXKe, Kak B IpuMepax Ha puc. 3 (e—3), () — CTWJIb JMHUM KaK Ha puc. 3 (1), (6, o) — IpH 3amepXKe B 5 IIIaros,
Kak Ha puc. 3 (1), (1) — CTWIb JUHUM KakK Ha puc. 3 (1), (B, €) — IIpu 3agepkKe B 15 maros, kak Ha puc. 3 (K),
(€) — cTuJIb IMHUI Kak Ha puc. 3 (M), KpuBbIe B pa3HOM MaciuTade. [ToscHeHusI B TEKCTe.

Fig. 4. Activity (a — B) and link’s weight changes in first (r—e) and second (x) trials. (a, r) — at zero delay, as in ex-
amples on the figure 3 (e—3), (r) — the line style as on the figure 3 (1), (0, 1) — at 5 step delay as on the figure 3 (1),
(o) — the line style as on the figure 3 (1), (B, €) — at 15 step delay as in examples on the figure 3 (k), (¢) — the line
style as on the figure 3 (M), different scale curves. Explanations in the text.

CTUYHOCTU TIPOUCXOAUT CHUXKEHHE BECOB CBSI-
3eit (puc. 4 (n)).

Ecnmu B cetm mipucyTcTByeT BTOpasi rpymiia
ITH ¢ cuabHBIMU BHYTPUTPYIIIIOBBIMM CBSI3SIMU
(B Ha puc. 3 (K)), TO IIp1 YBEJIMUYEHNHN 3a0CPXKKHN
BBIKJTIOUEeHUST Moayasiui 1 YC Bo30y:KIaroTcst
ITH sToii rpynnsl. PucyHok 4 (B) moka3bIBaer,
YTO B Hadajie B-HEHPOHBI aKTUBUPYIOTCS ITOI
BIIMSTHEM TIOCTTOpMO3HOI otnauu (Bv, mepBas
1 BTOpasi TIpo0bl), B pe3yjbTaTe Yero yCuanBa-
IOTCS BHYTPUTIPYIIIIOBBIE CBSI3M (TaK Xe Kak
Mmexny A-HelipoHamu Ha puc. 4 (a)). CoBnane-
HUE€ MOCTTOPMO3HOTO BO30YyXIeHus B-Heiipo-
HOB CO CJI€IOBBIM IIPECUHANITUYECKUM BO30YX-
IeHWEM, BEI3BAHHBIM aKTUBHOCTBIO A- 1 c-Heii-
poHOB (Ae, ce), BbI3bIBACT YCUJIEHUE CBI3€id OT
A- u c- K B-Heiiponam (puc. 3 (M), puc. 4 (B, e)).

Puc. 5 moka3bsIBaeT, UTO CUTHAJIbI, COBIIaAal0-
1I1Me C BO30YXIEHHWEM OIpeAceHHON TpyMITbl
ITH (a — A, b — B), ipuo0peTaroT ClIOCOOHOCTh
BBI3bIBATh BO30Y:KIEHME CBOEI I'PYyMIbl HEMPO-
HOB (puc. 5 (a, 6)) 3a cueT U30UpPaTETHLHOIO YCU-
JIEeHUs cBsI3eid ¢ HUMHU (puc. 5 (B)). OmHaKo cur-
HaJ (c), coBIagalolIrii ¢ BO30YXIeHUEM 00eux
rpynn (1o OTAEJIbHOCTH), HE TIPUOoOpeTaeT CBsI-
3eii HU ¢ OOHOI 13 HUX. MexaHu3M 3Toro 3@-
¢dekTa rmokasaH Ha puc. 5 (T, 1), a IMHAMK1Ka CBSI-
3eit — Ha puc. 5 (e). Hanpumep, ycusieHue cBs-
3eil Mexny curHaiaoM c (n41) v rpynnoit A npu
BO30YyXIeHUU A-HEelipOHOB (puc. 5 (T)) cTUpaeT-
csl pU BO30YXKIEHWW HEWPOHOB IpyNinbl B, BbI-
3bIBAIOIEM PELIMIIPOKHOE TOPMOXEHUE A-Heli-
poHoB (puc. 5 (1)), 1 HA000pOT. DPPEKT MOXKET

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU
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3aBUCETD OT IOPSIAKA U YUCJIA KAXKIOro U3 cove-
TaHUI.

PucyHok 6 moka3bIBaeT MexaHU3M (pOpMUPO-
BaHUSI CUCTeMbl Tepecekatomuxcs: rpymm [TH,
aKTUBUPYEMbIX KaxJ1asi CBOUM CIIeLIU(PUIECKUM
VC. Kaxmnmasg rpyrmia, cocrosiias u3 8 HeMpo-
HOB, UMeeT 10 3 OOIIMX BJIeMeHTa C ABYMSI ApYy-
r'MMU (COCEIHUMM I10 HOMEpaM HEMpPOHOB), U
2 HelipoHa, TIpUHAIJIEKAIINX TOJIBKO el (“sm-
po” rpymbl, puc. 6 (0)). Bo BpeMst oOydeHuns
rpynibl [TH akTuBUpoBanuch B cy4aiiHOM I10-
psaKe omMHaKoBoe yucio pas. [lepen nepexiio-
YyeHMEeM CUTHAJIOB COCTOSIHUE HEHPOHHOM ceTu
BO3BpaIIaJIOCh K UCXOAHOMY (DOHOBOMY YPOB-
HIO, B T€CTOBBIX MpoOax CUHAITWYeCKas Ilia-
CTUYHOCTb OJokupoBajach. KaptuHa m3dupa-
TEJIbHOM aKTUBALMU KaKIOM TPYNIIbI MO/ BJIUS-
HHUEM CBOEro YCJIOBHOIO CHUIHaja IIocie
oOydeHwus IIpeacTaBiieHa Ha puc. 6 (a). M3meHe-
Hus cBs3eit Mexkay [TH rmokaszanbl Ha puc. 6 (B, T).
VYcnosuebiii curHan (C) yctaHaBIMBaeT CBSI3U CO
Bcemu ITH cBoeii rpymmel — kKax ¢ ssapom (C,4),
TaK U C KpaiHUMMU 3JIEMEHTAMM, KOTOPHLIE BXO-
JISIT Takeke B coctaB Apyrux rpym (C,5), HO He ¢
npyrumu rpymramMu (C,6). BHyTpeHHUE MeX-
HelpOHHbIE CBsA3U ycunuBaroTes Mmexay [TH sia-
pa (/) u Mmexny KpaeBbIMU 5ieMeHTamMu (/). Ycu-
ymBaroTtcs ¢Bs13u oT I1TH siopa xk mepudepun (2),
HO CBSI3U B MPOTUBONOJIOXXKHOM HaIlpaBJICHUU,
oT nepudepuu K sapy (3), oCTaloTCsl Ha HU3KOM
YPOBHE (MeXaHM3M 3TOro TOT K€, 4YTO M MeXa-
HU3M ocJIableHUs CBsI3eii 00l1ero aneMeHTa (¢)
HEUPOHHBIX TPy Ha puc. 4).
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Puc. 5. (a, 6) — Bo30yxneHue HeMpOHHBIX IpyMIl.A, B oA BAUSHUEM acCOIMMPOBAHHBIX C HUIMU CUTHAJIOB (@ + ¢) — A,
(b+c)— B. (B, ) — nuHaMuKa cBsizeii: a— A, b— B (B) uc — A, c — B (e). (r, 1) — BepxHUii psii — aKTUBHOCTb,
HIDKHUI — YyCUJIEHUE CBA3el ¢ — A B I1epBoii (a + ¢) — A (T) u ocinabieHue Bo BTopoii (b + ¢) — B (1) rmpobax.

ITossicHeHUS B TEKCTE.

Fig. 5. (a, 6) — Excitation of neural groups 4, B under the influence of signals associated with them (a + ¢) — A,
(b +¢) = B. (B, e) — Link strength dynamics: a — A, b— B (B) and c = A, ¢ — B (e). (1, 1) — Top row — activity,
bottom row — strengthening and weakening of bonds ¢ — A in first (a + ¢) — A (1), and second (b + ¢) — B (n) trials.

More explanations in the text.

OBCYXIEHMWE PE3YJIIBTATOB

IIpencrasineHa HelipoHHasd MOAEIb MEXaHU3-
Ma BbIpA0OTKU MHCTpyMeHTalbHOTO YP, MOTHU-
BUpOBaHHAasl (DU3UOJIOTUYECKUM MMOHUMaAHUEM.
SAnpoMm mpoiiecca BhIpaOOTKM YCJIOBHOI peak-
AW MOpUOIUXKEHUS K 6HeuwlHeMy WUCTOYHUKY
yciaoBHoro curHana (“Pavlovian approach”) sB-
ssietrcst [laBnoBckuit nodaMuHOBBINA YP (BnosgHe
aHaJIOTUYHbIN YCIIOBHOMY CIIIOHHOMY pedIekcy),
nenaromyii ucrouHuk YC “nodaMUHOBBIM Mar-
HutoM” (Berridge, 2007), nmodyauTeabHOU Tpu-
yuHoi (“incentive”) nBuxkeHus (IlaBnos, 1923
(1973); Bolles, 1972; Xexkxay3eH, 2003; Berridge,
2007; Zellner, Ranaldi, 2010; Flagel et al., 2011;
Ilango et al., 2014; Fanselow, Wassum, 2016;
Maiiopos, 2018; Saunders et al., 2018). JIBuke-
HUS BO GHYMpeHHell KOOPIWHATHOU CUCTEME
CXeMBbl Tejla MPOrpaMMUPYIOTCSI TI0 KOHEYHOMY
nonoxeHnuto (“end-point”) (Penpaman, 1979;
Giszteret al., 1993; Graziano et al., 2002). B pa6o-
T€ MOKa3aHo, YTO TAKOM >Ke MEXaHU3M accoliua-
LMY MEXIy HelpoHaMU, MPOrpaMMUPYIOIIMMU
JIBWKEHUE K (prUHaIbHOI Mo3e, U 1ohaMUHOBBI-
MU HelpoHaMM oOecreuyrBaeT MHCTPYMEHTAIM -

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

3all4I0 JBWXXEHWI, BBI3BAHHBIX CTUMYJSLMENA
JIBUTATEJIbHOM KOpHI. 3dech (PUHAJIbHAS I103a
JIBVZKEHUSI CTAHOBUTCS “n10(MaMMHOBBIM MarHu-
TOM”, TOOYOWUTEJILHOW IIPUYMHON IBWXKEHMUSI.
I1pssmble TpoeK1IMK K 10PaMUHOBBIM HelipOHaM
CpelHero Mo3ra yCTaHOBJICHbI U3 MeAuaabHO
npedponTanbpHoit (Sesack, Carr, 2002; Ballard et
al., 2011; Lodge, 2011; Moreines et al., 2017) u
nBuratenapHoil kKopbl (Watabe-Uchida et al.,
2012).

CrioHTaHHble BcnbIIKY akTuBHocTU ITH, ec-
JIN 'y HUX C(DOPMUPOBAHBI BO3OYIUTEIbHbBIE CBSI -
3u ¢ JIH, reHepupyroTcs ¢ 00AbIIUM pa3dpocoM
JIJAaTEHTHBIX TIEPUOAOB OTHOCHUTEJBHO Hayajia
npoObl, Korga ciaydyaliHbIiA IIyM aKTUBHOCTU B
rpynne ITH u Bei3biBaeMoe uM Bo30yxaeHue J1H
BMECTE€ NOCTUTHYT KPUTHUYECKOTO YPOBHS, J0-
CTAaTOYHOTO JIJIS 3aITyCKa pereHepaTuBHOTIO MPOo-
necca. Hpyrue rpynnel ITH, eciu y HuxX He
cchopmMupoBaHbl Bo30yauTesibHbIe CBsI3u ¢ JIH,
HE MOTYT T€eHEpUPOBaTh BCIBIIIKY aKTUBHOCTH.
Takue peaknuu ciadbo u3dMpaTeabHbl B OTHO-
meHur cuibl cBsa3u ITH ¢ JIH — aBe rpynmbl
ITH, cuibHO paznuyaroinivecs Mo CUjie CBI3U C
Ne 2
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Puc. 6. Beipabotka YP B nepecekatonuxcs rpynmax [TH. (a) — HeiipoHsl ¢ 1 110 53 (cBepXy BHU3) CTPYHITMPOBAHBI
B 10 rpynm o 8, HelipoHbl 55—64 nepenaioT YC. (6) — cxeMa CBg3€ii B IpyIiiax a u b, oTMeYeHHBIX Ha puc. 6 (a).
(B, ') — nMHaAMUKa CBs3eli B xoae ooydeHus. [losicHeHUs B TeKCTe.

Fig. 6. Elaboration of CR in intersected groups of PNs. (a) — neurons from 1 to 53 are combined in 10 groups of 8,
neurons 55—64 broadcast CS. (6). The schema of inter neuronal links in @, b groups, marked on the figure 6 (a).
(B, T) — the link’s weight dynamics in the course of training. More explanations in the text.

JIH, He pa3au4aioTcsi 110 BEPOSITHOCTU CIIOHTaH-
HOro Bo30y:KaeHus. s u30upaTeibHOro BO3-
OyxneHusi onmHoit u3 rpynn ITH, omuHakoBo
cBs3aHHBIX ¢ JIH, noctatouHo HeOObIION 3a-
TPaBKMU CO CTOPOHBI CITeIM(UUECKOTO IJIsT 3TOM
rpynbl BHELIHETO (0OCTAaHOBOYHOIO) CUTHAJIA.

Casa3u mexucdy I1H B Monenu u3MeHSIIOTCS B
COOTBETCTBUM C INPaBUJIOM JBYHAaIIpaBJICHHOI
CHUHANTUYECKOM MJIaCTUYHOCTHU B YCIIOBUSIX “II0-
¢haMUHOBOI” MOIYISILUU, HEOOXOAUMOI ISt
WHAYKIMU TUIACTUYHOCTHU, TaK K€ KaK JJIsl MHU-
LHUaluU YU BBITIOJIHEeHUS ABVxkeHus1 (Maiiopos,
1977; Tsai et al., 2009; Pawlak et al., 2010; Hong,
Hikosaka, 2011; Lisman et al., 2011; Yagishita et
al., 2014; He et al., 2015; Kim et al., 2015;
Frémaux, Gerstner, 2016; Bittner et al., 2017).
HodaMuH peryaupyeT CUHAITUYECKYIO ILIa-
CTUYHOCTL IIyTeM  MOAYJSUMU  (PyHKLIUU
NMDA-peuenTopoB, B YaCTHOCTH, aKTUBaLlMsI
DIR ycunuBaer ToK uyepe3 NMDA-kaHan
(Flores-Hernandez et al., 2002; G. Chen, P. Green-
gard, Yan, 2004; Cepeda, Levine, 2006; Stewart,
Plenz, 2006; Wang et al., 2015). B cooTBeTcTBUM
C IIpaBWIaMU BBLIPAOOTKM MHCTPYMEHTAJbHBIX
YCJIOBHBIX pedIeKCOB, 00ydeHue Moaeau (mpa-
BUJIbHOE U3MeHeHue cBsa3eil Mexny ITH) kputu-
YeCKH 3aBHUCUT OT OCjJabJIeHUsI MOAYIsILUU (pe-
oykuuu “1oaMMHOBOTIO JIpaiiBa”) BCKOpeE I10C]Ie
JIOCTIYDKEHMSI LISJIEBOIO COCTOSIHUSI — HEKOTOPOTO
KPUTUYECKOTO YPOBHSI aKTUBHOCTU B lIEJEBOI1
rpynne ITH. JlodpamMuHOBbBIE HEWPOHBI pearupy-

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 71

I0T peaykumeit “mopaMuHOBOTO IpaiiBa” B OTBET
Ha oxcudaemyro Harpaay, KakoBOU OHa SIBJISIETCS
BO BpeMs BeipaboTku npuBbidyky (Hamid et al.,
2016; Mohebi et al., 2019; Roitman et al., 2004).
B pabote nokazaH (pr310JOTUYECKU MEXaHU3M
“TIomKperIgionero” IefcTBUS peayKINN Ipaii-
Ba, NpeaoXpaHaolIuid OT ocaabieHusT HalileH-
HBIX IPAaBUIbHBIX U OT YCUJICHUS JOXHBIX CBSI-
3eii. He Oynb penykuuu nopaMUHOBOIO ApaiiBa,
noJjiroe coxpaHeHue akTuBHocTU (NMDA-pe-
LIETITOPOB) B KOJIJIaTepaIbHBIX CBS3SIX MOCJIE M0~
HUXXKEHUSI MEOpaHHOTIO MOTeHlIMala HeMpOHOB-
MUILIEHEN MPUBOAMIIO ObI K OeNpecCUr CHUHAII-
TU4Yeckou mepegaun (Kak Ha puc. 4 (0)). Xorsa
CyLLIECTBOBaHME TAaKOTO MeXaHM3Ma B TOM WJIMU
MHOM (popMe BBINISIAUT BOOJHE IPaBaonogo00-
HeiM (Pawlak et al., 2010; Lisman et al., 2011;
Yagishita et al., 2014; He et al., 2015; Frémaux,
Gerstner, 2016; Lisman, 2017), npsiMble 10Ka3a-
TeJIbCTBA OTCYTCTBYIOT. B yacTHOCTH, KaK 3ame-
™ana H.JO. Usnmuesa (Muctutyr BH/1 u HO
PAH), He sicHO, coracyeTcst v peajibHasI JMHA-
muKa cHibkeHuss NMDA- 1 nodpammnHoOBOIT ak-
TUBALIMU C TNPUHATBIMU 30eCh AOIMYIICHUSIMMU.
Bo3MmoxHOCTh “penykumm apaitBa” B TOM WIN
VHOM BUJ€ BBIIOJHITh (PYHKIIMIO MOAKpEILIe-
HUSI TakKe IToKa3aHa B pabotax (Shahaf, Mar-
om, 2001; Sinapayen et al., 2017).
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[Ipencrasinena HelipoHHAasA MOACIb MEXaHU3-
Ma BbIpaOOTKM UHCTpYMEHTaJlbHOro YP, MoTu-
BHUPOBAHHASI MCTOPUYECKU CIAOXUBIIMMCS (PU-
3rogorndyeckuM mnoHumanuem (Ilasmos, 1923
(1973); Konopcku, 1970; Bolles, 1972; Rescorla,
1988; XekxayseH, 2003; Yin, Knowlton, 2006;
De Wit, Dickinson, 2009). BeipaboTka MHCTPY-
MEHTaJIbHOTO YCJIOBHOIO pedJieKca HaunHaeTCsI
C TOTO, YTO 1IeJib ABVXKEHUST (BHEIIHSISI — phlyar
WJIA MECTO B JJAOMPUHTE, UJIM BHYTPEHHSISI — IO~
3a) Ha ocHoBe IlaBIOBCKOro accounMaTUBHOTO
MeXaHU3Ma CTaHOBUTCS MPUBJCKATEIAbHON WIN
OTTAJIKMBAaIONIEi, MpruoOpeTacT MoOyaAuTEIIhHOE
3HaueHue (“incentive salience attribution” (Ber-
ridge, 2007)), nBMKy1Iei CUJION KOTOPOTO SIBJISI-
eTcd “modaMUHOBBIN npaiiB”. OTHeabHBIN Me-
xaHu3M g “ckienBanus’  (“glue” (Walker,
1969)) cBsa3eii Ha ocHOBe 1O0(MaMHHOBOIO ITOM-
KperJIeHUsI Ha 3TOM CTaauu, MOXKET ObIThb, U He
HyxeH (Walker, 1969; Konopcku, 1970; Xekxay-
3eH, 2003; Robinson et al., 2005). “Ecnu pac-
cMaTpUBaTh KIACCUYECKMI YCIIOBHBIIA pedJieKc
MPOCTO KAaK YAaCTHBINA Cliydyaid acCcolldaluu,...TO
MOXHO OPUUTU K BBIBOIY, YTO TEPMHUH “TIOJ-
KperuieHue”  SBsercsd JUIIHUM... TepMuH
“TomkperieHrne” ... ynorpeonsierca B pa3HOM
cmbiciie B cucteMe [laBnoBa u B cucteme Xai-
na...” (Konopcku, 1970, c. 210—211).

I[Ipy  BBIMOJHEHMU  UHCTPYMEHTAJIbHOTO
YCJIOBHOTO pediekca GyHKIMSIMHU “OTHOIO OK-
Ha” podaMuHa SBISIOTCS “aKTWUBALMS 1IE€H-
TpaJIbHOI JIBUTAaTEILHOW CUCTEMBbI ITOBEIEHUS”
(Konopcku, 1970) (‘oil in the machine’ (Wise,
Koob, 2014)) u monyasiuus MjJacTUYHOCTU CU-
HanTUYECKMX CBsi3eil Ha OCHOBE 10(paMUHOBOI1
monynsuuu  NMDA-penentopos  (Cepeda,
Levine, 2006; Chen et al., 2004; Flores-Hernan-
dezet al., 2002; Stewart, Plenz, 2006; Wanget al.,
2015) nnst popMupoBaHUS OPUBBIYKU (“BHYT-
peHHUl dakrop TnoakperaeHus”’ (AHOXMH,
1970; AmmMapux n np., 2007; Maiiopos, 2018),
“glue” (Walker, 1969)). [1IpaBuiibHOE U3MEHEHUE
CBsi3eil MexXay HEipOHAMM KPUTUYECKY 3aBUCUT
OT pedykyuu 1opaMUHOBOIO JIpaiiBa BCKOPE MO-
cJie JOCTVXKEHUS 1IEJIeBOTO COCTOSIHUSI HEMPOH-
HOI aKTUBHOCTHU.

bnaronapro H.}O. UsnueBy (MHctutyr BH/I
n H® PAH) u pelieH3eHTOB XypHajia 3a TPYI,
BHUMATEIbHOTO MPOYTEHUS PYKOIIUCU U MHOTO-
YMCJIEHHBIE MT0JIe3HbIE 3aMeYaHMsl KakK 110 Cylle-
CTBY, TaK 1 Mo (popMe TpecTaBieHus padOoThI.

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU
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A MODEL OF THE NEURONAL MECHANISM
OF THE INSTRUMENTALIZATION OF MOVEMENTS CAUSED
BY STIMULATION OF THE MOTOR CORTEX

V. 1. Maiorov*

Departement of Higher Nervous Activity Lomonosov Moscow State University, Moscow, Russia
*e-mail: vimaiorov@mail.ru

A model of the neuronal mechanism of instrumentalization (spontaneous reproduction) of move-
ments caused by reinforced stimulation of the motor cortex is presented. Instrumentalization is
based on enhancing the excitatory connections of the cortex pyramidal neurons 1) with dopamine
neurons, 2) with each other under conditions of “dopamine drive”. The correct change in the con-
nections between the pyramidal neurons is critically dependent on the reduction of dopamine drive
immediately after reaching the target state of neural activity.

Keywords: conditional reflex, cortex, dopamine, incentive motivation, reinforcement, drive reduc-
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O030p MOCBAIIEH aHAIU3Y JINTEPATYPhl MO UCCISAOBAHUIO COCTOSTHUI TTATOJIOTUYECKOTO HapY-
LIeHus (YTHETeHHMsI) CO3HAHUS Ha OCHOBE IMMPUMEHEHUS HeiipOBU3yaAIM3allMOHHBIX, 9J1EKTPOhU-
3MOJIOTUYECKUX U APYTMX HEUMHBA3UBHBIX METOIMK OLEHKM aKTUBHOCTU HEPBHOW CHUCTEMBI.
OcBelleHbI TPoOJIeMbl IOCTAHOBKY IMAarHo3a U MPOrHO3UPOBaHUSI BOCCTAHOBJICHUSI TTALIUEHTOB
C XPOHMYECKMMM HapyIIEHUSIMA CO3HaHUs. PaccMaTpuBarmoTCs HeNpOBU3yaIU3al[MOHHEIE,
3J1eKTPO(hU3NOIOTAYECKHE, (DU3NOTOTMYECKUE U APYIe KOPPEIATHI XpOHNYECKHUX HaPYLIEHWIA
CO3HAHUS, TAKUX KAK COCTOSTHUE MUHUMAJTbHOTO CO3HAHUS U CHHIPOM apeakKTUBHOTO O0IPCTBO-
BaHUs. OOCYXIAIOTCS IIYTU pelleHUs ITpo0JIeM TMAarHOCTUKU U IIPOTHO3a TIPU XPOHUYECKUX Ha-
PYIIECHUSIX CO3HAHUSI.

Karouesbie cro6a: XpOHUUECKUE HAPYIIIEHUSI CO3HAHUS, BET€TATUBHOE COCTOSIHUE/CUHIPOM ape-
aKTUBHOTO OOAPCTBOBAHUS, COCTOSTHUE MUHUMAJILHOTO CO3HAHUS, HelipoBusyanusauus, DT,
TMC, UMK, ®EMKCC, BapnabebHOCTh CEPASYHOIO pUTMa, PeadIJIMTALIMOHHBII ITOTEHLIAT

DOI: 10.31857/S0044467721020076

BBEJEHUWE

B nocnenHue roabl B MENULIMHCKOM TTPaKTH -
K€ CTaJii JOCTYIMHBIMU PAa3IMYHbIC, B TOM YHUCTIe
BBICOKOTEXHOJIOTUYHBIC, METOJbl Helipopeadu-
qutauuu. [Ipu 3TOM mepcoHMGULIMPOBAHHBIN
TOIXOM SIBJISIETCSI HanboJjiee NepCIeKTUBHBIM B
HelipopeaObuIuTaly NMAlMeHTOB C HApyIIeHUSI-
MU (HYHKIIMIT MO3Ta, B TOM YHUCJIE C XPOHUYECKU-
mu HapymeHussmu co3Hanusa (XHC). Takoii
TOIXO/ BKJIIOYAET, B MIEPBYIO OUepeb, TOUHOCTD
MOCTAaHOBKHU MArHo3a, a Tak’ke OCHOBaAaHHOE Ha
MHOTOJIETHEM KJIMHUYECKOM OIThITE OIMpeaeie-
HUE peabuINTAllMOHHOIO MPOrHO3a Y KOHKPET-
HOTO TaIlMeHTa.

OnHako MCOOJb3yeMble B KIMHUKE IIKaIbl
OLIEHKM COCTOSIHMSI MalMEeHTOB C YTrHETeHUEM
CO3HaHUs, OOYCJIOBJIEHHOTO KakK LiepeOpaibHbI-
MU NOBPEXAECHUSIMU (YepEeITHO-MO3roBast TpaB-
ma (UMT), ocTpbie HapyIIEHUS] MO3TOBOTO KPO-
BOOOpallleHusI, BHyTprUYepeIiHble HOBOOOpa30-
BaHMs U T.1.), TAK U BHEMO3TOBbIMU ITPUUYMHAMU
(PK30T€HHBbIE MHTOKCUKALIMM, METa0O0INYeCKHeE,
MH@EKIMOHHBIE 3a00JIeBaHU 1 JIP.), OCHOBaH-
Hble Ha JaHHBIX BU3yaJIbHOIO HAOJIONEHUS 3a
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MMOBEICHUEM, U BBISIBJICHUE, TI0 BO3MOXHOCTH,
XapakTepa U CTeIIeHM HEeBPOJIOTMYECKMX Hapy-
meHuit (mkama koMbl I'masro, FOUR (the Full
Outline of Unresponsiveness score), IepecMoT-
peHHasl Bepcusl IIKaJIbl BOCCTAHOBJICHUS TIOCIIE
KoMBI (coma recovery scale — revised, CRS-R),
mKaja ucxomoB Inasro u T.1.), HE MO3BOJISTIOT
BCE K€ CclIeaTh MCcUepIIbIBAIOIIee TMarHOCTUYEC-
CKO€ 1 MPOTHOCTUYECKOe 3akioyeHne. Ha cero-
THSIITHWIA 1eHb TMTPU3HACTCS, YTO Y TTAllMeHTOB C
IJIUTEIbHBIMU HapylIeHUSIMU CO3HAHUS 3aya-
CTYIO MUMEET MECTO TuIrepauarHocTuka (Andrews
et al., 1996; Childs et al., 1993; Schnakers et al.,
2009; van Erp et al., 2015), yTo nopoxaaet mpo-
OJeMbI, B TOM 4HCJIe, DTUYECKOTO Xapakrepa,
KOTJa TTallMeHT MOXEeT HEeAOIIoJly9aTh peaduiim-
TallMOHHOE JICYCHWE B TEYCHWE IIMTEIBHOTO
BPEMEHU TI0 TIPUYMHE OIIMOOYHOTIO IMPHUCBOE-
HUSI €70 COCTOSTHUIO HU3KOTO peadMIMTALIMOH-
HOTO MOTEHIIMAIA.

ﬂI/IaI‘HOCTl/I‘{eCKaH N IIPOTrHOCTHNYECKAA TOY-
HocTbh B kiuHKUKe XHC (BererTaTMBHOE COCTOSI-
HUE JIUTEJILHOCTBIO OoJiee 3 Mec B cliyyae He-
TpaBMaTHUYC€CKOTI'O reHE3a HAapylICHNA CO3HaHUA
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n 0osee 12 Mec — B ciiydyae TpaBMaTUIECKOIO, a
TaKXe COCTOSIHUE MUHUMAIBHOTO CO3HAHMS
(CMCO) “nmroc” m “muHyc” (O6osiee TTOAPOOHO
cM. Hmke) (AnekcanapoBa u ap., 2015)) moxeTr
OBITH IMOBBILIIEHA HAa OCHOBE MH(pOpMaIInu, I10-
JIy4EHHOI ¢ MCIIOJb30BaAaHUEM MHCTPYMEHTAJb-
HBIX METONMK, BKIIIOYAIOIIMX HEMPOBU3yaIn3a-
LIMOHHBIE, 3JEKTPOPU3NOIOTUUECKUE U APYyrue
JIaHHBIC.

Hcnonb3oBaHre 0OOBEKTUBHBLIX/UHCTPYMEH-
TaJAbHBIX IUATHOCTUYECKUX METOOOB B PYTUH-
HOM IIpakTUKE HEUPOpEaHUMATOJOIMU HMEET
0O0JIBbIIOI MOTeHLMANT IJISI PELICHUST YKa3aHHO
KJIMHUYEeCcKOi mmpoobjemnl (Stevens, Sutter, 2013;
Gosseries et al., 2014). Ilpu sToM, ncxonsd u3
OPEACTaBACHUN O CTPYKTYpHO-(YHKIMOHAb-
HOM CyOCTpaTe CO3HAHMS KaK BbICILIEH IICUXUYE-
CKOH (pyHKLIMM, HeHipOBU3yaIn3allMOHHbIEC JaH-
HBIe, BKIodasd auddysHo-TeH3opHyio MPT n
dyHKuMoHaIbHYyI0 MPT BBICOKOTO paspelne-
HUA, U IPYTUE€ METOIBI UCCIEAOBAHUSA MO3TIO-
BOM aKTMBHOCTU pacCcMaTpUBAaIOTCSl B Ka4eCTBE
HauOoJiee MEepPCIEKTUBHBIX B ILJIAaHE CO3JaHUS
OoJiee MOIIHBIX, YeM HMMeEIOIIUecs, JUarHOCTU-
YeCKMX M IIPOTHOCTUYECKMX aJITOPUTMOB IS
rpynmsl manmeHToB ¢ XHC. Tlpm stom, Heco-
MHEHHO, CTOUT OTMETUTb, YTO CYLIECTBYET LICIbIA
psif OOBEKTUBHBIX U CYyOBbEKTUBHBIX OrpaHUYCHUI
OpU OPOBENCHUN HEMPOBU3yaIM3alMOHHBIX MC-
cledOBaHMIA y JAHHOI KaTeropuy MHallMeHTOB, a
TaKXKe HEIOCTAaTOUHAsI CTEIIeHb TOCTYITHOCTU 9TUX
TEXHOJOTUIA B PyTMHHOM IIPaKTUKE COOTBETCTBY-
IOLMX MEIULMHCKUX YIYPEXKACHUIA.

IHenpio o030pa sABISIETCS CUCTeMaTHU3allus
MMCEIOIMXCA JaHHBIX O COBPEMCHHBIX METOOdax
IMOBbLIIICHUA TOYHOCTU JUAarHOCTUKU U ITPOTrHO-
3a y naumMeHTOB B BEICTAaTMBHOM COCTOAHUU
(BC) u CMC.

1. TIPOBJIEMA TUATHOCTHUKH U TTPOT'HO3A
XPOHUYECKUX HAPYIIEHNN CO3HAHHWA

K uucny popM IIHUTEIBHBIX HAPYLIEHU CO-
3HAHUSI OTHOCSITCSI BereTaTUBHBIN cTaTyc (CUH-
JIPOM apeakKTUBHOTO OOIPCTBOBAHUSI/anlajuinye-
CKUI CUHIPOM), COCTOSTHUE MUHUMAaJIbHOTO CO-
3HaHUA “TUTIOC” U “MUHYC”, a TaKXKe BbIXOH U3
COCTOSIHUSI MUHMMaJIbHOTO co3HaHus. [1pu co-
xpaHeHuu BC 6osee 3 Mec (U151 HeTpaBMaTuye-
CKOTO reHesa) u 6osee 12 mec (1151 TpaBMaTuye-
CKOro) auarHocrupyercs: “nepmaHeHTHoe” BC.
o aToro cpoka, HauMHas ¢ IEPBOTO Mecslia OT
Havana 3abosneBanusi, XHC kinaccudpuumpyercs
Kak “nepcuctupytouiee”’. CMC “MuHyc” nua-
THOCTUPYETCS, €CM IMalueHT BbhixoauT u3 BC,
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IIPY 3TOM OTMEYAIOTCsl CTOMKasi hUKcaIusl v clie-
JKeHMEe B30pa, MOTYT IIPUCYTCTBOBATh 3MOIIMO-
HaJbHBIC peakKlMM, HO TIPU3HAKM MOHUMAaHMS
peun (BBITTOTHEHNE MHCTPYKLINI) OTCYTCTBYIOT.
CMC “murroc”, MTOMUMO BBILIENIEPEUYMCICHHOTO,
XapakTepu3yeTcs IIOSIBJICHUEM  BBITTOJIHEHUS
MMPOCTBIX BepOaTbHBIX MWHCTPYKLIMI, HO OTCYyT-
ctBreM npoaykuuu peun. Beixom nz CMC co-
IMPOBOXIIACTCS MOSIBJICHUEM COOCTBEHHOM peun,
OTBETOB KeCTaMU WJIM MCIIOJb30BAHUEM TMpe-
METOB 110 MX (PYHKIMOHAJIbHOMY Ha3HAYCHMIO
(3aitoes, 2014; Anekcanaposa u ap., 2015; Ilo-
TanosB u ap., 2020).

B kiuHMYecKoli MpakTUKE OIpeleiecHue
(opMBI XpOHMYECKOTO HapyIIEHUSI CO3HAHMUS
TMpeCTaBIsIeT 3HAYMTEIbHbIE TPYIHOCTU BCIE-
CTBUE, B IIEPBYIO OUYepeab, MUHUMAILHOI U/UTH
HETIOCTOSTHHOM MTOCTYMHOCTU MAllMEHTOB KOH-
TakTy. [1o nTaHHBIM 3apyOeXXHbBIX UCCIEAOBAHUM,
TMIIEpAMAarHOCTUKA TIPU TTOCTAaHOBKE AMarHo3a
“CHHIPOM apeakTUBHOIo OOApPCTBOBaHUS’/Be-
reTaTUBHOE cocTostHue nocturaet ~40% ciyda-
€B, TIpUYEeM dTa HUdpa ocTaeTcss MPaKTUUECKU
HEM3MEHHOI Ha NpOTsikKeHUU nocaenHux 30 jieT
(Andrews et al., 1996; Childs et al., 1993;
Schnakers et al., 2009; van Erp et al., 2015).
To ecTh MOUYTH y KaxKI0ro BTOPOIo IallMeHTa C
nuarHo3zoM BC, He nposBisIOlIEero noBeaeHYe-
CKMX OTBETOB, NpHU OoJjiee AeTAJIbHOM U KOM-
TJICKCHOM MWCCJIEIOBAHUM MOTYT BBISIBJISITHCS
pa3Hbie (popMbI “cKpbIToro” cos3HaHus (Schiff,
2015; Gosseries et al., 2014; Formisano et al.,
2013; Shea, Bayne, 2010).

Bo3MOXXHBI HECKOJIBKO MPUYMH OLIMOOYHOTO
JNMarHo3a IMpu UCMoJIb30BaHUHU TOJILKO IMTOBEIECH-
YEeCKUX METOAWK, HaIllpuMep, IIKaJIbl MCXOI0B
I'mazro (Jennett, Bond, 1975) niau nepecMoTpeH-
HOIl IIKaJbl BOCCTAHOBJIEHUsI TMOCTe KO-
Mbl/CRS-R (Giacino et al., 2004) (HecMOTps Ha
3¢ HEeKTUBHOCTD MOCJIETHEN B 1LIeJIOM I10 CpaBHe-
HUIO C APYTUMU KJIMHUYeCKUMU Kainamu (Luc-
caetal., 2019)). Bo-niepBbIX, IOOJOOHBIE METOOU -
KU SIBJISIIOTCSI 3aBUCUMBIMUM OT OITbITa Bpaya U
YEeTKOCTU COOJIIOAEeHUSI MPOTOKOJIa 00cIenoBa-
Hus (Giacino et al., 2009; Lgvstad et al., 2010;
Seel et al., 2010). Bo-BTOpHIX, UMEET MECTO COB-
MajeHue AUarHOCTUYECKUX KpUTEepUeB MpHU
nuddepeHIIMaabHON OUAarHOCTUKE XpOHUYE-
cKux HapyuieHul cozHanus (XHC) u npyrux co-
CTOSIHUI (Harpumep, cpeaHee BpeMsl YCTaHOB-
JIeHUsI KOPPEKTHOIro AuMarHo3a Mpu CUHIpPOME
3areptoro yenaoBeka (locked-in syndrome) y na-
LIUEHTOB C paHee MOoCTaBJIeHHbIM AuarHo3oM BC
COCTaBJISIET, TI0 HEKOTOPBIM AaHHBIM, 79 mHel
(Leén-Carridn et al., 2002)), a paznuyeHue pe-
Ne 2
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(b7IeKTOPHBIX M HAINPaBJICHHBIX PeaKILIWi Talu-
€HTa He SIBJISIETCs, KaK MOXHO TOAyMaTh, TPU-
BuanbHOM 3agadeit (Giacino et al., 2009; Smith,
Delargy, 2005). B-TpeThux, peakiuimu ImaiueHTOB
B COCTOSTHUY MMHUMAJILHOTO CO3HAHMSI HEe BCe-
IJa COITIACOBAHBI C pas3apaxXkuTesieM, a MOTYT
OBITh OTCTaBJICHHBIMU BO BPEMEHU, U €CJIM T1a-
IIMEHTY He MpPedOCTaBJICHBI MTOCTATOYHBIE BO3-
MOXHOCTH IIJISI peaju3aliii OTBeTa, BeJIMKa Be-
pOSTHOCTbL 3TM peaknuu ymyctuTb (Coleman
et al., 2009). Ha xi1MHu4YeCcKyIO0 OLIECHKY YPOBHSI
CO3HAHUSI K TOMY K€ BJIMSIIOT KOJIEOJIOLINIAiCS
YPOBEHb OOAPCTBOBAHUS M BHUMAHMS, COCTOSI-
HUE IBUTATCIbHOM M YyBCTBUTEIBHOUN CEpHI,
(byHKIIMY BOCIPUATHUS U TIPOAYKIIMM pedd, Ha-
Jn4re 00JIeBOro CMHAPOMA, a TaKxKe MMMOOU-
ym3anmg manguenTa (Schnakers et al., 2010; Ma-
jerus et al., 2009).

Ocraercsi TakKe OTKPBITBIM BOTIPOC, SIBJISTIOT-
ca s BCu CMC cocTosTHUSIMU, TIPUHLUITAATb-
HO OTJWYHBIMU TI0 MPU3HAKY HAJIMYUS CO3HaA-
HUS TI0 TUMY “Aa/HeT” WA Mbl UMEEM OEJ0 C
rpaayajbHbIM M3MEHEHWEM YPOBHS CO3HAHUS
(Kotchoubey et al., 2014). B 31011 CBSI3U yMECTHO
VIIOMSIHYTh 00 WMEIOIIEMCSI OTE€YeCTBEHHOM
ONbITE KIIMHUYECKOTO OMUCAHUS MTOJTOOHBIX CO-
CTOSTHUIA B TIpOI1IeCCe BOCCTAHOBJIEHUS CO3HAHUS
U TICUXWYECKOU NEeSITEeIbHOCTU MalMEHTOB MO-
ciie Tsexenoid YMT — ¢ YUCITOBBIM paHXXHUpPOBa-
HUEM, a TaKKe 0oJiee TUCKPETHOM U AETaTbHOMI
(110 cpaBHEHUIO C YKa3aHHBIMU BBILIIE IIIKAJTAMK)
XapaKTePUCTUKOU (DYHKIIMOHATBHBIX BO3MOX-
HOCTEM M y4yeToM MaHM@ecTalliu OTIAEIbHBIX
GYHKIMN, TPUCYIIIUX KaXIOM CTaaguyd BOCCTa-
HoBJleHus ([JJloopoxoroBa u ap., 1985; 1996; 3aii-
ueB, 2014). WMcnoabp3oBaHUE 3TOH CUCTEMBI
onleHKU coctosgHusl mpu XHC no3BossieT moiay-
YaTh OTBETHI HA C(POPMYITMPOBAHHBIE BHIIIIE BO-
NpOChl KaK MUHUMYM TIPU aHAIW3€ UHAUBUILY-
AJIbHBIX HAOJTIOIEHUTA.

B 11e;10M XKe ecTh OCHOBAHUS CUNTATh OAJUTb-
Hble OBeAeHYECKME METOINKHU OLIEHKHN TEKYIIIE-
IO YPOBHSI CO3HAHUSI HE OO KOHIA HadeXKHbIMU
6e3 NpOoBeIeHNUS TOITOTHUTEILHBIX JUarHOCTAYE -
ckux tpouenyp. Ilomaraercst, 4To yCUIIEHUE
CTAaHOAPTHBIX HEBPOJOIMYECKUX IIPOTOKOJIOB
MHCTPYMEHTAJILHBIMA METOOUKAMU KCCIIEA0BA-
HUSI aKTMBHOCTM MO3ra MOXET CYIIEeCTBEHHO
MOBBICUTH TOYHOCTb IOCTAHOBKM JMAarHo3ay rfa-
LIAEHTOB C JUIUTEIbHBIMU HapyLIEHUSIMUA CO3HA-
Hus (Laureys, Schiff, 2012; Giacino et al., 2009;
Coleman et al., 2009).

C Touku 3pE€HUA COCTABJICHUA ITPOrHo3a I10-
BEACHYCCKUEC O6CHCHOB3HI/I${, €CJIM OHHM IIPOBO-
JATCA MHOI'OKpaTHO M TIHATCJIAbHO, ABJIAIOTCA
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0a30BOIi cocTaBJsIoONIell (popMUPOBaHUS Bpa-
yeoHoro cyxxkneHust (Wannez et al., 2017). OmHa-
KO, KaK y>Xe 0OTMeUaJIoCh, TOBEAeHYSCKIE OLICH-
K1, Oyay4n CyOBEeKTUBHBIM METOIOM HCCIEIO-
BaHUS, MMEIOT psiA ciaadbix cropoH (Giacino
etal., 2009), moaToMy Ha CErogHsIIHUKM JI€Hb
MPOJOJIKAETCS MOUCK 00Jiee TOUHBbIX U O0BbeK-
TUBHBIX IPOTHOCTUYECKMX MapKepoB npu XHC.

Kak B paHHMX, TaK 1 B OTHOCUTEJILHO HEIaB-
HUX paboTax 3TUOJIOTHSI, BO3PACT, IJTUTEIILHOCTh
XHC omnmcansl Kak HanOoJiee BaXKHbIE (PaKTOPHI
nporHo3a ucxona 3aboseBanus (Jennett, 2005;
Celesia, 2016). B yacTHOCTH, HETpaBMaTUYECKOE
MOBpPEXIEHNE YXYAIIaeT MPOTrHO3 (PYyHKIIUO-
HaJIbHOTO BOCCTAHOBJICHUSI, @ MOJIOJIOI BO3pacT
yJIydIlaer.

Bo MHorux ucciienoBaHUsIX MPOrHO3MpPOBa-
Hue ncxona XHC, ocHoBaHHOE Ha KIIMHUYECKIX
JMaHHbBIX, TOTOJIHSIETCI JaHHbLIMUA WHCTPYMEH-
TaJbHBIX MUCCIEAOBAHUM: 371eKTpO3HIIe(atorpa-
dun (BBI') u BbI3BaHHBIX noTeHuManoB (BIT)
(Kang et al., 2014; Hofmeijer, Chennu et al.,
2017); xomnblotepHoii ToMorpadpumu (KT), no-
3UTPOHHO-3MUCCUOHHOI ToMorpaduu (ITOT),
MPT (Stender et al., 2014; Wu et al., 2015), u
IPYruMU  (PU3MOJIOTMUYECKUMU M OHMOXUMUYE-
ckumu nokasaresimu (Rundgren et al., 2009).

KinHUKO-MHCTpYyMEHTAJIbHBIN TOAXOM T103-
BOJISIET MOBBICUTb TOYHOCTh MPOTHO3a BOCCTa-
HOBJIEHUSI YPOBHSI CO3HAHWs y TIAlIMEHTOB C
XHC, ogHako mmouck MHMPOPMATUBHBIX MapKe-
pOB I MpelcKa3aHWsi MCXOAOB 3a00JeBaHUs
OCTaeTCH TIO-TPEXHEMY aKTyaJlbHOW 3amayeid.
Tak, 1mokaszaHo, YTO WCHOJb30BAHUE JIMIIb OJ-
HOTO MHCTPYMEHTAJIbHOTO METOo/Aa JJIsI COCTaB-
JIEHUSI KITWHW4YecKoro nporHo3a npu XHC sBisi-
etcs HeaddekTuBHBIM (Rossetti et al., 2016; Ber-
nat, 2016). B 3Toii cBI3M MCCaea0BaTEIN BUAST
OOJIbILION TOTEeHLIUAN ST pelleHus] TIPoOIeMbl
npeackazaHus ucxomnoB XHC, kKak oTMedyeHO
BbIIIIE, B O0bEAMHEHUN KIMHUYECKUX TaHHBIX C
JaHHBIMU HEHPOBU3YyaTU3allMOHHBIX, DJIIEKTPO-
duznonoruyeckux u apyrux meronuk (Rossetti
et al., 2016; Stevens, Sutter, 2013; Gosseries et al.,
2014).

Bo3MmoxHo, Haubonee 3(hpHEeKTUBHBIM SIBJISI-
eTcsl OO0benMHEHUE MAaHHBIX HECKOJbKUX WH-
CTPYMEHTAIbHBIX METOIMK B OAHOI Monenu. B
MO0JIb3Y TAKOTO MpeACTaBIeHUSI CBUAETEIbCTBYET
OITBIT BEIYIIMX KJIMHUK, KOTOPBIIA MOKa3bIBaET,
YTO JIJIS1 KOPPEKTHOI TUAarHOCTUKU YPOBHSI CO3HA-
Hus y nanueHToB ¢ XHC Heob6xoauMo ogHOBpE-
MEHHOE MPOBeIeHUE 11eJIOT0 KOMILIEKCa HEMpOo-
(usmosornyeckux u Apyrux oocae10BaHUM.
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2. HEMPOBU3YAJIMNU3ALIMOHHBIE METO/1bI
OLIEHKUW HAJIMYUS CO3HATEJILHOM
HEATEJIIBHOCTU U PEABUJIMTALMOHHOTI'O
INOTEHLHAJIAY ITAIMEHTOB C XHC

2.1. @yuxyuonanvuas MPT

Uccnenposanna c¢ mpmMmeHenuemM GMPT B
paMKax JaHHOI KIMHUYECKOM NpoOIeMbl 10 He-
JaBHETO BpeMEHU ObLIM MPEeUMYILIESCTBEHHO Ha-
paBJIeHbl HA BRIIBICHUE “CKPBITOr0” CO3HAHUS
Yy NalMEHTOB IIyTeéM OLIEHKU CIelu(pUUECKUX
LepeOpalbHBIX MNATTEPHOB aKTUBALlUM B OTBET
Ha KOMaH/bl WJIX OPU ITIAaCCUBHOM BOCIIPUATUU
crumynoB (Demertzi et al., 2014b). B paGorax
(Owen et al., 2006; Bardin et al., 2011; Bardin
et al., 2012) O6bLI0 YyCTAHOBJIEHO, YTO y MallMCH-
TOB ¢ nuarHoctupoBaHHbIM BC MoxkeT HaOm10-
JaTbCsl BbI3BaHHASI aKTUBHOCTb KOPBI OOJIbIINX
MOJyIIapurii TOJIOBHOTO MO3ra (CBsI3aHHAasI C BOC-
OpUsTAEM M MOHMMaHUEM pedu, oO0paboTKOit
3PUTEIbHBIX CTUMYJIOB, pab0TOM BOOOpaKeHMs
U T.J.), HE OTJIMYMMasl OT TAKOBOM Yy 3M0POBBIX
HUCHBITYeMbIX B aHAJIOTUYHBIX YCIOBUSIX.

HecmoTpss Ha oueBuaHBIE OOCTOMHCTBA,
OMPT c 3agaHueM UMeeT CBOU METOH0JIOTUYeE-
CcK1e OCOOEHHOCTU U 3aTpaTHa C TOYKU 3pECHUS
BpPEMEHHOTO U TPYAOBOIO pecypcoB. B ToM uuc-
JIE U T10 OTOM IIPUYKMHE B IOCJIEIHEE BpeMsI UMEET
MECTO cMellleHUe (poKyca HCCIIenoBaTeIbCKOTO
BHMMAHHUSI B CTOPOHY MCHOJb30BaHUsA (PMPT
nokos (perucrtpauusi CIIOHTAHHOII aKTMBHOCTU
MO3ra B OTCYTCTBUE 3aJaHUsl WIM KaKOu-Iubo
ctumynsitu (Kypranckuii, 2018)) (Sinitsyn et al.,
2018; Wu et al., 2015; Demertzi et al., 2015;
Fischer et al., 2016; P. et al., 2015 u ap.)

C nomotpsio @MPT nokost ObUIM MOTYYEHBI
JaHHble O Haubosiee TUMUYHBIX MaTTepHaX
¢GYHKIIMOHANTBHOW HeWpoceTeBOl peopraHu3a-
1 mo3ra npu XHC. Tak, ObUIU BBISIBIEHBI U3-
MEHEHUS B paboTe cemu NO yMOAYaAHUIO/cemu
naccusnoeo pexcuma pabomvr mozea (DMN-de-
fault mode network) (Silva et al., 2015), cemu
ynpasaaowux gpyuxyuii (Wu et al., 2015; Demert-
zi et al., 2014b), cemu caruenmunocmu (C4UTaAETCS
OTBETCTBEHHOM 3a BbIAEIEHWE 3HAYMMOTIO CTU-
MyJia U3 okpyxatoiei cpeanl) (Qin et al., 2015;
Fischer et al., 2016), cencomomoproii cetn (Yao
et al., 2015), cayxoeoii cetu (Yao et al., 2015), 3pu-
meavrou cetn (Demertzi et al., 2014a) u B nox-
KopkKoBbIX ceTsix (He et al., 2015).

C TouKkU 3peHUs pa3AeeHus rpyInbl 310pO-
BbIX W TpyNMbl NAallMEHTOB C HapYILIEHUEM CO-
3HaHUS Haubosee MHGOPMATUBHON OKa3aJIMCh
cemb nO ymoa4anuro U cayxosasa cems. CONIACHO
JNAHHBIM JIUTEPATypPbl, 00J1aCTb MeduanbHOl npe-
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@dpormanvholl KOpbl, SIBIISISICH 4YaCTbIO cemu HO
YMOA4aHU0, OTBEUYaeT 3a IPOLECChl “BHYTpPEH-
Hell OCBENOMJIECHHOCTU” M 3a TaK Ha3bIBaeMoe
“pacpoxkycupoBanHHoe co3zHaHue” (Vanhauden-
huyse et al., 2011). Haanune u cuna pyHKIIMO-
HaJIbHOM KOHHEKTUBHOCTHU MEXIy 3TOM o0Jja-
CTBIO 1 3aJIHEI MMOSICHOM KOPOif MOTYT OBITh ITPO-
THOCTUYECKMMU TIPU3HAKAMM BbIXOJla U3 KOMbI
(Silva et al., 2015). ComtacHo MHeHuio Schiff
(2010), ocHOBaHHOMY Ha HaOJIOJEHNHN TTallMCH-
ToB ¢ YMT, nMeHHO B 3TOiTf 06JTacTH MO3ra Ha-
OJ110ar0TCsl HauOOIbIINE U3MEHEHUST TIPU BOC-
craHoBieHnM co3Hanud (Schiff, 2010).

OTMeyaeTcs MepCIeKTUBHOCTb MPUMEHEHUS
aHaJM3a MEXCETeBOW KOHHEKTUBHOCTH JJISI
YTOYHEHMS JMarHo3a HapylleHWsI CO3HaHUS
(Demertzi et al., 2014b).

BryTpu- 1 MexceTeBast pyHKUUOHANbHAS KOH-
HeKkmueHocmoy, TIO MHEHWIO WCCIIeIoBaTelei,
TaKXe SIBJISIETCS TTePCIIEKTUBHBIM UHINKATOPOM
(byHKIIMOHATBHOTO TTOBPEXISHMS MO3Tra 1 BEpO-
SITHOCTU BOCCTAHOBJICHUS co3HaHus (Silva et al.,
2015; Di Perri et al., 2016). Tak, ¢pyHKIIMOHAIb-
Hasg KOHHEKTUBHOCTb cemu HO YMOAHAHUIO
(Fernandez-Espejo et al., 2012; Cauda et al.,
2009) Ha ypoBHE KOHHEKTOMA CHMXKEHA y Ialir-
eHToB ¢ XHC 10 pa3audHoi cTerieHn B 3aBUCH -
MOCTHU OT KJIIMHUYECKOM TSKECTH 3a00JIeBaHMUSI.

B uccinenosanuu kosnektusa asTopoB HUNU
HeBpoJiorud PAH ObuUlM ModydeHbl TaHHbIE O
crieluIecKux/aHOMaJIbHBIX TaTTepHax (yHK-
LIMOHAJILHON KOHHEKTUBHOCTU, OTIMYAIOLINXCS
y nanueHToB B BC u CMC Ha ¢oHe oO61ero
CHUXKEHUSI MHTErpUPOBAHHOCTU KOHHEKTOMA Y
nmanueHToB ¢ XHC oTHOCUTEIEHO HOPMBI (Sinit-
syn et al., 2018).

Mmeer 3HaueHUWe U 0oO1IEe YMCIIO PETUCTPU-
pyeMbIx cemeil nokos. I1o TaHHBIM JTUTEPATYPHI,
y nauueHToB B Kome, nipu BC u npyrux dopmax
XHC o6111ee 4nciio KOMIIOHEHT (HEMPOHHBIX Ce-
Teil) MeHblIe, YeM Yy 3I0POBbIX MCHBITYEMbIX
(Demertzi et al., 2014b; Sharova et al., 2020).

ITonpoGHee ¢ BOIMPOCOM MOXKHO TaKKe O3Ha-
KOMMUTBCSI B 0030pax OTeYeCTBEHHBIX M 3apy0exk-
HbIXx aBTOopoB (E.A. KonnpareeBa u np., 2016;
IMupanmos u ap., 2018; Song et al., 2018b).

B xadecTtBe maTTepHOB aKTMBHOCTU MO3ra,
Hau0oJiee 3HaYMMBIX JIJIsSI COCTaBJIE€HUsI TPOTHO-
32 BOCCTAHOBJIEHUSI CO3HATEJIBbHON IEATEIBbHO-
CTU y TALIMEHTOB C HaApPYIIEHUSIMU CO3HaHWUA,
BBIACISIOT: (DYHKIIMOHAJIBHYIO KOHHEKTUBHOCTD
MeXay MepenHeid MeauaabHOW MNpedpoHTab-
HOM KOpoi 1 3anHeli MosicHO# Kopolt (BHYTpU-
ceTeBass KOHHEKTUBHOCTb, Cemb N0 YMOAHAHUIO)
Ne 2
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(Songet al., 2018b; Silva et al., 2015), a Takke j1a-
TepaJdbHOM TeMeHHou obOnacteio (Wu et al.,
2015); pyHKIMOHATBHYIO KOHHEKTUBHOCTD MEXITY
nepeaHeil MeouajJlbHOM U JOpCOMENUATbHOM
npedpOoHTaJIbHOM KOpOii (MexXceTeBasi KOHHEK-
TUBHOCTb, CeMb N0 YMOAHAHUIO — CEMb YNPABASIO-
wux ¢yuxyuit) (Song et al., 2018b; Di Perri et al.,
2016); Kpocc-MOJAJIbHYIO (YHKIIMOHAJIBHYIO
KOHHEKTUBHOCTb CJIyXOBOW M 3PUTEJIBbHOM CU-
crem (Demertzi et al., 2015).

B uccnemoBanum Song u coant. (2018) ObL1a
MOCTpOEHA MOJE/b, KOTOpasi ¢ TOYHOCTBIO 10
88% npenckaspiBajia, Yy KOro M3 NalUEHTOB B
JaJbHEMIIIeM BOCCTAaHOBUTCS cCo3HaHME. B aToM ke
1CC/ieN0BaHUU ObLIO YCTAHOBJIEHO, YTO UCIIOJIb30-
BaHME OTHOBPEMEHHO 1 KJIMHUYECKUX, 1 HEPOBU-
3yaJlM3allMOHHBIX JaHHBIX O paboTe MO3ra yBeJIU-
YBaeT TOYHOCTh IMpencka3aHus (Song et al., 2018a).

B npyrom uccinenoBaHuu aHanu3 (GYHKIIAO-
HaJIbHOM KOHHEKTMBHOCTU JIOOHO-TEMEHHBIX
obJyiacteidi W 3aldHEN MOSICHOW KOpPBI METOIOM
OMNOPHBIX BEKTOPOB MMO3BOJINI IPEACKAa3aTh BOC-
CTaHOBJICHUE CO3HAHUS Y NAllUEHTOB B KOME U B
BC B 81.25% cnyyaeB (Wu et al., 2015).

CTOUT OTMETUTD, YTO NPAKTUKYEMBI Ha Ce-
TOMHSIIIHUK AeHb MOAX0d K 00pabdoTKe HEeMpo-
BU3yaJIM3allMOHHBIX JAHHBIX HA YPOBHE IPYIINO-
BBIX CPaBHEHUII WM OPUMEHEHUS pa3IudHbIX
KJIacCU(UKATOPOB SBIISIETCS JIMIIL HpeaBapu-
TeJIbHBIM 3TamoM pa3pabOTKU aJrOpUTMOB
UaeHTU(GUKALIMU COCTOSIHUSI HAa UHOWBUIAYaJlb-
HOM ypoBHe (y KOHKpeTHoro mauueHTa). [1pu
5TOM OOJBIIMHCTBO MPUBEACHHBIX MCCIEAOBA-
HUIi 0a3upPyIOTCS HA aHaINU3€e HeOOIbIIIOIO YKMC-
Jia TTIAaLIMEHTOB, YTO ObIBA€T HENOCTATOYHBIM IJIsI
MOCTPOCHUSI HAJIEXKHBIX CUCTEM IIpPEACKa3aHUsl.
Bwmecrte ¢ Tem naxke 1Ipu OTHOCUTENBHO KPYITHBIX
pa3Mepax BeIOOpKH (Hanpumep, 100—150 cnyya-
€B) BBISBIISIETCSI OTHOCUTEILHO HEOOJbIIOi
MIPOLICHT NALUEHTOB C BepU(PUILIMPOBAHHBIM Y-
pe3 roa oT Havajia 3a0oyieBaHUsI 0J1aroIpUsITHEIM
KUCXOOOM. OTO HaKJIAAbIBaeT AOIIOJHUTEILHEIS
METOHO0JOIMYECKIE OrPaHUYEHMS IIPU CO30aHUM
MIPOrHOCTUYECKUX aJIropuT™MOB. K urciy mogo0-
HBIX OTPaHUYCHUIA MOXHO OTHECTU TaKKe PSif
BO3MOXHBIX OCOOCHHOCTEI COCTOSIHUS TTallieH-
ToB ¢ XHC, KOoTOpBIe 00YCIOBINBAIOT JINOO OT-
ka3 oT @MPT-uccineqgoBanus, MO0 IMpoBeIeHUE
ero Ha (poHe IpeABapUTEILHOIO CEIUPOBAHUS,
YTO CYLIECTBEHHO 3aTPyAHSIET MHTEPIIPETALIAIO
MOJYyYEHHBIX PE3YAbTaTOB.

2.2. lughghyzuonno-ezsewennas MPT

bynyyu enMHCTBEHHO HEMHBAa3UBHOM METO-
JUKOM M3y4deHUsI COCTOSIHMsI OeJIoro BelllecTBa
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TOJIOBHOTO MO3Tra M CTPYKTYypHOii/aHaTOMMNYE-
CKOM KOHHEKTUBHOCTHU in vivo, 1ndPy3moHHO-
B3BelleHHass MPT nosBosuia BbIAEIUTH IO~
KOPKOBBIE aHATOMUYECKHUE KOPPEISATH (PYHK-
HuoHaiabHOTO nedunmurta y namueHTos ¢ XHC.

Ilo manHBIM MeTa-aHanmu3a Zhang et al.
(2017), cocTostHME MO30JIMCTOTO TeJjia JOCTOBEP-
HO OTpaXkaeT YPOBEHb CO3HAHUS Y MAIlUEHTOB C
YMT, uto comtacyercs C IOJIy4EeHHBIMU paHee
manHeiMu H.E. 3axapoBoit m coast. (2010)
(Zhang et al., 2017; 3axapoBa u ap., 2010). Ilo
pe3yibTaTaM 00O0OIIeHUsT psiga MCCISIOBAHUMN
nauueHToB ¢ XHC (Bcnegcreue UYMT), rucro-
MaTOJOTMYECKHE KOPPEISAThI INIyOMHBI Hapyllle-
HUiIT CO3HaHUS post mortem OIpenesIIoTCs He
JIoKanu3auureil nospexaeHus (mudgy3Horo ak-
coHasibHOTO TToBpexaeHus (JJAIT) u moBpexe-
HMS TajlaMmyca), a ero crereHbpio (Graham et al.,
2005), 9TO COOTBETCTBYET TaKxKe JaHHBIM IIPHU-
xn3HeHHbIx MPT-uccnemosanmit (Zakharova
et al., 2014; IToranoB u ap., 2020).

Y nanmeHTOB ¢ aHOKCUYSCKUM MOBPEXICHU -
eM rojiopHoro mo3sra (Van Der Eerden et al.,
2014) u mocnie YMT (Anekcanaposa u ap., 2015;
IToTtamnoB u ap., 2020) oOHapy:KuBaIOTCS IIOBpE-
KIeHUsT OeJloro BelllecTBa B 0O0JIACTU HOXKEK
MO3Ta, MO30OJIMCTOrO TeJjia, TajlaMyca M CTBOJIa
MO3Ta.

YcTaHOBIIEHO TakXe, YTO YPOBEHb CTPYKTYP-
HOUW KOPKOBO-KOPKOBOI M KOPKOBO-TaJlaMU4e-
CKOM CBSI3HOCTU (Ha (pOoHE OOIIETO0 CHUXKEHUS
OTHOCHUTEIbHO HOPMbI) KOPPEJIUPYET C YPOBHEM
co3HaHus npu XHC: BblllIe y MAllUEHTOB, 8b/X0-
Osuyux uz CMC nio cpaBHeHU1o ¢ CMC, u HuKe y
nanueHToB B BC (Fernandez-Espejo et al., 2012).
ITpuueM coxpaHHOCTb KOPKOBO-TaJIaMUYECKUX
CBSI3€i, MO-BUAMMOMY, UMeeT OOJiblliee 3Haue-
Hue. Tak, mo ganHeIM GMPT, UHTaKTHBIC TajIa-
MO-KOPTUKaJIbHbIE (DYHKIIMOHAJILHBIE CBSI3U Yy
MalMeHTOB B COCTOSIHUM apeakTUBHOIO OOAp-
CTBOBaHUSI U MUHUMAaJIbHOTO CO3HAaHMSI aCCOLIM-
HMPOBaHbI C HAJIMYUEM Y HUX BOJIEBOTO KOHTPOJISI
CJIyXOBOr0 BHMMaHUS 110 MexaHu3my top-down
(Monti et al., 2015), a Takke, KaK OIUCAHO B CIIy-
yae Bbixoja mnatueHTa u3 BC, ¢ 6aronpusiTHbIM
IMPOTrHO30M TeueHus 3adosieBaHus (Laureys et al.,
2000). 11 HampoTuB, TakKxKe B paMKax 4aCTHOI'O
cliydyasi ObUIO MoKa3aHo, YTO HapyllleHUe Taja-
MO-KOPTUKaJIbHBIX CBS3€li onpeaessieT Haluuue
BEreTaTUBHOTO COCTOSIHUSI, HECMOTpSI Ha CO-
XpaHHOCTh KOPKOBO-KOPKOBbIX cBs3eii (Boly
et al., 2009).

CrenyeT OTMETUTD Psia paboT, Ie UCIIOb3yeT-
csl MallIMHHOE OoOy4eHMe 11 00pabOTKM TaHHbBIX
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mmddy3moHHo-B3BemeHHoit MPT n aBromaTnue-
CKOTO pa3aeeHUs MallMEHTOB C pa3IMYHbIM YPOB-
HeM co3HaHwMs. Takoi aHaau3 ITOIKOPKOBOTO Oe-
JIOTO BellleCTBa MO3Ta U TaJlaMUYeCKMX obacTeit
MO3BOJIWI € 95%-it TOUHOCTBIO Pa3ae/IUTh IPyI-
ny nauyeHToB Ha BC m CMC (Fernandez-Espe-
joetal., 2011), a Ha OCHOBE JAaHHBIX O COCTOSTHUM
TAJIAMOKOPTUKAIBHBIX MYyTei yIaJloch ITOCTPO-
UTh Moelb, ¢ 81—84%-ii TOYHOCTBHIO OTHOCSI-
mei mamuenToB K rpymire BC, CMC “mmoc”
nmn CMC “munyc” (Zheng et al., 2017).

I[lo panHbIM OUdGHY3MOHHO-B3BELLIEHHOMN
MPT c ncrnoab3oBaHUEM aJITOPUTMOB MAaIIIH-
HOTo O0y4YeHMUsI TaKXKe yIaeTcsl IOCTPOUTD MPo-
THOCTUYECKUE MOJIEIU BOCCTAHOBJICHUS TMalM-
entoB ¢ XHC. Tak, B uccnegosannu Galanaud n
coaBT. (2012) Ha ocHoBaHMU aHanu3a 20 TpaKToOB
oemnoro BemecTBay 105 mammmenTos ¢ XHC ¢ Tou-
HOCTBIO 10 84% ynanoch BbIIEIUTD MALMEHTOB C
OJ1aronpusSITHBIM MCXOAOM TIPU TTOCHEAYIOIIEM
HabmogeHuu B TeuyeHue 1 roga (Galanaud et al.,
2012). B xoae apyroro uccjaenoBaHus ObLIO yCTa-
HOBJIEHO, UTO HEOJIATOTIPUSTHBIM SIBJISIETCS CIIE-
HU(PUYHOE CHUXKEHWE TMoKa3aTeJei CTeneHUu
WHTErpalumu O0e0ro BellecTBa B 3aAHEN JacTu
MO3O0JIMCTOTO Tejla W BHYTPEHHEW KarlCyJibl,
HUXKHEM MPOIOJbHOM ITyYKEe M HOXKE TOJTOBHO-
ro mo3ra (Galanaud et al., 2012). /11 paHHero
nporHo3a (3 Mec) y nanueHToB ¢ XHC Bcien-
crBue Kak YMT, Tak v Apyrux npu4uH rnopa-
JKEHMsI TOJIOBHOTO MO3Tra HamboJiee MH(opMa-
TUBHBIMU OKa3aIWCh NaHHble Ko3(dduireHTa
paguanbHOW nuddy3un (OOUH U3 ToKasaTesiei
nuddy3noHHO-B3BelieHHO M PT) ieBoii Bepx-
HEeM HOXXKU MO3xXeuKa. TOUHOCTb TpeacKa3zaHus
cocraBuia 87.5% (Wu, 2016).

2.3. Paduouzomonnas ouacnocmuxa

Eme B xoHne 1980-x romosB ¢ mpuMeHEeHUEM
MeTonoB 19T u OPIKT 6bUT0 TOKa3aHO CHU-
JKEeHME 0 CpaBHEHMIO C HOPMOI LIepeOpaibHOTO
KpPOBOTOKa 1 oOMeHa B koMe 1 BC, 110 HeKoTO-
pbIM maHHBIM, 10 40—50% (De Volder et al.,
1990; Monti et al., 2010). IIpu sToMm mpoiecc
BOCCTAaHOBJICHUSI CO3HATEILHOI HOeSITeIbHOCTH,
KakK ObLIO YCTAHOBJIEHO, HEO0S3aTeJIbHO COIIPO-
BOXIIA€TCSI POCTOM OOIIIEro MeTaboIM3Ma MO3Ta
(Laureys et al., 1999b). CooTBETCTBEHHO, 3TOT
roKasaTellb He SIBJISIETCSl TIOCTAaTOYHO YyBCTBU-
TeJIbHBIM MAapKePOM ISl OLICHKY HAJTMIMSI CO3HA-
HUS y HAlIMEHTOB WJIX COCTABJICHUS ITPOTHO3a.

ITpumenenue IIOT c moBoKceabHOI OLIEH-
KO TTOJIy4YeHHBIX U300pakeHU i MO3BOJIUIIO BbI-
JEJINTh 00JIaCTU MO3ra, OTPaxKarollue YpOBEHb
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CO3HaHUS C OoJbllueil HaleXHOCTbIO. bbLI1o
YCTAHOBJICHO, UYTO Y MAIlMEHTOB C HAPYIIEHUSIMU
CO3HAHUSI CHIKAETCS METabOJIM3M TJIIOKO3bI B
JIOOHO-TEMEHHO-BUCOYHOM 00JIaCTH TMpenuMy-
IIECTBEHHO CJIeBa U B 30HaX, CBSI3BbIBAIOIINX 3TY
obnacte ¢ sgapamu Tamamyca (Laureys et al.,
1999a). I1pu naccuBHOI CIyXOBOI, a TAKXKe MPU
00JIeBOI CTUMYJISILIM BBIICIISIOT 3HAUMMYIO aK-
TUBALIMIO B 00J1aCTU CPEIHETO MO3Ta, KOHTpasla-
TepaJbHOTO TajlaMyca 1 TIepBUYHOI CEHCOPHOM
KOpBI, OMHAKO pErucTprupyeMasi aKTUBHOCTb Yy
nanueHToB B BC, B oTiimyne oT HOpMBI, He o0pa-
OaTheIBaeTCs Jajee Ha OoJiee BLICOKMX YPOBHSX (B
accouunatuBHoll Kope) (Laureys et al., 2002).

C npumeHeHneM MedeHoii Boasl (HYO) Takxke
MOJy4YeHbl JaHHbIE O BDEMEHHOM CBSI3U IPOoLIeC-
ca BOCCTAHOBJICHMSI CO3HAHUSI C BO30OHOBJIEHN -
eM (pyHKIIMOHAIbHBIX B3aMMOACHCTBUI TajaMy-
ca ¢ accouMaTUBHOM Kopoil y manueHToB B BC
(Laureys et al., 2000).

VY nmaumenToB B CMC ¢ppoHTO-ITapueTagbHbIE
00JIaCTU SIBISIIOTCS META0OIMYECKU COXPaHHbI-
mu 1o gauHbeIM [1OT. Hanmpumep, aMoumoHab-
HO 3HAYMMBbIE CJIyXOBbI€ CTUMYJIbl IO MEXaHU3-
My bottom-up (Hanpumep, UMs I1alIMEHTAa) Bbl-
3piBasIn y nauueHTa B CMC pacnpocTpaHeHHYIO
aKTHUBaLIMIO, MATTEPH KOTOPO COMOCTaBUM C
TaKOBbIM y 3mopoBbix Jwoaeir (Laureys et al.,
2004). ConocTaBUMYIO C TPYNION HOPMBI aK-
TUBHOCTb Mo3ra (B 00J1aCTsIX, CBSI3aHHBIX ¢ 00-
paboTKOIi 0OJIEBOrO CUTHAaJjla) BHI3BIBAIOT TAKXKE
ooneBble pasgpaxutenu (Boly et al., 2008). B 11e-
JIOM 3TU HCCJIeIOBaHUS CBUACTEIBCTBYIOT O PO-
JIM aCCOLIMATHUBHOM KOpPbI, a HEe TIEPBUYHOI CEH-
COpHOIi, B (peHOMEHE IIOSIBJIEHUSI CO3HAHUS Y
nanueHToB ¢ XHC. Tlpu 3TOM coxpaHHOCTH
YPOBHsI MeTaboir3Ma BO (DPOHTO-NapueTallb-
HOM HEMPOHHOM CETU U €€ CBSA3EU C TallaMyCOM
SABJISIeTCS HanboJiee BaxKHbBIM 111 BOCCTAHOBJIE-
HUSI CO3HATEJbHOM AeSATEIbHOCTU.

CHIXeHHBIIA MeTaboIM3M, 110 TaHHBIM 19T,
OOHaApyXeH TaKXKe B JIEBBIX KOPKOBBIX 00JIaCTIX
pedeBoOii ceT U JIEBBIX CEHCOMOTOPHBIX 00J1a-
CTSIX KOPBI OOJIBIINX ITOJTYIIApUIA Y TTALIMEHTOB B
CMC “MmuHYCc” o cpaBHEHMIO C MMallieHTaMU B
CMC “mmoc” (Bruno et al., 2012).

B uccnenoBaHusIX ¢ MpUMEHEHUEM aJITOPUT-
MOB MaIlIMHHOIO OOYy4YeHHUsl IJis aHajau3a HdaH-
HbIx 19T nipecienyercs 1ie/ib BBIYUCITEHUS Be-
POSITHOCTU MPUHAJIEKHOCTH MallMeHTa K TpyTl-
ne BC wmiu CMC, a TakkKe BepOSITHOCTHU
OJ1aronpusITHOrO MporHosa. B ogHoM u3 Takux
HUCCcenoBaHUil ObLIO TIOKa3aHO, 4YTO JaHHbIE
I19T, no cpaBHeHuto ¢ pMPT c 3adanuem (Kak,
Ne 2
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Hanpumep, B pabore Owen u coasnT. (2006)),
MO3BOJISIIOT JOCTUYb OOJbIICH TOYHOCTH TIPU
MMPOrHO3UPOBAHUYM MCXOlla 3a00JIeBaHUS y Tia-
mueHToB ¢ XHC (Stender et al., 2014).

Opnako Mmeton I1DT BBHAY orpaHUYEHHOTO
paspelieHus, WOHM3UPYIOIIET0 M3JIyYCHUS,
CJIOXKHOCTH TTPOBEIeHUS I OTCYTCTBUS IO OOJIb-
1Ieit yacTu crnennudUIHOCTH He TIPUBJICK JOCTa-
TOYHOTIO BHMMAaHUS B IUIAHE €T0 KIMHUYECKOTO
MMPUMEHEHUSI.

2.4. OyuxyuonanvHasn OAUNCHAS UHPPAKPACHAS
cnekmpockonus (QbUKCC)

dBUKCC (fNIRS — functional near infrared
spectroscopy) — MeToJ HEeMHBA3UBHOM OLICHKU
MO3TOBOIi aKTUBHOCTH ITyT€M M3MEpPEHUS I10-
[JIOLIEHUST OMKHEero WH(pPaKpacHOTO CBeTa
tKkaHsmu Mo3sra (Villringer, Dirnagl, 1995). bna-
romapsi pa3jauuusM CIIEKTPOB IOIJIOIIEHUS B
Iuama3oHe IIUH BoidH 650—950 HM, MeTorn
dBUKCC mo3BossieT onpenensitb OTHOCUTEIb-
Hble U3MEHEHUs] KOHLICHTPAUM OKCHUTEeMOTIJIO-
OMHa U JIe30KCUTeMOINIOOMHA B MO3TOBOM KpO-
BOTOKE M Ha OCHOBE 3TUX JAHHBIX, KaK U IJIs
GMPT, crpouth KapThl aKTUBHOCTH MO3Ta
(Obrig, Villringer, 2003; Jddotobsis, 1977). daHn-
HBIA MeTom MMeeT 0oJiee BBICOKOE IPOCTpPaH-
CTBEHHOE paspeuleHue (mmopsaka 1—2 cm) mo
cpaBHeHUI0 ¢ DO /MBI (Irani et al., 2007) u
OTHOCHUTEIBHO 00Jiee BICOKOE BPEMEHHOE pa3-
penieHue (TTOpsiAKa MUJUITMCEKYHI) 10 CpaBHeE-
Huio ¢ PMPT (Agbangla et al., 2017). Kpome To-
ro, METOI MPOCT B oOpallleHnu, OeCIIyMeH, OT-
HOCHUTEILHO HEIOPOT, YCTOMUMB K apTedakTaMm
IBIDKeHUSI M (haKTopaM Cpelbl, TOJEpaHTeH K
HAJIUYMIO METAIMYECKUX HMILIAHTOB, TaKUX
KakK, HaIlpuMmep, CUCTEMbl CTUMYJISIIUU MO3Ta
i cepaua. Bce 310 obecrieunBaeT BO3MOXK-
HOCTb [IJTMTEIbHBIX HEITPEePbIBHBIX 1/WJIN [IOBTO-
PSIOIINXCS UCCIASAOBAaHUI Y TTIOCTEIN OOJIBHOTO
(Irani et al., 2007), B ToOM 4nciie IpU HEMPOMOIY-
JISIIMOHHOM Tepartiy B peXXnuMe “oHJIaiH”.

B nuteparype ectb pabOThI O perMcTpaluu
aKTUBHOCTU MOTOPHO KOPbI PU BOOOpaKeHU M
nBUxXeHui y namueHToB ¢ HC ¢ npuMeHeHreM
MeTonukn GBbUKCC (Kempny et al., 2016). He-
CMOTpPSI Ha TO YTO B YKa3aHHOM NMyOJIMKaluu He
OBUIO HaMAEHO pasluyMii akTUBALUU MEXIY
rpynnoii BC u CMC, aBTOpbl BbIpa3uiu OINTU-
MHU3M OTHOCUTEJBHO KIWMHWYECKOTO MpPUMEHE-
HUs1 MeToda. B aToM wuccienoBaHUM BIIEpBbIE
OblJIa TI0OKa3aHa BO3MOXHOCTb IIPUMEHEHUS
naHHoit texHonoruu npu XHC. Ipyrue onucaH-
HbIE cTyyar ucrosb3oBaHusl Meroauku GbUKCC
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Y HEJOCTYITHBIX KOHTAKTY NallMeHTOB IOKa3alu
ee IIPUMEHUMOCTD B clIydae CUMHIpoOMa “3arep-
toro yenaoBeka” (Abdalmalak et al., 2017; Gal-
legos-Ayala et al., 2014; Naito et al., 2007).

HMHurepecHoe, Ha Halll B3IJIs4, UCCIIEOBaHUE
obuto TIpoBeacHo B 2018 1. Zhang m coasT.
B sTOoM ucciaegoBaHuUM C ITOMOIIBIO METOAMKU
dBUKCC 6puIM 3aperncTpupoBaHbl KOPKOBBIE
OTBeTHI (B IpepOHTAILHOM U 3aThIOYHOM 00-
JIaCTH) BO BpeMsI CHMHHOMO3IOBOI CTUMYJISILIUU
B pexXXuMe peajlbHOTo BpeMeHU. bhlo mokasaHo,
yT0 KOopoTKas (30 ¢) CHUHHOMO3TOBast CTUMYJISI-
L1 BbI3bIBAET 3HAYMMbIC U3MEHEHUS aKTUBHO-
cTu Kophl nonywmapuit 'M, npuyem yem Kopode
WHTEpBaAl MEXAY CTUMYJSLUSAMU, TeM Ooliee
3HAYUTEJIbHBI TaKUe U3MEHeHUs. BaxxHo oTme-
TUTh, UTO HaOJI0MaeMblii (peHOMEeH 0oJiee BhIpa-
KEH y MallUEHTOB C MOC/IeAYIOLIMM OJIaroIpuUsIT-
HBIM ucxogoM (Zhang et al., 2018; Si et al., 2015).

Takum odpazom, meroguka GbUKCC o6a-
JaeT pSIIOM YHUKAJIbHBIX XapaKTepUCTUK, 0bec-
IEYNBAIOLIMX €€ MEePCHEeKTUBHOCTD I IpUMe-
HeHus B K1uHuke XHC.

3. OJIEKTPOOHUEDAJTOTPAONYECKHE
METOAbI OHEHKHW HAJIMYNA
CO3HATEJIbHOW AEATEJIBHOCTU
N PEABUJIMTALIMOHHOTI'O ITOTEHLHMAJIA
YITAIMEHTOB C XHC

3. 1. Dnexmposnueghanoepaghus

CroHTaHHbIE KOJICOaHWSI aKTUBHOCTH MO3Ta,
perucTpupyemble Ipu rmomoinu D3I, mo3BoJIs-
IOT TTOJIYYUTh 3HAUYUMYIO MH(hOpMAIIHIO O padboTe
MO3ra Ha OCHOBE JaHHBIX O JIOKAJILHOI U TJIO-
0aJIbHOM CMHXPOHU3ALMH, (PYHKIIMOHAIBLHOM 1
3¢ HeKTUBHOIT KOHHEKTUBHOCTH, TOIIOrpadu-
YeCKHUX XapaKTepUCTUKAX HeiipOHAIbHBIX CETEIA.
HaxkonieHHBIe maHHBIE CBUACTEIBCTBYIOT B
MOJIb3Yy TOrO, 4YTO JaHHBIE XapaKTePUCTUKU
BJIEKTPUUECKOM aKTUBHOCTH MO3Ta y TTAalIMeHTOB
IOCTOBEPHO CBSI3aHBI C HAJIMYMEM CO3HATEJIhb-
Hoii gestenbHocTu (Chennu et al., 2017; Sitt et al.,
2014; Chennu et al., 2014; Fellinger et al., 2011),
YPOBHEM MeTa0OJIMYSCKUX MMOTPEOHOCTEI MO3ra
(S. Chennu et al., 2014), a Takke ¢ UCXOOOM 3a-
o6oneBanust (Schorr et al., 2016; Chennu et al.,
2017; Sitt et al., 2014).

IToka3zaHo, YTO TMAarHOCTUYECKYIO U TTPOTHO-
cTuueckyto 3HauumocTh npu XHC umeet psn
crieMuIecKux oCOOEHHOCTEM MaTTepHa CITOH-
TaHHoI1 DOTI. st DOI maLueHTOB ¢ HeoOpaTu-
MbIM YTHETEHUEM CO3HaHMUsI OoJiee XapaKTepPHBI
JTOMUHUPOBaHUE MOJTUMOP(MHOI UJIN MapOKCU3-
MaJIbHOW J1eJIbTa-aKTUBHOCTH, a TaKXe TeTa-

Ne2 2021



220

puTMa 4acTOTOi OKOJ0 5/C; BbICOKasl HecTa-
OunpbHOCTh NarTepHa DI uiam, HAIIPOTUB, €ro
MOHOTOHHOCTb; YCTOMYMBOE BO BpEMEHU AOMU-
HUPOBaHUE B IEePEAHUX KOPKOBBIX 30HAX PUT-
MHMYECKON 3a0CTPEHHOI BBICOKOAMILIMTYIHOMU
MEIJICHHOM aKTUBHOCTU B COYETAHUU C DITUJICTI-
TU(MOPMHBIMU KOMILJIEKCAaMU — TIPY YyTHETEHUU
aMIUIMTYIOBI 110 3agHuM obOiyactsaMm (I'punHaens,
1988; HooOponpaBosa, 1995; IllapoBa m np.,
2008; Ilaposa, Pomanosa, 2019). B mociemnue
roabl 3HAYUTEIbHOE BHUMAHUE YACSICTCS Xa-
pakTepy MNpOSBIASHMS 3NUICOTU(GOPMHON aK-
TUBHOCTH B Ka4€CTBE 3HAYMMOTO (DaKTOpa UCXO-
ma XHC (Anekcanmpos u ap., 2018).

YcTaHOBIEHO TaKKe, YTO COCTOSSTHAE MUWHU-
MaJIbHOTO CO3HaHUs No cpaBHeHUIo ¢ BC xapak-
TepusyeTcsi 0oJjiee coxpaHHOU BDII-kapTUHON
CHa, Torja Kak y nmauueHtoB B BC, npu Hatu4auu
MOBEIECHYECKMX MAaTTEPHOB CHA, COOTBETCTBYIO-
e W3MEHEHUs »BJIEKTpolsHLedaiorpaduye-
CKHX 3HAKOB IIUKJIa COH-00IPCTBOBAHUE OTCYT-
ctBytoT (Landsness et al., 2011).

Hapsiny ¢ 3TuM BaxkHOe 3HAaYeHWE IJIsl Oua-
THOCTUKM M TiporHo3upoBanust XHC umeer Ko-
JINYECTBEHHAsI OlieHKa TToKa3areieit DT

Taxk, 110 cpaBHEHMIO C HOPMOIA, Y ITallIMeHTOB
¢ XHC HnabiomaeTcsl MOBBIILIEHUE MOIIHOCTHU
nenbta- (0.1—3 Hz) (Chennu et al., 2017; Chennu
et al., 2014; Varotto et al., 2014), HO cHUKeHUE
MoltHocTu Teta- (4—7 Hz) u anbda- (8—15 Hz)
putMa (Naro et al., 2016a; Sitt et al., 2014). bonee
Toro, y nauueHtoB B BC Takue nsmeHeHus: 60-
Jiee BbIpaxkeHbl, yeM y rmanueHToB B CMC.

Hapsny ¢ uHGOopMaTUBHOCTHIO MOLITHOCTHBIX
napameTpoB DI mokazaHa TakkKe 3HAYMMOCTh
€€ YAaCTOTHBIX XapaKTepUCTUK, BKJIIOYAs MHTE-
rpajbHble (CpEemHSsIs 4acTOTa CHEKTpPa MOIIHO-
ctu, 3¢ deKTuBHasE YacTOTHAsS I0JIOCA) B AMa-
rHoctuke u nporHosupoBanuu XHC (LIlaposa
et al., 2014; IllapoBa, Pomanoga, 2019).

DyHkMoHaAbHAs! KOHHEKTUBHOCTh CUMTA-
eTCsI OOHUM M3 BaXXHEWINX Mokasareyieit DT,
CBS3aHHbBIX C HAJIMYMEM CO3HATEJILHOM IesATENb-
HOCTH.

B nuamnazoHe anbda-4yacTtoT y MalMeHTOB C
XHC 1o cpaBHEHMIO C HOPMOI CHMXKaeTCs
¢dyHKIIMOHAJIbHAsI CBSI3HOCTb BO BCEX 00JaCTSIX
MO3ra, a Takxke JJoKaJbHas U KpylmHOMAacIITa0-
Has HeipocereBas 3(p¢heKTUBHAsT KOHHEKTUB-
HOCTb, Hapsiay ¢ OOIIUMM CHUXXE€HMEM KOJInye-
CTBa y3J710B B HelipoHHbIX ceTsax (Chennu et al.,
2014; Naro et al., 2016a). ¥ nanuenToB B BC no-
KazaTeJib KOHHEKTMBHOCTHU B ajib()a-4aCTOTHOM
Iuvara3oHe 3HaYMMO HIKE, YeM y MallMeHTOB B
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CMC (ocobeHHO MexXay yoaJIeHHBIMHM 00JIacTsI-
mu mo3sra) (Chennu et al., 2017; King et al., 2013).
B uierom HaGm0maeTCs1 IMOMOXKUTEIbHAS KOppe-
JISILMSI MEXK1Y YPOBHEM CO3HAHMUS y MAllMEHTOB C
XHC u mokazarensiMyu HeMpoceTeBOI CBSI3HO-
ctu Ha ypoBHe anb(pa-dyactor (Chennu et al.,
2017). B 3HaYMTEIBHOM CTEIIEHU 3TO OTHOCUTCS
K PEerMoHapHbIM XapaKTepUCTUKaM MEXIIOJY-
IIAPHOM KOHHEKTUBHOCTU ajib(pa-aKTUBHOCTU
(I'punnens u np., 2006), B mepByl0 odepenb —
MEXIy CUMMETPUYHBIMU JIOOHBIMU OOJACTSIMU
(IapoBa, PomanoBa, 2019; IllapoBa u ap.,
2008), aTo comracyeTcs ¢ IIpUBeIeHHBIMU BbIIIIE
JaHHBIMU TpakKTorpaduu MO30JIUCTOTO TeJIa IPU
XHC. 1N HaobopoT, HeitpoceTeBass MHTETPALIS
(Ha ypoBHe AeabTa-4acTOT) AeIbTa-aKTUBHOCTU
1 YpPOBEHb CO3HAHWUS, MO AAHHBIM MCCIEAOBa-
HHUIA, OTPULATEJIBHO KOPPEIUPYIOT APYr C ApPY-
roMm (Chennu et al., 2017; Chennu et al., 2014;
Varotto et al., 2014).

O0bearHeHEe HECKOIbKUX MapaMeTpoB DT
TPENCTaBISIeTCSI aKTyaJllbHBIM HaIlpaBJIeHUEM
B8I-uccnenoBanuit npu XHC. IlpennoxeHa
aBToMaTUyecKasi KiaccU(UKalMs COCTOSTHUS
CO3HaHUS TMallMEeHTOB, OCHOBAHHAsl Ha coYyeTa-
HUU TapamMeTpoB DOI: MOIIHOCTU HU3KUX Ya-
CTOT, ciaoxHocTu DBl u GyHKIUMOHATBHOMI
CBSI3HOCTH objacteii moara (Sitt et al., 2014).

B npyrom uccienoBanuu obpadotka B3I, 3a-
MUCAaHHON y MallUEHTOB B COCTOSIHUM MOKOSI, C
MNPUMEHESHUEM METOA OIOPHBIX BEKTOPOB I103-
BoJuia AuddepeHIupoBaTh IPYINbl HALIUSHTOB
¢ BC u MC, ucxons us 4yero ObLI cAeJiaH BBIBOJL
O TOM, UTO KOHIEIIIUS KOHHEKTUBHOCTU (MO3-
ra) siBJsieTCsl KJIFOUeBOI IS OTIpeaeIeHUSI YPOB-
Hs cozHaHud (Holler et al., 2014).

Kpowme Toro, cama 1o cede citoxkHocTh DO n
JI00AJIbHOI'O OTBETA HAa BHEIIHME CTUMYJILI MO-
XKET OTpaXaThb YPOBEHb IIPOLIECCOB CO3HATE/Ib-
Horo BocopusTtus (Faugeras et al., 2011; Bekin-
schtein et al., 2009b).

B xauecTtBe syekTposHIEedaTorpahuIecKmux
OPUEHTHUPOB BOCCTAHOBJICHUSI TMAIMEHTOB C
XHC, comacHO JaHHBIM JUATEPATYyPhl, MOXHO
BBIJICJINTD:

— OOIyIo CIIOXHOCTh (PYHKIMOHAIBHBIX
HelpoceTeBbIX B3anMoeiicTBmii (Schartner et al.,
2015; Chennu et al., 2017);

— JIOOHO-TEMEHHYI0 (PYyHKIIMOHAIbHYIO KOH-
HEKTUBHOCTH B anmbda-auamnaszoHe (Koch et al.,
2016; Siclari et al., 2014; Chennu et al., 2017);

— MEXITOJIyLIapHY1O (PyHKIIMOHAIbHYIO KOH-
HEKTUBHOCTb JJOOHBIX 001acTeli B alibga-auara-
30HE, a TakKXe B LIMPOKOM YACTOTHOM IoJioce
Ne 2
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(0.5—20 T'm) (I'puHpens u ap., 2006; Ilaposa u
Iop., 2008; IlapoBa, Pomanosa, 2019);

— (pyHKILIMOHAIBbHYIO KOHHEKTUBHOCTD B A€JIb-
ta-nuana3oHe (Chennu et al., 2017);

— O8I-3HTponuro (Sara et al., 2011);

— aMIUTUTYdy, 4acCTOTYy, pEaKTUBHOCTb M MH-
JeKc, BKIIOYAmIIUi Bce Tpu Toka3atens: (Bag-
nato et al., 2015).

DynkyuonanrvHas u IphekmusHas KOHHEK-
mueHocmb, KaK U COOTBETCTBYIOIIAsl TOHOIrpa-
¢ust HEIPOHHBIX CETEM, — 3TO TOT ITOKA3aTeb, C
IMOMOILBIO KOTOPOIO MOXKHO IMarHOCTUPOBATh U
nporuo3uposatb XHC. MUMmeer MecTto oTpuiia-
TeJIbHAasl CBsI3b MeXAy (PyHKLMOHAIbHOI KOH-
HEKTHUBHOCTBIO B Jie/IbTa-AMarna30He U KIIMHUYe-
CKHM MCXOIOM Yy OTAebHbIX ManueHToB (Chen-
nu et al., 2017).

Crrektp MomtHOCTH DI B COCTOSTHUM MTOKOSI,
MOJYYECHHBIA B TIEPBBIA MECHLL MOCIIE TIXKEITION
YMT, mMoxXeT B onpeneieHHON CTeIleH! IIpel-
CcKaszaTh IIaHChl HA BBDKMBAHUE WJIM CMEPTh Y-
pe3 mecTbh MecaneB y naumueHToB ¢ BC u CMC
(Fingelkurts et al., 2011).

B pa6ore Golkowski u coast. (2017) 6bL1O
YCTaHOBJIEHO, YTO BBIXOJl 3 KOMBI CBSI3aH C Ii€-
pEXOJIOM OT HM3KOAMIUIMTYAHBIX I1aTTePHOB
BBI" K BbICOKOAMIUIMTYAHOM JeJibTa-aKTUBHO-
CTU. ABTOPBI MPEII0XKUIN UCITOJIb30BaTh MOIII-
HOCTb JieJIbTa-auaria3oHa B KadyecTBE MapKepa
OnaronpusTHOro ucxoga y mauueHtoB ¢ XHC
(Golkowski et al., 2017).

Ocobo ciienyer MHOAYEPKHYTh 3HAYUMMOCTH
JUIST TUArHOCTUKW M TiporHozupoBaHusgs XHC
aHanu3 peaKkmueHuix usmenenuii A1 ipu 1penb-
SIBIEHUU BHEILIHUX CTUMYJIOB — a(depeHTHBIX
UHAUPPEepeHTHBIX (PUTMUYECKUIA CBET, 3BYKO-
BOM TOH), a TaK>Ke OMOJIOTMYECKU WU COLlAIb-
HO 3HAUMMBIX JUISI YeJiOBeKa: rojioca OJU3KUX
Joneit, obpailieHre Mo UMEHU, TIPOCIylIMBaHUE
MY3bIKW WY TIECEH, a TAKXKe 3BYKOB XXUBOM P -
ponabl. OnucaHbl BapuaHTbl PEaKTUBHBIX U3MeE-
HeHM mnarrepHa OB M pas3IMUHBIX KOJUYEe-
CTBEHHBIX TT0Ka3aTesieit (BKiatoyasi Tornorpaduio
9KBUBAJIEHTHBIX AUIIOJbHBIX HWCTOYHUKOB OT-
NeJIbHBIX O1O03JIeKTpUYEeCKUX (DEHOMEHOB), Xa-
paKTEepHBIX IJIsI OOpaTUMOIO WU HEOOpaTUMOTO
yrueteHus co3HaHus (Ilaposa, 2005; Sharova
et al., 2018; Zigmantovich et al., 2019). Taxkoii
MOAXO0 CIIOCOOCTBYET MTOHUMAaHWIO MEXaHU3MOB
dopMrpoBaHUs pa3HbIX GOPM YTHETEHHOTO CO-
3HAHUS W MPEACTaBISIETCSI COMOCTABUMbBIM IO
3¢ HEeKTUBHOCTU, HO MeHee (PU3NYECKU U MaTe-
PUAJIbHO 3aTPaTHBIM JJIS1 BBISIBJICHUS 2JIEMEHTOB
CKpbITOTO co3HaHus y nauueHToB ¢ XHC.
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B nenom, mo muenuro Hauger u coasr. (2017),
0 pa3paboTKe TOUHBIX PEKOMEHIAIIUI IO CTaH-
IapTU3UPOBAHHBIM 3JEKTPODU3NOTOTNISCKIM
IUATHOCTUYECKMM TpoleaypaM B KIWHHUKE
XHC roBopurts elie paHo, HO 3JIeKTpOpH3MO0JI0-
TMYeCKrWe METOAbl MOTYT BHECTU BaXKHYIO JIO-
MMOJIHUTEIbHYIO TMAarHOCTUYECKYI0 WH(pOpMa-
LIUIO O HAJIMYUU CKPBITOTO CO3HAHUST Y HEKOTO-
poix maeHToB ¢ XHC (Hauger et al., 2017).

3.2. Bvizearnbie nomenyuanst

CoBpeMeHHbIE TEOPUU CO3HAHUS TIpearioia-
raloT, 4YTo 0oJiee paHHUE KOMIIOHEHTHI BbI3BaH-
HbIX noteHuuaioB (BIT) Mo3ra cooTBeTCTBYIOT
Oecco3HaTeIbHBIM CTaausIM 00pabOTKU UHGOP-
Malyu, Toraa KakK MO3AHME KOMIIOHEHTHI C jla-
TeHTHOCThIO OT 300 Mc (¢ GoJiee OOILIMPHOI TO-
norpagueii KOpKOBBIX MPEACTABUTEIbCTB) — CO-
3HaTeabHOM o0paborke (Faugeras et al., 2011).
JnMHHOJIaTeHTHBIE, MJIM KOTHUTUBHBIC BbI3BaH-
HbIe oTeHLMaJIBI, Takue Kak P300, N400, P600,
a TakKKe MO3IHUMN MOJOXUTENbHbBIN KOMILIEKC,
BKJIIOYAlOIKe B Ka4eCTBE HEMpOoaHATOMMUYECKO-
ro cybcrpara J1060HO-BMCOYHO-TEMEHHBIE 001a-
CTH, OTHOCST K DDI'-MapkepaMm co3HaTeIbHON
nepuenuuu (Vanhaudenhuyse et al., 2008; Boly
et al., 2011).

B nuteparype nmeroTcss paboThl IO MCHOIb-
30BaHUIO0 METOAVKMN PErucTpallii BbI3BAHHBIX
nmoTeHuMasoB y mauueHToB ¢ XHC kak ¢ akTuB-
Heimu (Fellinger et al., 2011), Tak ¥ ¢ TaCCUBHBI-
mu 3amaHusmu (OkHuHa u ap., 2011; Faugeras
et al., 2011; Kinget al., 2013; Sittet al., 2014). He-
CMOTpPSI HA TO YTO IIO3AHUE KOMITOHEeHThI BII
YYBCTBUTEIbHBI K HAJIWYMIO 3JIEMEHTOB WJIH
KOMITOHEHTOB CO3HAaHMs (ITOCKOJIBKY 3TH KOM-
IMOHEHTBI COIPSKEHBI MPEXIE BCETO C pa3HBIMU
¢opmamMu BHUMAaHUS; HapUMep, XapaKTepH-
CTUMKM HEKOTOPBIX KOTHUTUBHBIX BI1 mocToBep-
HO OTJIMYAIOTCS MEXIy TpylnaMu 300POBBLIX U
nanueHToB ¢ XHC (Wijnen et al., 2007), a Tak:ke
caMo Halmuyue KOrHUTUBHBIX BIT y HeKOTOpBIX
nmaumeHToB B BC MoOXeT CBUIETEIBLCTBOBATH O
TOM WJIM MHOM CTEIIEHU COXPAHHOCTU CO3HAHMS
(Jox et al., 2012)), IMarHOCTUYECKOM MOILIHOCTU
ATUX MMOKa3aTesieil KaK TaKOBBIX 11 (G epeH-
nupoBku manneHToB B BC m CMC oxka3sanoch
HenmoctatodHo (Ragazzoni et al., 2017).

B uccnenpoBaHuu manueHTOB C IJIUTEIbHBIM
Oecco3HaTebHbIM cocTosiHUEM (Ooiee 30 qHeit)
nociie YMT (Hapsiay ¢ moka3aTteysiMu Bo3pacTta,
nona, 6ayutamu 1o IIKIT u aTnonorun) nHdop-
MaTUBHBIM SIBJISIETCSI aHAJIU3 COMAaTOCEHCOPHBIX
BbI3BaHHBIX NoTeHMaoB (CCBII) (TpomwuHa u
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ap., 2019; Taesmuuxkwuii, [Mupamos, 2015; lexky-
TheB U ap., 1998). OueHka UCXOAOB uUepe3 roj
IocJjie TpaBMBI IOKa3ajia HaJluure JOCTOBEPHOI
csa3um Mexay gaHHbiMu IHIKI, 3nHaveHmssMu
CCBII u ucxonom 3aboneBanus. Monenb ¢ uc-
MOJb30BAaHUEM 3TUX JIAaHHBIX MO3BOJISET IIpel-
CKa3bIBaTh 12-MeCSYHBIN McXon 3a00JieBaHUS
Xu et al., 2012).

B pa6ote Steppacher u coast. (2020) ObL1O
MOKa3aHO, 4YTO aJrOPUTM, OMUPAIOIIMUIACS Ha
pannbie BIT (N100, MMN, P300, N400), npen-
ckaspiBaeT ucxon XHC TouHee, yeM mpu uc-
MOJIb30BAaHWM TaHHBIX UCTOPUU 00JIe3HU (BO3-
pact, TMoJi, 3TuoJjiorusi, nuarHos) (Steppacher
et al., 2020). KorHUTUBHBII BEI3BaHHBII IOTCH-
nrait N400, cBsI3aHHBIN ¢ ceMaHTUYECKOM oOpa-
ootkoii (Kutas, Hillyard, 1980), HecmMOTpst Ha TO,
YTO 10 CHX MOP HET SICHOCTU, C KaKOi cTaaueit
obpaboTkn — panHeil (Hagoort, Brown, 1993)
nnv noznHei (Deacon et al., 2004), npennaraet-
Csl B KaueCTBe MapKepa JIJIsl OLIEHKU BO3MOXHO-
cTeii 00paboTKU pedeBoii MH(OpMaIIMU, KOTO-
pbIii MOXET TpelcKa3aTb BEPOSITHOCTb BbI3IO-
poBiaeHusi nauumeHToB B BC wm CMC
(Steppacher et al., 2013). Hakonel, coriacHo
naHHbIM JI.b. OkHuHoI (2018), aMmminTyna u ia-
TEHTHOCTb BBI3BaHHBIX mNoTeHIManioB N100,
N200, P300, a Takxke Tonorpadusi moTeHIMana
P300, BbIIEIEHHBIX B YCIOBUSIX KaK C MHCTPYK-
e, Tak 1 6e3 Hee, MOTYT CIIYXKUTb MPEeAUKTO-
paMM BOCCTAHOBJICHUSI CO3HAHMSI Y MAllMeHTOB B
BEreTaTUBHOM COCTOSIHUM U C MYTUM3MOM I10CJIe
Tsokenoid YMT (Oknina et al., 2018).

3.3. Humepdgbeiicor “moze-xomnwvromep”

KoruutuBHbIe MHTEpENCH MO3r-KOMIIbIO-
tep (MMK) merekTnpyior nameHeHns Ha D3I B
OTBET Ha KOMaH/bl WIN BCAEACTBUE (DOPMUPO-
BaHMsI HaMepeHUs1, o0ecneunBasi BO3BMOXHOCTD
KOMMYHMKAaLIMKU 0e3 BKIIOYEHMs] ABUTATEIbHOI
(GYHKLMM, YTO OCOOEHHO aKTyaJbHO IJIs1 pa0OThI
¢ 0b6e3nBrzkeHHBIMU NTaeHTamMu (Wolpaw, Bir-
baumer, 2012). CoBepuieHCTBOBaHME aJITOPUT-
MOB MpeobsBISHUS CTUMYJIOB M 00pabOTKMU
D3I -curHana MpUBOOUT K YIIPOIIEHUIO pabOTHI
C TEXHOJIOTUEN U pacUIMPEHUIO chep ee IIprume-
HeHMs. B nmociaeaHue roasl MOsSBIISIOTCS PaOOThI
¢ npumeHenneM UMK B xmmanke XHC. Ume-
I0TCS ucciegoBaHus mo npuMeHeHuio UMK y
nanueHToB ¢ XHC 1 cuHapoMoM 3a0epToro ye-
JIOBeKa.

Taxk, Lule u coant. (2013) oueHMWIN CIIOCO0-
HocTb padoTtath B cpeae UMK Ha BosHe P300 y
16 310pOBBIX UCIBITYEMBIX, 13 MALMEHTOB B CO-
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CTOSIHUM MUHMMAJILHOTO CO3HAHMSs, 3 TalueH-
TOB B BEr€TaTUBHOM COCTOSTHUM M 2 C CUHIPO-
MOM 3arepToro yeiaoBeka. [1o maHHBIM 3TOTO
ncciiegoBadus, 13 3mopoBbIX, 1 MalMeHT B CO-
CTOSTHUM MUHUMAJIbHOTO CO3HAHMS U | mamueHT
C CHUHIPOMOM 3alepToro 4YejaoBeKa CMOTJIU
YCIIEIITHO HaIaAuTh KOMMYHUKAIIMIO, MCIOIb-
3ya UMK (Lulé et al., 2013). Coyle u coasrT.
(2012) onmcanu KIMHWYECKWH cTydyaii marueHTa
B COCTOSTHU MUHUMAJILHOTO CO3HAHUSI, YCIIeIII-
Ho paboraBmero B cpene MMK, ocHoBaHHOIT Ha
BOOOpPaXXeHUU ABUKEHUSI, C TOYHOCTHIO M0 80%
(Coyle et al., 2012). Pan u coaBr. (2014) pa3pabo-
tanm TuopunaHaeiii UMK Ha morenumane P300 n
3PUTENIbHBIX BBI3BAHHBIX ITOTCHIIMAJAX YCTOM-
YUBOTO cOCTOSHMS (aHMI. steady state visually
evoked potentials) mus ompenenceHUs HaTUJIUS
CO3HATEJIbHOM MEesITeJIbHOCTA Yy IIAallMeHTOB C
XHC. B uccnegoBannm ygacTBOBaIN 8 TMalirieH-
ToB ¢ XHC: mo KIIMHN4YeCKOM OlIEHKE, YeTBEPO B
BC, Tpoe B COCTOSSHUM MWHHMAaJbHOTO CO3HA-
HUS ¥ OH C CUHIPOMOM 3arepToro 4ejJoBeKa.
M3 HuX Tpoe MpoaeMOHCTPHUPOBAIN ACCOLIUUPO-
BaHHYIO C CO3HATEJIbHOI HESITEIbHOCTBIO CITO-
cooHocth padorath B cpene UMK (1 B BC, 1 B
COCTOSTHUY MUHUMAJILHOTO CO3HaHUs, 1 ¢ CUH-
IpomoM 3aneproro yenoBeka) (Pan et al., 2014).

Wang u coant. (2015) oObeAMHWIN OBE CTHU-
MYJbHBIE MOJAIbHOCTH: CIIYXOBYIO U 3pUTENb-
HYIO, — ¥ JOOMINCH yBennmueHUsI 3(pPEeKTUBHOCTU
pacrno3HaBaHMSI CUTHAJIOB MO3ra 3a cueT 3¢ dekra
ayIno-BU3YyaIbHOIM MHTErpalliM M CBSI3aHHOTO C
3TUM OoJiee BBIPAXKEHHOIO OTBETA aCcCOLIMATUB-
HBIX o0ylacTeil KOpbl OONBIINX TTOJIYIIAPUA TO-
JIOBHOTO Mo3ra. B pabore nmpuHMManm ydgactue
7 nauyenToB ¢ XHC (3 manuenTa c BC u 4 B co-
CTOSSHUM MWHHUMAJIbHOTO CO3HAHWUS), M3 HUX
1 mauuent B BC u 4 mauuenrta B coctostHun MC
IMOKa3aJIv pe3yJIbTaThl peaKLM1 Ha CTUMYJIbI, OT-
JIMYHBbIE OT caydaiinbix (Wang et al., 2015).

B nenom B mogoOHBIX MCCASAOBAHUSX MPU-
3HAKM CO3HATEJbHOI NeITeIbHOCTU Yy MallueH-
ToB ¢ XHC ¢ Oonbmieit nan MeHblIell 3ddek-
TUBHOCTBIO peructpupyiorcs (Pokorny et al.,
2013), ogHAKO claeayeT OTMETUTh Majioe (MeHee
10) KonM4YecTBO MALIMEHTOB IIPAKTUYECKU BO
BCeX ITOJIOOHBIX UCCICAOBAHUSIX.

ABTOpPBI MOIUEPKUBAIOT, YTO UMEHHO KOTHU-
tuBHble UMK (Hanpumep, Ha BoaHe P300) Hau-
0oJjiee MepCneKTUBHBI U1 pabOThI C MallMeHTa-
MU C TIEPCUCTUPYIOIIUMU HAPYLLIEHUSIMU CO3HA-
HMSsI, TIOCKOJIbKY ABurateibHbie UMK (Ha Mio-
pUTME) MpearoaraloT 6ojee CI0XHYI0/eMKYIO
C TOYKM 3pEHUsI 3a1eiCTBOBAHHBIX KOTHUTHUB-
Ne 2

TOM 71 2021



XPOHMUYECKHME HAPYIIEHUA CO3HAHMUA 223

HBIX PECYpCOB MOATOTOBUTENILHYIO pPadoTYy C Ta-
LIUEHTOM.

JrarHocTuka HajJIu4uusl CO3HAHMUSI Ha OCHOBE
MNMK y nmanmenToB ¢ XHC HaxoguTcst B cragun
pa3paboTKM — UCCIeAOBAHUM HEOOIbIIIOE KON~
4YeCTBO, U BCe OHU IMPOBEIEHLI HA MaJIbIX BEIOOP-
Kax.

3.4. DOI 6 couemarnuu ¢ memooamu UHEA3UEHOU
U HeUHBA3UBHOU CMUMYAAUUU MO32A

I1pu coBMelieHnM 3H1Iedagorpadpuu ¢ MeETO-
JIMKaMU MHBA3UBHOM U HEMHBA3UBHOM CTUMY-
JISILMM, TaK Ha3biBaeMblit moaxon “TMCH+” (Ha-
npumMep, DB ¢ TpaHCKpaHUAIbHOM MarHUTHOM
crumyssiuueit (TMC)), cTano BO3MOXHBIM U3Y-
yaTb, B YMCJIE MPOYEro, MpUIMHHO-CJIEACTBEH-
HYIO CBSI3b B CETSIX MO3ra, B TOM YMCJIE B pEKUME
peanbHoro BpeMeHu (Ilmoniemi, Kici¢, 2010;
Komssi et al., 2004).

B psne unccnemoBanHuit manHeie D3I peru-
CTPUPOBAJIMCH CUHXPOHHO KaK C HEMHBAa3WBHOI
(TMC (Casali et al., 2013), TpaHCKpaHUaJIbHas
CTUMYJISILMSL TIOCTOSIHHBIM TOKOM U II€pEeMEH-
HBIM ToKOM (Naro et al., 2016b) , Tak U ¢ UHBa-
3UBHOM TJIYOMHHOI CTUMYJISILIMEN TOJIOBHOIO
mo3sra (Yamamoto et al., 2010) n ctumysIimein
crimaHoro mo3sra (Bai et al., 2017a; Bai et al.,
2017b).

Cosmenienne 9391 ¢ TMC umeer psna mipe-
umyiectB (Ilmoniemi, Kici¢, 2010; Komssi et
al., 2004). B yactHocTu, ipu TMC-93TI" ctumy-
JIMPYIOT OMpeleJeHHYI0 00JacTh MO3ra OJHUM
uMItysibcoM TMC U OTCleXUBAIOT JIOKAJIBHYIO
pPEaKTUBHOCTb KOPbI, a TAKKe ObICTPbIE MTPUYMH-
Hble B3aUMOJEUCTBUSI MEXIY HECKOJbKUMU
rpynnamMu HelpoHoB Tocie 3Toro (Rosanova
et al., 2012; Ragazzoni et al., 2013). Kaxapiii uMm-
MyJIbC BO30YXIaeT KOPKOBbIe HEHPOHBI HEIO-
CPENCTBEHHO, a Takke TpaHccuHanTtuyecku (Di
Lazzaro et al., 2004) cpa3y 1og CTUMYJIUpPYIOLIEi
KaTylmkoi, popmupys ewvizeannsiti TMC nomen-
yuas (TEP — TMS evoked potential), KoTopblit
MOXET OBbITh 3apEerucTpMpoOBaH C ITIOMOIIIBIO
DBI. Buwizeannwiii TMC nomernyuan 1mo3BOJISIET
OLIEHUTH yaajieHHoe Bo3aeicTtBue TMC Ha Heil-
POHHYIO 00pabOTKy B AUCTAJbHBIX OOJACTSIX
Mosra. BaxkHo OTMETUTh, UTO JIOKaJIbHAsI aKTU-
Ballyvsl, BbI3BaHHAs MarHUTHBIM UMITYJILCOM (T.€.
TEP), pacnipocTpaHsieTcsl Ha CBsI3aHHbIE 00J1a-
CTU TPAHCCUHANTUYECKU B TEUEHUE TTOCIEYIO-
IIUX IECATKOB MUJUTUCEKYH/I (M MOXET ObITh OT-
cliexkeHa IIyTeM OJHOBpeMeHHo 3anucu D30I),
4TO, CJIENOBATEIbHO, OTpaxkaeT ObICTpbIe MPU-
YUHHBbIE B3aMMOIEUCTBUSI MEXIY HECKOJbKUMU

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 71

rpyraMu HelipoHOB (3P deKTnBHasE KOHHEK-
tuBHOCTH (Friston, 2002)), a He IpOoCTO BpeMeH-
Hble Koppensiunu. KopkoBass BO30ymMMOCTh M
3¢ PeKTBHAsT KOHHEKTUBHOCTD 3aBUCSIT OT (PU-
3MOJIOTMYECKOTO COCTOSTHUSI HEHPOHOB B CTUMY-
Jmpyemoit oonactu. Hammpumep, ObLIO yCTaHOB-
JICHO, UYTO 3TH ITOKAa3aTeJIM 3HAYUTEITbHO MO/~
pyIOTCSI BO BpeMs LIMKIa “CoOH-O00mpcTBOBaHUe”
n 1ipu aHecte3uun (Ferrarelli et al., 2010). TEP
YCTOMYMB BO BpeMeHU 1 BocipousBoauM (Casa-
rotto et al., 2010), m 6maromapst 3TOMy paccMar-
pUBaeTCs KakK IMOMIAIOLINICSI KOJIMYSCTBEHHOMN
OLICHKE MapKep peaKTUBHOCTU KOPHI U 3(hdek-
TUBHOI KOHHeKTUBHOCTHU (Veniero et al., 2010).

Mupexc, Ha3biBaeMblii uHdexcom nepmypbda-
uuonHoi caroxcrocmu (PCI), ObLI TIpeaioXeH ist
KOJIMYECTBEHHOI OLIEHKU CJIOXHOCTU JIOKAJIb-
HBIX U yIAJIEHHBIX OTBETOB MO3Ta Ha MMITYJIbC
TMC (Casali et al., 2013). brio mporeMOHCTPU -
POBaHO, YTO C TOMOIIBIO olleHKM 3HaueHuit PCI
BO3MOXHO pa3jinyaTh YPOBEHb CO3HAHUS y OT-
NeJIbHBIX JIMI BO BpeMsi OOIPCTBOBAHMS, CHA U
aHecTe3n, a Takke y manueHToB ¢ XHC (ot BC
10 CMC u no Beixoga n3 CMC) (Casarotto et al.,
2016). B yacTtHOCTM, MOArpymiia NamueHTOB B
BC ¢ BbICOKMMM 3HAYE€HUSIMU MHIAEKCA MOXET
COXpaHSATb CIOCOOHOCTh K CO3HATEJIbHOI mHesi-
TEJIbHOCTHU, KOTOpasl He OINpPeAeIseTCs TTOBEICH-
yecku (Casarotto et al., 2016). Ero yyBcTBUTENB-
HOCTb IIpU BeIsABJIeHUM NanueHToB B CMC BhI-
cokas, 10 94.7%. Y 9 u3 43 maumnentos B BC ¢
BbIcoKMMM 3HaueHussMu P Cl uepe3 mects mecs-
eB ObLI OJIATONPUSITHBIN KIMHUYECKUI MCXOT
(Naro et al., 2016b).

Takum o6pa3zoM, ciIoXKHOCTb 0TBeTOoB TMC-
BOBTI aBnseTcs: BaxXHOI cocTaBIsSIONIEH 1151 AUa-
THOCTMKM 1 MporHo3a nauueHToB ¢ XHC.

B nononnenune k TMC-931I" Hayau UCIIOJIb-
30BaThCsl CUHXPOHHBIE 3anucu DDI ¢ npyrumu
MeTonamMu ctumyisauuu. I[lpenBaputenbHble KUC-
clJieIoBaHUsI B OCHOBHOM HalleJIeHbl Ha OLIEHKY
OCYILIECTBUMOCTU 3TUX IPOTOKOJOB HEUPOMO-
nynsuuu. Hampumep, uccienoBatein oOHapy-
KWUJIM, 4YTO MNpUMEHEHWE TpaHCKpaHUaJbHOM
CTUMYJISILMU MTOCTOSIHHBIM TOKOM ITalIMEHTOB C
XHC BbI3BIBaCT N3MEHEHUS B IOOHO-TEMEHHBIX
ceTsix rofjoBHoro mo3ra (Naro et al., 2016b). ITpu
3TOM TOJIbKO y naiueHToB B CMC 3Tu usMeHe-
HUS MOJOXUTEJILHO KOPPEJIMPOBaJIu C BpEMEH-
HBbIM YJIy4YllIEeHHUEM MO JaHHbIM MOAUMPUILIMPO-
BaHHOM IIKaJIbl BBIXOAA M3 KOMbI ITOCJIE CTUMY-
JISILUU.

B nenom OBI gaBisieTcss HA CErogHSIILIHUINA
JIeHb HanboJjiee NpsIMOiA METOAUKOI HEMHBA3MB-
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HOM pEermcrpauuMyM aKTUBHOCTHM HEUPOHOB TIO-
JIOBHOTO Mo3ra. Takue ee cocTaBisdlolIue, Kak
CIIEKTP MOIIHOCTU, GYHKIIMOHAJILHAS U 3P PeK-
TUBHAsl KOHHEKTUMBHOCTb, BbI3BaHHbIE MOTECH-
LUaJIbl, UMEIOT AMAaTHOCTUYECKYIO U IIPOTHOCTHU-
yecKyio 3HauynMocTh B kmHuUKe XHC. Tak xe
Kak u codyetanue D3I ¢ TMC, TpaHcKpaHUaJIb-
HOW CTUMYJISIIME MOCTOSTHHBIM ToKOM (tDCS)
U JPYTUMU METOJIAMU CTUMYJISILIUU MO3Ta.

4. AKTUTPAD®HMA

Axturpadus (3anuch IBUXKEHUM Teja) HC-
MOJb3YETCS B KIMHNYECKUX YCAOBUSX IJIsI OLICH-
KM LMKJIOB OTAbIXa-aKTUBHOCTH/TIATTEPHOB
“coH-0oapcToBaHne” (Hampumep, Mpu OeCCOH-
HULIE, HapyLIEHUSX LUPKAOAHOTO pPUTMa WU
KJIMHUYECKOIO MOHMTOPHMHIA B IIpPOLECCe pea-
oummurannu nanueHToB ¢ UYMT). OCHOBHBIM
MIPEeUMYIIECTBOM MeTOAa SIBJISIETCSI €r0 MPOCTO-
Ta, 9KOHOMUYHOCTb, IIPUMEHUMOCTb IJIsl OJIU-
TEJIbHOTO MOHUTOPUHTA (BILUIOTH A0 HECKOJbKMX
MecsleB) 0e3 orpaHMYeHus] MOOUJIBHOCTU Ma-
LECHTA.

HccnenoBaHusi, ITOCBSIIEHHBIE W3yYEHUIO
LIMKJIOB OTAbIXa-aKTUBHOCTH Y IIAlIMEHTOB C
XHC ¢ ncrionb3oBanneM akTurpaduu, rmokasa-
JIN, 9TO LIMKJI CHa-00IpCTBOBAHMS Ae30PraHn3Yy-
eTCs IpM CHIDKEHUM ypOBHS co3HaHus (Bekin-
schtein et al., 2009a). IIpu 3TOM 3HAaYUTEIbHBIE
pa3nIuuus MEXIy THEBHOM M HOYHOM aKTUBHO-
cThio (T.e. 6oJbie B mHeBHOE [7:00—11:00], uvem
B HouHoe [23:00—7:00] BpemMs1) HaOIOmAIOTCS
TOJIBKO Y MAIlMeHTOB C TPaBMaTUYECKUM (a He C
AHOKCHUYECKNM) TOBPEXKICHUEM TOJOBHOTO
mo3sra (De Weer et al., 2011).

AHajlornyHasi TEHIEHLUS IIPOCIeXKUBaAETCs
MpY JUIMTEIbHON akTurpaduu (B TeuyeHue He-
CKoJIbKUX AHeit). Tak, ObUIO MTOKa3aHo, YTO Je-
peryJisiuus IMKJIa “OTAbIX-aKTUBHOCTbL” B 00JIb-
1Ieii crerneHu HabonaeTcs y nareHToB B BC u
C HETpaBMaTUYECKUM TTOBpPEXKIEHUEM TOJIOBHO-
ro mosra, yem y naumeHtoB B CMC u mocie
YMT (Cruse et al., 2013). DTo HabIOAEHNE B CO-
BOKYIMHOCTU C MPOCTOTOM peanu3alliv MEeTola
MO3BOJIWJIO aBTOPAM CJIeJIaTh MPEAINOJIOXEHUE O
MNOTEHLMAJIBHOM TIPOTHOCTUYECKON 3HAYMMO-
CTU METO[A.

K orpaHuyeHusiMm MeTona oTHOCSTCS (PaKTo-
pbl, TIPSIMO UJIM KOCBEHHO BIMSIIOLIME HA JBUATA-
TeJIbHYI0 aKTUBHOCTb nauueHToB ¢ XHC: Tsxe-
JIble IBUraTe/ibHble HapylIeHUS, CIIAaCTUYHOCTh
U UCIIOJIb30BaHUEe MuopenakcaHToB (Kamper et
al., 2016), nmaccuBHBIe IBUXEHUS MPU YXOAe 3a
NalMEeHTOM U CBSI3aHHasl C HUMU CUCTEMaTuye-
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cKasl ommnbka 1mpu oopaboTke JaHHBIX (Angerer
et al., 2020).

5. DYHKIIMOHAJIbHAA
TPAHCKPAHUAJIbHAA AOIITIJIEPOI' PA®KA
N INEPUITEPCOHAJIbHOE IMTPOCTPAHCTBO

TpaHckpaHnuaiabHas monruieporpadus uMeeT
HU3KOE MPOCTPAHCTBEHHOE pa3pellieHUe U SIB-
JISIeTCSI IIPOCTBIM MHCTPYMEHTOM 10 CPABHEHUIO
c OoJjilee CIOXHBIMM MeToAaMHM (TaKMMM Kak
GMPT un B39I'). MeTon HeMHBa3UBEH, JIETKO J0-
CTYIIEH, JIETKO BOCHPOM3BOIMTCSI U MMEET OT-
JINYHBIE BpPEMEHHBIE XapaKTepUCTUKU (pa3pe-
LIeHWe 5 MC) UIST OLEHKH TeMOOUMHAMMYCCKUX
n3MmeHeHuii (Rosengarten et al., 2012). OH ocHO-
BaH Ha OIIEHKE M3MEHEHUS YaCTOTHI YJIbTPa3BY-
KOBOI1 BOJIHBI TP OTPaAKEHUU OT JIBVIKYIIIVXCS
(bopMEeHHBIX 3JIEMEHTOB KPOBMU.

KorHutuBHasi u aBuratesibHasi aKTMBHOCTh
YCUJIMBAIOT JIOKAJIbHBIN KOPKOBBIM METa00JIN3M,
YTO Yyepe3 IOCAeq0BaTeIbHOCTh peaKLUid Tpu-
BOJIUT K YBEJIMYEHUIO CKOPOCTH MO3TOBOTO KPO-
Boroka (CBFV) (Lassen et al., 1978; Aaslid et al.,
1989; Moody et al., 2005). Usmepsizs CBFYV,
MOKHO OLIEHUTh (DyHKIIMOHAJIBbHYIO CBSI3HOCTb,
00ecrneYrBapIy0 BHITIOJHEHUE IBUTaTEIbHOMN
3a7a4yu, YYUTBIBasl, YTO LiepeOpaabHbII KPOBO-
TOK KOCBEHHO OIleHWBaeT (yHKIIMOHAIbHYIO
CBSI3b MEXIY Yy3JlaMH, COCTAaBJISIIOIIUMU CETHU
mo3ra (Liang et al., 2013).

st gBUraTebHOI 3aga4yn ObLT BBIOpaH 3¢-
(bexT TaK Ha3bIBAEMOTO MEPUIIEPCOHATIBHOTO
MPOCTPAHCTBA; UCCea0BaTeIM HaOIIOIaIu UH-
TepeCHbI (PeHOMEH: CTUMYJIbI, TIPUOJIMKAIOLIE-
csl K rpaHMLIaM OJIMXKHEro K Tely MpOoCTpaHCTBa
(TIepunepcoHaIbHOTO MPOCTPAHCTBA), BbI3bIBA-
IOT HaMHOTO 0oJiee MHTEHCHUBHYIO 3alllMTHYIO
peakliivio, YeM TaKue K€ CTUMYJIbI, HO BAalu OT
atux rpanuil (Vignemont, Iannetti, 2015; Sambo
et al., 2012b; Graziano, Cooke, 2006). DToT 3d-
dekT obecrieurMBaeTCsl KOPKOBO-TaJIaMO-CTBO-
JIOBBIMU  CTPYKTypamMu, oOecrneynBalonuMmu
CJIOXXHbIE B3aMMOJEUCTBUSI MEXIY CHUCTeMaMu
top-down u bottom-up peryiasuuu (Sambo et al.,
2012a). Takum oO6pa3oM, JitoOble MOBEIEHYECKUE
U3MEHEHUsI TOJKHBI ObITh OOYCJIOBJICHBI BaXK-
HOCTbIO CTMMYJIOB, TpUCBauMBaeMOl UM uepe3
MPOLECChl TPOU3BOJIbHOTO (HUCXOSIIET0) KOH-
TpoJIs 110 TUITY top-down perysguunu (Sussman et
al., 2016). OLieHKa reMOAUHAMUYECKIX OTBETOB
MO3ra Ha OTTMCaHHOE U3MEHEHHE BaXKHOCTU CTU -
MYJIOB MOXET IPeIoCTaBUTh MH(MOPMALIUIO, XO-
TSI U KOCBEHHYIO, O CTEIIEHU YXYAIIEeHUs KOPTU-
KaJIbHO-TAJIAaMOKOPTUKAIBLHOI CBSI3HOCTH Y Tia-
Ne 2
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nueHToB ¢ XHC u, takum ob6pa3zomM, 00 ypoBHE
OCO3HaHWSI.

C nomoliipto GyHKIIMOHAIBHOU TpaHCKpPaHU-
aJlIbHOM gonruieporpadum OLEHUBAIMA TaKXke
MOAYJISIIUIO 1iepeOpaibHOI TeMOJIMHAMUKKU BO
BpeMs aKTUBallMM MO3ra C MCIIOJIb30BaHUEM
Pa3IUYHbBIX MapaanuIrM, HAaIIpUMEp, BBITTOJIHEHUS
JIBUTATENIbHBIX 3a1a4, BOOOpaKeHUs JBUXKEHUS
(MI) wnm npu ceHcopHoit ctumysuuu (Salinet
at al., 2013; Salinet et al., 2012).

6. OUEHKA ®YHKIWOHAJIbBHOTO
COCTOAHNA BETETATUBHOU HEPBHOU
CUCTEMBI

6. 1. BapuabeavHocmo cepdeunozo pumma

Bapuab6ensHocTth cepaeuHoro putma (BCP) —
¢usnonornyeckuiit - PeHOMeH, OTpaKarollui
KOMILJIEKCHBIE B3aMMOIEUCTBUSI MEXIY CTPYK-
TypaMud MO3ra U CepAeYHO-COCYIUCTOM CUCTe-
Moii (Ernst, 2017). YcranoBneHa cBsizb BCP c
HaJquyuveM HampabjieHHoro BHuUMaHus (Cobos
etal., 2019) u smouMOHAIBLHBIM COCTOSTHUEM
(Shi et al., 2017) B HopMe.

VY nauueHToB ¢ XHC Takxe oTMedaaoCh Ha-
JIn4yre nogoOHoro B3auMoaeiicTBus. IlanmeHTh
B BC u CMC c GoJibliieii BEpOSITHOCTBIO pearu-
PYIOT Ha 3BYKOBBIE 1 3pUTEJIbHbIE CTUMYJIbI, KO-
IJ1a MOIIHOCTb HU3KOYACTOTHOIO 3BE€Ha OOILEero
criektpa BCP B HOpMaJIM30BaHHBIX €IMHULIAX
cocrtaBiseT 10—70 ¢ mukom okoso 0.1 I'x (Rig-
anello et al., 2013). AHanornyHasi T€HIEHLIUS
IpOoCMaTPUBAETCS U IS HOLMUEIITUBHOMN CTH-
MyJIsauun: y nauueHToB B CMC BbIllie cTaHAAPT-
Hoe oTKJIoHeHHe cpenHux NN -ruHTepBaion (Ca-
labro et al., 2017) u suTponusi BCP no cpaBHe-
Huio ¢ nauueHTtamu B BC (Devalle et al., 2018;
Riganello et al., 2019).

DHTPOINUS CEepAeUYHOr0 PUTMa B OTCYTCTBUE
CTUMYJISILIMKA TaKXKe KOPPEIUPYET CO CTATyCOM
BEreTaTUBHOI HEPBHOI CUCTEMBI U IOCTOBEPHO
ormmuaeTcd y maunmeHToB B BC 1 CMC (Riganel-
lo et al., 2018).

bonee 6maronpusaTHBINA MCX0n, y TTAIIMEHTOB C
BC nabmiogaercs, 1o JaHHBIM JIMTEPaTypPhI, IIpU
0o0J1ee BBICOKMX 3HAYEHUSIX MOIITHOCTU CUTHAJIa
B IMarna3oHe HU3KUX YacTOT B HOPMaJIM30BaH-
Hbix enuHuax (Wijnen et al., 2006).

6.2. Cymounbie u3mMeHeHUss memMnepamypbl,
apmepuanbHo20 0A6AeHU, 20DMOHAALHOLL CeKpeyuu

B HoOpMe OOJIBIIMHCTBO OMOJIOTMYECKUX U
MNCUXO(U3NOIOTMYECKIX MPOLECCOB IMOTYMHSI-
IOTCSI LIMPKATHOMY PUTMY, T.€. PUTMUYECKUM
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M3MEHEHUSIM C TIepruoaoM oKoJio 24 4. PaccuH-
XpOHM3allMsl pekuMa CHa U OOAPCTBOBAHUS C
LIUKJIOM CBET-TEMHOTa BbI3bIBAe€T CTPECC, CHU-
KEHHWE MMMYHUTETa, KOTHUTUBHBIX CIIOCOOHO-
CTei, B TOM ynciie GyHKIIMY BHUMAaHUSI 1 00y4e-
Hus (Wright et al., 1983; Santhi et al., 2007).
MN3BecTHO, UTO CyTOUHBIE KOaeOaHus (PU3n0oI0-
TMYECKUX TTOKA3aTeJIEN y JIIOAEC 3HAYUMO BJIMS -
10T Ha KoruutusHbIe PyHK1MM (Chellappa et al.,
2018).

C mpakTuyecKoi TOYKU 3PEHUS HCCIIeI0Ba-
HUE UMPKAAHBIX PUTMOB Yy MallMEHTOB C Hapy-
LIEHUSIMU CO3HAHUSI, B IEPBYIO O4epelb, NaeT
nHpopMalLIMI0O O BPEMEHHBIX TOYKaX, KOraa
OCTaTOYHbIC KOTHUTUBHBIE (DYHKIIMU HAXOASITCS
Ha nuke. OueHKa KIMHUYECKOTO COCTOSHUS Ma-
LUEHTOB (HAIIpUMEpP, C UCHOJIb30BAHUEM IIIKa-
Jb1 CRS-R) B 3THUX BpeMEHHBIX TOUKax I103BO-
JINT CBECTU K MUHUMYMY PUCK TMIEPANATHOCTU -
Kk y nmanmeHTtoB ¢ XHC. ¥YcranoBneHo, 4rto
3HAYE€HUS OLICHKM COCTOSIHUMS ITallMeHTa I10 CHU-
creme CRS-R Bapweupyior B Teuenume nHs (Cor-
tese et al., 2015).

¥ nmaumeHToB B BC nmMeor MecTo 3HaYMMEbIe
LIUpKagHble W3MEHEHUs TeMIlepaTyphbl Telia
(Fukudome et al., 1996; Bekinschtein et al., 2009c;
Blume et al., 2017), aprepuanbHoro gasiaeHus (Pat-
toneri et al., 2005), TopMOHaIbHOI ceKpelunu (Me-
naronuH) (Guaraldi et al., 2014) u T.1.

MenaToHWH, OEMCTBYIOLIMI KaK 3HIOTCH-
HBIA CUHXPOHU3aTOpP, CUMTAETCSI CaMBIM TOY-
HBIM MapKepoM LHUPKATHOCTU PUTMOB Y JTIOMIEIA.
OnHaKoO IO HACTOSIIIEr0O BPEMEHU MCCIIeIOBa-
HUI1 CyTOYHBIX KOJIeOaHWI YPOBHSI MeJIaTOHHA
y TIALIMEHTOB C TSKEJIBIMU ITOBPEXICHUSIMU
MO3ra KpaiitHe Majlo.

Ha ceromHsiiniHuii A€Hb YCTAHOBJIEHO, YTO Y
HallMeHTOB C TSDKEJIbIMU MOBPEXICHUSIMU TO-
JoBHOro Mmoara Bciaeacrsue YMT ypoBeHb cek-
pelru MeJaTOHMHA 3HAYMTeIbHO CHUXKEH (Pap-
arrigopoulos et al., 2006; Shekleton et al., 2010)
OTHOCUTEIBHO HOPMBI, a B OCTpOM nepuomae (2—
5 nHel mociie TpaBMbl) oTtcyTcTByeT (Moskata
et al., 2004). B uccnenoBanuu Guaraldi u coaBT.
(2014) 6bLIO TakKe MOKa3aHO, YTO Y MallMeHTOB
B BC Bcinencreue YMT HOUHOI CMHTE3 MeIaTo-
HWHA CHWXXEH OTHOCUTeJbHO HOpMbI (Guaraldi
etal., 2014).

IIpoBeneHue CcyTOUHO TEPMOMETPUN MOXKET
OBITh MPENJIOXKEHO B KayecTBe HauboJiee Ipo-
CTOTO B OCYIIECTBJIEHUM CITOCOOA MOHUTOPUHTA
HUPKaTIUAHHBIX KoJeOaHU (hU3MOJTOTMYECKUX
rnokasaTeJieil y ralMeHTa, OqHaKo 1 TaKuX padboT
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HEIOCTaTOYHO U MPOBEASHBI OHU, KaK IPaBuUJIo,
Ha MaJIbIX BEIOOpKaX.

B uccnenposannu Matsumoto u coasnrt. (2013),
MpoBeIeHHOM Ha BbIOOpke u3 10 yenoBek, y
7 manueHToB Ioxwujoro Bo3dpacra ¢ XHC Ha-
Omoganuch KojaebaHWs TeMIlepaTyphl Teja ¢ Te-
puoan4YHOCTHIO B 24 4 (Matsumoto et al., 2013).

CrernieHb COXpPaHHOCTU LUPKAAUAHHON PUT-
MUYHOCTHU, TI0-BUAUMOMY, CBsi3aHa ¢ 00jice BbI-
coknM ypoBHeM co3HaHuss npu XHC. Tak,
OoJibllIasi COXPAHHOCTb MEJIATOHMHOBOIO WU
MEHbIIIee OTKJIOHEHHE TeMIEepaTypHOro pUTMa
oT “3m0poBoit” nepuoaudHoctu (24, 18 4) cooT-
BETCTByeT 0OoJjiee BBICOKMM MOKa3aTeasaM IO
CRS-R (Blume et al., 2019).

B mosib3y 3TOro KOCBEHHO CBUIETEIbCTBYET
HalieHHas 3aBUCUMOCTb LIMPKaAHOCTHU KoJieba-
HUii TemnepaTypbl Tejia y mnauueHToB B BC ot
3THUOJIOTMU TTOPaXKEHHUS TOJIOBHOIO MO3ra: B CIy-
yae BodHuKHoBeHUss BC BcienctBue UYMT no-
KazaTeJiM TeMmepaTypbl Tejla COBeplIaloT LUP-
KaJHble KoJebaHWsl, Torna Kak y IallueHTOB C
aHOKCMYECKMM MOBpEXIAEHUEM Mo3ra Mnoao0-
HOIi UMKJIMYHOCTA He Habmomaercsa (Bekin-
schtein et al., 2009c).

Takxe B wucciaemoBaHum Blume u coasrT.
(2017) ObL1a ycTaHOBJIEHA CBSI3b MEXIY CYyTOY-
HBIMU KOJIeOaHUSIMU TeMIIepaTyphl Teja 1 II0Ka-
3aTeasIMU aKTUBHOCTU mauueHToB ¢ XHC, on-
HAKO B 3TOM MUCCJIEAOBAHUU CBSI3U IUPKATHOCTU
PUTMOB C 3TUOJOTHUEN ITOBPEKACHMS TOJIOBHOIO
Mo3ra HaiigeHo He Obuto (Blume et al., 2017).
IIpoBeneHne MogOOHBLIX MCCIENOBAHMIA CYILE-
CTBEHHO 3aTPyIHSIETCS TEM, YTO y HAllUEHTOB C
HapylLIEHUSIMU CO3HAHMSI 3a4aCTYIO BBISIBJISIIOT-
csl coMaTudeckre U MHMEeKIMOHHbIC 3a001eBa-
HUSI, COIIPOBOXAAIOIIUECS 3aTSKHBIM, KOJeO-
JIIOIIMMCS TIOBBIILIEHMEM TeMIIepaTyphl.

CyTouHast Bapra0eJIbHOCTh KPOBSIHOTO JIaB-
JeHus y namueHToB B BC Takke cHuXeHa I10
CpaBHEHMIO C HOPMOIi, Ha (DOHE yBEJIMUSHUS a0-
comoTHBIX TTokazaresneilt A/l m YCC (Pattoneri et
al., 2005). B Goiyiee paHHeM mccienOBaHUM I10-
JI0OHasI BapnabeJIbHOCTh CyTogHOro putma AJl y
nmaureHToB B BC Ha rpynmoBoM ypoBHe HalimeHa
He 6bl1a (Fukudome et al., 1996).

Yro KacaeTcs cocTaBJeHUs MPOrHo3a, TO I0-
KazaTeJiM (pyHKIMU BereTaTUBHOM HEPBHOI CH-
CTEeMBbI pacCcMaTPUBAIOTCSI B KAUECTBE MapKepOB
BoccTaHoBieHUs nmauueHToB B BC (Wijnen et al.,
2006). ITo HekoTopbiM faHHBIM, BCP, Temmnepa-
Typa Tejla, UIMPKaJIHbII pUTM KOPPEIUPYIOT C UC-
xogoM XHC (Schabus et al., 2018; Blume et al.,
2017). B menoM coxpaHHOCTb LUpPKagUaHHBIX
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putMoB y marueHToB ¢ XHC nMeeT Gaaronpusr-
Hoe ITporHoctuueckoe 3HadeHue (Bekinschtein
et al., 2009a). OqHako BONpOC HAaXOAUTCS B CTa-
IU1 pa3pabOTKM M HAKOTUICHUS TaHHbIX.

3AKJIIOYEHHME

Ha ceromHsiimHuit neHb TMarHOCTUKA U TIPO-
THO3MPOBAHME BOCCTAHOBJICHUS IALIMEHTOB C
XHC 6a3upytorcst Ha pe3yJibTaTax 3KCIIepPTHOTO
HaOII0IeHUSI 32 MALIMEHTOM B TeUSCHUE ITUTEb-
Horo BpeMeHHu. OHAKO TTOBeIeHYEeCKHE OLIEHKH
HEen30eKHO CYObEKTUBHBI 1 3aBUCST OT pa3and-
HbIX pakTopoB. [TanmenTsl ¢ XHC nazke mpu Ha-
JINYUY MUHUMAJIbHOTO CO3HAHMS He BCeraa JI0-
CTYITHBI KOHTAKTYy, 3Ta U IPYrue CJIOXKHOCTH I10-
YTU B TIOJIOBUHE CJIydaeB MOTYT IPUBOIUTH K
o111604YHOI TTocTaHoBKe nuarHo3a BC.

CuTtyanusi 0CJIOXHSIETCS TakKKe KOMIIJIEKCHO-
CThIO TaHHOI HO30JIOTUU KakK TakoBoii. Hampu-
Mep, HEKOTOPbI€ aBTOPbI CYUTAIOT, YTO MpPOLECC
MaTOJIOTMYECKOTO CHUXXKEHUST YPOBHS CO3HAHMUS
(nn BhIXo/a U3 GECCO3HATEIbHOTO COCTOSTHUS)
SIBJISIETCSI TOCTYyMaTeIbHbIM, 4 HE CKauKooOpa3-
HbIM (10 TUITY “BCE WJIA HUYEro™).

Bonee TouHOe OOHapy:XeHME HAIW4YUs CO3HA-
Hud y naureHToB ¢ XHC TeopeTruecky BO3MOXHO
MPY KCTIOJIb30BAaHUM JTOITOJTHUTEILHBIX METOIOB
IUArHOCTUKM, TaKMX KaK HeipOBU3yaTU3alMOH-
HbIE, BJICKTPO(MU3NOIIOTNIECKIE, TICUXO(MU3NOIIO-
rmyeckue u T.40. Hanbomee pacnpocTpaHeHHBIMU
n3 HUX aBasgoTcsa Metonsl DB m PMPT. Ilpn
3TOM YKa3aHHbIE METOIbl MMEIOT Pa3IMYHYIO
YyBCTBUTEILHOCTD U CIIELIM(UIHOCTbD.

AHaN3 TUTEpaTyphl MOKa3aJI HEKOTOPOE T10-
BBIIIIEHWE TOYHOCTU IMATrHOCTUKU WM TIPOTHO3a
MPU UCITOJIb30BAaHUM JTOTOTHUTEIbHBIX METOJIOB
B kiimHuke XHC. B Takux padboTax MCHOJIb3YyIOT-
Csl WJIA OTHA JAOIIOJIHUTEIbHAsI UHCTPYMEHTAJIb-
Hasi METOIMKa, M1 KoMOuHaims metonos. [1pu
WCITOJIb30BaHUM KOMOWHAIIUM METOIOB TOY-
HOCTh IMAarHOCTUYECKOM MJIA IMTPOTHOCTUIECKOM
MOJICJIN YBEJININBACTCS.

HMccnenoBaHue HUpKaaHbIX PUTMOB y Malu-
€HTOB C HapylIeHUSMU CO3HAHWSI, B MEPBYIO
oyepenb, 1aeT UH(popMalIMIo O BDEMEHHBIX TOY-
Kax, KOTrJa OCTaTOYHbIe KOTHUTUBHbIE (DYHKIIUU
HaxojasTcs Ha nuke. [IpoBeneHue moBegeHYe-
CKHUX (C MCIIOJIb30BaHMEM KJIMHUYECKMX IIKaJl,
HanpuMmep, CRS-R) 1 nHCTpyMeHTalbHBIX 00-
CJIeIOBAaHUI B 3TUX BPEMEHHbBIX TOUKaX MO3BO-
JIUT CBECTU K MUHUMYMY PUCK T'MII€PINArHOCTU -
ku y naueHToB ¢ XHC.
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Ta6muna 1. MeTonsl ¥ mapaMeTphl, UCITOJIb3yeMble B IMAarHOCTUKE U MporHo3upoBaHuu XHC
Table 1. Methods and parameters used in the diagnosis and prognostication of DoC

[IpuMeHeHUe [IpuMeHeHUe
MeTonuka Hccnenyembliii napaMmerp B IUArHOCTUKE |BIPOTHO3UPOBAHUU
dopmbr XHC* ucxonoB XHC*
dynkumoHaiabHass MPT — JIOKaJIbHOE U3MEHEeHUEe KPOBOTOKaA ++ +
B TKAaHU MO3Ta
JduddysnonHo-s3BemieHHass MPT | — ie10CTHOCTh TpakToOB GeJioro ++ +
BellleCTBa rOJIOBHOTO MO3ra
ITo3UTPOHHO-3MUCCUOHHASA TOMO- | — JIOKAJIbHBII META00IU3M B TKAHU ++ +
rpacdusi/ omHODOTOHHASI SMUCCUOH- | MO3Ta
Hasi KOMITbIOTepHasi Tomorpadusi
(IMMOT/OPBKT)
DyHK1MOHaIbHAS OVKHSIS UHGPa- | — JIOKAIbHOE U3MEHEHUE KPOBOTOKA — -
KpacHasl ClIeKTPOCKOMUsI B TKaHU MO3ra
(®BUKCC)
BnekTposHuedanorpadpusa (397 — CIIOHTaHHAas 3JIEKTPUYECKas ++ ++
aKTMBHOCTh MO3Ta
BrizBanHbie noreHumasl (BIT) — BbI3BaHHasI 2JIeKTpUYeCcKasl aKTUB- ++ ++
HOCTb MO3ra
Wurepdeiice “mo3r-kommbeorep” — aJIeKTpo3HIIedaorpadpaecKkue — —
(UMK) TIPU3HAKU CO3HATEIIEHOM AesITEeTBHOCTI
TpaHckpaHUaabHast MATHUTHASI CTU- | — CIIOHTaHHAs U BbI3BaHHAs 2J1eK- + +
MYJISIIUS TpUYecKasi akTUBHOCTb MO3ra
AkTturpacdust — IBUraTe/ibHasi aKTUBHOCTD MallUeHTa — —
DyHKIIMOHabHAS TPAHCKPAHUAb- | — JIOKAIbHOE U3MEHEHUE KPOBOTOKA — —
Has pornreporpadus B TKaHU MO3ra (HU3KO€ IMPOCTpaH-
CTBEHHOE pa3pelieHue)
Dnexkrpokapauorpabus — BapuabeIbHOCTb CEPIEYHOTO pUTMa + +
CyTouyHast TepMOMETpUs — KoJieOaHUs TeMIlepaTyphbl Teja — -
CyTouHbIE U3MEPEHUSI apTepruaib- | — KoJeOaHusl IToKa3aTesleil apTepu- — —
HOTO JIaBJIeHUs aJIbHOTO JaBJICHUS
CyTOuyHbIE UBMEPEHUsI TOPMOHAJIb- | — KOoJieOaHUsI IoKa3aTesieil ropMo- — —
HOIi ceKxpelnu HaJIbHOM ceKpeluu (MeJaTOHWH)

% 6 »

— HEOJOCTAaTOYHO JaHHBbIX,

“+” — MpUMEHSIETCSI B 9KCITEPUMEHTATBHO-KIIMHUYECKOM MPAaKTUKE, UMEIOTCS TEOPETUYECKUE HApaGOTKH, OTCYTCTBYET B TPAKTHYe-
CKMX PEKOMEHIALUSIX BEACHUSI MALIMEHTOB C HapyLISHUSIMU CO3HAHUSI,

“++4” — mpUMEeHsIeTCs] B PYTUHHOW KJIMHUYECKOM MPAKTHUKE, PEKOMEHIOBAHO K IPUMEHEHUIO B MPAKTUIECKUX PEKOMEHIAIIMSIX Be-
NIeHUsI MalMeHToB ¢ HapylieHussMu co3HaHust (Practice Guideline Update: Disorders of Consciousness, 2018; [Toranos u ap., 2015).

CTOUT OTMETUTD, YTO a0COIIOTHOE OOJILIINH-
CTBO pabOT MPOBEACHO Ha HEAOCTATOYHOM IS
noctpoeHust 3pGeKTUBHONM MOAEIN YUCTIe Ma-
ueHToB. IToaTOMY YHHMBEpCalbHOIO U AOCTa-
TOYHO MOIIIHOTO METOAA Ha CErOMHSIIHUNA AeHb
noka He pa3padoTraHo. B Tabi. 1 B 000011eHHOM
BUJI€ IPUBEACHBI METOAbI, UCIIOJIb3yEMbIC B IV~
arHocTtuke u nporHosupoBanuu XHC, B cooT-
BETCTBUM C MIPAKTUUYECKMMU PEKOMEHIALINSIMU,
pa3paboTaHHBIMM AMEPUKAHCKOM aKaaeMuei
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HeBposorun (AAN), amepukaHckuM KoHrpec-
coM peabunutaunoHHoi MeauuHbl (ACRM) u
HatmoHaTbHBIM MHCTUTYTOM MO ITpo0JieMaM WH-
BaJIMTHOCTH, HE3aBUCUMOTO ITPOXXMUBAHUS 1 YICCIIE-
nJoBaHuii B oonactu peaduuranuy (NIDILRR).

Takum obGpa3oM, uccileqoBaHUE TUATHOCTU-
YeCKHNX U IPOTHOCTUYECKUX MapKepoB BOCCTa-
HOBJIEHUsI co3HaHUs y maiueHToB ¢ XHC tpedy-
€T JOIOJTHUTEIbHBIX UCCIIEJOBAHUI U OCMBICIIE-
HMsI HAKOIUIEHHOI0 MaTepuaa.
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We devote the review to the analysis of the literature on the study of states of pathological impair-
ment of consciousness based on the use of neuroimaging, electrophysiological, and other non-in-
vasive methods for assessing the activity of the nervous system. It highlights the problems of diag-
nosing and predicting the recovery of patients with chronic disorders of consciousness. Neuroim-
aging, electrophysiological, physiological, and other correlates of chronic disturbances of
consciousness, such as the minimally conscious state and the unresponsive wakefulness syndrome,
are considered. We discuss the ways of solving the problems of diagnosis and prognosis in chronic
disorders of consciousness.
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KaneBble KaHaJIBl SIBJISIIOTCSI BasKHEWUIIIMMU
MOHHBIMY KaHaJIaMM HEepoHa, OTBEYAIOIINMH 3a
penoisipu3almio MeMOpaHbl IPU TeHEepalny T10-
TEHIIMAJIOB IEMCTBUS, a TAaKXKe 3a PETYJISILINIO 00-
el BO30yIMMOCTH HelipoHa M 3HAUY€HUE MEM-
OpaHHOTrO TMOTEeHIIMala B Mokoe. [ToTeHuan pe-
BEPCHUU KaJIMEBOTO TOKA B HOPME HaXOIUTCS HIKE
MeMOpPaHHOTO ITOTCHIMAJIA, MO3TOMY OTKPBITHE
KaJIMEBBIX KAHAJIOB MPUBOIUT K TUIIEPIOISIPU3a-
LIVY Y UTPaeT KPUTUIECKYIO POJIb B PETYJISILINMI aK-
TUBHOCTH HelipoHa. HekoTopble TUITBI KaJIMeBbIX
KaHaJIOB, Ha3bIBaeMble KaJIbLINIi-3aBUCUMbIMU,
MOTYT OTKpPBIBATbCS TPU TOBBIICHUN YPOBHS
BHYTPUKJICTOYHOTO KAIbLMS VI MOAY/IMPOBATh-
Cs1 IM, UTO TTO3BOJISIET 3TUM KaHaJIaM OTCTaBJICHHO
pearnpoBaTh Ha aKTUBHOCTb, €CJIM OHA ITPUBOIUT K
3HAYUTEILHBIM M3MEHEHUSIM B YPOBHE BHYTPH-
KJIETOYHOTO KaJIbIIYsl. DTU YHUKAJIbHBIC XapaKTe-
PUCTUKU KaJIbLINIi-3aBUCUMBIX KAJTMEBbIX KAHAJIOB
MMPOYHO MePEIICTEHBI C 0COOEHHOCTBIO MX (PYHK-
LMY, a TaKXKe TUHAMWKU W YCJIOBUI cpabaThIBa-
HUS U 3aKPBITHSI.

KIIACCUDPUKALIUA
N CYBBEAMHHWIIbI KAHAJIOB

Kanbuuii-zaBucuMbIe KaJIMEBbLIC KaHaJibl
pas3acidroT 110 BCJIWYMHE IIPOBOAMMOCTHU OT-

IeJIbHOTO KaHalla Ha TPU OCHOBHBIX ThIa: SK —
Hu3Kasi nmpoBoauMocTh (small conductance,
4—14 pS), IK — npomexyTouHasi HpOBOAUMOCTb
(intermediate conductance, 32—39 pS) u BK —
BhICOKas nmpoBoauMocTh (big conductance, 200—
300 pS (Kshatri et al., 2018), puc. 1). CHavana
KaJIbLIMIi-3aBUCUMbIC KaHAJIBI ObUIA OTKPBITHI Y
He-HelpOHaIbHBIX KJIETOK, ¥ OBIJIM OMUCAHBI UX
HeKoTopkhle cBoiicTBa (Marty, 1981; Bregestovski
etal., 1988; McManus, 1991). BK-kaHaibl TakKe
SIBJISTIOTCS TIOTEHLIMAI-aKTUBUPYEMbIMI KaHaJIa-
MM, UMEIOLIMMU BbICOKOE CPOACTBO K KaJIbLINIO
(Cui, 2010), cBg3bIBaHHE C KOTOPHIM BBI3HIBAET
COBUT KPUBOM MOTCHIIMA-3aBUCUMOI aKTUBa-
uu kaHaa (Cui et al., 2009), obieryarooniuii ero
AKTUBAILUIO TIPU A0S pU3aLIMKU. DTO CBOMCTBO
BK-kaHaja mpenmnosiaraet ero ydyactue B IeTeK-
LIMM COBITAIEHUsSI ITIOBBIIICHUS BHYTPUKJICTOY-
Horo Ca?" u genonsipusalni, CBI3aHHOM C TeHe-
pauyei HEWPOHOM IIOTCHLMAJIOB JIEHCTBUS
(Contet et al., 2016; Pantazis, Olcese, 2016). de-
TEeKIMs COBITAICHUI CHUTHAJIOB UTpaeT KITIoYe-
BYIO pPOJb B aCCOLIMAaTMBHOM OOyYeHUU M X30-
OOBCKO MJIaCTUYHOCTH.

Kanansl BK-THI1a BOCHOBHOM pacIiojaralor-
CSl HAa aKCOHE U MPECUHANTUYECKUX TEPMUHAISX
nupamMuaHbix HeiipoHoB (Hu et al., 2001; Trim-
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Puc. 1. Kanpluii-3aBUCUMBIE KaJIleBbIe KaHAJIBI Y
HeiiponoB IIHC. (a) — cxema jokaau3alu B Heli-
poHe KaHaoB BK-tuma (mpeumyliiecCTBEHHO ak-
coH), SK-tuna (akcoH, neHOApUTHL U coma) u 1K-
Tuna (coma u AeHAPUTHI). (0) — XapakKTepHbIE U3-
MEHEHMsI MeMOpaHHOTO ITOTeHIIMaaa Ipu HeMpo-
HaJIbHOII aKTMBHOCTHU, BBI3BaHHBIe Ojiokamoii BK-
KaHaloB (CBepXy, HMOEPUOTOKCHUH: pacIIMpeHUe
rnmoTeHIaioB aeiicteus), SK-kaHaioB (cepeauHa,
armraMUH: CPEIHSS CIenoBast TUIIEPITOJISIpU3alins) 1
IK-xananoB (cuuzy, TRAM-34: menjieHHas caeno-
Basl rumnepriojisipusanusi). (B) — CXeMbl CyObenu-
Hu4yHoro crpoeHust BK-kaHaina (cneBa: kaHanbHas
0.-CyObEeMMHUIIA U PETyJISITOpHas -CyObeanHUIIA;
caiit cBsi3bBanust Ca?t Ha O-cyOBbeqUHULIE BHYTPH
kiretkn) 1 SK/IK kaHanoB (cripaBa: IpoCBET KaHa-
J1a 00pa3syloT 4 cyobenuHuibl (S1...S4), coenuHeH-
HbIE B TOMO- WJIM TeTepoTeTpamMep; KaHajl aKTUBU-
pyetcst KomruiekcoM CaM-Ca?t usnytpu kietkn).

Fig. 1. Calcium-dependent potassium channels in
central neurons. (a) — Scheme of the neuron with
channel localization of BK-type (mainly at the ax-
on), SK-type (axon, dendrites, and soma), and IK-
type (soma and dendrites). (6) — Activity-related
characteristic changes in membrane potential dy-
namics induced by blockers of BK-channels (top
traces, iberiotoxin: broadening), SK-channels (mid-
dle traces, apamin: medium afterhyperpolarization),
and IK-channels (bottom, TRAM-34: slow afterhy-
perpolarization). (B) — Scheme of subunit composi-
tion of BK-channels (left: pore-forming a-subunit
and auxiliary B-subunit; a site of Ca’*-binding at o-
subunit inside the cell) and of SK/IK channels
(right: pore is formed by 4 subunits (S1...S4) i.e. by a
homo- or heterotetramer; the channel is activated by
a CaM-Ca?" complex from inside the cell).
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mer, 2015; Roshchin et al., 2018) (puc. 1 (a)).
B coorBeTcTBUM ¢ nokanmm3anneii, BK-kaHanab!
OKa3bIBAIOT 3HAYUTE/IbHOE BJIUSIHUE Ha BO30YyIM-
MOCTbh ITPECUHANTUYECKOTO OKOHYaHUS 1 aMILI-
TyIy HUCXOMISIIETO CUTHAJIa B CHHANITUIECKOM T1e-
penade (Hu et al., 2001, Roshchin et al., 2018).
Taxoke 3Ti KaHaJIbl OTYACTH [TIOMOTAIOT PETIOISIPU-
3allM MeMOpaHbI B IEHIPUTAX U COME HelipoHa,
HO He BJIMSIIOT Ha 00paTHOE pacIpoOCTpaHEHUE T10-
TeHuMana neiicteug (Bock, Stuart, 2016).

Kpome mMoaynupyemMbix KadbLlMEM MOTEHILIM-
aJl-aKTUBUpPYeMbIX KaHasioB BK-Tumna B Helipo-
Hax IIPUCYTCTBYIOT KaHaJibl, aKTUBUPYEMbIEC
KaJIblLIMEM HaIpsIMyl0 — 3TO IIHUPOKO pacIlipo-
crpaHeHHble KaHaibl SK-tuma (small potassi-
um), U 6amM3Kkue UM no crpoeHuio IK-kaHasbl
(intermediate potassium, KCa3.1). DTo BaxkkHOe
cBoiicTtBo no3poJsietr SK- u IK-kaHanam oTKpbI-
BaThCs U pearupoBaTb Ha BHYyTPEHHUE KajlblIUe-
BbI€ CUTHAJIbI 1aKe B T€X CJIydasiX, Korma HeMpoH
HaXOJIUTCSI B COCTOSIHMM TTOKOSI U HE TEHEPUPYET
NnoTeHIuaabl AecTBusg. B HelpoHax ObLIM
WIeHTU(PULMPOBaHbl 3 ToATUNA CYyObEeAUHUIL
SK-kananoB: SK1, SK2 u SK3 (Kohler et al.,
1996; Bond et al., 2005). SK-kaHaJbl 3Kcnpec-
CUDYIOTCS MPEUMMYIIECTBEHHO B COMAaTOJCH/I-
PUTHOI 061acTu HelipoHa (rmoaTurkl 1, 2, 3), on-
Hako noarun SK3 BcTpeyaercst Takke U B Ha-
yaJIbLHOM CErMEHTE aKCOHa, Ile 3TU KaHasbl
MoryT nonBepratbcsi cAMP-PKA-3aBucumomy
9HJIOLIMTO3Y, obecIieurBasi NJacTUYECKUE U3Me-
HeHus (Abiraman et al., 2018). SK-kaHanbsl B
IeHIpUTax NUpaMUIHbIX HelipoHOB mois CAl
runmnokamMIiia o0ecreyrnBaloT penojspu3alunio
MeMOpaHbI Hocjie AEHAPUTHBIX IIaTO-MOTEHIIM -
anoB (Cai et al., 2004). UHruOUTOPHBIM aHATIU3 C
IMOMOIIIbIO arfaMrHa U HokayT SK-kaHanoB 1e-
MOHCTPUpPYIOT, 4To SK-KaHajbl Y4acTBYIOT B
dopMupoBaHUM CpemHeil ¢as3bl CIeTOBOI TM-
nepnoisspuzauuu (Bond et al., 2004).

B 1o Bpemsi kak SK-kaHajibl ITOBCEMECTHO
pacrpocTpaHeHbl B HEpBHOI1 cucteme, 6oJiee Mel-
neHHble IK-kaHanwl (puc. 1 (0)) mpeacTaBiieHbI
TOJILKO B OIpeAeICeHHbIX O0JIaCTsIX/CJIOSIX MO3ra
TOJIbKO y YacTu HeiipoHoB. Kpome rummokammna,
IK-xaHaJsbl ObUIM TaKXKe HaliIeHbl B HEOKOPTEKCE,
MPEeUMYIIECTBEHHO Yy HEWPOHOB 5-TO CJIOSI B
JIeHapocoMaThuiyeckKux KommnaptMmeHTtax (Turner
et al., 2015). I'en IK-kananoB (SK4/KCNN4)
SIBJISIETCSI OJIMBKOPOACTBEHHBIM M JI€MOHCTpPU-
pyet romosioruto ~40% c reHamu KaHaioB SK
tunoB 1-3 (Joiner et al., 1997). HenaBHue uurto-
WUMMYHOJIOTUYECKHWE UCCIETOBAHMS C TOMOIIIBIO
cBepxpaspelueHus (super-resolution) rmokasanu,
yTo cyobenquHulbl [K-KaHaIOB KOJTOKAIU3YIOT-
Ne 2
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cs1 BMecTe ¢ cyoremmuuiiamMu SK-kaHajioB B of-
HUX U TeX Xe KOMIAapTMEHTaX HelpoHa, B TO
BpeMsI KakK Koakcnpeccupylomuecs SKI1- n IK-
CyOBEIUHUIIBI, TI0-BUIMMOMY, OOBEOIMHEHBLI B
KaHanbHble KomIuiekchl (Higham et al., 2019).
MckyccTBeHHAsT KO-3KCIIpecCusl CyObeaUHUILL
IK n SK1 B MomenpHOI KyJIbType He-Helpo-
HaJIbHBIX KJIETOK MOKa3aja HaJIW4he BO3MOX-
HBIX XMMEPHBIX KaHaJIOB, 00Jiee OJIM3KHMX I10 pe-
TUCTPUPYEMbIM TOKaM K roMoMepHbIM I K-kaHa-
JJaM ¥ COXPaHSIOIIMX YYyBCTBUTEIBHOCTb K
omokaropy IK-xanamos TRAM-34, Ho B Oosee
BbicOKOI KoHueHTpauuu (Higham et al., 2019).
[MpyHUMas BO BHUMaHME HU3KYIO 9KCIPECCUIO
cyosequnmi 1K -kanamos B ILIHC 1o cpaBHeHMIO C
IPYTMMU TKAHSIMUA, MOXKHO TIPEITOJIOKUTh Ha OC-
HOBaHWM OITyOIMKOBAaHHBIX JaHHBIX, 4yTo IK-1mpo-
poammMocTh y HelipoHoB LIHC onpenenserca xum-
mepmsanyeit IK- m SK-kananbHBIX CyOBeIMHMNILI.

POJIb KAJIbUUN-3ABUCUMBbIX
KAJIMEBBIX KAHAJIOB B PEI'VJIALINN
JJIUTEJIIBHOCTU CHA

Ilepexon roJIoBHOro Mo3ra B COCTOSIHME CHa
COIIPOBOXAAETCAd LMKINYECKMMU H3MEHEHUSI-
MU BO30YIMMOCTU HEMPOHOB, OIpeAc/sieMbIMU
CYTOYHBIM PUTMOM. DBbIIO yCTaHOBJIEHO, 4YTO
BaXXHYIO POJib B PETy/IsILU MPOIOJLKUTEIbHO-
CTU CHa MIpaloT KaJlbliMii-3aBUCHUMBbIE KaHajbl
SK- 1 BK-tumnos (Colwell, 2006; Tatsuki et al.,
2016). BK-kaHaibl OCHMUIMPYIOLIMX HEUPOHOB
CyIpaxyua3MaTUYecKoro sapa, KOHTPOJUPYIO-
LIero UMpKaAuaHHbIM pUTM, BHOCAT 3HAUUTEb-
HBIA BKJIaJ B MOAYJSLIMIO CIIOHTAHHOM aKTUB-
HOCTHU 3TUX HEeWpOHOB. MyTalus, IpuBOasIIas
K notepe pyukunu (loss-of-function) BK-kana-
JIOB B HEMpOHaxX cylpaxuadMaTUYeCcKOro sjpa,
YBEJIUYMBAET UX CHOHTAHHYIO aKTUBHOCTb, YTO
M3MEHSET MEUCMENKEPHBIE BBIXOAbI 3TOTO S1pa
1 HapyllaeT NOBeAeHYECKME TIPOSBIACHUS LIUP-
kagunaHHoro putMma (Meredith et al., 2006). ITo-
Ka3zaHo, YTo B HopMme nHakTuBaiusi BK-kaHnanos
HEeWPOHOB Cypaxua3mMaTUiecKoro sjapa Mpouc-
XOJIUT B IHEBHOE BpeMsi, B TO BpeMsl KaK HOUYbIO
BK-toku makcuManbHbl (Whitt et al., 2016). Ot-
KJIIOYeHWe WHaKTHBalMu Ha N-KoHie [2-
CyObeAUHUIIBI TECHETUYSCKUMU METOIaM1 Hapy-
LIaeT UUPKAAMAaHHYI0 PUTMUYHOCTb, KOTOPYIO
MOXHO CE€JIeKTUBHO BOCCTAaHOBHUTbH JOCTaBKOI
KOPOTKOM 4acTH IENTUIHON MOCIeq0BaTeIbHO-
cTi HaTuBHON [B2-cyobhenunuiibl (Whitt et al.,
2016). TakKe U3BECTHO, YTO aKTUBALIUs KaHAJIOB
SK-Turmma HeiipOHOB TajlaMyca MOHAMHU KaJIbIINS,
BXOASIIIMMU B 3TU KJIeTKU uyepe3 Ca’"-KaHasbl
T-tuna, HeoOxoauMa IUISI MOAASP>KAHUS Tajia-
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MUYECKUX OCHWJIISILINI BO BpeMsI MEIJICHHOTO
cHa (Cueni et al., 2008). Takum oOpa3oM, CBSI3b
(byHKIIMY KalIMeBbIX KaHAJIOB C IIMPKaaIUaHHBI-
mu nukinamu Bo3oynmumoctu LIHC npencrasis-
€TCSl YCTAHOBJICHHBIM (DAaKTOM, XOTS JeTaju
3TUX TIPOLIECCOB Ha YPOBHE OTHCIBHBIX OCIKO-
BBIX MOJIEKYJI BCE eIlle OCTAIOTCSI He TTOJTHOCTBHIO
W3y4EeHHBIMU.

KJIFOYEBAS POJIb KAJIBLIMI-3ABUCHUMBIX
KAJIMEBBIX KAHAJIOB
B KPATKOBPEMEHHOW TJIACTUYHOCTH,
BbI3BAHHOM HEMPOHAJIbHOM
AKTUBHOCTbBIO

Kanbumii-zaBrucumMble KaJlMeBble KaHAIbI UT-
paroT )KU3HEHHO BaXKHYIO POJIb B OTCTaBJIEHHOM
CHU>KEHUM BO30YIMMOCTU HEMPOHA, KOTOPOE HE
MOTYT o0ecrieunBaTh “HOpMaJibHbIE” TTOTEHIIV-
aJl-aKTUBMpPYEMble KaHaJlbl M3-3a UX WHAKTUBA-
ouu. Y NUpaMUIHBIX HEWPOHOB HEOKOpPTEKCa
HIMPUHA MOTEHIIMaIa AEUCTBUS B aKCOHE pEry-
Jupyetcs kaHaiamu Kvl 6wsicTporo tuma, KOTo-
pbI€ C TIOMOIIBIO 3TOT0 MEXaHW3Ma OTpaHUYMBA-
10T JUIUTEJIbHOCTD JIeTIOJIsIpU3alivii,/KOJINYeCTBO
BBIAEISIEMOTO MPECUHANTUYECKUM OKOHYAHUEM
MeauaTtopa M, COOTBETCTBEHHO, aMIIJIUTYIY BbI-
3BaHHBIX MOCTCUHANTUYECKUX TMOTEHIIUAIOB
(BIICIT) Ha cnenytoieM HeiipoHe B cetu (Kole
et al., 2007). OgHako npu MeIJIEHHBIX OCLIVJIISI-
usix KaHajbl Kvl 3HaUUTEIbHO MTHAKTUBUPYIOT-
CSl, YTO MOXKET MPUBECTU K PaACIIMPEHUIO OTEH-
yaja IefcTBUS 1 MOBBIIIEHHOMY BbIOPOCY Me-
nuatopa (Kole et al., 2007). Kpome ToroO,
MOAIIOpOroBas AeNosipu3alus 3TUX HEHPOHOB,
KOTOpasi CIiocoOHa OKa3blBaTh BIMSHUE Ha aM-
mwmtyny BIICIT (Shu et al., 2006), Takxke 4a-
CTUYHO MHaKTUBUpPYeT KaHaibl Kvl 1 BbI3BIBAET
paciupeHue noteHuuana aeiicteus (Foust et al.,
2011). OgHako gauTeabHasi aKTUBHOCTb HEHPO-
HOB, KOTOpasi MOXET BbI3BaTb WMHAKTUBALIWIO
Kv1-kaHajioB, OMHOBPEMEHHO MPUBOAUT K YCU-
JIeHU10 akTuBHOCTU BK-KaHayjioB M3-3a HaKoOI-
JICHUSI KaJIbLIMsI, BXOJSIIIETO B HEMPOH B pe3yJib-
TaTe AeToIsIpru3allii Yyepe3 MOTeHIIMaT-aKTUBU -
pyeMble KajibliieBble KaHaibl (Yu et al., 2010).
Ilpu peryasipHbIX 3J€KTPUYECKUX CHANRKOBBIX
pa3psigax CTaHOBUTCS OoJiee BbIpaxkeHa pPOJib
KaJIbLIMI-3aBUCUMBbIX TTOTEHLIMAT-aKTUBUPYEMBbIX
kaHanoB BK-tuma (big potassium), akTUBaIMM KO-
TOPBIX TIPEAIESCTBYET HAKOIUICHWE BHYTPUKIIE-
TOYHOTO KaJIbLIKSI, BBI3BAHHOE MPEAIIECTBYIOIN -
MU noreHuuanamu aeiicteus (Roshchin et al.,
2018). DTOT BaxKHbINA MEXaHU3M SIBJISIETCSI OCHO-
BOM KPAaTKOBPEMEHHOM IJIACTUYHOCTH, IIPOSIB-
JISTIOLLIEMCS TIPU PETYJISIPHOM 3HAYUTEIBHOM aK-
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TUBALIMM aKCOHAa W CHUHAIITUYECKOM Tmepemadye
(“use-dependent plasticity”). TakuMm oOpa3zom,
MOXHO cIeJlaThb 3akiodyeHue, yro BK-kaHamb
00ecIeurBalOT HEUPOHY HAACXKHBI MEXaHU3M
MNpeaOoTBpalllcHUsI HEKOHTPOJMPYEMOIO YyCcujie-
HUSI CUHANITUYECKOM Tepenayu Ipyu MHAKTUBa-
LIMY OBICTPBIX ITOTEHIIAI-aKTUBUPYEMBIX KaJIU -
eBbIX KaHanoB (Kv1l) BBICOKOYAaCTOTHBIMU pa3-
psanamu (Roshchin et al., 2018).

SK- m IK-xaHajibl MOTYyT aKTMBUPOBATBHCS
MOBLILIEHUEM BHYTPUKIIETOYHOIO KaJIbLIMSI BHE
3aBUCHMOCTHU OT JACMOJIsIpu3alui MeMOpaHbl U
MOTEHLMAJIOB JIEMCTBUSI, YTO MO3BOJISIET OTIE-
JINTh 3TU KaHaJbl OT NOTEHIMA-aKTUBUPYEMBIX
B 3KcrnepuMeHTalnbHBIX ycinoBusix (Roshchin et
al., 2020). ®u3MoNOrnuyecKu oxapakTepu3oBaTh
9TU KaHaJjibl Y HEMPOHOB MO3BOJISIIOT CIIeLIu-
yeckue 6i1okaTopsl (puc.l): amamuH a1 SK-ka-
HayoB (Bock, Stuart, 2016) u TRAM-34 nna IK-
kaHanoB (Tiwari et al., 2018). B kauecTBe ceHCO-
pa BHyTpuKkiieTouHoro Kaubus SK- u IK-kana-
JIbl KMCHOJB3YIOT LIMTOILIa3MaTUYeCKUid OeloK
kanbmonysinH (CaM): kommuiekc CaM/Ca?* BbI-
3bIBAET OTKpPBITHE 3TUX KaHayioB (Bean, 2007)
(puc. 1 (B)). OnHaKO BOBHUKHOBEHUE IMTOTEHIIU -
aJIoB JIEMCTBUSI B HOPMAaJIbHBIX YCJIOBUSIX Bcerna
COIIPOBOXAAETCSI BPEMEHHBLIM ITOBBIIICHUEM
KaJIbLIMsI, U TOATOMY OJTHUM U3 HauboJiee 3aMeT-
HbIX cBoMCTB KaHaoB SK- u IK-tunos siBasier-
Csl yyacThe B IPOAOKMTEIbHOM CJIeI0BOM I'-
NepnoJspu3aluy, OTCTaBASHHOM OT OBICTpOit
CJIeOBOI TUIIEPIIOASIpU3aALUU, KOTOPYIO BbI3bI-
BalOT IOTEeHLIMAJI-3aBUCUMBIe KaHabl (King et al.,
2015; Roshchin et al., 2020).

HenaBHue wucciienoBaHus MoOKazajlu, 4YTO
BaXXHOE€ CBOMCTBO aJanTallMM y ITMPaMUIHBIX
HEUPOHOB 5-TO CJI0S1 HEOKOPTEKCAa HAXOAUTCS B
3aBUCUMOCTH OT CJI€A0BOI1 TUIIEPIOISIpU3ALINHU,
onocpenoBanHoli IK(KCa3.1)-kananamu (Ro-
shchin et al., 2020). Hannuue MenneHHoi cieno-
BOM TUIIEPIIONSPU3ALIMNA HAXOOUTCSI B CTPOTOM
KOpPEJSLUN C MOBBIILIEHHONM MHTEHCHUBHOCTbHIO
ajanTanuy CraiiKoBOTO pa3psiia y 9TUX HEHpo-
HOB (Groh et al., 2010; Guan et al., 2015). UnaTe-
pECHO, YTO HEMPOHBI 5-TO CJIOSI HEOKOpTEKCa,
skcrapeccupylomue IK-kanane/Kv2.2-kaHanbl
U MMeEIoIYe 3aMelNIEHHYI0 a3y clie10BOi T'i-
neprnioasipus3auuu (Bishop et al., 2015; Roshchin
et al., 2020), oTanyaroTcs Mo 3HAKy CBOCH Ijia-
CTUYHOCTU OT HERIKCHPECCUPYIOLINX HEMPOHOB
9TOro ke cnos: y mbieit IK+/Kv2.2+ HelipoHsbl
JEeMOHCTPUPYIOT JIEMPECCUI0, CBI3aHHYIO C yaa-
JIeHueM BUOpUCC, U HE TEMOHCTPUPYIOT TOTEH-
nuanumu (Jacob at al., 2012).
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POJIb KAJIbUUN-3ABUCUMBbIX KAJIMEBbBIX
KAHAJIOB B ITATOJIOTUYECKOUN
ITNIACTUYHOCTU I1PU SITUIEIICUNU

Baxxneiimas ¢GpyHKUMSA KalblUA-3aBUCUMbIX
KaJIMEeBbIX KaHaJIOB MO OTCTABJICHHOM peryJis-
1Y HEMPOHAJILHOI BO30OYIMMOCTH TIpearoaaract
MX BO3MOXHOE y4yacTHe B MATOJOTMYECKUX IPO-
1eccax Ipu pa3BUTUM 3nuiercuu. M3 Bcex Kaib-
LIM-3aBUCHUMbIX KaJIMEBbIX KAHAJIOB ObLIO Mpoae-
MOHCTPUPOBAHO CHMXXEHME AKTUBHOCTU TOJIBKO
BK-kaHanoB B rurnmokamIiie XpoOHNYECKMX KPhIC-
srmmnenTukoB (Pacheco Otalora et al., 2008). Ila-
palloKCcaibHO, HO UCC/IEIOBaHUS IO TMTOUCKY aHTU-
SMWIENTUYECKUX MperapaToB MoKa3aau yMepeH-
HBII 3 PEKT KaK aKTUBaTOPOB, TaK 1 OJIOKAaTOPOB
BK-kananos (Leo et al., 2015). Myrauuu 3Tux Ka-
HaJI0B ObUIM HaliJIeHbl Y TTalIMeHTOB IIPY HEKOTO-
puix Buaax smmiencum (Du et al., 2005).

Vruerenne pynkumu SK1- m SK3-kananoB
ObLIIO OOHAPYXEHO y JUHUU KpPbIC, Mpeapacro-
JoxeHHbIX K smuiencuu (N’Gouemo et al.,
2009). Cynoporu y 3TUxX KpbIC OBLIO BO3MOXHO
YMEHbBIUIUTh C TOMOIIbIO (hapMaKOJIOTrMYeCKOMH
aktuBauuu SK-kananoB (Khandai et al., 2020).
IIpu skcnepuMeHTaIbHON (hOKATBLHOM 3Iuiien-
CHUM B BUCOYHOI KOpE Ha MOJIEJISIX TPBI3yHOB IPO-
WCXOOUT 3HAUYUTESIbHOE CHYDKEHUE CJIENOBOI -
neprojspuzanyu y HeiipoHoB 1nioiig CAl runmo-
kamria. HenaBHee uccnegoBanue (Tiwari et al.,
2019) nmokazajno, 4YTO B 3TOM CJIydae YTrHETEHWIO
MoABepraeTcsi KOMIIOHEHT MEJIEHHOM Cliel0BOit
rurneproisapusanu, odecrieunbaeMbiii [K-kaHa-
Jlamu, 4to noarBepxknaer ydyactue IK-kaHaioB B
pa3BUTUU 3TOM (hOpPMBI Ccynopor. B coBoKyrmHoCTH
COBpPEMEHHbIE TaHHbIE CBUIETEILCTBYIOT O BOBJIE-
YEHHOCTH KaJIbLIMIi-3aBUCHMBbIX KaJIMEBbIX KaHa-
JIOB B T€HE3UC AMWIETICUM, B TO BpeMsI KaK UX aJl-
JIeJIU MOTYT ONpeNeisiTh MPeapacIiooXeHHOCTb
K HEKOTOPBIM BUJIaM 3TOI OOJIE3HMU.

HOJITOBPEMEHHAS IJIACTUYHOCTb

N YYACTHUE KAJIBONN-3ABUCHUMbIX

KAJIMEBBIX KAHAJIOB B OBYYEHUHN
N ®OPMUPOBAHUU [TAMATHU

CoBpeMeHHbIE TeHeTUYECKE METOIbI MOoKa-
3bIBAlOT HEIIOCPEACTBEHHOE Y4YacTUe KaJlbLUii-
3aBUCUMBIX KQJIMEBbIX KAHAJIOB B JOJTOBPEMEH-
HOM M1acTUYHOCTU Npu obydyeHuu. I1pu uccie-
MoBaHUM (pOpMUPOBAHUSI AOJTOBPEMEHHOI Ta-
matu  PHK-cekBeHupoBaHuWEeM  HeOOIbIINX
rpynn KJETOK ObLIO MPOJAEMOHCTPHUPOBAHO CIIe-
HdUIecKoe H3MEHEHUE 3SKCIPECCUM LEJIbIX
KJIaCTEPOB TE€HOB B (YHKIMOHAJIBHBIX CETSX
HellpoHoB. B yacTHOCTH, B criucke guddepeH-
Ne 2
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LIMAJIbHO 3KCIIPECCUPOBAHHBIX T€HOB C MOMO-
mbeio GO ananu3a (gene ontology analysis) ObuIH
NASHTUPUIUPOBaHB (PYHKIIMOHAJIILHBIE KJjac-
ChI, BKJIIOYAIONINE CYOBETUHULIBI PEIIEITOPOB U
noHHbIX KaHaoB (Rao-Ruiz et al., 2019). 13 uc-
cJieIoBaHHBIX aBTOpaMu 11 TeHOB KaJMeBbIX Ka-
HaJIOB HEMPOHOB 3y0OuaToii hacliiy TUIITOKAM-
rma, 3KCIIpeccusi TPAHCKPUIITOB IECSATU TEHOB
MOHU3MUJIACh B pe3yJIbTaTe BHIPA0OOTKM 00CTAaHO-
BOYHOTO 000poHUTEIIbHOTO pedaekca. bruio 3a-
pPETUCTPUPOBAHO CHMKEHUE BKCIIPECCUM TeHa
Kcnn3 (SK3) xamsnmit-aktuBupyemoro SK-xa-
Haza B ~10° pa3 (Rao-Ruiz et al., 2019).

Ha kjeTouHOM ypoBHE M3MEHEHMS B 3KC-
npeccum KaHajioB npu MetuiaupoBaHuu JTHK
MOTYT OTpaXkaTbCsl B U3MEHEHUIX MOPGOIOTrr-
YeCKMUX 1 (PYHKIIMOHAITbHBIX XapaKTePUCTUK KaK
CHHAIICOB, TaK U BO30yIMMOCTH BCEro HelipoHa.
Ha monenu KyJ1bTypbl KOPTUKAIbHBIX HEUPOHOB
ObLIO OOHApYXEHO, YTO OJOKMpPOBaHUE aKTUB-
Hoctu (epmenta JHK-metunrpancpepasnl ¢
MOMOIIIBIO HeCTeUU(UUECKUX HWHTUOUTOPOB
NPUBOAUT K TOBBILIEHUIO BO3OYAUMOCTU MEM-
OpaH KJIETOK U YBEJIWYEHUIO KOJIMYECTBA BbI-
3BaHHBIX ITIOTeHLIMAaJIOB AekicTBus (Meadows et al.,
2016). Ha ocHoBaHMM 3KCHEPUMEHTAJIbHBIX
JaHHBIX aBTOPbl MPEIJIOXWIN MOJIEKYJISIPHBIN
MEXaHWU3M, CTOSIIIUM 3a YBEJIMYeHUEM BO30ya1-
MOCTU MeMOpaH IpU OJIOKMPOBAHUU aKTHUBHO-
ctu AHK-Mmetuntpancdepasbl. OH 3aKioyaeT-
csl B UBMEHEHUM OajaHca METWJIMpOBaHMsI/me-
metwiupoBanus JIHK B monb3y mociegHero,
YTO MOXKET ObITh JOCTATOYHBIM YCJIOBUEM IS de
n0V0o TPAHCKPUITLIMU HEKOTOPBIX TEHOB, KOJIUPY-
IOLIMX CyObeAUHUIBI TTOTEHIIMAT-3aBUCUMBIX U
KaJblinii-3aBUCUMBIX KaHanoB (Meadows et al.,
2016). AHanu3 >JeKTPO(PU3NOJIOTMUECKUX Xa-
PaKTEepUCTUK HEMPOHOB MOKa3all, YTO IIPUMEHE-
Hue nHruoutopos DNMT cHuXaeT ToOKU, acco-
LUAPOBAHHBIE C IKCIIPECCUEN KaAIbLIMMN-aKTU-
BUpPYEMBIX KaHajioB SK-TuIia M 3HAYUTEIBLHO
CHUXKAeT YYBCTBUTEJILHOCTb 3TUX HEWPOHOB K
arlaMUHY — CeJIEKTUBHOMY O10KaTopy SK-KaHa-
JnoB (Meadows et al., 2016). Takum oOpa3om,
CHUXeHue ypoBHS MeTuiimpoBaHus JIHK storo
reHa MOXKET OBbITh COTPSKEHO ¢ (PYHKIIMOHATb-
HbIMM U3MEHEHUSIMUA Ha MeMOpaHe HEMpOHOB
(yBeJMUeHUEM 3JEKTPUYECKONH aKTUBHOCTH),
KOTOpbIE€ HAI0JTr0 MOTYT UBMEHUTh 3HAaUEHUE U
BE€C HEWpoOHa B aKTMBHOCTU HEHUPOHHOU CETH,
TeM caMbIM oOecrneuuBasl cyocTpar ISl 1OJIrO-
BpPEMEHHOI MaMsTU 1 0O0yYeHMUsI.

MckyccrBeHHas cBepxakcnpeccust SK-kaHa-
JIOB HETaTUBHO CKAa3bIBAE€TCS HAa HEMPOHAIbHOM
IJIJACTUYHOCTU. ~4-KpaTHOEe yBeInYeHure oollie-
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ro Toka SK-kaHanoB 3HAUUTEILHO YXY/LIAET 101~
TOBPEMEHHYIO ITOTEHIINALINIO 1 O0yYeHME TTOBEIe-
HUIO C BOBJICYEHUEM TUIIIIOKAMITA 1 MUHIAJIVHBI,
B TO BpeMs Kak OnokupoBaHue SK-kaHaoB 0J10-
KaTOpPOM allaMHWHOM YJIy4IllaeT BIPAOOTKY J0JITO-
BPEMEHHOI ITOTEHIIMALIMN B 3KCIIEPUMEHTATBHBIX
ycyoBusx (Hammond et al., 2006). B BonHoOM J1a-
oupuHTe Moppuca npenBapuTeabHOE BBeACHME
omokaropa SK-kaHaJloB armaMuHa II03BOJISICT
KMBOTHBIM OBICTpEe HaXOIMTh ILUIaT(hopMy, OmI-
HaKO He BJIUSIET Ha U3BJICUCHUE TOITOBPEMEHHOM
namsTi (Stackman et al., 2002).

3AKJIIOYEHHME

Kanbuuii-zaBrucumMble KajareBble KaHaJbl BbI-
MOJHSIOT YHUKAJIbHYIO (DYHKIIMIO OTCTABJIEHHO-
ro TOPMOXXEHUSI aKTUBHOCTM HelpoHa. Kpome
TOro, X OCOOEHHBIE CBOMCTBA MO3BOJISIOT HEM-
POHY JETEeKTUPOBaTh COBIIAAEHUE MO BPEMEHU
MOTEHUMAJIOB IEMCTBUS U TTOBBILLIEHWE BHYTPU-
KJieTouHoro Kayiblus (BK-kaHaibl), a TaKKe Ti-
nepnoJisipu3oBaTbh HEUPOH TMpU HAKOIUIEHUU
KaJIbLIMS JaXke B OTCYTCTBUE MOTESHIIUAIOB JIeTi-
crBus (SK- u IK-kanayel). Yuactue B peryisi-
LM BO30YIMMOCTU HEWpOHa JejlaeT KalbLUii-
3aBUMCUMBIE KaJIM€Bble KaHAJbl BAXKHBIM 3BE€HOM
B TIepexojie MOo3ra KO CHY U B pa3BUTUM MaTajao-
TMYECKUX MPOLECCOB Npu anuiercuu. [Ipu ooyue-
HUM U BbIPAOOTKE HOJTOBPEMEHHOM MaMsTU
MPOUCXOAIT 3HAUYUTEIbHBIE TIEPECTPONKHU B IKC-
Mpeccuy KaJibLIMi-3aBUCUMBIX KaJIMEBbIX KaHa-
JIOB, MPUBOJSIIIME, TIO-BUAUMOMY, K UBMEHEHUIO
BO30YIMMOCTHU OT/IEJIbHBIX HEHPOHOB U1 CeTeH.

Pa6ora mognepxana rpantom POPU 19-015-
00022; aHaIM3 MEXaHU3MOB TUIACTUYHOCTU BBI-
MOJIHEH npy nopuepxke rpanta PH® 20-15-00408.
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DIVERSITY AND FUNCTIONAL FEATURES OF CALCIUM-DEPENDENT
POTASSIUM CHANNELS AS DETERMINANTS OF THEIR ROLE
IN PLASTICITY OF CENTRAL NEURONS

E. S. Nikitin~* and P. M. Balaban“
@ Institute of Higher Nervous Activity and Neurophysiology RAS, Moscow, Russia

*o-mail: nikitin@ihna.ru

Opening of potassium channels evokes hyperpolarization and plays a critical role in regulation of
neuronal excitability. Some types of potassium channels, so-called calcium-dependent channels
are capable to open at elevated levels of intracellular calcium or are modulated by calcium. It allows
them react with a delay to neuronal activation if it produces a significant elevation of intracellular
calcium. These characteristics of calcium-dependent potassium channels are tightly linked to their
specific functions and conditions of their activation. In this review, we analyze data concerning cal-
cium-dependent potassium channels and their functional significance underlying short-term plas-
ticity limiting the neuronal excitability. In addition, we consider epigenetic mechanisms of regula-
tion of expression of calcium-dependent potassium channels’ genes as a mechanism of long-term

plasticity and acquisition of long-term memory.
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DTo NMepBbIit 0030p MO XPOHOIICUXOJIOIMH, OTHOCUTEIBHO HOBOI MEXKIMCIUITIMHAPHOIT 00J1acTH
HUCCIeA0BAaHWI, KOTOpasi GBICTPO Pa3BMBAETCS HA CTBIKE XPOHOOUOJIOTUM, COMHOJIOTUM U IICUXO-
JIOTUU. XpOHOIICUXOJIOT U M3y4aeT MeXaHU3Mbl pPUTMUYHOCTHU B MTOBEACHUM U TICUXUKE, OIIUPAa-
SICh Ha METOAbI XPOHOOMOJIOTUM, COMHOJIOTUM Y TICUXOMETpUU. B 4acTHOCTH, XpOHOOUOJIOTHUS
MU3ydaeT OMOJIOTUYECKHE YAChl, 2 COMHOJIOTHSI — UX BJIUSIHUE Ha PEeTYJISITOPHBIC TTPOLIECCHI, HETIO-
CPEICTBEHHO KOHTPOJIMPYIOIIME UK CHAa U OONPCTBOBAaHMsI, HapyllIeHUs KOTOPOro OTpHUlla-
TEJIbHO BJIMSIIOT HA MICUXUYECKYIO AESITEILHOCT. MeTOoabl ICUXoMeTpun 1 AuddepeHaIbHOM
MCUXOJIOTUU IIMPOKO MPUMEHSIIOTCS, HAIIPUMeEp, IIPU U3YUYEHUU XPOHOTUIIA Y €r0 B3aUMOCBSI3U
C CAMBIMU Pa3HBIMHU OCOOEHHOCTSIMU YEI0BEKA — TeHEeTUYESCKUMU, ICUXO(PU3NOTOTNIESCKIUMU,
MOBEIeHYECKUMU, KOTHUTUBHBIMU, IMYHOCTHBIMHU 1 TICUXOITaTonoTndeckuMu. Ocoboe BHUMA-
HUeE YAeNsieTCs CHY, COHJIMBOCTU, YCTAJIOCTH, TIPOIYKTUBHOCTUA PabOTHI/y4eObl, 3IOPOBOMY/He-
3I0pOBOMY 00pasy XXU3HU JIIOJei pa3HOro IoJia U Bo3pacTa. [IpukiaaHbie ucciiefoBaHUS BKITIO-
YaloT pa3paboTKy — C yUETOM XPOHOTHUITIA KAXKIOTO KOHKPETHOTO YeI0OBEKA — PEKOMEHAALIVIA 10
COXPaHEHUIO ITOJTHOLIEHHOIO CHA U 3[I0POBbSI B KOHKPETHOM BPEMEHHOI cpele, ONTUMU3ALINU
pexuma paboThI U OTAbIXA, 3(P(HEeKTUBHOMY YCBOSHUIO HOBBIX HABLIKOB U IIPEIOTBPAILEHUIO He-
CUYACTHBIX CJIy4aeB IMPU aKTUBHOM ASSITSILHOCTU B HEIOAXO SIS IJIsI TAKOU ASSITSIbHOCTU Bpe-
MSI CYTOK.

Knaruesnie crosa: XPOHOTHUITIOJIOIUA, COMHOJIOTHUA, XpOHO6I/IOJIOFI/I$I, TICUXOJIorusda JUIYHOCTU, UH-
JUBUAYAJIbHBIC Pa3/Induvd, HUPKAIWAHHBIC PUTMbI, PCTYJIALIUA CHa—6OI[pCTBOBaHI/IH, COHJIN-

BOCTb, CMEHHBII TPy,
DOI: 10.31857/S004446772102009X

BBEAEHHUE

CinoBo “chronopsychology” (“XpoHoIicuxo-
JIOTUs1”) HE CJI0XHO OOHApyXXUTh Ha MPOCTOpax
nHtepHeTa. OHO Ha CIIyXy YK€ HE OTHO JeCSITU-
Jetue, a ¢ 1999 r. ssmoHckas hip hop rpynma M-Flo
WUCITOJIHSIET HEOEe3bI3BECTHYIO TECHIO C TaKUM
Ha3BaHueM. [lapamokc, oqHaKo, COCTOUT B TOM,
YTO HAMHOTO CJIOKHEE OTBETHUTb Ha BOIIPOC O
TOM, 4TO Xe U3 ceOsl mpeacTaBisieT 00J1acTh Ha-
YUYHBIX HCCJIeAOBaHUI, 0003HAYEHHAasi CJIOBOM
“xpoHoricuxojiorus”. IIpuyeM oTBET HEe JaeT He
TOJIBKO MPOCyIIMBaHUE ITO MECHU, HO U 0O-
Jiee Cepbe3HOE M3YYEHUE BCEX HAyYHBIX UCTOY-
HUKOB, COAEpKalllMX JaHHOe c1oBO. Cpenu HUX,
B YaCTHOCTHU, HEeJIb3s1 OOHAPYXKUTb 0030p MO UC-
TOPUU U COBPEMEHHOMY COCTOSIHUIO XPOHOTICH -
XOJIOTMM KaK Ha aHIJIMHACKOM, TaK U Ha PyCCKOM

s3bIKe. Tak 4TO TaHHBII 0030p, ITOXOXKE, CTAHET
IIEPBBIM.

byayun oTHOCUTEIBHO MOJIOAOK 00JaCTbhiO
MEXIUCUUTUIMHAPHBIX HWCCIeIOBAaHUNA, XPOHO-
TICUXOJIOTHST CTPEMUTEbHO pa3BUBAETCSI B MO-
CJIeIHWE TOAbI Ha CThIKE XPOHOOMOJIOTUU, COMHO-
JIoriM 1 ncuxosiorur. OHa uzydyaeT MeXaHU3Mbl U
MPOSIBJIEHUSI PUTMUYHOCTU B TMOBEIECHYECKUX U
rncuxoJjiorndyeckux Ipolieccax. Ee Teoperuue-
CKUMU yHIAMEHTaAMU SIBJISIOTCS ABE OMOIOTU-
YyeCcKHUe NUCLUTIUIMHBI — XPOHOOMOJIOTUSI U CO-
MHosiorusi. B cdepy sKCrepMMeHTaIbHBIX MC-
clIeJOBaHUII TIEpBOM BXOAST OHOJIOTHMYECKUE
yachkl, a B chepy MUHTEPECOB BTOPO — UX BIIMSI-
HUE Ha T€ PeryjasTOpHbIE IMPOLECChl, KOTOPhIE
HENOoCPEACTBEHHO KOHTPOJUPYIOT LMK CHa U
o6onpctBoBaHUsd. Cepbe3Hble HAPYIIEHUSI 3TOTO
LKA — a C 3TUM 3HAKOM MPAKTUUECKU Ka Kbl
YeJIOBEK — OTPUILIATEIbHO BIMSIOT Ha TICUXUYE-
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CKYIO JIeSITeJIbHOCTb, CAMOYYBCTBHE M HACTpPOE-
Hue. Teopuss 1 METOIOIOTUSI XPOHOIICUXOJIOTH -
YeCKHX MCCIIEIOBAHMI CBS3aHbl HE TOJBKO C
ounosiornmyeckumMu Haykamu. lInpoko mcrnosb-
3YIOTCSI METObI, KOTOPBIE ObLIN BIIEPBBIEC pa3pa-
0OTaHBI B IICUXOJOTMU JUYHOCTU (muddepeH-
LIMAJILHOM TICUXOJIOTMM) M KOTOPHhIE OTHOCST K
BEACHUIO TaKUX MCUXOJOTMUECKUX MTUCIUTUIMH
KakK TICUXOMETpHUsl 1 TicuxomuarHoctuka. [Mpu-
MEPOM IIMPOKOTO MPUMEHEHUSI 3TUX METOI0B
TICUXOMETpUM (HAYyYHOI 0O0JacTh, CBSI3bIBAIO-
IIeif TICUXOJIOTUIO C MaTEeMaTUKOM M CTaTUCTH-
KOI) SIBJISIETCSI MCCIIEIOBaHNE XPOHOTHUIIA (THTIA
CYTOYHOTO PUTMA) U €TI0 B3aMOCBSI3Y C CAMBIMH
pa3HBIMU OCOOCHHOCTSIMU YeJIOBeKa — T'eHeTH-
YEeCKUMHU, TICUXO(PU3NOIOTUIYSCKUMH, KOTHM-
TUBHBIMHU, JIMYHOCTHBIMH, IICUXOITATOJIOTHYEC-
cknuMu 1 T.4. CIiequajmcThl, padboTaronime B 00-
JIACTU XPOHOIICUXOJIOTMH, VYIOCISIIOT 0co0oe
BHUMAaHUE pexXUMy pabOThl/y4eObl, CHY, COHJIM-
BOCTH, YCTaJOCTH, 300POBOMY/HE3I0POBOMY
o0pa3sy Xu3HU JI0/Ieil pa3HOro mosja, Bo3pacTa,
CIOCOOHOCTEI, BUIOB ITPpOdeCCUOHATBLHOM Aes -
TEeJIbHOCTU M T.A. [IpuKITamHble acIeKThl TaKHUX
HCCIeIOBaHUI BKJIIOYAIOT pa3paboOTKy peKo-
MEHIALN — C yIeTOM XpOHOTHUIA KOHKPETHOTO
YyeJIoBeKa U €ro BpeMEHHOI cpeabl — IO coXpa-
HEHUIO TIOJIHOIIEHHOTO CHA M 3M0pPOBbSI, YIyd-
IEHUIO PabOTOCIIOCOOHOCTH, Oonee 3PPeKTUB-
HOMY YCBOCHUIO HOBBIX HAaBBIKOB M Y4e€OHOTO
MaTepuaja, CHIDKCHUIO YPOBHS COHJIMBOCTH U
pyYcKa “BpITOpaHUsI” Ha padOTe, ONTUMMU3ALNU
pexuma paboThl U OTAbIXa, MPEAOTBpaIICHUIO
HECUYACTHBIX CJIy4aeB M PUCKOB IUISI KU3HU U
3I0POBbSI, CBSI3aHHBIX C AaKTUBHOM JIEeSATEILHO-
CTBIO B HETIOAXOMSIIIEE MIJIsI TAKOM IesITeIbHOCTHA
BpEMSI CYTOK.

B 063ope OCBCIIICHDbLI UCTOPpUA U pa3/IMYHbIC
ACIICKThI COBpeMeHHOfI XPOHOIICUXOJIOITN — €€
TCOPETUICCKUEC, MATEMATNYCCKMEC U MCTOOOJIO-
TNMYCCKME OCHOBbI, MCTOIbI 060pa JaHHBbIX, TUC-
KYCCMOHHBIC BOIIPOCHI, HCPCIICHHBIC Hp06ne—
MBI U IICPCIICKTUBLI JaJTbHEUIIEro pPa3BUTHA.

1. HUcmopus xponobuonoeuu u 603HUKHOBEHUE
XPOHONCUX0A02UHECK020 N00X00a

XpoHOOHONOTHS SIBJISIETCSI OAHOM U3 Teope-
TUYECKUX U METONO0JOTMYECKMX OCHOB XPOHO-
rnicuxonoruu. Eil He TTOBE3J10 C HA3BAHUEM, T10-
TOMY UYTO OBLIO ObI JIyUllle Ha3BaTh €€ OMOPUTMO-
Jorueit (TepMUH HEPENKO MCMOJb30BAJICS B
PYCCKOSI3bIYHOIM JIUTEpPATYype MO Ouosorunye-
ckuM putMaM). Ho ciiyumnock Tak, 4To 3TO Ha-
npaBjieHWe Hay4YHbIX MWCCIEIOBaHUI BbIICIU-
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JIOCh B OT/AE/JbHYIO HAYYHYIO AUCLIUIUIMHY B Te
camMble ToJbl (Havyaao MeCTUAECIThIX NPOILIOTO
BEKa), KOIma y BCeX Ha CIIyxy Obljla JoKeHay4dyHast
naesa Tpex “omopuTmMoB” (IMO-aHIIUICKU “bio-
rhythms”). J1aOGbI cepbe3HBIX YIYSHBIX HE CBI3aIU
C DTOM JDKEHAYyYHOM MIeei, OMHU U3 HUX MPe-
MOYJIU UCIIOAb30BATh TEPMUH XPOHOOMOIOI S, a
JIpyrye NpoaoJiKUIM Ha3blBaTh 3TO HAYYHOE Ha-
NpaBjJeHUE TpeMsl CJIOBaMH: ‘“MCCielIOoBaHME
OmoJIorTM4ecKnX pUTMOB” (CcM. moapoOHee 00
WCTOPUM BKCIEPUMEHTAIbHBIX MCCASIOBAHUMI
o xpoHoouonoruu B (ITytunos, 2016)).

MoMeHTOM BO3HUKHOBEHMUSI XPOHOOMOJIOT MU
Kak 0co0O0ro pasiesia HaydHOro 3HaHUsI cUuTa-
€TCSl CUMIIO3MYM I10 OMOJIOTMYECKUM YacaM, KO-
TOpblii Ob1 opraHu3zoBaH KoguHom Ilut-
teHapuxoM (Colin Pittendrigh, 1918—1996) B
moHe 1960 r. B Kong Cnpunr Xap6op — cnajib-
HoM paiioHe Hnlo-Mopka, rae pacrosaraercs
OIMHOMMEHHAasl Hay4yHO-HCCJeoBaTe/bcKas Jia-
o6opartopus. Ha cuMmmo3nym codpainch 1eCITKU
YYEHBIX, BKJIIOYasi OCHOBOITOJIO)KHUKOB (“pUM-
ckux mnan”’) xpoHoouosormu Komuna IIut-
teHapuxa, KOprena Amodda (Jirgen Aschoff,
1913—1998) u ®panua Xanoepra (Franz Halberg,
1919—2013). BaxxHelmuM pe3yjbTaTtaM CUMIIO-
3uyma crajia myonukauus B 1961 r. kauru “Bio-
logical Clock” (Pittendrigh, 1961), B xoTopyio
ObLIM BKJIIOUYEHbBI 3aUMTaHHbIE HA HEM JTOKJIaIbl
U UX 00CyXIeHUsI (B PYCCKOSI3bIYHOM M3IaHUU
(“Buonornueckue yacel”, 1964)).

WNnes mpucTaBagTh NIPUCTAaBKY “IIMpKa” K Ha-
3BaHUSIM OMOJIOTUYECKUX PUTMOB TIPUHAIJIEKA -
Jla OMHOMY M3 OCHOBOITOJIOXKHUKOB XpOHOOMO-
Jjorun — Mpanuy Xanoepry. I[IpucraBka “mypka”
Obl1a JoOaBJIeHa BIIEPBhIE B HBIHE OOIIEYITOTpE-
OMMoOe B caMBbIX pa3HBIX SI3BIKaxX CJIOBO “IIMpKa-
IVaHHBIA” (OKOJIOCYTOUHBIM) B cTaTthe 1959 1.
(Halberg, Stephens, 1959). OTum nogyepkuBa-
JIOCh, UTO DHIOTEHHBIN (BHYTPEHHUIT WM COO-
CTBEHHBII) TIEPUOI pUTMa OpTaHU3Ma He 00sI-
3aTeTbHO TOYHO paBeH 24 4. Xaidepr Ke Iper-
JIOKUJI IJIsI 3TOM TOIma eIle O4YeHb MOJIOIOit
00J1aCTH CIMIITKOM YK IIMPOKUI TePMUH “XpO-
Hoouosorusa” (Halberg, 1969).

OcHoOBHasl 3acjiyra TpeThbero OCHOBOITIOJIOX-
HMKa XpoHoOuonoruu — OpreH Amrogda — co-
CTOSIJ1a B MHUIIMALIMU TIEPBbIX MaCIITaOHbIX Ha-
YUHBIX DKCIIEPUMEHTOB 10 U3yYEHUIO OMOJIOTU-
YeCKUX PUTMOB YeJIoBeKa B YCJIOBUSIX U3OJISILIUU
OT BHEILIHUX CUTHAJIOB BpemeHU (Aschoff et al.,
1967). B teuenme mnpenmectByrommnx 250 Jer
AKCIIepUMEHTaJIbHbIE NUCCAeI0BaHUS B 3TOI 00-
JIaCTU TMPOBOAMJIUCH TOJBKO Ha PACTEHUSIX U
IpYyTUX BUAAX XKUBOTHbIX. COTHM MHOTOIHEB-
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HBIX DSKCIEPUMMEHTOB B OYHKepe IT03BOJIMIIN
NPUIATHU K 3aKJIIOYEHUIO, UTO, ITOJOOHO pacTeHM-
SIM U XXMBOTHBIM, YK€ Y4aCTBOBABILMM B TAKOI'O
pona U30JISIIMOHHBIX SKCIIEPUMEHTAaX, JIIOJIU TO-
Xe 001a7a10T COOCTBEHHBIMU OMOJIOTMYECKUMMU
yacamu (Aschoff, 1965).

HMror HayaibHOMY TepHUOIy Pa3BUTHUSI XPOHO-
ouojorud — 110 ee B3pocaoro coctossHus (20-
JIETHEro Bo3pacTta) — ObLI MOJABEIEH B OJJHOM M3
MSITU TOMOB PYKOBOJICTBA MO HEWpoOHOJIOTUN
MMOoBeIeHUsI, HocuBIIero Ha3BaHue “Biological
Rhythms” (Aschoff, 1981) (B pycckosiabluHOM
uznanuu (“buonsornyeckue putmbl”, 1984)). C
MOMEHTa ITyOIMKalym KHUTY Amodgda mmpoIio
yxke 1moutu 40 jet. 3a 3T0 BpeMsI XpOHOOMOIOTUSI
pa3pociach B OOLIMPHYIO HAYYHYIO OUCLMITIIM-
HYy, KOTOpasi, K TOMY kK€, pa3BeTBWUJIaCh Ha MHO-
>KeCTBO 0oJjiee WM MeHee MOIIHBIX HampasJe-
Huil. Kak 1 BoO MHOTMX APYrux AUCLIMIUIAHAX,
BO3HMKJIO HECKOJIBKO TMOPHMIHBIX objacTeil Ha
CTBIKE HECKOJbKMX IUCHUILIMH, BKJIIOYash Xpo-
HOTICUXOJIOTUIO.

Hanpumep, ogHo 13 Hanbosee mepcneKTUB-
HBIX HaIpaBJeHWI BO3ZHUKJIO Ha CThIKE C I'eHe-
TUKOM MOBEICHUS U MOJIEKYJISIDHOM TEHETUKOM.
B pamkax 3Toro HarmpaBJeHUs BEJIOCh IO3HAHUE
MexaHu3Ma OMOJOTMYECKHUX YacoB Ha KJIETOY-
HOM ypoBHe. [lepBbIM B Uepeie OTKpbITUI Oblia
pabora, BBINOJIHEHHAas Nox pykoBoacTBoM Ceil-
Mypa beHzepa (Seymour Benzer, 1921—-2007) ero
cryneHtoM PoHoMm Kononkoit (Ronald Konop-
ka, 1947—2015) (Konopka, Benzer, 1971). Ilon
BJIMSIHUEM MYyTareHa yJaaJioCh MOJy4UThb TLIOAO-
BbIX MYILIEK, KOTOPbIE€ MOSIBISIIUCH U3 SIUL] apUT-
MUYHO WJIM TUIOAWJIMCH C OYE€Hb YKOPOUYEHHOM
(20-yacoBoil) U odyeHb yWIMHEHHOI (28-4aco-
BOIi) TIEpUOAMYHOCTHBIO. boJjiee Toro, okazasnoch,
YTO BCE 3TU MOBPEXKICHUS JIOKATM30BaHbI B OJ1-
HOM-E€IMHCTBEHHOM, paHee HUKEM He€ OIMCaH-
HoM reHe. OH nojiyyus Ha3zBaHue PER (OT aHrI.
“period” — nepuoa) U cTaj MNEePBbIM U3 1IEJI0TO
ceMelicTBa TaK Ha3bIBA€MBIX “4acOBbBIX~ T€HOB —
OTJIEJAbHBIX “IIECTePEHOK” 3TOr0 MOJEKYJISIPHO-
reHeTudyeckoro Mmexanmsma (Konopka, Benzer,
1971). IlpaBna, NepcrieKTUBbI TTIOMCKA MOJEKY-
JIIPHO-TEHETUYECKUX OCHOB OMOPUTMOB ObLIU
MO-HACTOSIILIEMY OCO3HaHbl HayYHBIM COOOIIle-
CTBOM Jajieko He cpa3y. CuTryalusi OKOHYaTe I b-
HO M3MEHMJIACh TOJbKO OJiarogapsl MpUCYXK-
nenuio B 2017 r. HoOeneBckoil mpeMuu Mo
G$13MO0NIOTUM U MEAULIMHE “3a OTKPBITUE MOJIE-
KYJIIPHOTO MeXaHW3Ma, KOHTPOJIUPYIOIIETro LIup-
KaauaHHble puTMbI”. OHa yuuia K /Ixedy XoJ-
a1y, Maiiky Poc6amy n Maiiky Aury (Jeffrey
Hall, Michael Rosbash u Michael Young), koTo-
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pble, B YaCTHOCTHU, OMyOJIMKOBAJIX TEpPBhIE pe-
3yJILTATHI 110 cTpoeHmIo reHa PER (Zehring et al.,
1984; Bargiello et al., 1984) (cM. moapoOHee 00
WCTOPUM 3TOTO M TIPEAIISCTBOBABIINX €MY OT-
kpeituii (ITytunos, 2018)).

XPpOHOIICUXOJOTUYECKOE HallpaBiIeHUE BO3-
HUKJIO B paMKaXx XpoHoIicuxoJjioruu B 70-x rogax
npoiuioro Beka. Cam Xaynodepr ObL1 OJIU30K K €T0
nHunmanuu. OH yrnoTpedus TepMuH “educative
chronobiology” (“memarornyeckass XpOHOOMO-
JIOTHSI”) TI0 OTHOIIEHUIO K IOHOMY MEXIMCIIM-
IJIMHApHOMY HaydYHOMY HarpasjieHuIo. B cra-
Th€, Ha3BaHUE KOTOPOM COlepKajio 3TOT Tep-
MUH, Xajgbdepr ykazajl Ha Heob0XOoAUMOCThb
YUUTBIBATh BaXKHOE 3HAYEHHWE BPEMEHU CYTOK
Mpu 00y4YeHUHU CTYIEHTOB U OTMeYaJl, YTO TaKasi
HEOOXOIUMOCTb UTHOPHUPYETCSI OOJIBITMHCTBOM
9KCIIEpUMEHTAJIbHBIX nicuxojioroB  (Halberg,
1974). BeposiTHee Bcero, BOEPBbIE 3TOT TEPMUH
M CIOJIb30BaI IJ1s1 0003HAUYEHUST XPOHOIICUXOJIO-
TMYECKOTO HampaBJIeHUSI XPOHOOMOJIOTUYECKUX
ucciegoBanuit Caiimon ®onkapna (Simon Fol-
kard). TepMUH OH HMCIOJIb30BaJ B 3arOJIOBKE TE-
31UCOB, OMYOJMKOBAaHHBIX B XXypHasie Chronobi-
ologia, KOTOpPBIi B T€ TOJIbI BBIITYCKaJl U peaaKTH-
poBai Xanoepr (Folkard, 1977). /IBa rona cirycTs
Kapnom Durnmyngom (Carl Englund) Onina 3a-
IIUIIEeHA AUCcCcepTalus ¢ 9TUM TEPMUHOM B Ha-
3BaHNM, HO OHA HUKOTIAA He Obljia OIyOoJInKoBa-
Ha (Englund, 1979). Eme Tpu roma crycTs B
cOOpHMKe cTaTeii 1Mo PUTMUYECKUM aclieKTaM
TOBeIeHUS TTOSIBUJIACH IJIaBa, HaImMcaHHasl KOJI-
neroit DHrnyHaa, ITomom Haiito (Paul Naitoh).
Co cchuikoii Ha myonukauuu Xanoepra u ®oi-
Kap/ia OH omnpeaesnia 1iedblo 3TOU IaBbl Hpe-
CTaBUTHb 0a30BbI€ MPUHIIUIIBI W TJaBHbIE KOH-
LIETIIAY XPOHOIICUXOJIOTUY U TIPUBECTU MIPUME-
pbl MX NPUMEHEHUs Ui W3MEHEHUSI CTUJIs
KM3HU WHAWBUIYYMa/TPYIIbl WHIWBUIYYMOB
TaKnMM 00pa3oM, YTOOBI Yachl paOOTHI U OTAbIXa
OKa3aJIMCh 151 HEro/MX HauboJjiee pueMaeMbl-
mu (Naitoh, 1982).

Takum o6pa3om, 3TU IEePBbIE XPOHOIICUXOJIO-
rMYecKue uccieaoBaHus ObLJIM B OCHOBHOM Ha-
TMpaBJIeHbI HA MOMNBITKU ONTUMU3UPOBATh pabo-
TOCITOCOOHOCTD UeJIOBEeKa, ONUpPasiCb Ha XPOHO-
OuoJIOTUYECKUE MpPEeACTaBICHUSI UM METOJbI
M3y4yeHUs LUPKaAWaHHBIX PUTMOB OpraHu3zMa
(manpumep, (Folkard, Monk, 1983)). CooTBer-
CTBEHHO, XPOHOIICUXOJOTUIO B 3TOM CMBbICJIE
yalle BCEro OIpenesisyii Kak “XpoHOIICHUXOJI0-
TMYECKUI MOAX0J K ONTUMU3AlUU paboTOCIIO-
cobHocTu yenoBeka” (“chronopsychological ap-
proach for optimizing human performance”
(Naitoh, 1982; Folkard, Monk, 1983)).
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2. Memodoaoeus xponobuonoeuu

CornacHo Amoddy (Aschoff, 1981) uccieno-
BaHUs OMOJIOTMYECKUX PUTMOB B OCHOBHOM CO-
CPEIOTOYEHbl HAa M3YyYEHWM YeThIpeX “IMpKa-
PUTMOB”: LUPKAIWAHHOTO, HUPKATUIAIBHOTO,
LAPKATYHAPHOTO U IUPKAaHHYaJIbHOTO. DTO Te
OuosiornyecKrue puTMbl, BOSBHUKHOBEHUE KOTO-
PBIX CBS3aHO C TIOSIBJIEHMEM COOCTBEHHBIX (OMO-
JIOTUYECKMX) YaCOB Y XXMBBIX CYILIECTB, HACEJISTIO-
myx 3emmo. C MX TTIOMOIIBIO OHU CMOIJIWA MPU-
CIOCOOUTHCST K KOCMUYECKUM U TeO(hU3ZNIECKUM
KoJlebaHUIM B OKpyXkaromieM ux mupe. Coor-
BETCTBEHHO, COOCTBEHHBIM OMOpUTMAM TaKMX
CYIIIECTB CBOMCTBEHHBI IEPUObI TIPUMEPHO, HO
HE TOYHO paBHble 1) CYyTOYHOMY HIBUKEHUIO
ConHua (LUYMpKaauaHHbINA), 2) TTIEPUOAUIHOCTU
NPUINBOB, OOYCITOBIEHHBIX JYHHBIM MPUTSIKE-
HUeM (LUPKaTUIUIbHBIN), 3) CHUAEpUYECKOMY
WIA CUHOAWYECKOMY JIYHHOMY LMKy (LIMpKa-
JIYHapHbI) U 4) TOTOBOMY LMKy (LIMPKAaHHY-
anbHblit) (Aschoff, 1981).

IMopasnsioniee YnCaI0 UCCIENOBAHUI TOCBSI-
IIEHO LMpKaAMaHHBIM pUTMaM M 3Ty 00jacThb
Ha3bIBAIOT €llle LUMpKaguaHHOM Ouonorueii. Y
YyeJIoBeKa, KaK U 'y OOJbIIMHCTBA IPYTUX KMBBIX
CYLLIECTB, OOHAPY>KEHBI TOJHKO OIHU OMOJIOIU-
YeCKMe 4achl — LIMPKaauaHHbIe. DTO HE O3Hava-
eT, 4TO JIIOAU HE UMEIOT BO3MOXHOCTU MPUCIIO-
COOUTBCSI K MHBIM — €I1Ie TPeM — BHEIITHUM (3K-
30reHHbIM) TNepuoaudyHocTaMm. LlupkanuaHHbie
Yachl MTO3BOJISIIOT €111€ U YYUThIBATh TOJOBBIE KO-
JiebaHUsT MHOTUX IIePUOAMUYECKUX CPEAOBBIX
¢dakTOpOB, BKIIIOYAsA CE30HHBIE U3MEeHEeHUS (PO-
tortepuona (mamabl gHs) (Chang et al., 2011).
Kpome Toro, 310 He 03HaYaeT, YTO OPraHu3M de-
JIOBEKa HE CITOCOOEH MOPOXKIATh PUTMBI C TIEPU-
ogamMu, OJIM3KMMU K 3TUM IIEPUOAUIHOCTSIM.
IIpuMep TOMy MEHCTpyaJbHBIN THUKI (ITOAPOO-
HBIIA 0030p MCCIIEIOBAHMWIT ITO 3TOM MEePUOaNI-
HOCTY MOXHO HaiiTu B KHuTe (dyopos, 1990)).

buosornueckue (upKaaMaHHbIE) Yachl MJle-
KOMUTAIOIIUX ObIJIM BHEPBbIE JIOKATU30BAHBI B
1972 r. AByMsI HE3aBUCUMbIMU MCCJIEAOBATEb-
ckuMu rpynnamu, booom Mypom u Buktopom
Atiximepom (Robert Y. Moore u Victor B. Eichler)
u ®punpuxom CrecbaHoMm u MpBuHrom 3yke-
poM (Friedrich K. Stephan u Irving Zucker). Ya-
Cbl ObLIM OOHAPYKEHbI B OMJIaTEepaIbHBIX SApax
rurorajgamMyca, KOTopble ObIM Ha3BaHbl CyIipa-
XMa3MaTUYECKUMU H3-32 UX MECTOMNOJIOXEHUS
MpsSIMO Hal IEPEeKPECTOM 3pUTEIbHBIX HEPBOB —
xua3smoM (Moore, Eichler, 1972; Stephan, Zuck-
er, 1972). IToutu Kaxgasl KiIeTKa, KaXablii opraH
M KaxKaasi BaxkHas ISl opraHu3Ma (pyHKIUs 00-
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JIaAaloT CBOMMHU COOCTBEHHBIMU 0oJiee WU Me-
Hee CJIO0XHO OpraHM30BaHHBIMU YaCOBBIMU
ycTpoiictBamu. OgHAKO JOCTATOYHO Pa3pylliUTh
3TOT MUKPOCKOMNUYECKUIN Yy4aCTOK HEPBHOM
TKaHu (mpuMepHo 100 TBIC. HEMPOHOB y YeJIOBE-
Ka), ¥ BCe 3TH MMJUIMAPIbl CAMbIX pa3HOOOpa3-
HBIX YaCOB HAYHYT UATHU Bpa3HoOoii. I1pu nmore-
pe JacoB OOIIMN UPKAOAUAHHBIN PUTM IIPOCTO
rnepecTaHeT OOHAPYKUBAThCS U3-3a HATOXKEHUS
JIPYyT Ha aIpyra pa3HbIX 110 pa3e 1 Nepuoay KoJie-
oanunii (Moore, Eichler, 1972; Stephan, Zucker,
1972).

Takoe siBieHMEe OBLJIO CHayalia TOJILKO IIpe-
CKa3aHO OJHUM U3 OCHOBOMOJOXHUKOB XPOHO-
ouosiorun, Konuunom Ilurrenapuxom. B 1958—
1960 IT. OH pPa3BUJI TMIIOTETUYECKYIO MICIO OT-
JIeJILHOTO CBETOYYBCTBUTEJILHOIO OCLIMJLISITOPA,
3aJ1al01Eer0 PUTM BCEMY OpraHu3My (memcmeri-
kepa) (Pittendrigh, 1960—1961). DTtu sanpa He-
CIIpOCTa pacIiojiaraloTcsl OJU3KO K MepPeKpPecTy
3pUTebHBIX HEpBOB. OHU BO3HUKJIY B IIpolLiecce
9BOJIIOLIMU MJIEKOIMUTAIOLIMX JJISI TOro, YTOOBI
yKaszaTh BCEM (PYHKIIMSIM UX TeJia TO BpeMsl, KO-
TOopoe “IoKa3blBaeT”’ BHEIIHUN MCTOYHUK CYy-
TOYHOI CBETOBOM LUKIMYHOCTU. buosioruue-
CKHE 4Yachl C NMEPUOAOM OJIU3KKUM, HO TOYHO HE
PaBHBIM CyTKaMm, IOJACTpauBalOTCs MO CTPOTo
24-yacoBoil pexum ocBelueHus. IlutreHapux
BBEJI B CJIOBApbh XPOHOOMOJIOTUU TaKOW OYEeHb
BaKHbIH 1J11 TIOHUMaHUS GYHKIIMU OMOJIorruye-
CKHX 4YacoB TepMMH Kak “entrainment” (mo-
JIpoOHee O BKJIaAe OCHOBOITOJIOXHUKOB XPOHO-
OvoJorMy B M3y4YeHHE DTOTO SIBJIEHUSI MOXHO
y3Hath u3 Jiekuuu (Daan, 2000)). K coxxaneHuro,
3TOT TEPMUH HE UMEET OOILIETIPUHSATOTO IepeBO-
Jla Ha pycCKuit 13bIK. Ero MOXHO IepeBecTu Kak
“BoBJieueHUE” WM “3aTIrMBaHue” B CMBbICIIE
“3aTsIHYTh/BOBJIEYb B Chepy CBOETO BIAUSIHUS .

XoTts “BoBiiedeHUE” (POpMaIbHO TTOXOXKE Ha
CUHXPOHM3AIUIO, 3TO HE CHUHXPOHU3ALIMS B
MPUBLIYHOM cMbIcie. Eciiu mexay nByMst Kosie-
OaHUSIMM C pa3HBIMM MepuodaMu, HarpuMep
MasiITHUKaMM, CYIIECTBYeT HEKOTOpoe, ITyCTh
oueHb ciaaboe pu3nUecKoe B3auMOJeCTBUE, TO
OHU JOBOJILHO OBICTPO CUHXPOHU3UPYIOTCS, T.€.
WX MEPUOJIbI CTAHOBSITCSI PABHBIMU WJIM KpaTHBI-
mu apyr apyry (baexman, 1981). dopmaibHO
NeiCTBUE TAKOTO BHEIITHEro KojiebaHUsI KakK Cy-
TOYHBIN PEXUM CBETa-TEMHOTbHI Ha BHYTpEHHUE
(uMpKaguaHHbI€) Yachl U IEHACTBUE 3TUX YAaCOB
Ha MMpoyue pa3HOOOpa3Hbie KoJaeOaHUsI, BHYTPU
opraHu3ma MpUBOISIT K TOYHO TaKOMY XK€ pe-
gynbrary. [lepuoabl HUpKaguaHHBIX PUTMOB
CTaHOBSITCS PaBHBIMU WU KpaTHbIMU 24 4 (ITyTu-
JioB, 1987). OnHakKo cBETOBOI peXXyUM IpaKTHUye-
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CKM He OKa3bIBaeT MPSIMOTO (hU3NUECKOTO BO3-
NeCTBUSI Ha Yachl Cylpaxmua3MaTuiecKux sep,
a4yachl B CBOIO OUepeIb MPAKTUIECKU He BO3IECii-
CTBYIOT B (pM3MYECKOM CMBICJIE Ha KOJieOaHUs
BCeX MPOYMX OTIEJIOB MO3ra U TeM 0oJiee Ha KO-
JIe0aHUsSI CaMBbIX pa3HBIX MPOILIECCOB BO BCEM
octanbHoM opranm3me (Pittendrigh, Daan,
1976). PexxuMm OCBelleHMSI UCITOIb3YETCsl yaca-
MU JIUIIb KaK UCTOYHUK MHGOPMAIIMU O BpeMe-
HU CYyTOK — TTOAOOHO COTHEYHBIM U ITIPOYMM Ya-
caMm, M300peTeHHBIM caMUMM JIonbMH. ['apMo-
HUSI C BHEIITHUM MMPOM JOCTUTACTCS ITOTOMY,
YTO 3TU pa3HOOOpa3HbIe KOJIeOaHUSI BHYTPHU Op-
raHn3Ma MOACTPOWINCH TTOA PUTM Y4acOB, KOTO-
pble B CBOIO Ouepenb MOACTPOWINCH TIOH PUTM
BpalieHus: 3eMiin BOKpyT cBoeit ocu (Roenne-
berg et al., 2003).

Pa3paboTka coBpeMeHHOI METOI0JIOTUU SKC-
MNEPUMEHTAITBHOIO U3y4YeHUs “BOBJICUEHUS” Ha-
yayiack ¢ padbot Harana Kielitmana (Nathaniel
Kleitman, 1895—1999) — amepukaHua-UMMU-
rpaHTa u3 Poccun, KOTOporo cuMTaroT OCHOBO-
MOJOXHUKOM (“pUMCKUM TAMoi”’) COMHOJIOTUU
(Hayku o cHe). Eme B 1939 1. oH nHULIMMpPOBaI
9KCIIEPUMEHTBI, KOTOPbIE CO BpEMEHEM TpPUBE-
JIV K TIOSIBJIEHUIO “30JI0TOTO CTaHAapTa” IJIsl CO-
BPEMEHHbBIX SKCHEPUMEHTAJIbHBIX MCCIEA0Ba-
HUI BIAUSIHUSI PA3/IMYHBIX CBETOBBIX PEXMMOB
Ha OuoJjiormyeckue yachl yejiopeka. (B kauectse
JIpyroro 3aMeTHoOro Bkiaga KieiitmaHa cienyer
Ha3BaThb €r0 3aCyTU Mepel XPOHOIICUXOJIOTUEN,
MOCKOJIbKY UM ObLj1a MpeArnpuHsTa neppas mo-
MbITKA CPAaBHUTD KpailHE XpPOHOTUIIbI — YTPEH-
HUU 1 BEYEPHUI — 110 pUTMY TEMIIEPATYPHI TEJIa
C LI€JIbIO OOBSICHUTD PA3INYMS MEXKIY HUMU pa3-
HULIEd BO BpPEMEHM HACTYIJIEHUs IMKa 3TOTO
purma (Kleitman, 1962)). [danbHeiinee pa3Bu-
TUe uHUIMMpoBaHHoro KielitMaHoM MeTona
HccliefOBaHUS OMOPUTMOB YEJIOBEKA B YCIIOBUSIX
WU3O0JISILAM TIOJYYUIO MPOAOJIKEHWE B padoTax,
pykoBoauMbix BDiaurorom Beitiimanom (Elliot
David Weitzman, 1929—1983). OH nepBbiM B
CIIIA coznan 1adopaTopuio AJIsl TAKUX UCCIEA0-
BaHWii, 1 B 1978 I. pe3ynbTaThl IIEPBOIO U3 CEPUU
9KCMEPUMEHTOB B 3TOI JJabopaTopuu ObLIU UM
onyo6MKoBaHbI B coaBTopcTBe ¢ Hakom Caiicie-
poM 1 Maptunom Myp-Hnom (Charles A. Czeis-
ler, Martin Moore-Ede) B Bune te3ucon (Weitz-
man, Czeisler, Moore-Ede, 1978). Eme He-
ckosibko JieT cnyctd Yak Caliciep BO3IIaBMII
WUCClIeOBaHMs, OTNUpalolIrecs Ha 3TOT METO.,
KOTOPbI ObIJT Ha3BaH B MEPBOil — TOXe Te3UuC-
HOU — mnyonukauuu “HpoTOKOJOM TIPUHYAU-
TeJibHOU pecuHxpoHudauumn” (Czeisler et al.,
1985).
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OcHoBHas naes SKCIepruMeHTa 110 “TIPUHYXK-
JIEHUI0 K JECUHXPOHU3ALMU~ COCTOUT B HC-
MMOJIb30BaHNM CIIOCOOHOCTU yJYaCTHUKa DKCIIE-
pUMEHTa JOBOJIBHO JOJITO XUTh B YCIIOBUSIX U30-
JISIAM OT BHEIIHUX CUTHAJIOB BpPEMEHM IIpu
IMMOCTOSTHHOM TYCKJIOM OCBEIIEHUM B COOTBET-
CTBUM C HaBSI3aHHBIM €My PEXMMOM CHa-0o0ap-
crBoBaHUsI. OOBIYHO IEPUOJ TAaKOro HaBs3aH-
HOTO pexXnMa CHa-00gpCcTBOBaHUS JTMOO IJINH-
Hee, MO0 Kopoue cyToK Ha 3 4. bonpmmHcTBO
TeX pUTMUYECKUX MOKa3aTesIeii yeJloBeKa, KOTO-
pble HanboJIee CTPOro KOHTPOJIMPYIOTCS OMOJIO0-
TMYEeCKUMH YacaMu, He CIIOCOOHO TTOICTPOUTh-
Csl TIOIl TAaKOM peXXUM, B OTJIMYKE OT LIUKJIA COH-
oonpcrBoBanue. [Ipmaem, yeM “cubHee” BHYT-
peHHMI (3HAOTEHHBIIT) pUTM BIIUSIET HA U3MeEPSI-
eMBI IToKa3aTeb, TEM yKe 001aCThb €T0 “BOBIIE-
yeHUs1”, T.e. UHTEpBaJI IEPUOIOB, BHYTPU KOTO-
poro MOXHO “3acTaBUTh’ PUTM CJIEOOBaTh 3a
HaBsI3aHHBIM €My LIMKJIOM CHa-00ApCTBOBAHUSI.
CaMbIMU U3y4YEeHHBIMM M HAIEXKHBIMU B 3TOM
OTHOIICHUN OWOJOTUYSCKMMHU T10Ka3aTeIsIMU
paboTHI meicMeKepa SIBJISIIOTCS pUTM TeMIIepa-
TYpHI TeJla ¥ pUTM CeKpeluu MenaToHnHa. Ecim
TepUO BHEITHETO (3K30T€HHOT0) LIMKJIa HaXO-
IUTCS 3a TIpenejlaMyd oO0JlacTh “BOBJICYCHUS
3TUX PUTMOB, TO OHU IEMOHCTPUPYIOT SHIOTEH-
HBIA  “cBOOOmHOTEKYmumii” (“free-running”)
PUTM, T.€. pUTM 3THUX MTOKAa3aTeJIei B TAKUX YCIIO0-
BUSIX “CBOOOTHO TedyeT”’, OOBIYHO C IIEPUOIOM
JINIIIL HEMHOTUM JUIMHHee cyTok. Ilomydaercs,
yto (pa3a “cBOOOTHOTEKyHIeTO” puTMa (Hanmpu-
Mep, MOMEHT, KOIJa 3HauYeHHe LIMPKATUaHHOTO
KOJIeOaHMSI TeMIIEpaTyphl TeJla y y4aCTHUKA DKC-
MepUMEHTa JOCTUTAeT MUHUMYMa) TIPUXOIUTCS
Ha pa3Hble as3bl HaBsI3aHHOro emy 21- miam
27-9acoBOro ImMKiIa COH-O0OApPCTBOBaHUE. DTO
IMO3BOJISIET TOYHO OINPEACTUTD ITapaMeTPhl IHIO-
TeHHOTO HUPKaAWaHHOTO pUTMa, HaIIpUMeEp,
aMILIUTYIY, Iepuoa U (pa3y OKOJIOCYTOUHBIX KO-
JlebaHuMit TeMItepaTyphsl Tena. JIjist Toro Hy>KHO
“BBIYECTh” M3 TEKYIIETO 3HAYSHUS ITOKa3aTeIs
3Ha4YCHNE, CBSI3aHHOE C COCTOSTHIEM CHA (BBI3bI-
BaeT MOHIKEHUE TeMIlepaTyphl) WM 3HAYCHHE,
CBSI3aHHOE C COCTOsTHMEeM OOapCcTBOBaHMS (I10-
Boiaet ee) (Czeisler et al., 1999).

Jlnsg obo3HaueHUST TaKOTO HE CBSI3aHHOTO C
neiicMeiikepoM BIMSTHUS ObLIO BBEIEHO CIICLIM-
ajibHoOe ToHsITUE “MackupoBaHue” (Aschoff, von
Goetz, 1988). OHo oTpaxkaeT TOT (akT, UYTO
HeJIb3sl CyAUTh O a3e U APYrux xapaKTepucCTU-
Kax HUpKaauaHHOTIO neiicMelikepa 1o pe3yJibTa-
TaM IPOCTOr0 U3MEPEHUS B OOBIUHBIX YCIOBUSIX
($U3MOIOrMYECKOTO MJIM TOPMOHAIBHOTO ITOKa-
3aTelisl B TeUeHUe CYyTOK U 0osiee. Mackupyloliee
Ne 2
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BJIMSIHYE Ha 3T MOKAa3aTeId OKa3bIBAET MHOXE -
CTBO HEYYTEHHBIX (PaKTOPOB, IIPUYEM HE TOJIHLKO
COCTOSTHMSI CHAa M OOIPCTBOBAHUSI U HE TOJILKO
(haza unm cranus cHa, HO ellle 1 MOJOXEHUE Te-
Jla, ypOBEHb aKTMBHOCTH, HaJW4ue B XKEIyIKe
MUY, TpeObIBaHWE B TaHHBIII MOMEHT Ha CBETY
WIN B TeMHOTe M T.1. HecMoTps Ha TmipenocTaB-
JICHHBIE COBPEMEHHOMY UeJIOBEKY BO3MOXHOCTH
nepexoquTh Ha Cyryoo HOYHOIM o0pa3 XXMW3HU
niu paboTaTh B pa3HbIe CMEHBI, €XeIHEBHOE
24-gacoBoe 4epeaoBaHME CBeTa M TEMHOTHI HE
CTaJI0O MEHEe BaXXKHBIM yKa3aTeJleM BPEeMEHMU CYy-
TOK JIJIsT OMOJIOTMYeCKNX YaCOB TAKOTO YeJIOBEKa.
Hanpumep, BO3MOXKXHOCTH “BOBJICUEHUS IIMP-
KaJIMaHHBIX PUTMOB 4YeEJIOBEK pPEXMMOM CHa-
OOIpCTBOBAaHMS CYIIIECTBEHHO OTpaHMYeHBI 13-3a
TOTO, UYTO TaKOW PEeXUM SBIISIeTCS Kyna Ooliee
c1abbIM yKa3aTeJieM BPpEMEHU CYTOK I10 CpaBHE-
HUIO ¢ pexXMMoM cBeT-TemMHoTa (Danilenko et al.,
2003).

BaxxHo momuepkHYTb, UTO “BOBJIeYEHUE” —
HE TPOCTO KOHKPETHBI MEXaHU3M, C TIOMOIIIbIO
KOTOPOTO CBETOBOM PEXUM MCIIOJIb3yeTC IS
eXeIHEBHON KOPPEeKTHMPOBKM Mepuoaa lupKa-
JUAHHBIX PUTMOB CaMbIMM pa3HbIMM BUIAMU
JKWBBIX CYIIECTB, BKJIIOUYAsi COBPEMEHHOTO YeJIo-
BeKa. OTo pyHIaMEHTaJIbHOE CBOMCTBO KOJieba-
TEJILHOTO Ipollecca, KOTOPOe OOHAPYKUBAETCS Y
CaMbIX Pa3HbIX OCHUUISTOPOB, HE3aBUCUMO OT
nx ¢uzndeckoin npupoasl (Comas et al., 2007).
ITockonbKy popMasibHO “BOBJIeYEHUE” LIMpPKa-
IUAaHHOTO pUTMa — 3TO TO Xe€ caMoe, YTO U BCe-
BO3MOXHbIE CHUHXPOHU3ALIMOHHbIE SIBJICHUS,
pacripocTpaHEeHHbIE MTOBCIOAY KaK B JKMBOM, TaK
B HEXKMBOU MPUPOJIE, BCE OHU MOTYT OBITh OIU-
CaHBbI C TIOMOIIBIO OTHOM U TOM XXe& MaTeMaThuJe-
ckoii Teopum kosiebanmii (Magnus, 1976). Kak
CJIEICTBYE, XPOHOOUOJIOTUS YK€ B CaMblif MO-
MEHT €€ BblIEJIEHUS B OTAEIbHYIO HAYYHYIO 00-
JIaCThb CMOIJIa MPEeTEeHA0BaTh Ha CTAaTyC TOYHOM
Hayku. MHbBIMU clIOBaMM, B HEil, KaK U B TaKOi
TOYHOI HayKe KakK (pr3uKa, SIBJIEHUS U TTPOLECChI
MOXHO OITUCHhIBaTh W TIpeACKa3blBaTb Ha SI3bIKE
MaTeMaTUKU — C TIOMOIIbIO0 MaTeMaTU4YECKO MO-
JeJi. A MateMaTrka, Kak U3BECTHO, T1aeT YYeHbIM
KpbLbsi. [To 3T0i1 npuurHe UCTOpUst XpOHOOUOI0-
TMA M300MJIyeT TIpUMepaMM MaTeMaTU4eCKOro
MOJIEJTUPOBAHUSI OCHOBHBIX CBOMCTB OMoOJIornye-
CKHX CUCTEM H3MEpEeHMs BpeMeHUu. MaTemaTu-
YeCcKoe MOJIeJIMPOBAHUE PUTMUYECKOUN MTPUPOIBI
OMOJIOTUYECKUX SIBICHMM HUKOTAA HE CBOIU-
JIOCh K pelieHuIo nuddepeHInanibHbIX YpaBHe-
HU 1M UX ajganTalyu C liejblo 100UThes Oosiee
TOYHOTO COOTBETCTBUSI COOpaHHBIM 3MITUPUYEC-
CKHM JIaHHBIM (MX MpocTas cuMyisius). Takoe

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 71

249

MOJeINpPOBaHNE MMO3BOJISIET 1) KpUTMYECKM aHa-
JIM3MPOBATh CYLIECTBYIOIIUIA HAOOPOB SMIIUPHU-
YeCKHUX JaHHBIX, 2) U3BJIEKATh TOTTOJHUTEIbLHYIO
nHGOPMALINIO U3 3TUX HA0OPOB, BEIXOASIILYIO 32
paMKU TOTO, YTO MOKET OBITh TTOJYy4EHO C TTOMO-
IIBI0 OOBIYHOTO CTAaTUCTUYECKOTO aHa/Im3a, 3) 60-
see 3OEKTUBHO MCIOIL30BaTh MCCIICAOBATENb-
CKHE pecypchl, 4) ONITUMU3NPOBATh pa3padOTKy
9KCIIEPUMEHTAJILHBIX MPOTOKOJIOB, 5) TOYHO
MpencKas3aTh pe3yJIbTaThl B 11Ie HEITPOBEPEHHBIX
BKCIIEPUMEHTOM YCJIOBUSIX, 6) 0003HAYaTh TH-
MOTETUYECKNE CTPYKTYPBI M IIPOLIECCHI, KOTO-
pble MOTYT OBITh OOHAPYKEeHBI B 00JIee TTO3THUX
HCCIeIOBaHUSX, 7) paCKpbIBaTh OCHOBOITOJIATa-
IOIIME MEXaHU3MbI M HanOoJjiee BaskKHbBIC JeTalu
TaKMX MEXaHM3MOB, 8) MCIIONb30BaTh OOIIMIA
SI3BIK MCCIIEIOBATEISIMM, U3YYaIOIIMMU pa3ind-
HbIE pUTMUYECKHUE SIBJICHUS Ha IpUMepPe Pa3HbIX
BUIOB, OPTAHOB, CUCTEM, TIPOIIECCOB, (DYHKIINIA
n 1.1. (Putilov, 2017b).

ITpumepom ocoboit ponu Mopaeseit, OCHOBaH-
HbIX Ha MaTeMaTU4yeCcKoil Teopuu KoyiebaHUl, B
OTKPBITUM MeXaHu3Ma OWOJOTMYECKMX 4YacoB
MOXKET CITY>XXUTh MOJIEJIb KJIETOYHBIX yacoB. OHa
BIIEpBbIE ObLIa MpelioXeHa B cTtatbe [Tona Xap-
nuHa (Paul Hardin) B coaBTOpCcTBE € OyaylIMuMu
HobGeneBckumu naypeatamu Pocbainem u XoJ-
oM (Hardin, Hall, Rosbash, 1990). bsuio o6Ha-
PYXX€HO, YTO MepUOANYECKN BO3ZHUKAIOIIUMN 13-
oniToK Oenka PER, KoTophlili Mpon3BOAUTCS Ha
ocHoBe MHGopmauuu, cuutbeiBaeMoii PHK c
JAHK Ha yyactke reHa PER, oTkJitoyaeT co0-
CTBEHHOE TIPOU3BONCTBO. B pe3ynbTare BO3HU-
KaeT pUTM C IEPUOJIOM, OJIMBKUM K 24 4, B OCHO-
B€ KOTOPOTO JIEXKUT YHUBEPCATbHBINM MPUHLIAI
obOpaTHOIT CBSI3UM ¢ 3amasabiBaHueM. Mojenb,
oOBsICHAIONIAAd NaHHbIM MeXaHW3M, ITOJIydyusa
Ha3BaHWE TPaHCKPUMNLIMOHHO-TPAHCISILIMOH-
HOM MoJenr OTpuLaTeIbHON OOpaTHOM CBSI3U
(Hardin et al., 1990). UToObI U310XUTH MOJEb
XapauHa—Xosia—Pocbaliia Ha BO3BBILLIEHHOM
sI3bIKE MaTeMaTUuKM, NTMcaTh YypaBHEHUS 3aHOBO
He MpUIIToCh. MHOTHE XpPOHOOMOJIOTU U MaTe-
MaTUKU €llle Ha 3ape BO3HMKHOBEHUS XPOHO-
OMOJOTY — 3a0JITO 10 IKCHEPUMEHTATbHOTO
OoOHapyXeHUsT MOJEKYJSIPHBIX 4aCOB KJIETKU —
MOMBbITAUIACh  OOBSICHUTH  MaTeMaTUyecKue
MPUHLMIBI pabOThI 3TUX YacoB. Cpeaun HUX ObLT
bpaiian I'ynBun (Brian Goodwin, 1931—-2009),
KOTOpBIi B 1965 T. pemIoXuia Moeb TUIIOTe-
TUYECKOT0 OMOXMMMYECKOIO OCLMJIISITOpa, pa-
Oorarollero Mo MPUHLIUITY OTpULIATEIbHOI 00-
paTtHOii cBs3u ¢ 3amazgbiBaHueM (Goodwin,
1965). B monenb OH BKJIIOYMJI BCEro JIMIIb TPU
epeMeHHbIe, 4YTO SBJISETCS MMWHUMAaJIbHBIM
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YKCJIOM, TPEOYEeMBbIM JIJIsI BOSHUKHOBEHMUS KOJIe-
OaHUi B eTJIe OTPULIATETbHOM OOpaTHOM CBSI3U
C 3ama3abIBaHUEM.

[IpumeHuTeIbHO K  TPaHCKPUIILIMOHHO-
TPaHC/ISIIMOHHON MOAEIU OTPULATEIbHOI 00-
patHoii  cBsI3U  XapaumHa—XoJsuia—Pocb6aia
(Hardinet al., 1990) 3t nepemMeHHbIe OOBIYHO
WHTEPIPETUPYIOTCS KaK KOHILEHTPAlUU TPex
mouiekysl: PHK, cooTBeTcTBYyIOLIETO €11 Oenka u
MHIMOUTOpa IIpoliecca TPAaHCKPUNLUY (CUHTE3a
PHK na matpune JHK). BosHukHOBeHME OKO-
JIOCYyTOYHOTO 1LIMKJIa B JAaHHOM KOHKPETHOM
OPUIOKEHUUN MOAESIN MOXKHO CJIOBECHO OMUCATh
cienayiommM oopa3oM. CHavana JIHK rena, Ha-
XOISIIETOCS BHYTPU KIJIETOYHOIO SIApa, UCIIOJb-
3yeTcsl AJisl CYUTBIBAHUS ¢ Hee MHPOpMaLUU O
CTpyKType 0enka ¢ momouibio PHK. DTa madop-
Malusi UCHOJb3YyeTCs yxKe 3a IIpeiesiaMu siapa
JUTST TPOU3BOACTBA TaHHOTO Oenka. beyok mo-
CTENEHHO HaKaIUIMBaeTCs BHE sApa U 4yepes3 He-
KOTOpO€ BpeMs HadyuHaeT IIoagaTh B SIAPO
KJIeTKu. Ero mosiBjieHue TaM OpUBOIUT K Bpe-
MEHHOI OCTaHOBKE ITpoliecca CYUThIBAHUS MH-
¢dopmanuu o HeM ¢ JIHK. DTa ocTaHOBKA B CBOIO
oyepenpb BeAeT K MOCTENEHHOMY MCTOULICHUIO
HaKOTUIEHHBIX 3aI1acoB 0eJiKa, U3-3a 4ero 0e10K
HE MOXET IToMelllaTh BO30OHOBJIEHUIO Mpoliecca
cuutbhiBaHUs nHPopmanmu o HeM ¢ JIHK. B pe-
3yJbTaTe€ BECh LMKI C MEPUOIOM, OJM3KUM K
CyTKaM, TTOBTOPSIETCS 3aHOBO.

[1yOmkanmm pe3ynbTaToB 3KCIIePUMEHTAb-
HBIX MOJICKYJISIPHO-TEHETUYECKMX paboT, KOTO-
pBle TTociienoBanu 3a 3Toi crarbeii (Hardin et al.
1990), packpbliu geTaqu CTPOECHUSI T'e€HETUYe-
CKOM OCHOBBI KJIETOYHBIX YacOB, BKJIIOYast (pakT
MHOTOKPATHOTO IyOJIMpPOBaHUS HEKOTOPBIX W3
BaxkHeWIMX s3yieMeHTOB. [locTerieHHO CIoXM-
JINCH IeTaJIbHbBIC TIPEICTABIICHHUS O CTPOCHUM Ya-
COB, 4Ybsl (DYHKIIMSI TEHEPUPOBATh LIMPKAaINaH-
HBII PUTM U YKa3bIBaTh “KOTOPBIN Yac” mo0poit
MMOJIOBUHE BCEX OCTAIILHBIX T€HOB, 3KCIIPECCH-
pyembix B nmaHHoii kietke (Takahashi, 2015;
Crumbley et al., 2010). Ha niporskeHun Bcero
3TOTO Mepuoaa A0 CEeTro THS HOBBIE OTKPBITHS
TOJBKO TONTBEPXIAIM  TPAHCKPUIILIMOHHO-
TpaHcaguuoHHyo monenb (Partch et al., 2014)
(TTompoOHee MoIeIb U €e MCTOPHUSI OIMCaHbI B
(ITytunos, 2016, 2018)).

3. Memodonoeus comHonrocuu

Eue onHy Moaesb 4aCOBOI'O YCTPOMCTBA HEO0-
XOJIMMO OMKCATh B 3TOM 0030pe XOTs Obl IOTOMY,
YTO OHA MO3BOJIMJIA “O0BEHYATh” XPOHOOUOIO-
ruio ¢ comHoJjiorueit. Ee pa3zpaboTka u nocieny-
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Iol1ee MPUMEHEHME HATISITHO TTPOIEMOHCTPUPO-
BaJIM, YTO U B 00JIaCTU UCCICTOBAHUSI CHA MaTe-
MaTUYECKME MOJEIM M OCHOBAaHHBIE Ha HUX
CUMYJISILIMA MOTYT CIY>KUTh MOLIHBIMU UHCTPY-
MEHTaMU IS TIOHUMAaHUsI MEXaHU3MOB, JieXKa-
IIMX B OCHOBE €XEIHEBHOTO YepeIOBaHMUS CO-
CTOSIHMM CHa 1 0ompcTtBoBaHMs. Kak yxe OBLIO
YIIOMSIHYTO BBIIII€, OCHOBOTIOJOXHNUK COMHOJIO-
MU ellle M BHEC 3aMETHBII BKJ1a/1 B CTAHOBJICHUE
1 XpOHOOMOJIOTUN U XpoHoIicuxogornu. OmHa-
KO, HECMOTpPSI Ha OYEBUIHYIO TTPUHAIICKHOCTh
LIMKJIa COH-OOOPCTBOBAHME K OHMOJIOTMYCCKUM
pUTMaM, XpOHOOMOJIOTUSI M COMHOJIOTMS Ha
MPOTSKEHUM ACCITUICTHI pa3BUBAINCH B OTHO-
CUTEIbHOM U30JISIIUM IPYT OT Apyra. B wactHo-
CTH, PEIKO KTO M3 BKCIIEPMMEHTATOPOB B 00JIa-
CTM XPOHOOMOJIOTMM 4YeJloBeKa OOpeMeHsT
YYaCTHUKOB 3KCHEPUMEHTOB TOJIMCOMHOTpA-
dwueit, kotopas, HaunHas ¢ 30-x romos 20-1o cTo-
JIeTUsI, TIOCTeNIEHHO MpeBpaTUIach IJISI COMHO-
JIOTOB B TJIAaBHBIM MCTOYHUK OOBEKTUBHOM WH-
dopmai o cHe (CM. ImogpoOHee 00 MCTOPUH
B3aMMOCBS3ell Mexkay oTuMu HaykamMu B (ITytm-
JoB, 2020)).

Tonbko B Hauaje 80-X rogoB McclieqoBaTelb
cHa Anekcannp bopoenu (Alexander A. Borbély)
cTajl pa3BUBaTh UAEU, KOTOPbIE HE3aJ0JT0 J0
TOTO BbICKA3aJl B AUCKYCCUU C HUM XPOHOOMOJIOT
Cepx Han (Serge Daan, 1940—2018), oouH u3
yuyeHUKOB Alodda. st MogeIupoBaHUS LIUK-
Jla coH-OompcTtBoBaHue JlaH B CBOWO ouepenb
MNpUBJIEK MoJioforo MaTtemaruka JlombeHa bup-
cMmy (Domien G.M. Beersma), omHOTO 13 T€X He-
MHOTUX, KTO YK€ Toraa “ApyKuj~’ ¢ KOMITbIOTe-
pamu. [daH, bupcma u bopbenu onyoankoBaiu
MaTeMaTUYECKYyI0 BEPCUIO TaK Ha3blBA€MOU MO-
e OBYyX IHpoleccoB peryasiuuud cHa (Daan
et al., 1984). I1o npoliuecTtBuu 45 et 3Ta MOALb
JIO CUX MOP OCTAaeTCsl OAHOM U3 HauboJiee 4acTo
LHUATUPYEMBIX B JIMTEpaType XpOHOOMOJIOTUYE-
CKHX U COMHOJIOTUYECKUX TEOPETUUYECKUX MPEI-
crapieHUii. COMHOJOTMYECKYI0 4acTb B 3TOH
MoOAEIU TIpEeACTaBiseT Mmpoliecc S, OT cjoBa
“sleep” (“coH”). DTOT peryJsITOpPHBIN IIpolece
npu3BaH obecreynTh MoaAepXXaHWe OagaHca
Mexnay daszamyu cHa U OoapcTBOBaHUST 24-ya-
coBoro mukiaa. OH yBelWuuBaeT/yMeHbIIAET
MPOJOJKUTEIBHOCTh U MHTEHCUBHOCTH CHa B
3aBUCUMOCTHU OT MPOAOIKUTEIBHOCTU TIpeIe-
CTBYyIOIIIETO CHY 60apcTBOBaHMA. [1oaTOMY 3TOT
MpOoLEeCC YacTO Ha3bIBAIOT TOMEOCTATUYECKUM
WM COMHOCTatTudyeckuM. BaxkHo, yto bopoeau
nokKa3zajl: MOoJIydYuB ITOJIMCOMHOTpaUIeCKyIO 3a-
MUCh CHA, MOXKHO KOJIMYECTBEHHO U3MEPUTH CO-
MHOCTAaTUYECKUIA MTPOLIECC MyTEM OLIEHKM MOIII-
Ne 2
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HOCTM MeIJIECHHO-BOJHOBO# (4actora 1—4 Iir)
YacTH CIeKTpa 3jeKTposHuedanorpaMmbl (DD1)
cHa (Borbély et al., 1981; Borbély, 1982). U3me-
HEHMsI MOIIITHOCTU BO BpeMsl OObIYHOI'O CHA CBU-
NEeTeJIbCTBYIOT O TOM, UYTO MEIJIEHHO-BOJIHOBAsI
AKTMBHOCTb 3KCIIOHEHIIMAJbHO CHMXKAETCS Ha
MPOTSKEHWM HOYM OT OJHOTO IIUKJIA YepenoBa-
HUS pa3 MeIJIEHHOTO 1 OBICTPOTO CHA K IPYyTOMY
(Aeschbach, Borbely, 1993). Eciau uenoBek
0OmpPCTBOBAJl 3HAYUTEJIBHO MOJbIIE OOBIYHOTO
BpPEMEHM, TO MOIIHOCTb B TI€PBOM IIMKJIE CHa
BO3pacTacT CUJIbHEe OOBIYHOTO, M, KaK CJIeHd-
CTBHUE, MOCJEAYIOIIee SKCITOHEHIINAIbHOE CHU-
JKeHMEe ITPOUCXOIUT CTPEMUTEIbHEE, a COH MPO-
JoKkaeTcss moJplae oobraHoro BpeMeHM (Dijk
etal., 1990). Ecau yenoBek, HA0OOPOT, OTIIpa-
BUTCSI CITaTh HAMHOTO PaHbIlle OOBITHOTO BpEMeE-
HU, TO MOIITHOCTh MEIJICHHO-BOJIHOBOI aKTUB-
HOCTH B HayaJie CHa OKaxKeTCsl HUKe OOBIYHOIA, a
coH — kopoue (Dijk et al., 1987). XpoHoOM0I0-
TMYECKYI0 4acTh MOJIEIU IIPEACTaBISICT IIPO-
necc C, or cimoBa “circadian” (“umpkamnaH-
HeIi”). LlnmpkagmaHHbIN meiicMelikep B 3TOM
KJIACCUYECKOM BepCUM MOJIENIN 3aJaeT BEpXHUIA
1 HUCKHUI TOpOoTH B (DOpMe LIMPKATUAHHOTO KO-
JiebaHus. Mexxay STUMU TTOPOTaMU TIPOUCXOIUT
HOPMaJIbHBII POCT mpoliecca S ¢ yTpa 0 Havyaja
HOYM 1 €0 HOPMAaJIbHBIN CTajl ¢ Havaia HOYU 10
yrpa (Daan et al., 1984).

B ucxonHoli Bepcvu MoAelu OAWH Mpolecc
B3auMMOAEUCTBYET C APYTUM TOJIBKO B MOMEHTHI
CMEHbI COCTOSIHUI CHa M 6oapcTBOBaHUS. bblia
npeajoxeHa BepcUs MOAEIU, Ipearnosarar-
11asi, 4YTo MemcMenKkep MOCTOSHHO MOIYJIUPYET
napaMeTpbl COMHOCTaTUYECKOTO Mpoliecca, Tak
YTO COMHOCTaTUYECKMIA Mpoliecc IpeBpalaeTcs
B putMocTtatudeckuii (Putilov, 1995). beuiu no-
nobpaHbl mapaMeTpbl 3TON MOAEIU T10 JaHHBIM
HECKOJIbKMX paHee OIyOJIMKOBAaHHBIX 9KCIepH-
MEHTOB, TaK YTO HEXUTpPbI€ BBIYMCIIEHUS TTO3BO-
JISIIOT OLIEHWBaTh HAKOIJICHHBIN Ha OIpeaesieH-
HOM WHTepBajie OOAPCTBOBaHUS “HOAT cHa”
(uau, nHave, ero “maBjaeHue”), U IIOTOM IIPOBe-
pSTb BEPHOCTb pPACUYETOB IYTEM M3MEPEHUS
CcrieKTpaibHOU MolHocTu DBI Bo Bpems mo-
ciaenyrouiero cHa (Putilov, 1995, 2014a). B otiu-
yue OT KJIACCUYECKOM IBYXIIPOLIECCHOM MOAEIU
MoJAeIb PUTMOCTAaTUYECKON peryasiuuu CcHa-
0onpcTBOBaHUS MPEACKA3bIBAET, YTO MOIIIHOCTD
MEIJIEHHO-BOJIHOBOM aKTUBHOCTU MOYJIMPYET-
cd LUpKaauaHHBIM TielicMeiikepoM. Jlonroe
BpeMs ObLIO MPUHATO CYUTATh, UYTO 3Ta aKTUB-
HOCTb OTpaxkaeT MOYTHU UCKIIOUUTETBHO TOMEO-
cratuuyeckoe BiausiHue (Dijk, Czeisler, 1995).
OnHako coBceM HEIaBHO IMpeAcKa3aHHOE PUT-
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MOCTaTU4YeCKOI MOJIENIbIO IIMPKATUaHHOE BIIMSI-
HHE C MaKCHUMyMOM B TIOCJICO0eIeHHOE BpeMs
OBLIIO BIIEPBBIC TOKA3aHO B IKCIECPUMEHTE I10
NpUHYIUTEIbHOM Jecuaxponm3aunu (Lazar et al.,
2015). B yacTtHOCTM, MOJENb NpencKa3bIBacT,
YTO CHMXKEHME “aBJIEHUs1” CHA JTHEM HE MOXKET
WATH TaK ke 3PPEeKTUBHO, KaK HOYBIO.

Hpyrass moaudukaliys KiacCUM4eCcKou Moje-
JIU JBYX PEryJSITOPHBIX MPOILIECCOB, KOTOpas,
rpaBaa, MCXOOAHO He ObLla MaTeMaTu4ecKu
cchopmynupoBaHa, paccMaTpuBaeT npoiecc C B
KayecTBe OIMoHeHTa mpoiecca S. OHa BIiepBbIe
ObLIa npeaioxeHa B 90-x romgax nmpouuioro Beka
OCHOBOMOJOXHUKOM MEIULIMHBI CHa busaom
JlemeHTOM B coaBTOpCTBE C [3iiioM Darapom u
Yapiu @Pymiepom (Dale M. Edgar, William C.
Dement, Charles A. Fuller) ajis1 o0bsicHeHUS pe-
3yJITaTOB DKCIIEPUMEHTOB T10 CHY-00/IpCTBOBA-
HUIO U KoJIeOaHUSIM TeMIlepaTyphbl Tejia Oenu-
ybpux 00e3bsiH (Edgar et al., 1993). Oka3zanocs,
YTO M0JISI CHA MpPU yAaJeHUU cylpaxua3MaTuye-
CKMX sIIep BO3pacTaeT, T.e. mpoliecc S moaHuMa-
€TCsl BbIlIe OOBIYHOTO YPOBHSI — ApaiiB CHA YCH-
JINBAETCs B OTCYTCTBHE siaep. Monaenab 0ObsICHSI-
€T 3TO CHUKEHHME YPOBHS OIIMOHUPYIOIIETO CHY
npaiiBa 0OIPCTBOBAHUS OTCYTCTBUEM BIIMSTHUSI
LHUpKaJMaHHOIo MelcMelKepa, Mrparollero B
Heit poJib nipouecca C (Edgar et al., 1993). Hepk-
An Haiik (Derk-Jan Dijk) u Yak Caiicinep npu-
MEHWJIU 3Ty WIEI0 IBYX ONIMOHUPYIOIIUX IpO-
1LIECCOB 7151 OOBSICHEHMS Pe3YJIbTaTOB 9KCTIEPUMEH-
TOB TIO TIPUHYIUTEIBHOMN NTECUHXPOHU3ALUN OMO-
put™MOB uesioBeKa. [lob3ysich OnmMcaHHBIM BbIILIE
METOIIOM, OHU Pa3JIOKWIN LIMPKAIUaHHbIE Kojie0a-
HUSI (PUBMOJIOTMYECKHMX MOKazaTeseid Ha JIBe CO-
crapisiionme. OgHa CBsI3aHAa C LUPKaTWaHHBIM
MeACMENKEepPOM, a Apyrast — ¢ COMHOCTaTOM, T.€. C
npoueccamMu C u S coorBeTcTBeHHO (Dijk, Czeis-
ler, 1995). Mogenp npenckasajia, 4TO COH YeJio-
BEKa HOYBIO JIOJDKEH ObITh HEMPEPbIBHBIM, MO-
CKOJIbKY MHTEpBaJl HOUHOTO cIriafa Iipoliecca S
(daza cHa LIUKJIa CO-00APCTBOBAaHME) COBIIAIAET
C UHTepBajioM CHMKeHUsI mpoliecca C Bo BTOpoit
TOJIOBUHE CYTOK (HOYBIO 3TOT MPOLIECC TOCTHUTA-
et ceoero muHumMyma) (Dijk, Czeisler, 1995).

Mogenb ABYX ONMNOHUPYIOIIMX MPOLECCOB
npeacTaBiasercss 0cobo MpUBJEKaTEIbHON IS
MOTIBITOK HaBeAEHUSI HOBBIX MOCTOB MEXIY XPO-
HoOuoiorueit U comHosorueit. B yacTtHoCTH,
OHa MO03BOJISIET CBA3aTh XPOHOOMOJOTHIO C CO-
BPEMEHHBIMU HENUPOOMOJIOTMYECKUMU  Mpe-
CTaBJICHUSIMU O PETYJISLIMU COCTOSIHUI U cyOCo-
CcTosiHUiT cHa M OonpctBoBaHus (KoBanb30H,
2013; Saper, 2013). B yacTHOCTU, 3TU MpeaCTaB-
JIEHUSI BKJTIOYAIOT KOHIETILNIO B3aUMOICCTBUS

Ne2 2021



252

MIPOMOTOPOB-UHTUOUTOPOB  CHA-00ApCTBOBA-
Hus (Saper et al., 2001). OnnoHupyoLIIe APYyT
JIpYyTy TPyNIibl HEHPOHOB MOTYT KOHTPOJUPO-
BaTh MTPOLIECC CMEHbI COCTOSIHUI CHa-00IpCTBO-
BaHUs, a TAKXKe yepeaoBaHue has3 MEMIEHHOTO U
obicTporo cHa (Boutrel, Koob, 2004).

Kpome Toro, mpennpuHUMAaINUCh TOIBITKU
CBsI3aThb pe3yJibTaTbl aHAJIM3a IMHAMUKU CIEK-
TpaJIbHBIX XapakTepucTUuk DI, 3anrcaHHO BO
BpEMsI CHa, C ONMOHUPYIOIIUM B3aUMOJIECHCTBU-
€M JIBYX MpolieccoB. Tak, oOpaTHast 3aBUCUMOCTh
MEXIY MOILIHOCTSIMUA MEIJIEHHO-BOJIHOBOM 1 Oe-
Ta-aKTUBHOCTBIO (ObIcTpee 12 repir) 6buia 0ObsIiC-
HEHa aHTaroHUWCTUYECKUM B3aUMOAECUCTBUEM
npoiecca S ¢ npoueccom W (ot cioBa “0oap-
ctBoBaHue” — “wake” uim “wakefulness”). Bos-
pacTaHue MEPBOr0 — roMeOCTaTUYECKOTO Pery-
JISITOpa CHa — MPOXCXOIUT BO BpEMSI ITPOIOJIKHU-
TeJILHOTO OOApPCTBOBaHWSI, a BTOPOTO —
FOMEOCTAaTUUECKOTO perysTopa OOapCTBOBA-
HUs1 — BO BpeMs nocienytomiero cHa (Perlis et al.,
2001). B yacTHOCTH, TaKue IIPEACTaBICHUS BbI-
JIBUTAJIUCH C LIETbIO OOBSICHUTh OECCOHHMILY KaK
aHOMaJIbHOE TMpeobnamaHue mpoiiecca W Han
npoueccom S (Perlis et al., 2001; Staner et al.,
2003).

He Tombko crmekTpaibHasi MOIIHOCTh B OT-
IEeJTbHBIX YaCTOTHBIX JMara3oHax, HO M 3Haye-
HUS IBYX ITIaBHBIX KOMIIOHEHT criekTpa D3OI 006-
Hapy>XMBAIOT OMIIOHMPYIOIIEe B3aUMOICHCTBIE
IBYyX TipolieccoB Bo BpeMst cHa (Putilov, 2011).
DTH 1Be KOMIIOHEHTHI MOXKHO CBSI3aTh C IIPOIIeC-
caMM-TIPOMOTOPaMU U MpoliecCaM-UHTUONUTO-
paMM COCTOSTHUII CHa-00IpPCTBOBAHMS, a TAKXKe
KOHKpeTHBIX cyococTtossHmi cHa (Putilov 2014a,
b). Pasmuunble 3KCcIIeprMMEHTHI IT0 MaHUWITYJISI-
W JJIMTETbHOCTBIO CHa 1 6oapcTtBoBaHms (Pu-
tilov, 2011, 2014a, 2015) mo3BoMMIN CBSI3aTh I~
HaMUKYy 3Ha4eHUS TIePBOil KOMIIOHEHTHI C TIPO-
MOTOpaMU CHA, a TMHAMUKY 3Ha4YeHUST BTOPOI —
¢ mpomoTtopamu 6onpcroBanusa (Putilov et al.,
2014, 2019).

J1st  XpOHOIICHXOJIOTOB,  3aHUMAaIOLINXCS
npo0JieMOoid MOBBILIIEHUS PabOTOCIIOCOOHOCTH,
MpeNcTaBiIsieT UHTepPeC He TOJILKO MOJIeIMpOBa-
HHYE LIMKJIa COH-O00IpPCTBOBAaHUE, HO U MOJEIU-
poBaHUE CYyTOUYHbBIX KOJeOaHUIl YPOBHSI COHJIM-
BOoCTU. /IMHaMUKa YpPOBHSI COHJIMBOCTU OY€Hb
TECHO CBsI3aHa C CYTOYHBIMU KOJIEOaHUSIMU pa-
00TOCHOCOOHOCTHU U, K TOMY K€, CyTOUHasl Kpu-
Basi COHJIMBOCTU MPaKTUYECKU TTOBTOPSIET OIUH
B OIMH CYTOYHYIO KPHUBYIO YaCTOTHl aBapuii Ha
Jloporax M oracHbIX IpousBoacTsax (Mitler et al.,
1988; Samkoff, Jacques, 1991; Leger, 1994, Ding-
es, 1995; Van Dongen, 2006).
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XoT4 31paBblit CMBIC MOACKA3bIBAET, YTO KO-
JiebaHusl YpPOBHSI OOAPOCTU-COHIMBOCTU SIBJISI-
IOTCSl TIPOCTBIM OTPaXKEHUEM IUKJIa COH-00ap-
CTBOBaHUE, OHU, TeM HEe MeHee, IeMOHCTPUPYIOT
CBOIiCTBa CUJIbHBIX IMPKaAWaHHbBIX PUTMOB, Ha-
XOISIIMXCS MOA CTPOTUM KOHTPOJEM CO CTOPO-
HbI LIMpKaJAWaHHOIO TeiicMelikepa (Kak U pUTM
TeMIlepaTyphbl TeJia WU PUTM CEKpELIMM MEIaTO-
HuHa). Hanpumep, skcnepumeHT Pojikapaa u
COaBT. OOHAPYXWI, 4YTO AJIs puTMa OOAPOCTU-
COHJIMBOCTHU XapaKTepHa ellle 0oJiee y3Kasi, 4eM
IS TEeMITEpaTYPHOTO pUTMa 00J1acTh “BOBJIEUE-
Hus1” (Folkard et al., 1985). [ToaToMy He ynuMBU-
TEJIbHO, YTO BO BpeMsI NIPUHYAUTEIbHON 1eCUH-
XpPOHM3ALMU KoJieOaHUsT 00APOCTU-COHIUBOCTHU
COXPAaHSIOT PUTM, CBOMCTBEHHbII TeMIlepaType
1 MEJIAaTOHWHY, a He cieaytoT 3a 21- uiu 27-4a-
COBBIM IIMKJIOM cHa-0ompcTBoBaHus (Johnson et
al., 1992; Dijk, Duffy, Czeisler, 1992; Wyatt et al.,
1999). Llenbiii psag Moaeeil KojebaHWi COHIM-
BOCTU M PabOTOCIIOCOOHOCTU MOXKET paccMar-
puBaThcd Kak MoauduKalus Bce TOM XKe Kjac-
CUYECKOI MoJiesIn IBYX npoueccoB (Achermann,
Borbély, 1994; Akerstedt, Folkard, 1997; Jewett,
Kronauer, 1999; Fulcher et al., 2010; Putilov,
2014b, 2015; Putilov, Donskaya, Verevkin, 2015,
2019). Tak, ObUIa IpeanojaoxeHa MOAEIb, 00b-
SICHSIIOIIAsl CYTOYHYIO IMHAMUKY paboTOCHO-
COOHOCTM CyNepHno3uliveil Tpex IIPOLIECCOB:
rOMeOCTaTUYeCKOTo mpollecca S, HUpKaauaH-
Horo npouecca C u MHEPLUMOHHOTO IIpoliecca,
00YCJIOBIMBAIOIIETO TLJIABHOCTh Ilepexoaa OT
cHa K 6onpcreoBanuio (Folkard, Akerstedt, 1992).
B putMocTaTuyecKkyo Moaeib Takxke MoTpedo-
BaJIOCh JO0ABUTh HOBBII ITPOLIECC, YTOOBI OT CH-
MYJISILIMU CHA-00pCTBOBAHMSI TIEPEUTU K CUMY-
Jsaumu 6oapoctu-conauBoctu. Ilpenmonaraer-
CcsI, 4TO 3TOT TIIPOLIECC 3aBHUCUT OT JpaiiBa
oonpcTBoBaHUs W, OIIIOHUPYET NPOLECCY, CBI-
3aHHOMY C ApaiiBOM CHa S, U ITapaMeTphbl 000UX
9THUX TIPOLIECCOB MOIYIUPYIOTCS LUPKaIuaH-
HBIM neiicMelikepoM C. DTo IUlllb MUHUMAIBLHO
YCIOXHSIET UCXOIHYIO MOJIeJIb PUTMOCTATa: Bellb
ofHa U Ta ke (popmyJia UCIIOJIb30BaHa IJIS1 O~
caHUs U TIpelcKazaHus AUHAMUKU KaXKIIOro 13
JBYX aHTarOHMCTUYECKUX IPOLIECCOB, B Pe3yJib-
TaTe HaJOXEHHUS KOTOPBIX IOJydaroTcs Ooliee
CJIOXKHBIC KOJIEOaHUS YPOBHS 00IPOCTH-COHI-
BOCTM KaK B HOpMaJbHOM 24-4acoBOM ILIMKJE,
TaK U B Ipoliecce AIUTEIbHOTO — CyTOYHOIO WU
JIBYXCyTOUHOro — ©OonpctBoBaHus (Putilov,
2014b; Putilov et al., 2014, 2015, 2019). Koneba-
HUSI YPOBHSI OONPOCTU-COHJIMBOCTH, IMpPEICTaB-
JIEHHBIE KaK Pe3yJIbTUPYIOIIAs IBYX OIIIOHUPYIO-
IIUX APYT IAPYTY MPOLIECCOB, 0Ka3aJl0Ch BO3MOX-
Ne 2
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HBIM CBSI3aTh C MX MapKepaMu, BbISIBJISIEMBIMU B
criektpe ODI, T.e. ¢ mepBOil U BTOPOIl KOMIIO-
HeHTaMU 3Toro criekrpa. Oka3aaoch, YTO JMHA-
MMKOM TIEpBOM KOMITOHEHTHI YIIPABJISECT ApaiiB
CHa, a IMHAMUKOM BTOPOI — ITPOTUBOOOPCTBYIO-
Ui eMy JpaiiB OOApPCTBOBAHUSI, M JOIIOJTHHU-
TEJIbHO KPUBBIEC 3TUX KOMIIOHEHT BO BpeMs CHa 1
BO BpeMsl 00/IpCTBOBAHMSI UCIIBITHIBAIOT MOMLYJ/IN -
pyoiee BO3ACHCTBUE LUPKAAUAHHBIX YacOB
(Putilov et al., 2015, 2019).

Takast Momenb MOIOJHUTEIBHO TO3BOJIMIIA
JMOCTAaTOYHO TOYHO BOCIIPOU3BOIUTD U TIPEICKa-
3bIBaTh HEMOCPEICTBEHHBIC U3MEPEHUST YPOBHS
0OIPOCTU-COHJIMBOCTU TPU Pa3INYHBIX MaHU-
MyJISILUUSIX C PEeXKMMOM CHa-O00ApPCTBOBAHUSI.
I[IpryeM oka3anoch BO3MOXHBIM CMOJIEIMPO-
BaTh IMHAMUKY COHJMBOCTU HE TOJIBKO IO JaH-
HbIM CYOBEKTMBHBIX CAMOOTYETOB OO0 U3MeEHe-
HUSIX TEKYIIETO YPOBHSI COHJIMBOCTU, HO U TIO
00BeKTUBHBIM TToKazartessam (Putilov et al., 2015;
Putilov, 2014b, 2016). Kak wu3BecTHO, CIIeK-
TpaJibHBIE XapakKTepucTuKu DDI obagaioT cra-
OWJIbHBIMM WHIWBUAYAILHBIMU  CBOMCTBAMU
(manmpumMmep: (baszanosa, 2011; Jleoenena, Kapu-
moBa, 2020)). B To ke BpeMst MHOTHE TIPEABIITY-
IIMe WCCIIemoBaHus TpaHchOpMalMii CIIEKTpa
D3I Bo BpeMs IeMpUBalIM CHA Y JIIOJIEH pa3HO-
ro moja M BO3pacTa OOHAPYXWJIU CBSI3b TaKUX
TpaHchopMauii ¢ WM3MEHEHUSIMU TEKYIIEro
YpOBHSI CyObeKTHMBHOM connmnBocTu (Matousek,
Petersen, 1983; Oken, Salinsky, 1992; Lorenzo
et al., 1995; Finelli et al., 2000; Leproult et al.,
2003; Strijkstra et al., 2003; Putilov, Donskaya,
2013, 2014). beim nmpenioxXeH METOIH, KOTOPBI
MO3BOJISIET MO CIIEKTpadbHBIM DDI'-Mapkepawm,
MOJIYYeHHBIM ITyTeM aHanm3a D3I, 3anmmcaHHoi
B T€YECHME BCETO JIMINb OMHOM MHUHYTHI (DDI-
MOAMNUCHA COHJIUBOCTH), OOBEKTMBHO OLICHUTh
YPOBeHb U AWHAMUKY COHIMBOCTHU. [lomydeH-
HBII B BKCIIEPUMEHTE 110 JIMIIEHUIO CHA KO3(-
(bULIMEeHT KOppensiuy MeXIy IBYXCYTOUHBIMU
KPUBBIMHU CYOBEKTUBHOI 1 OOBEKTUBHOI COH-
suBoctu pocturaet 0.98 (Putilov et al., 2019).

4. Memoodoaoeus ncuxomempuu U XpoOHONCUXOMEMPUU

ITapameTpbl KoJieOaHUIT YpOBHSI OOAPOCTU-
COHJIMBOCTU M pabOTOCIIOCOOHOCTU BapbUPYIOT
OT WHAWMBUIYYMa K WHAUBUAYyMYy. PasHuua
MeXIy MUKaMU IBYX YeJIOBEK HEPEAKO COCTaB-
JIsIeT OoJiee TOAyCyTOK. JItoau MOTyT OBITh KJlac-
cU(pULMPOBAHBI MO XPOHOTUITY MCXOJsl U3 aH-
KEeTHBIX CAMOOLIEHOK TaK1X KOjJe0aHUM ypOBHEMN
0ONPOCTU-COHJIMBOCTA WJIW MCXOMASI M3 CaMO-
OLIEHOK CYTOYHOI AMHAMUKU pabOTOCITIOCOOHO-
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ctu (Horne, Ostberg, 1977; Kerkhof et al., 1985;
Adan et al., 2013; Levandovski et al., 2013). Kpo-
M€ TOTO, MHIWBUIyaJIbHO BapuaOenlbHa U YyB-
CTBUTEJILHOCTh K TOTEpe M HapYLICHUIO CHA.
brin0 0O0Hapy:KeHO, YTO pa3Inanst MEXAY JTIO0b-
MU B peakliyi UX PUTMOB OOIPOCTU-COHJIUBO-
CTU ¥ pabOTOCITOCOOHOCTH Ha MOTEPIO CHA BECh-
Ma 3HA4YUTEIbHBI (pa3inyaeTcs Ha IOPSIoK) U
TaKye pa3Inuus ¢ TCYSHUEM BPEMEHU OCTalOTCS
HensMeHHBIMHU (Van Dongen, 2006; Chua et al.,
2014; Sletten et al., 2015; Dennis et al., 2017;
Tkachenko, Dinges, 2018).

bbuto Takke oOHapyXeHO, UTO XPOHOTHUI
BXOAUT B YUCJO MHAMBUAYAIbHBIX OCOOEHHO-
CTeli yeJloBeKa, CBSI3aHHBIX C €r0 TOJepPaHTHO-
CTbIO K CMEHHOMY U/WJX HOYHOMY Tpyny (Breit-
haupt et al., 1978; Akerstedt, Torsvall, 1981;
Harma et al., 1988; Costa et al., 1989, Moog, Hil-
debrandt, 1989; Saksvik et al., 2011; Bhatti et al.,
2014; Leung et al., 2017). IloaTomMy onHO#i u3
BaXKHEUILMX LIEJIEU XPOHONCUXOJIOTUIECKUX UC-
clielIOBaHUI SIBJISIETCSl BBbISIBJIEHUE HeWpopu-
3UOJOTUYECKMX OCHOB MHIMBUAYJIbHBIX Pa3iv-
YUii B pUTMax O0OIPOCTU-COHJIMBOCTU U YSI3BU-
MOCTH/YCTOMYMBOCTH K MOTepe CHa. Pe3ynbTaThl
TaKMX UCCIAEI0BAaHUI MOTYT OBbITh MCIIOJIb30Ba-
HBI IIPAKTUYECK MOTUBUPOBAHHLIMU YYSHBIMU
JUTSL pa3paboTKU IMYHOCTHO-OPUEHTUPOBAHHBIX
MOJIXOA0B K IMPEA0TBpalleHUIO HECUACTHBIX CIIY-
4yaeB U PUCKOB ISl 3M0POBbsI, CBI3aHHbBIX C aK-
TUBHOM NeATebHOCTBIO B HETOAXOIsIIee IS
3TOro BpeMsl CyToK (ApceHbeB u Ap., 2014; Ilo-
poxos, 2013).

OnHaKo OIHO JIeJI0 — OLIEHMBATh ITapaMeTphl
LIMPKaAMaHHBIX PUTMOB B 3KCIIEPUMEHTAIbHbBIX
YCIOBUSIX Y JOBOJBbHO HEOOJBIIONW TIpPyIbI
YYaCTHUKOB 3KCIIEPUMEHTa, U COBCEM JIpyroe
eI — W3y4YaTb WHIWBUAYAJIbHYIO M3MEHYU-
BOCTb 3TUX ITapaMeTpoB. Takoe n3zyyeHue Tpedy-
€T 3aMETHO OOJIbIIIEr0 KOJWYeCTBAa YYaCTHUKOB
3KcIepuMeHTa. B CBsI3U ¢ TeM, 4TO TOYHOE OIlpe-
JleJIeHre TTapaMeTpoB LUPKaAUaHHOU PUTMUYHO-
CTU, TAaKUX KaK ee epuros, (paza u aMIidryaa, Tpe-
OyeT MpoBeleHUsT JOPOTrOCTOSIINX SKCIEPUMEH-
TOB, 3HAYUTEIbHOE YKCJIO PadOT B HacToSIlEee
BpeMsl OpPUEHTUPYETCSI HE Ha 3KCIIEPUMEHTHI
(HampuMmep, 10 “TIPUHYAUTETbHON TECUHXPO-
HM3al1”), a Ha OIPOCHMKM, IpeaHa3HauyeH-
HbIE€ [IJISI CAMOOLIEHKW XPOHOTUIIA. AHKETHbBIE
JMIAHHBIE MOTYT ObITh JIETKO TMOJYY€HbI OT 0OJIb-
LIIOTO KOJIMYECTBA JIto/ieii 0e3 MpuBeYeHUsT 3Ha-
YUTEJBbHBIX JEHEXHBIX CPEICTB, O0yCTpOlCTBa
CIHEeLMAJILHOTO TOMEIIEHWSsI, MOKYITKU JOPOTO-
CTOSIILIETO OOOpYNOBaHUS, TpaT Ha pacXOmHbIE
MaTtepuajbl 1 aHAJIU3bl COJEePXKaHUsI TOPMOHOB B
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OMOJIOTMYECKMX 00Opasiax, IIpuBIcUYeHUsI 0OJIb-
IIOr0 KOJIMYECTBA OOYUYEHHBIX COTPYIHUKOB B
“kpyrnocyTouHbiM OmeHussM” u T.0. [loatomy
nuddepeHInaAIbHAS TICUX0J0TUsI (IICUXOJIOTHS
JIMIHOCTH) U pa3padaTbIBaeMbIC B UCCIICIOBAHM -
SIX UHAMBUAYATbHBIX MCUXOJOTMYECKUX pa3iiu-
yuit Metonel TicuxoMmerpum (Furr, Bacharach,
2017) cimyxaTt elle OOHUM METOHOJOTUUYECKUM
OCHOBaHMEM XPOHOIICUXOJOIrMU, OCOOEHHO TeX
W13 KCCJIENOBAaHMIi, KOTOPbIE MUCHOJb3YIOT B aH-
KEeThI IJIsl CAaMOOLIEHKU XpoHoTuna. OTcyTcTBUE
TOYHOCTHU OLIEHKU XPOHOOMOJOTUYECKMX XapaK-
TEPUCTUK BOCIIOJHATCS BO3MOXHOCTBIO MOJIY-
yaTh KOJMUYECTBEHHbIC OKA3ATENN IJIS1 JOBOJIb-
HO OONBIINX BRIOOPOK (ITOAPOOHO C MCTOpUEH 1
COBPEMEHHBIM COCTOSIHMEM METOIOJIOTUU XPO-
HOIICUXOJIOTMYECKOT0 aHKETUPOBAHUSI MOXKHO
03HAKOMUThCS B 0030pax, onyOJIMKOBAaHHBIX Ha
anrnmiickoM (Putilov, 2017a) 1 pyccKoM sI3BIKax
(ITytunos, 2018).

KoHcTpyupoBaHue, agantauus U BaJuau3a-
LIMsI aHKeT TpeOyloT CIelUualibHbIX 3HAHUN U
OITbITa, C KOTOPBIMU XOPOIIO 3HAKOMBI TICHXO-
JIOTU U MaJjio ObUIM 3HAKOMBI XPOHOOMOJIOTU U
COMHOJIOTM, MHUIIMMPOBABIIIE aHKETHBIE XpO-
HOIICHXOJIOTHYeCKUe ucciaemoBaHust B 70-x ro-
Jax Tmpouuioro Beka. IlepBble aHKeTbl ObLIU U3-
TOTOBJIEHBI, KaK TOBOPUTCS, “Ha KOJIeHKe”, 0e3
MPUMEHEHUSI METOJIOB TCUXOMETpUHU. TemM He
MeHee 10 CUX Mop HauboJiee YacTo UCIIOIb3yeT-
csl camasi epBasi U3 TaKMX, HE OYeHb YIaUYHBIX U
CJIOXHBIX JUIS 3allOJIHEHUS U 0OpabOTKU aHKET
(Horne, Ostberg, 1976). Bo3aM0XHO, TaK ITpouc-
XOJIUT MOTOMY, UYTO MHOTOYHMCJICHHbIE HETOCTAT-
KA aHKETbl KOMIIEHCUPYIOTCSI BO3MOXKHOCTBIO
1oJiydaTh HOBbIE JaHHBIE, KOTOPHIE JIETKO CpaB-
HUTb C OTPOMHOI 1 pa3HOOOpa3HOI Maccoi yxe
ONyOJMKOBAHHBIX 3a MOYTH 45 JIeT JaHHbIX. Bo-
npockl aHkeTbl XopHa—3Acroepra (Horne, Ost-
berg, 1976) B OCHOBHOM KacaloTcsl yTpeHHe-Be-
yepHUX npeanouytreHuit. Hanpumep, Hauboliee
MOAXOASIINX YacOB pabOThI, OTXOAa KO CHY,
MpoOyXaeHus, GU3nUecKux Harpy3oK u T.4. I1y-
TeM CYMMMPOBAHUSI OTBETOB, 00O0O3HAYEHHBIX B
ONpOCHUKEe LudpamMu, BBIYUCISICI OOIIMIA
Oay1 1o BedyepHe-yTpeHHel 1kane. B 3aBucu-
MOCTHU OT OaJjijia yeJaoBeKa OTHOCST K OJHOMY U3
TUIIOB: KpallHEMy BE€YEpPHEMY WJIU KpalHeMy
YyTPEHHEMY, YMEPEHHOMY BE€UEpHEMY WU yMe-
pPEHHOMY YTPEHHEMY, WX K IIPOMEXKYTOYHOMY
(MHaYe HUKAKOMY).

ITocne BrIxona B CBET ITyOJUKALIMU C TEKCTOM
U KJIIOYOM TE€PBOM aHKEThI JJIsI OLIEHKU YTPeH-
He-BE€UYEPHEro MNpearnoyTeHus ObLIO TIpearnpu-
HSTO €1ll€ HECKOJIbKO IMOMBITOK JIMOO Moaudpu-
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LIMPOBATh, JINMOO YKOPOTUTh €€, a TAaKKe MOITbI-
TOK CKOHCTPYMPOBATh AaHKETy BO MHOI'OM
cxomHoro comepxxaHus (Bohle et al., 2001; Smith
et al., 1989; Smith et al., 2002; Torsvall, Akerst-
edt, 1980). Bce aTu aHKeThl MpeAIoaararoT oj-
HOMEpHOE IIKAJIMpOBaHMUE, T.€. BO3MOXHOCTh
pacMmoNoXUTh aHKETUPYEMBbIX JIIO/Ieii BIOJIb Ol -
HOW JIMHWM, OT KparHUX “COB” OO0 KpanWHUX
“>xaBopoHKOB”. Korma mpoiienypbl IICMXOMET-
PMYECKOT0 aHaiu3a CTPYKTYpPhl aHKET CTajlk
MMPUMEHATh B 00JIaCTH XPOHOIICUXOJIOTUM, 00-
HapyXWJINCh Cepbe3Hble M3bsHBI. Harpumep,
pu (PaKTOPHOM aHaJIM3e B3aMMOCBSI3CH MEXKITY
OTBETAaMM Ha BOIIPOCHI TaKOW aHKEThl OOHApy-
JKUJIOCh, UTO MPAKTUIECKU HEBO3MOXHO CBSI3aTh
BCE BOIIPOCHI JIMIIIb C OMHUM II€PBBIM (haKTOPOM,
KakK mpenaronaraet uaest omHou mkamsl (Wendt,
1977; Larsen, 1985; Monk, Kupfer, 2007; Neu-
bauer, 1992). Yalie Bcero B CTpyKType TaKOi aH-
KETBI BBIICIISTIOTCST TPU TPYIITBI BOIPOCOB ((hak-
TOPOB): CBSI3aHHBIX C YTPEHHEM BpeMeHeM, CBSI-
3aHHBIX C BCYEPHE-HOYHBIM BpEMEHEM WU
KacamoIInXcs BEBIOOpa MEXIY pa3HbIM BpeMeHEeM
cyrok (Di Milia et al., 2013). CooTBeTCTBEHHO,
BOITPOCHI aHKETHI TPYIIUPYIOTCS B CyOILIKasbI,
KaxIasi U3 KOTOPBIX OTpaXkaeT OTACIbHYIO WH-
IUBUAYAIbHYIO OCOOCHHOCTb.

CpaBHutenbHO HegaBHo, B 2003 r., accopTu-
MEHT METOAOB TaKOIro paHXWpPOBaHUS JIOJei
BIOJIb OMHOM IIKaJIbl (pa30BbIX PA3IUYUIA CYyTOU-
Horo putMma Obu1 paciivpeH Tuiaem PoHHeGep-
rom, AHoit Bupiu-/Ixxactuc u Maptoit Meppoy
(Till Roenneberg, Ana Wirz-Justice, Martha
Merrow). Ecnu apyrue mkaiabl OObIYHO colep-
KaT MUHUMYM II5ITb BOIIPOCOB JJIsI MOJyYEeHUS
CYMMapHOM OLIEHKW YTpPEeHHEe-BEUYEPHEro Ipel-
MOYTEHUSI, BOIIPOCHI 3TOI aHKETHI HalleJIeHbl Ha
onpenejleHue KOHKPETHOro yaca Ha CyTOYHON
mkane (Roenneberg et al., 2003). C nmomoibio
MPOCTOU apr(PMETUUECKOU orepalMu Hall OTBE-
TaMu1 Ha BOIIPOCHI O BpeMEHU Hayajla Ul OKOH-
YyaHUs CHa B paboune/ydyeOHble U CBOOOMTHbBIE OT
paboThl/yueObl THU OTIPEAeIsIeTCSI MOMEHT Bpe-
MEHM, COOTBETCTBYIOLIUI CepearHE MHTepBasa
HOYHOTO CHa B CBOOOAHBIEC THU, MHOTAA C y4ye-
TOM TOTO, YTO B CBOOOIHBIE AHU JIIOAU CIISIT
JIojblle (KaKk MHOTHUe OObIBaTeNIM, aBTOPHBI aHKe-
Thl MOJIAraloT, YTO 3TO MOMbITKA KOMIIEHCUPO-
BaTh HAKOIUJICHHbI B paboyre AHU “Hea0ChII”).
Takke Mo MHEHHIO aBTOPOB aHKEThI TaKOE aH-
KETHOE M3MEepEeHMEe XPOHOTUIIA JAaeT IPeacTaB-
JieHre o ¢aze UMpKaaAuaHHOTO pUTMa, “BOBJIE-
YeHHOro” OMOJIOTMYEeCKMMM 4YacaMu B cdepy
cBoero BiausgHusA (Roenneberg et al., 2004).
ImaBHOe oTIMYMe 3TOrO IIKAJIUPOBAHUS OT
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KJIACCUYECKOTO COCTOUT B TOM, UTO OHO OLICHU-
BaeT KOHKPETHBII pe3yabTaT MPUCIOCOOICHUS
IIMKJIa COH-OOAPCTBOBAHME YeJIOBEKa K KOH-
KPETHBIM YCJIOBUSIM BPEMEHHOII Cpelbl, TOTrIa
KaK BCE IPEIISCTBYIOIINE aHKEThl OLIEHUBAIOT
MPEenpacIoioKeHHOCTh CITaTb-00APCTBOBATh U
MOCTUTAaTh MaKCMMyMa aKTMBHOCTU M pabOTO-
CIOCOOHOCTH B OIIPEIeICHHOE BpeMsl CyTOK ITpU
BO3MOXHOCTA CBOOOOHOrO BBIOOpa peXnuMma
IHsS. B ricuxonoruu omHO TpOTUBOIIOCTABIISICTCS
IPYyroMy KakK COCTOSITHME W WHIWBUIyaJIbHast
yepra.

B nicuxonoruu Takxke NpUHSTO pa3indyaTh HE
TOJILKO COCTOSIHME OT MHAWBUAYaJIbHOI YepThl,
HO ellle 1 IPOBOAUTH PasjiMuve MeXIy TaKou
yepToil U CIOCOOHOCThI0. MMEHHO Ha OLIEHKY
CITOCOOHOCTM HarmpaBjieHa aHKeTa, BIIEpPBbIE
npemyoxeHHast B 1979 r. Cumonom @okapaom,
Tumorn MoHkoM u Mapu JIo66aH (Simon Fol-
kard, Timothy Monk, Mary Lobban, 1979). Ee
aBTOPbI MOCTYJIMPOBAIN HECKOJbKO U3MEPEHU
XPOHOOMOJIOTMYECKUX PA3IUYUNA MEXIY JIIOIb-
MU, Y IPEANOJOXMUIN, YTO UX CAMOOLIEHKa M03-
BOJIUT OIpeAe/uTh, UMEIOTCI JU y YejoBeKa
BHYTPEHHHE — OMOJOrMYeCKre — BO3MOXHOCTU
JUTISL TPUCHIOCOOIEHUsI OpraHu3Ma K CMEHHOMY
u/vnu HouHoMmy Tpyny (Folkard et al., 1979). Co-
OTBETCTBEHHO, TaKUE aJlalITUBHbIE CHOCOOHOCTH
LIMpKaaAUaHHbBIX PUTMOB YeJI0BeKa MOXKHO KOJIU-
YECTBEHHO OLIEHUTbh IO HECKOJbKHM IIKajaM.
DakTOpHBIN aHAINU3 CTPYKTYPbl aHKETHI, BKITIO-
yasiieit 20 BOIPOCOB, BBISIBUJI, UTO IOMUMO Ta-
KO OOIIeN3BECTHOM MHAUBUIYaJIbHON XapaKTe-
PUCTUKM, KaK YTPEHHEe-BeuepHee MpearouyTeHue,
CYILIECTBYIOT €lle JBE APYrde XapaKTepUCTUKMU.
IIkasbl ¢ BorpocaMu, KacaroluMKUCs 3TUX Xa-
PaKTEePUCTUK, MTOJYUYNJIM Ha3BaHUS “3KeCTKOCTh-
9MaCTUYHOCTL” (MPUBBIYEK, CBSI3aHHBIX CO
CHOM) U “BSIJIOCTb-3HEPTUYHOCTD” (MJIM, MHAYE,
“cnocoOHOCTb OOPOThCs ¢ COHMBOCTHIO”) (Fol-
kard et al., 1979).

YnoMuHaHMs 0 XKEeCTKO-3JIaCTUYHBIX U BSLIO-
DHEPTUYHBIX TUMAX B MOCAEIHUE TOJbI TTPAKTU-
YeCcKU He BCTPEeYaloTCsl B JIUTepaType, BKIodast
pabotsl camoro Ponkapaa. OgHAKO Bee ellle 1o-
SIBJISIIOTCSL  MyOJIMKALlMKM aHKET CO IlIKajJaMHu,
OLICHMBAIOIIIMMU IpPYyrue, HeXeau yTpeHHe-Be-
YepHUE pa3Inyus B XapaKTepUCTUKAX CYyTOUHBIX
puTMOB. Yaille Bcero 3To MomnbiTKa OLIEHUTh aM-
TUIUTYAy WIA CTaOMJIBHOCTh 3TUX pUTMOB (Di
Milia et al., 2011; Oginska, 2011; Randler et al.,
2016). XoTs mogo6GHOro poia aHKEeThI, HalleJIeH-
Hble Ha XPOHOTUMHPOBAHUE IO HECKOJbKUM
1IKaJlaM, yke u3Ha4aJlbHO OPUEHTUPOBAIMCH HA
MIPUMEHEHNE METO/IOB MCUXOMETPUU JIsl aHa-
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JIN3a UX CTPYKTYPBI M COCTaBa, MOITBITKA CO3/1aTh
XOTsI OBl ONHY LKAy IJIsS OLIEHKW WHOM, He ¢da-
30BOM MHIAWBUAYAJIBbHOM XapaKTEPUCTUKU Cy-
TOYHOTO PUTMa MOKa He TPUBEIN K KOHCEHCYCY
OTHOCHUTEIBHO €€ COIePKaHMUSI.

Pa3zpaboTrka pyCcCKOSI3BIYHOM aHKEThl IS
OLIEHKM aJalNTUBHBLIX BO3MOXHOCTEM LKA
CHa-00IpCTBOBAaHMS BKJIIOYaaa OTOOp U3 ropas-
JI0 60JIbIIEro CIIMCKa UCXOAHBIX BbICKA3bIBAHUIA
(200) (ITytunos, 1990). Pe3ynbTaThl pa3padboTKu
ObUIM MCMOJb30BaHbl MJISI CO3MaHUSI MOJEIU
CTPYKTYPbl MUHIVBUIYAJILHOM N3MEHUYMBOCTHU Ta-
KMX BO3MOXHOCTEM, KOTOpasi oKa3ajaachb TpEX-
MEpPHOM 1, ¢ popMajbHOI TOUYKU 3pPEHUs, aHA-
JIOTUYHOM CTPYKTYpE TUYHOCTHBIX uepT (Putilov,
2007, 2010, 2016, 2018a). BrisiBieHue >T1Oi
CTPYKTYpPbI, B YACTHOCTH, MO3BOJMUIO MpeacKa-
3aThb OTCYTCTBUE B I€pBOHAYaIbHBIX BapUaHTaX
anketnl (ITytunoB, 1990; Putilov, 2000) omHoi1
LIKaJibl, KOTOpasi OblIa no0aBjieHa B OKOHYa-
TeJIbHBII BapUaHT aHKETHI U 3aTEM BaJIUIU3UPO-
BaHa B BKCIIepUMEHTe Mo aernpuBauuu cHa (Pu-
tilov, 2007, 2010; Putilov et al., 2017; Verevkin
et al., 2008).

MHuTtepecHas aHkeTa ObLia pazpaboTaHa IO.
pykoBoactBoMm Onusepa Moapa (Olivier Maires-
se). OHa coaepxut 19 BormpocoB 00 ypOBHE COH-
JIMBOCTU B 19 MOMEHTOB BpeMeHU, PaCOJIOXKEH-
HbIX B MHTEpBajie HENPEPbIBHOIO GOAPCTBOBA-
HUS ¢ 8 U yTpa A0 CEpPeauHBI CIEAYIOIEro THs
(Marcoen et al., 2015). ®akTOpHBI aHaIU3
CTPYKTYpPbI 3TOI aHKEThI MOATBEPAUI MpeacKa-
3aHME€ MOJIEJI CTPYKTYpPbl UHINBUAYAJILHOU 13-
MEHUYMBOCTHU aIalITUBHBIX BO3MOXHOCTEM LIMKJIa
cHa-6oapctBoBanus (Putilov, 2016) 0 Bo3MOX-
HOCTHU BbIIECJIEHUS Ha TPOTSKEHUM OOBIYHOTO
WHTEpBaJla O0OApCTBOBaHUSA (C yTpa O HOYW)
TPEX CPAaBHUTEIbHO HE3AaBUCUMBIX JIPYT OT Apyra
WHTEPBAJIOB — YTPEHHETO, JHEBHOIO U BeUYepHe-
HoyHoro. Ha kaXkaoM uHTepBaje ypoBeHb Yy JIIO-
0oro yeaoBeKa MOXET MEHSITbCSI OT HU3KOTO 10
BbICOKOro. COOTBETCTBEHHO, IIOTpeObOBaIOCh
paclIMpUTh KJIaCCU(PUKALIUIO XPOHOTUIIOB [0
LIECTU, BMECTO OOILIEINPUHATOTO JeJieHUsI Ha
YTPEHHUI U BEYEPHUIA XpOHOTUIIBI. bbLIO Moka-
3aHO, YTO 95% ONpPOILIEHHbBIX JIIOAEH CITOCOOHBI
OTHECTH ce0s1 K OMHOMY M3 TaKWX IIECTU TUIIOB,
OOBENMHEHHBIX B TPU OINMOHUPYIOIIUE IPYT
Ipyry Tapbl: “yTpeHHUN” U “BeUepHUI” TUIIbI
(mageHWe WJIM HapacTaHWEe aKTUBHOCTM K Beye-
py), “BBICOKOAKTUBHBIA” U “yMEPEHHO aKTUB-
HbI” TUNBI (CTAOMJIBHO BHICOKMA UJIN CTaOWIIb-
HO HU3KUU YPOBEHb aKTUBHOCTH), “AHEBHOI” U
“COHJIUBBINA THEM” TUNBI (ITMK WJIM Ccrajl aKTUB-
HOCTU B TlocjieobeaeHHoe Bpemsi). OKa3anoch,
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YTO YaCcTOTa JIIOOOTO M3 TAKUX TUIIOB B TTOMYJISI-
muuy nipesbiaeTt 0.05 (Putilov et al., 2021).

XoTs Bce MOCeaHUEe TOObl YHUCIO MyOImKa-
LN TT0 XpOHOIICUXOJOTUYECKOM N3MEHUYNBOCTH
CTPEMUTEIBHO BO3PACTaJIO, B caMoe OJIvKaifiiee
BpEMSI CIICAyeT OXKUIATh €llle 00JIee CTPEMUTETb-
HOTO B3JIeTa KOJMYECTBA TaKUX ITyOJIUKALIWIA,
KOTOPBI K TOMY Xe OyIeT COIPOBOXAATHCS PO-
CTOM KayecTBa. DTO CBSI3aHO C MOSIBIIECHUEM HO-
BBIX 1 IIPOIPECCOM ITOSIBUBIIMXCS HEMHOTO pa-
Hee TIEPCIEKTUBHBIX METOAMYCCKUX MOIXOIOB,
OCHOBAHHBIX Ha HOBBIX TeXHOJIOTUSIX. Bo-Tiep-
BBIX, MIOSIBUJIACh BO3MOXKHOCTD JIETKO OpraHU30-
BBIBaThb KPYITHOMAaCINTaOHbIE OHJIAITH-OITPOCHI C
MMOMOIIBIO TakMX IutatdpopM, kKak Google. UH-
(opmamnuio 0 XpOHOTUIIOJIOTUYECKUX OCOOCH-
HOCTSIX MOXKHO M3BJIEKaTh U3 TaHHBIX, ITOCTYyIIA-
IOIIMX OT OOJIBIIIOTO KOJIMYECTBA JI0Ieii, TPOCTO
nszydyas TpadukK B TaKMxX coliceTsix, Kak Face-
book. Bo-BTOphIX, IMOSIBUIACh BO3MOXHOCTh
IMOJTy4aTh OOJIBIIOE KOJIUIYECTBO JAaHHBIX 00 UH-
IUBUAYAIBHBIX XPOHOIICUXOJIOTUYECKUX OCO-
OEHHOCTSIX ITyTEM U3MEPEHUST OOBEKTUBHBIX I10-
Kas3aTesieil B OBITOBBIX YCITOBUSIX. CBSI3aHO 3TO C
TeM, YTO B OTPOMHBIX KOJMYECTBAX Ha pPBHIHKE
MTOSIBJISIIOTCS TIPUOOPHI IJIsI TIOTMCOMHOTpadun
“nHa nomy”, yacel (Smartwatch) ¢ pyHKIIMEH MO-
HUTOPUWHTA CHa, aKTUTpadbl (1151 MOHUTOPUHTA
IIMKJIa aKTUBHOCTH-TIOKOIi), aKceJepOMEeTpPhI
(ISt MOHUTOPUPOBAHUS TIEpEeMEIIICHUI YeJIoBe-
Ka) ¥ OOJIbIIIOE KOJMYECTBO APYTHMX YCTPOMCTB
(marmpumMep (Schoedel et al., 2020)). OHM TO3BO-
JISTIOT OOBEKTUBHO, a HE CO CJIOB CAMOTO YeJIOBEe-
Ka OILIEHWBATh €r0 CYTOYHYIO PUTMUIHOCTH (Ha-
npuMep (Martinez-Nicolas et al., 2019)). Coot-
BETCTBEHHO, TakKasi MH(pOpPMAIIMSI MOXET OBITh
coOpaHa OT OYEeHb OOJBIIOTO KOJWYECTBA JIO-
neit, HOTAA JaXke He TOI03peBalolInX O CBOEM
y4aCTUU B HAYYHOM KCCJICTOBAHUU.

5. Ilpumepor unmpueyrowux mem
XPOHONCUXON02UHECKUX UCCAe008aHUT

5. 1. Koppeasmuol xponomuna

Kak 310 He mapamgoKcCajJbHO 3BY4YUT, 3aMET-
HBIM pOCT ymnciaa MmyoJuKaluii Mo XpoOHOIICUXO-
JIOTUYECKOU U3MEHUYMBOCTU B MOCJIEIHUE TOJIbI
BOBCE HE COIPOBOXAAJICS CTOJIb XK€ 3aMETHBIM
pPOCTOM 4YHcCJia BKCIEPUMEHTAIbHBIX UCCIEI0Ba-
HUA 10 3TOil mM3MeHUYMBOCTHU. IlomaBisioliiee
OOJIBIIMHCTBO HOBBIX ITyOJMKAlLIMi COAEPKUT
pe3yabTaThl TaK Ha3bIBAEMbIX KPOCC-CEKIIMOH-
HBIX (TIEPEeKPECTHBIX) aHKETHBIX MCCIeI0BaHUMN
W HalleJIEHO Ha MOUCK CBI3U XPOHOTUIIA C YEM-
HUOyIb enle. Takue MccaenoBaHusI He TPEOYyIOT
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IBYX- WJIA MHOTOKPAaTHOTO, MHOTOJHEBHOTO B
HUX y4acTHsI OOMHOTO M TOTO 3Ke 4eJIoBeKa, MpUu
TaKOM OJHOKPATHOM YYaCTUM HET HYXIbl HaX0-
IUTbCS B CIlElIMAJIbHO OOOpPYHOBAHHBIX IS
U3Y4YEHUSI CHA 1 OMOPUTMOB MOMEIICHUSIX 1 HE
TpeOyeTcsl u3MepsiTh OObEKTUBHEBIC ITOKAa3aTeIn
C TIOMOIIBIO TOPOTOCTOSIIINX METOAOB 1 000pY-
noBaHusi. [IpocTo HECKONBKO COTEH Yel0BeK
(4acTo CTYIEHTOB WJIM TTallIMeHTOB aBTOPOB MC-
CJIeIOBaHWSI ) 3aOTHSIOT TTapy WIIM OoJiee aHKET,
BKJTIOUAST OMHY M3 U3BECTHBIX aHKET JIJIST BBISIBJIC-
HUSI YTPEHHUX U BeYepHUX (PAaHHUX U TTO3THUX)
tumoB. [lo pe3ynabrataM IyOIMKyeTCsl odepe-
Hasl CTaThsl, €CJIM HE Cpa3y HECKOJIBKO, O TT0JIO-
BbIX WJIM BO3PACTHBIX Pa3IMIUSIX XPOHOTHUIIA
W/WJIA O €TO CBSI3U C YeM-TO ellle, YTO, KaK Ipa-
BUJIO, OLIEHWIN C TIOMOIIBIO IPYyroi (Ipyrux)
aHKeT.

Haxe nanuaapHo 0003peTb OOHapyKeHHbIE
MOJOOHBIM 00pa3oOM CBSI3UM B 3TOM 0030pe He
npeacTasisieTcs BO3MoXHbIM. Harnpumep, Mex-
Ny JIIOAbMM YTPEHHEro (paHHEro) M BeYEepHETro
(1Mo3aHero) TUITOB ObLIU BbISIBJAEHBI 1 TTOJIOBBIE,
1 BO3pacTHbIE pas3iuyusl, OblIa oOOHapyxKeHa
CBSI3b XPOHOTHUIA C HEKOTOPHIMU JTUYHOCTHBIMU
yepTaMU, KOTHUTUBHBIMU CITIOCOOHOCTSIMM, TTH-
1LIE€BbIM MOBEIEHUEM, U30BITOYHBIM BECOM, I10-
Ka3aTeJsiMU 310POBbs, CHA U COHJIMBOCTU, CE-
30HHOCTbIO CAaMOYYBCTBMSI M HACTPOCHMS, Ie-
rpeccueil M APYrMMU  IICUXONATOJIOTUSAMU,
JTYPHBIMU TIPUBBIYKAMU U aIAUKIIUSIMU, COLIMO-
CEKCYaJIbHOCTBIO, BBIOOPOM MapTHepa, KoJau4de-
CTBOM MOTOMCTBA U T.1. U T.1. [Toutu Bcerga o6-
Hapy>XeHHas CBsI3b IM03BOJIsLIA YTBEPXKAaTh, YTO
“coBbl”, B KOTOPbIi pa3, MPOSIBUJIN ceOs1 He C
JIy4IIEH CTOPOHBI, OHU HE 3aCyXKMBAIOT TaKOM
K€ MOXBaJibl, KaK “>KaBOPOHKU”.

B xauecTBe npuMepa MOXHO MPUBECTU padOTYy,
YIOCTOEHHYIO IIIHOOEIEBCKOM (MIr-HOOEJIeBCKOI)
npemMuu 2014 r. (oHa BbIIAETCSI B HECKOJIBKUX HO-
MUHALMSIX 32 JOCTUZKEHUST, KOTOPbIE “3aCTaBJISIIOT
JIIoAel cHavajia pacxoxoTaTbes, HO IOTOM — 3a/1y-
matbes”’). Ilpemuss B HomuHauuu “Ilcuxono-
rusi” yuuia K Iluty JI>koHacony, Omu JI>KoHC 1
Munne JlaiioHc (Peter Jonason, Amy Jones u
Minna Lyons) “3a HakoIUIEHWE 10Ka3aTebCTB
TOTO, 4YTO JIIOAU, KOTOpBIE IIO3IHO JIOXATCS
cIiaTh, OoJjiee MOABEPKEHBI CaMOJIIOOOBAHMUIO,
ICUX03aM U 0oJiee CKIIOHHBbI K MaHUMYJIMPOBa-
HMIO, YEM T€, KTO paHO BCTAIOT”. DTU YEPTHI Xa-
pakTepa, KOTOpble OOHApYXWIUCh Y “COB” 4da-
1€, YeM Yy “XKaBOPOHKOB”, UMEHYIOTCS B IICUXO-
JIOTUYECKOM nuTepaType “TeMHOW Tpuagou” u
BKJIIOUAIOT HApPLIMCCU3M, IICUXOMATUIO U MaKua-
BeJu1u3M (Jonason et al., 2014).
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He Oyner mUIIHMM 3aMeTUTh, UTO M JaHHOE, 1
OOJIBIIMHCTBO APYTUX IMOJOOHOTO poja “moKa3a-
TENbCTB” CBSI3M XPOHOTHUIIA C YeEM-HUOYIb €lle
03HavyaloT BCEro JIUIIb KOPPESILUIO, a BOBCE HE
MPUYMHHO-CIEACTBEHHYIO CBsI3b. Ellle BaxHO
3aMeTUTb, YTO BCE 9TU MHOTOUYUCJIEHHbIE HCCIIe-
IOBaHUSI 0a3upyIOTCSI Ha aHKETHBIX OlleHKaXx,
MOJYYEHHBIX C TTOMOIIbIO HECKOJbKUX M3BECT-
HBIX IOKaJ, Aud@epeHunpyOInX JToaeid Ha
YTpeHHUI (paHHMWIT) 1 BedepHUI (ITO3MHUI) TH-
bl (KpaTKuii 0030p TaKuX pe3yJbTaTOB MOXHO
Haiiti B (Adan et al., 2013; Levandovski et al.,
2013)). B cuny oTcyTcTBUSI OONIEITPUM3HAHHOIO
aHKETHOI'O METOJa IJIsl KaTeropus3aluu Jroaei
BIOJb NPYIMX W3MEPEHUI XPOHOOHOJIOTUYE-
CKOIi UBMEHYMBOCTH, CBSI3b 3TUX APYIUX M3ME-
peHUii ¢ BO3pacToM, I10JIOM U MHOXKECTBOM ca-
MBbIX Pa3HbIX MHIAMBHUIAYaJbHBIX OCOOCHHOCTEH
YyeJI0BeKa OcTaeTcs Majlou3ydyeHHoli. EcTh ocHO-
BaHMs MoJjiaraTh, 4TO, €CJAM Obl TAKHE CBSI3U MC-
cJIeIOBaJIUCh TaK XX€ MHTEHCUBHO, KaK M CBSI3U C
yTpeHHe-BeUepHUMH (paHHE-TIO3THUMM) pas3-
JIMYUSIMU, TO YMCIO IOCTOBEPHBIX CBS3€ii, 0-
CTOMHBIX ITyOJIMKALIMM, OKa3aJ0Ch Obl HE MEHb-
muM. Ilo KpaiiHeit Mepe, Takoii BBIBOO, MOXKHO
caejiaTh M3 MOMNBITKHA OLEHUTh CTENeHb CBS3U
MEXIy TPEeXMEPHBIMU CTPYKTypaMu UHAWBUILY-
aJIbHOM M3MEHYMBOCTU B IICUXOJIOTUY TUYHOCTU
(cTpyKTypa JUYHOCTHBIX YEPT) U XPOHOICUXO-
JoruM (CTPYKTypa adanTUBHBIX BO3MOXHOCTEM
OUKJIa coH-OompcrBoBaHmMe). OKa3aloch, YTO
OLIEHKM MHAWBUAYaJIbHOI BapuallMu B OJHOMI
obJractu nipeackasbIiBaloT 10 10% uHauBUIYyaab-
HOIi Bapuauuu B apyroi obsactu (Putilov et al.,
2013). Hakonen, BaxkHO 3aMETHUTh, YTO PE3YJIb-
TaThl aHKETHBIX MCCAECAOBAHUI MOTYT HE TIOJIHO-
CTbIO BOCIIPOM3BOAUTHLCS WU AaXKe IIPOTUBOPE-
YUTh APYT APYTY M3-3a TOTO, YTO Pa3HbI€ AHKEThI
OLIEHMBAIOT HECKOJIbKO pa3Hble yTPEeHHE-BeUYep-
HUE YEPThl UM CIIOCOOHOCTU WM COCTOSIHMSI.
B yactHOCTH, CBSI3b XpOHOTHUNA C KaKOM-I100
WHOUW MHAWBUAYAJIbHON XapaKTEPUCTUKOM OKa-
3bIBAETCS CJIA00I WX HE BBISIBIISIETCSI BOBCE 13-
3a TOrO, YTO OHA CBOMCTBEHHA TOJIBKO JJIsl OMHO-
ro, HampuMMep, BEYEPHEro KOMIIOHEHTa yTPeH-
He-BE€UEpHEro MpearouyTeHus: Wid, HaoOOpoT,
IJII €ro JPYyroro, yTPEHHEro KOMIIOHEHTa
(Booker et al., 1991; IImocuunH, ITyrunos, 1990;
Dorokhov et al., 2018; Putilov, 2018b).

5.2. 96’0/1!0L(UOHHG}1 ncuxoaoeusa u eeHemuxa
xpOHomunOﬂoeuttecxuxpa3/zu1m12

3aciayXuBaloT 0COO0ro BHUMaHUSI BOITPOCHI O
TOM, HACKOJIBKO Ba>XHbI HACJICACTBECHHbIC (I‘GHC—
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TUYECKNE) OCHOBBI WHAWBUIYAJTbHON XPOHO-
OMOJIOTMYECKON M3MEHUYMBOCTH M O €€ 3BOJIIO-
LIMOHHOM TIPOMCXOXAeHUU. B ToMm, 4yTOo Takas
M3MEHYMBOCTH OblJIa M3HAYAJIbHO CBOMCTBEHHA
JIIOASM U TIPOSIBJISIACh BCSIKMI pa3 B MOMXOSI-
IIUX JIJISE 3TOTO YCJIOBUSIX, MOXXHO YOSIUTBHCS U3
ouorpacduii FOmusa Ie3aps u nmepBoeix 11 1e3a-
peit, cocraBieHHbIX CsBeronmeMm (Ilyrtuios,
1997). IMockonbky 99% ot Bcero BpeMEHHOTO
MMPOMEXYTKa 3BOJIOLMOHHONW MCTOPUM HAIIIETO
BUA JIIOIN OCTaBaJIMCh OXOTHUKaMM-coOupare-
JISIMU 1 OOJIBIIIYIO YaCTh OT 3TOrO0 BpEMEHU OHU
He MoKunanu AGpUKH, pe30HHO 3a1aTh BOIIPOC
O CEJICKTUBHBIX MPEUMYIIIECTBAX, KOTOPhIE MOT-
JI1 UMETh “COBBI” TIepen “KaBOpPOHKAMM~ B TeX
YCIOBUSIX, T.€. HETIOHAJIeKy OT 3KBaTopa, KOrna,
HaIlpuMmep, TEMHOE BpeMsI CYTOK HAauYMHAEeTCs B
6 4 Beuepa 1 3aKaHYMBaeTCs B 6 4 yTpa (IIpu TOM,
YTO, OKa3aBIIMCh B TEMHOTE, YeJIOBEK, KaK 13-
BECTHO, CTAaHOBUTCS aOCOJIOTHO OECITOMOIII-
HBIM). BBIIO BBIIBMHYTO HECKOJIBKO OOBSICHE-
HUMi, Opeanojaraliinux OIpeae/ieHHbIE CEeleK-
TUBHBIE TIpeumylnecTBa “coB” (Kanazawa,
Perina, 2009; Piffer, 2010; Randler et al., 2012;
Jonason et al., 2013; Putilov, 2014b; Samson et al.,
2017), sMImMpHUIeCcKM MOAIepKaTh KOTOPBIE, KaK
U Ipyrue oObsSICHeHUsI, pa3BUBaeMble B paMKax
BBOJIIOLIMOHHO-TICUXOJIOTMYECKOTO Toaxoaa K
MMOHMMAaHUIO TICUXOJIOTUYECKUX SIBJICHUI, TIpe-
CTaBJISIETCS CJIOXKHOM 3a1a4yeid.

HexoTopble U3 TaknMX OOBbSICHEHUI Mpearo-
JIaraloT CBsI3b MEXIY BEUYEPHUM MPEANOUYTEHUEM
U TUIIOTETUYECKUM “BpPEMEHHBIM TOKOBMILIEM”,
0 aHaJOrMU C MPOCTPAHCTBEHHBIM TOKOBU-
1IeM, KOTOpble M3BECTHBI MHOTUM Ha IpuMepe
HEKOTOPbIX BHUIOB MNTUI], TAKUX KakK TeTepeB
(Piffer, 2010; Gunawardane et al., 2011; Putilov,
2014b). B yacTHOCTH, MPUYUHY BO3HUKHOBEHMUS
“BpeMEHHOTro TOKOBUIIIA” MOXHO CBSI3aTh C I10-
JIOBBIM pasfieieHueM Tpyna, 10 CUX IOp Cyllle-
CTBYIOIIMM B JIIOOOM Y€JIOBEYECKOM OOIIeCTBe
(moxet mocturath 100%). WU3-3a pasneneHus
TPYAOBO AEITEIbHOCTU B IIPOCTPAHCTBE MpencTa-
BUTEJIN OJHOTO T10J1a BPSI/ JIM UMEJIM BO3MOXKHOCTh
OLICHUBATb JOCTOMHCTBA MPEACTaBUTENEI IPYTOro
noJia (“Xopoliue reHbl” B TEPMUHOJIOTUU 3BOJIIO-
LIMOHHBIX TICUX0JioroB). Hanpumep, rpeacraBu-
TeJIM XKEHCKOTO MoJjla He MOIIM Ha0J0aaTh 1C-
KYCCTBO, MPOSIBJIEHHOE MPEACTABUTEISIMU MY>K-
CKOTO M0Jia MPU OXOTe Ha KPYITHYIO U HE OYE€Hb
KpYyITHYIO Oudb. “ZKaBopoHKam” Takas “Ipo-
deccuoHanbHass” NEeSITeNbHOCTb OOJDKHA ObLIa
JlaBaThCs JIerde, MOCKOJbKY OHU OCYLIECTBIISLIN
ee, Haxo/sICh Ha MUKe CBOEi pabOTOCIOCOOHO-
ctu (B Adpuke oxoTa U Apyrue MMogoOHbIe BUIbI
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HaubOoyiee aKTUBHOW ACATEIBHOCTH MYXUYMH
TPaaULIMOHHBIX OOILIECTB 10 CUX MOP Yallle BCETro
MPUYPOYEHBI K YTPEHHUM 4YacaM M TTOJIHOCTBIO
3aKaHYMBAIOTCS C HACTYIJICHUEM ITOJIyIEHHOTO
3HO0$1). CyllecTByeT TOJbKO OOWH MHTEpBAJI Ha
MPOTSKEHUM CYTOK, KOIJa Bce pabOTHI yXKe 3a-
BEpILIEHbBI, TTOCKOJIBKY COJIHIIE YK€ 3allljio, HO
IpY 3TOM TeMIlepaTrypa BoO3ayxa ellle OJiM3Ka K
IMMKOBOM, TaK YTO BCE eIlle CIMIIKOM XapKo,
YTOOBI MOXXHO OBIJIO OBICTPO YCHYTH. B 3TOT MH-
TepBaJl BDeMEHU BCE B3POCJIbIe, HE3aBUCUMO OT
moJia, OOBIYHO COOMPAIOTCSI BMECTE BOKPYT KO-
ctpa. Bumumo, ecamu ObI He TOSIBUJIOCH TaKoOe
“BpeMeHHO€E TOKOBHUIIE” y ITPEIKOB COBPEMEH-
HOTO 4YeJIoBeKa B MPOIECCEe DBOJIIOLIMMU, TO OH
BpSII JI BBIpAOOTaNI ObI B MPOILIECCE SBOTIOLINU
LIEJIBIN psiT (POPM CBOETO BUOO-CHEM(PUISCKO-
ro MOBEACHUS, T.€. TIOBEICHUSI, CBOIICTBEHHOTO
TOJIBKO HaIlleMy BUIY M He CBOMICTBEHHOTO ApPYy-
MM BUAaM MJleKonuTaoomux. HecMoTps Ha Ha-
KOIUIEHHYIO 3a JIeHb YCTAJIOCTh, “coBaM” IOJIK-
Ha OblIa JaBaThCs Jierde, 4eM ‘“>KaBOpoHKaM”
IeMOHCTpalus Takux (popM BUIO-crenuduye-
CKOTO TOBEIeHUSI, KaK TaHIIbl, UTpa HAa MY3bI-
KaJIbHbIX MHCTPYMEHTAaX, IeHUe, COYMHEHUE U
IeKJIaMUPOBAaHUE CTUXOB, paccKa3 MCTOPUM C
IeMOHCTpallueil yMeHMsS OCTPUTh, CMEIIUTh,
nmapoaupoBath 1 T.a. [1ojloBoOit O0TOOp MOIKEH
OBLJT CITOCOOCTBOBATh BO3HMKHOBEHUIO U Pa3BU-
TUIO TaKuxX (pOpM MOBEACHUS, TIOTOMY YTO IJIs
IIPOTHUBOTIOJIOXHOTO I10JIa OHM MOTJIY ObI CUTHA-
JIM3UPOBATh “XOPOIIME T'eHbI”’, T.€. TeHbI, KOTO-
pbIe Yepe3 TaKoe BUAO-CIen(pUIeCcKOe MoBeIe-
HUEe OOHApYXMWBAIOT CITOCOOHOCTHh K Pa3BUTHUIO
XOPOIINX PEUYEBbIX, KOTHUTUBHBIX, IBUTATECIIbHBIX,
CEHCOPHBIX, UMHUTAIIMOHHBIX 1 TTPOYMX HABBIKOB,
BaXKHBIX JIJIS1 BBDKUBAHUS U PEITPOLYKIIMH JIFOOOTO
yeJjioBeueckoro ob6miectBa. IlosoBoit oTGop B
0oJbIICi Mepe MOTr OJIaronpusTCTBOBATH TEM,
KTO TIPOJIEMOHCTPUPOBAJI TaKOE TOBEACHUE Ha
MMMKe pabOTOCTIOCOOHOCTH, YKe ITOCie 3axoma
COJIHIIA, T.€. “coBaM”, a He “>kaBopoHKaM” (Pu-
tilov, 2014b). BripouemMm, B HallM JHU “TOKOBH-
1e” He CUJIbHO M3MEHWJIACH, TIOCKOJIBKY JIIOIU
10 OOJIBbIIIEH YACTH TIPOIOJIKAIOT COLMATU3UPO-
BaTbCsl BO BpeMsl OTIbIXa IMocie padoyero/yyeo-
HOTO JIHS, T.€. B OCHOBHOM B BEUEpHUE U paHHE-
HOYHBIC YaCHI.

He uckioueHo, uto mocie ucxona uz Agpu-
KU, B XOJe JaJbHENIIero paccejaeHusl 4yeaoBeka
no tepputopun EBpasum B permoHax c cyliie-
CTBEHHBIMU CE30HHBIMU U3MEHEHMUSIMU JIMHBI
nHsa (portomeprona) orbop cran eile OoJibliie
OnaronpusaTCTBOBaThH “coBaM”. Bo BCsKOM ciy-
yae, yacToTa “coB” Bo3pacTaeT, a YacToTa ‘“Ka-

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

BOPOHKOB” CHIXAETCSI B HallpaBJICHWH OT KBa-
TOpa K 1ouocy, kKak B ceBepHoM (Randler, Rah-
afar, 2017), Takx M B IOXHOM IIOJyIIapUU
(Leocadio-Miguel et al., 2017). ITo naHHBIM aH-
KEeTUpOBaHMS, Yalie “coBaMM’’ OKa3bIBaIOTCS TE
xutemn CIHIA, ybM mpegku Iepeceanainch 13
EBpomnbl, a He Te, YbUX MPEIKOB TePECEeTNIN U3
skBaTopuanbHoit Appuku (Eastman et al., 2016;
Malone et al., 2017)). Ilepmon nupKaguaHHOIO
pUTMa y TIEPBBIX OKa3bIBACTCS IJIMHHEE, YeM Y
BTOPLIX B Pa3IMYHBIX 3SKCIEPUMEHTAIbHBIX
ycnoBusax (Eastman et al., 2012; Eastman et al.,
2016, 2017; Paech et al., 2017). MBI IIpoaHaan3u-
poBaM reorpadrUecKyio Baprallnio B 4YaCTOTE
ajuresieil 3 26 HabopoB TeHOB (B OOIIEil CIIOXK-
HOCTH 23 TBIC. MOJMMOP(MHBIX BapuaHTOB). Ie-
HETUYECKME TOAMNMKUCH IITMPOTHO-3aBUCUMOM
aganTanuy ObUT OOHAPYXEHBI B TE€X TTOJIMMOP-
¢ur3Max, KOTOpble paHee OOHAPYKMJIM CBSI3b C
xpoHotunom (Putilov et al., 2018; Putilov et al.,
2019). MutepecHo, 4TO BCKOpE mocie “ucxona”
13 AQPUKHM OTMH U3 TaKMX BapraHToB (anensb C
B MapKepe mnop Ha3zBaHueM 1575804782, Bonn3n
reHa ASB) 6bpUI TO3aMMCTBOBAH OT OOMTABIIIETO
TOIIIa CeBEpHEe POACTBEHHUKA YeJI0BEKa COBpe-
MEHHOTO BHUAa — HeaHaepTaiblia. B pe3ynbrare
CKpEIIMBaHUSI MEXIy OByMs TonBumamu Homo
sapiens, y “moHa0OexaBIiux”’ oOHapyXeHa WH-
TpoTpeccHs ydacTKa reHoMa, TIpUHajIeKaIiero
Hekorma KopeHHoMy kmrtemio Ebpasmm (Dan-
nemann, Kelso, 2017). MecTonoJjioxkeHre WH-
TpOrpeccru BOJIN3U OTHOIO M3 Tpex reHoB PER
MMO3BOJISIET TIPEATIOIOXKUTh, UTO, BEPOSITHEE BCE-
ro, Kakon-HuOyab (pparMeHT 3TOro y4acTKa BO-
BJICUCH B PEryJISIIAIO 3KCIPECCUU 3TOTO TeHa
(Dannemann, Kelso, 2017; Putilov et al., 2019).

MccnenoBaHusi B 00J1aCTU TeHETUKY TTOBEAE-
HUSI CBUIETEIBCTBYIOT O CBSI3U IIPEAPACHOIO-
KEHHOCTU K HOYHOMY 00pa3y XKM3HU C TeHETU-
YECKMM KOMIIOHEHTOM XPOHOOMOJOTUYECKUX
pasnmuuuit (Hur et al., 1998; Hur, 2007; Kosken-
vuo et al., 2007; Watson et al., 2013). OnHako Bce
MOMBITKM OOHAPYXUTD IMTOJIUMOPPUIMbI-MapKe-
pbl XPOHOTHUIA MPUBEIU K TOMY K€ pe3yabTarty,
YTO 1 aHAJIOTUYHBIE MOIMBITKW HATHU TeHETUYE-
CKHE€ MapKepbl JPYTrUX KOMILJIEKCHBIX KOJUYe-
CTBEHHBbIX 4epT. Takue 4epThbl 3aBUCIT OT OTPOM-
HOTO YMcJla TeHETUYeCKUX BapruaHToB. Ix pop-
MUpPYET TIOJIMTEHHbIA OTOOp M KJIIOYEBbIM
CBOMCTBOM ajianTaliyu, yrpasjisieMOU TaKUM OT-
OopoM, SIBISIIOTCSI BecbMa HE3HAYMUTEJbHbIC
CIBWUTU B YacTOTe ajuiesieit, pacrpeaesieHHbIX O
OTPOMHOMY KOJIMUECTBY T€HOB M MEXI€HHBIX
nuHTepBaynioB (Pritchard, Di Rienzo, 2010)). ITo-
3TOMY OOHApyXXWUTbh TAKUE CIBUTH — 3aj1a4ya HE U3
Ne 2
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nerkux (Daub et al., 2013). IIpakTnuecku Bce re-
HbI, 9KCIIpecCUpyeMble B KJIE€TKE, MOTYT BIUSIThH
Ha (PYHKIMU T€HOB, CBSI3aHHBIX C OCHOBHBIM
npusHakoMm. CienoBaTelIbHO, OOJblIasi 4YacThb
HACJIeICTBEHHOCTHA MOXKET OBITh OOBbSICHEHA BO3-
JIEMICTBMEM Ha IeHbl BHE OCHOBHBIX ITyTeil op-
MHUPOBAHUS T€HETUYECKON OCHOBBI 3TOTO IIPU-
3Haka (Boyle et al., 2017).

HccnenpoBanue reHeTMYeCcKOro 0asuca Xpo-
HOTMUIIA TTOKA e1lle 3aMETHO OTCTaeT OT UCCJIEA0-
BaHWUI 11O BBISIBJIEHUIO T€HOB, OTBETCTBEHHbIX 32
HEKOTOpbIE JIPYyrue CIOXHbIE KOJIMYECTBEHHbBIE
MPU3HAKKU, U MOTOMY OHO IIOCJIEI0BaTEIbHO,
1Iar 3a 11aroM NoBTOpSIEeT BCe 3Tallbl, MIPONACH-
Hble HauOoJiee “NPOABUHYTHIMU~ MOJEKYJSIp-
HO-T€HETMYECKUMU uccaenoBaHusiMu. CHavalia
MOSIBUJIMCH PAaOOThI, CBS3bIBAIOIIINE XPOHOTHUII C
penkoii Mmytauueit (HampuMep, B OTHOM U3 “ya-
coBbix” reHoB (Toh et al., 2001)). DddekT Takoit
MYyTallMM OYE€Hb CHUJIbHBIN, HO MOCKOJIbKY OHa
BCTpeUYaeTCs KpaliHe peaKo, TO JUIIb TAKOW My-
Talyeil Hellb351 OOBSICHUTD, TTOYEMY BOKPYT Hac
TaK MHOTIO APYIMX JIOAEH oOKa3bIBaeTcs Jaubo
“coBamMmu”, MO0 “>KaBOpOHKaMU”, HE SBJSSICh
HOCUTEJISIMU 3TOM PEIKON MyTallMM WJIU JIPYTUX
CTOJIb XX€ PEAKUX MyTallUii B “4acoBbIX” UJIM Ka-
KUX-TM00 uHbIX reHax. (He uckiaouyeHo, onHa-
KO, CyILlIECTBOBaHME MHOTMX U pa3HbIX, IIOKa He-
WU3BECTHBIX PEAKUX MyTalliii, pacchllIaHHBIX MO
Bcemy reHomy (Wainschtein et al., 2019)).

3aTeM Haydaju MOSIBJISITbCS MyOJUKALMU IO
KaKOMY-TO OJJHOMY U3 MOJIUMOP(PU3IMOB OJTHOTO
u3 “gyacoBbix” TeHOB. Hamnpumep, B aHIIMiCKOT
HOMYJISIUA Pa3IMuus MO XPOHOTHUITY OOHapy-
XKUJIUCH Y JIIOAEN ¢ KOPOTKOM WU [IUTMHHOU TaH-
JIEMHO MOBTOPSIOUIENCA HYKJICOTUAHOMN MOCie-
noBatenbHOCThIO (VNTR) B ogHOM U3 T€HOB
PER (mapkep 1s57875989) (Archer et al., 2003).
Korga B TeueHMe HECKOJBKUX MOCJIEAYIOLINX
JIET Habpayioch OOJIbIIIOE KOJMYECTBO ITyOInKa-
LM pe3yJbTaTOB IIPOBEPOYHBIX UCCICIOBAHUIMA,
TO BBISICHUJIOCH, YTO PajoCTh ObLIa MpexaeBpe-
MEHHOIi. XOTsI CBSI3b MHOIIA Obljla CTaTUYEeCKU
JIOCTOBEPHOIi, HO OHa B TOM YMCJIE MOTJIa OKa-
3aThCHd TIPOTUBOIIOJOXHOMW paHee OTKPBITOM.
B nopapisitonieM ke OOJBIIMHCTBE IIPOBEPOU-
HBIX MCCJIEJOBaHUII HUKAKOI CBSI3U He OOHapy-
xwunock (Putilov et al., 2019). ITpumepHO Takue
K€ pe3yJibTaThl ObLIM MOJYYEHBI M 10 BCEM JpPY-
TMM XOPOIIO U3YYEHHBIM OTIAEIbHBIM ITOJIMMOP-
¢u3MaM B pa3HbIX “4yacoBbix” reHax (Dorokhov
etal., 2018). 3aTem, B 2016—2019 rr., 66K O1TY0-
JIMKOBAHbI YETbIPE CTaTbU MO MOJHOT€HOMHOMY
noucky accouuauuii (GWAS) xponHotuma (1mo-
CJIeAHSsIsI, OCHOBAHHAsI Ha caMOii OOJIbIION BEIOOP-
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ke: (Jones etal., 2019)). Bce oHu MCIOb30BaIU
JaHHbIE M3 OMoOaHKa, cooupaemoro B Bemnko-
OpyUTaHMM OT KOPEHHBIX KUTEJIeil KOpoJeBCTBA.
Ilenbiii psin reHETUYECKUX BAPUAHTOB, ACCOLIMU -
POBAHHEBIX C XPOHOTUIIOM, OBLI Ha3BaH JIMOO B
JIBYX, INOO B OOJIBIIICH YaCTU 3TUX YEThIPEX ITyO-
Jukauuii. OgHako IO0 pe3yibTaTaM HeIaBHO
onyosmKoBaHHOM paboTel Mo GWAS xpoHOTH-
Ma, BBINOJHEHHOW B (PUHCKOW NOMyISIIUN
(Maukonen et al., 2020), Hu OIWH 13 BApUAHTOB,
HalieHHBIX B MOCJIeIHE 13 OpUTaHCKUX PadoT,
He OBII OOHapyXeH (HeCMOTpsI Ha TO, YTO ObLI
MIpOBEPEH B 001IeiH cnoxxHocTr 7741 paHee acco-
LUMPOBAaHHBI TeHETUYECKUI BapUAHT).

[TosTOMy ele He CKOpPO HACTYIIMT TO OJIaro-
JaTHOE BpeMsI, KOIJa KOHKPETHBIM YeI0BeK
CMOXKET ITOJIyYUTh OLICHKY CBOETO XpPOHOTHUIIA HE
3aMoIHSSI aHKETy, a MO pe3yabTraTaM IoacYeTa
CYMMBbI IPOYMTAHHBIX B €r0 TEHOME TeHETUYEe-
CKMX BapMaHTOB.

5.3. Couuanwvhblii 0eCUHXPOHO3
U KOpOmMKUil COH nO OYOHAM

E:xenHeBHO CBETOBOI pPEXXUM clierka Koppek-
TUpPYeT MEepUOJ LIMPKaJIUaHHOIO MeicMelikepa,
U BCJIel 3a NeCMEMKEpOM BCe MpoOYMe LMpKa-
IUaHHbIE PUTMblI OpraHu3Ma “BOBJIEKAIOTCS”
24-49aCoOBBIM PEXUMOM CBET-TEeMHOTa B cdepy
ero BausiHUsI. OcBellleHue nepel CHOM CIBUTaeT
daz3y neiicMeilikepa Ha HECKOJILKO OoJiee MOo31-
Hee BpeMsi, HO 3aTeM Ha CJIeayiolllee yTPO CBETO-
BO€ BO3MIeiiCTBUE B KOHIIE WM MOCE CHA KOM-
TMEHCUPYET 3TOT CABUT. B pe3ynbraTe B yCIOBUSIX
€CTEeCTBEHHOI'0 YepeloBaHUsI THS U HOUYU Y T10-
NaBJISIONIEro YKUCa IS HUpKaauaHHbIE PUT-
Mbl TIPAKTUUYECKU TTOCTOSIHHO ocTaloTcs 24-ya-
COBBIMU, a He “cBoOomHoTeKkymuMu” (Roenne-
bergetal., 2003). Korna yejioBeK AHEM IIPOBOAUT
MHOTO BpEMEHU BHE TOMEIIEHUi1, Tie YPOBEHb
ocseleHus1 npesbiiaet 2.5—100 Thic. JIOKC, a
IMOTOM BEYEPOM TMOJIb3YeTCsl CJIa0bIM MCKYC-
CTBEHHBIM OCBEIIIEHHWEM Mepea CHOM (ITPUMEpPHO
100 r0KC), 3TO IMPaKTUIECKU He HapyliaeT 24-4a-
COBYIO IEPUOANYHOCTD €ro (PU3HNOJIOTUYECKUX U
TOPMOHAJIbHBIX PYHKILIMK. OgHaKO MHOTHE TTPO-
BOJISIT BECh ICHb B IOMEILIEHUSIX IIPU OCBEILIEHUH,
penko mnpebimaroiieM 500 gokc. OHU Beyepom
TMOJIB3YIOTCSI TIepe]l CHOM BCE TeM K& MCKYCCTBEH-
HBbIM OCBEIlIeHHMeM CJ1aboil MHTEHCUBHOCTHU, a
YTPOM JOJITO CITSIT B 3aTEMHEHHOM TTOMEIIEHUU
(ecnu 11a3a 3aKPbITHI, TO, €CTECTBEHHO, 1 CBETa
yepe3 HUX MOCTyNaeT MeHblle). XpOHOOUOJI0-
r'vsi TO3BOJISIET MpeAcKa3aTh, YTO UX OMOJIOTUYE-
CKMe Yachl OyayT MOKa3bIBaTb MHOE BpeMsl, He-
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JKeJIM Yachl TOTO YeJIoBeKa, KOTOPBI He U301~
pyeT ce0s1 Ha BeCh JIeHb B IToMenleHuu. 1o cytu
neJia, X PeXKUM OCBEIIIeHUsI aHOMaJIeH, a TTI0TO-
MY HEpeIKO BBI3BIBACT 3alla3IbIBAIOIIUIl CIBUT
das3pl TIeiicMelikepa BeyepoM U3-3a Ci1aboro
KOHTpacTa MEXIYy TYCKJIbIM JHEBHBIM U TYCK-
JIBIM € BeYepPHUM OCBEIIIEHEeM, HO 3aTeM I10JI-
HOLICHHOU KOMIIEHCAlIMU YTPEeHHUM OIlepeKa-
IOIIMM CIBUTOM YXe He TTPOMCXOIUT M3-3a Clia-
0Oro M 3aro37ajoro yTPEHHETO OCBEeIleHUSI.
B ny4ymeM ciydae, Kak IOKa3bIBAlOT OIIPOCHI,
pe3yJIbTaTOM KW3HM TMPU TaKOM IIO0 CYTH Jeya
HEeCTECTBEHHOM OCBECIIIEHUM OKa3bIBaeTCs 3a-
rma3abpiBaHue (pa3bl CHa, OYEBUIHOE Yy oOuTaTe-
Jeit kpyrmHbIx roponoB (Roenneberg et al., 2007).
[MpuyemM, yemM MeHBIIIE THEBHOE OCBEIICHME 3a
CUYeT IUTATEILHOTO MPEObIBAHUST B TIOMEIIICHUM,
TeM CHJIbHEE TaKoe 3aIta3aIbIBaHuE.

B xyniiem xe ciydae dasza v riepuo LyupKa-
IUAHHBIX PUTMOB OyIyT JAEMOHCTPUPOBATH
“cBobonHoe TeueHue”. [TockoabKy y OOIbITINH-
CTBa Jto/ieit COOCTBEHHBIN Teproa UMpKaaruaH-
HBIX YaCOB HECKOJIbKO JUIMHHee 24 4, TOo, KakK
npaBuio, (paza 3TuX “meTeit mon3eMenbsi” 1 “Ka-
MEHHBIX JKYHIJIEN ” npeidyeT u30 AHS B A€Hb B
CTOpOHY 3amnazabiBaHus. [TogoOHoOTO poaa siBie-
HUSI, Koraa (pa3bl OMHUX LIUPKAaAUAHHBIX PUTMOB
opraHu3Ma CIBUTalOTCSI OTHOCUTENbHO (a3 apy-
I'MX PUTMOB, MOJYYWJIO B aHIJIOSI3BIYHOM JIUTE-
patype Ha3BaHue “jet lag” (“peakTUBHOE OTCTa-
BaHue”). I'lo npemioxeHuto bopuca CepreeBu-
ya AugkpuHckoro  (1911—-1990), TtepMuH
MEPEeBOIUTCSI HAa PYCCKUI CIIOBOM “JIECMHXPO-
HO3” (AnsgkpuHckuit, 1973, 1983). [TonsaTue “jet
lag” MosIBUIOCH B aHIVIOSI3BIYHOM JIMTEpaType Ha
3ape peaKTUBHOM aBUALIUU B CBSI3U C ITOMBITKOMU
OOBSICHUTb HEMPUSITHBIC TSI KM3HEAESATEIbHO-
CTH YeJI0BeKa MOCJIeICTBUS TIEPEJIETOB Yepe3 He-
CKOJIBKO YaCOBBIX IOSICOB. XOTsI meiicMeiikep
CITOCOOEH cpasy XXe CIBUHYTh CBOIO (ha3y M Ipa-
BUJILHO ITOKa3blBaThb BpPeMS HOBOIO YacOBOTO
rnosica, MHOTHE MpOYME 4Yachl OpraHu3Ma He B
cuJjiax MocHeThb 3a TAKUM CTPEMUTEJIbHBIM CABU-
roM. B pesyiabraTe TOro, 4To pazHble NEepUOIU-
YecKMe MpPOIECChl C pa3HON CKOPOCTbIO IOJ-
CTpauBaThCs IO HOBOE BpeMsl (OMHU OBICTPO, a
JIPYTuM TpeOyeTcs: 0ojiee Mecslia), Yachl Ha Ie-
pudepun Bce 3TO BpeMs “TUKaIOT”’ Bpa3HOOOI.
Tak uyTo, Mo KpaliHeil Mepe, OIHY HelleJI10 ocie
repeyieta, 0OCOOEHHO B BOCTOYHOM Harpanie-
HUM, YEJIOBEK HCIIBITBIBAET IMPOOJIEMBbI C TOJI-
CTPOMKOI pabOThI OpraHM3Ma Moja MECTHOE Bpe-
Ms1 (Baron, Reid, 2014). DTo cocTossHUE HbIHE
nuarHoctupyeTcs Kak 3aboneBanue (Cingi et al.,
2018), u ObUIM pa3paboTaHbl PEKOMEHAALMU 11O
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CMSATYEHMIO €r0 CUMIITOMOB M YCKOPEHUIO TTOM -
CTPOMKM T104, HOBBIII CBEeTOBOM pexkum (Martro-
XuH 1 ap., 1983; Bin et al., 2019).

B ciyuae mepeisieta B Ipyroil 4acoBOM IOsIC
JIECUHXPOHO3 BO3HUKAET KaK BPEMEHHOE SIBJIE-
HUe€, a BOT IOCMEeHHasl paboTa, a YacTo 1 HOYHasi
pabora cBsI3aHbl C MOCTOSSHHBIM, PEryJsIpHO
obocTpsioIMMcs 1eCUHXpOHO30M. Benb BHelI-
HUI CBETOBOM PEXMM M HEKOTOPBIE COLIMAJIb-
Hble yKa3aTeJu BpeMeHU (CKHU3Hb JOMAallHMX,
LIYMbl B MHOTOKBAapTUPHOM JOME W Ha YJIUILIE)
OCTaloTCs MMPEXXHUMU, a BpeMs paboThl BCTYIIaeT
BO BPEMEHHBIN WJIM MOCTOSTHHBIM KOHMIUKT C
HUMM Ha NpOTsiKeHUU padboueit Heaenu (Saksvik
et al., 2011; Boivin, Boudreau, 2014). UmeHHO
MpaKkTUyecKas 3agada InpenoTBpalieHus TaKoro
poja XpOHUYECKUX HapyllIeHU HMpKaaruaHHbIX
PUTMOB OpraHMaMa, KOTOpble, TakXke KakK U
KJIaCCUYECKMI NECUMHXPOHO3, CUMTAIOTCS 3a00-
nepanueM (Drake et al., 2004), OblJIa OTHUM U3
JIEUTMOTHUBOB YIOMSIHYTBIX BBbILIE TEPBbIX HC-
cJIeJOBaHU U peKOMeHIaluii B 00J1aCTU ONTU-
Mu3alu padborocnocodbHocTu. ITockonbKy qua-
rHO3 ObLJT ITOCTaBJIEH, COBPEMEHHbIE HCClIe10Ba-
HUSI JIECUMHXPOHO30B MOXHO Tellepb OTHECTU
yXe K chepe XpOHOMEIMIIMHCKOTO HampabJie-
HUS1 XPOHOOMOJIOTMYECKUX UCCIIEAOBaHUIA.

CpaBHuUTenbHO HegaBHo, B 2006 1., Wittmann
1 COaBT. BBEJIM B HAYYHbI1 OOMXOJ HOBBII Tep-
MUH, “colMaJbHBI AeCUHXPOHO3” (social jet-
lag). B ntuteparype nocjenHux JieT OH yITOMMHa-
eTcsl Topas/io yallle, YeM JIECUHXPOHO3 B €ro U3-
HayajbHOM 3Ha4YeHUM. DTUM TEPMUHOM ObLI
onpenenaeH KOHQMJIUKT MEXIY COLUMAIbHbIMU U
OMOJIOrMYECKUMU YyacaMu, BOZHUKAIOIIMUA U3-3a
o0111eit MpakKTUKU CABUTA BpEMEHU Havasia pabo-
4yero Wiu yyeobHoro JHS B paHHUE YTPEHHHUE Ya-
cel (Wittmann et al., 2006). ITocTynupyetcst cra-
OMIBHOCTH B TeUEHUE Heneau da3bl IeiicMeike-
pa, MOAYMHEHHOIO €CTECTBEHHOMY CBETOBOMY
peXMMY Ha TPOTSKEHUU BCEW HeNeIUu, U CIABUT
OTHOCHUTEIBbHO €ro (pa3bl CHa, KoTopasi — ecliu
U3MeEPSITh €€ 110 cepelMHe BpEeMEeHU CHa — CMe-
1IaeTcsl B3all-BIepel B BbIXOAHbIC-OymHUE THU
(Wittmann et al., 2006; Roenneberg et al., 2007).
HauunHast ¢ MOMeHTa ee TOsIBJIEHU ST, KOHLICTTIIMS
COLIMAJILHOTO JIECUHXPOHO3a, B OTJIMYUE OT
KJaCCUYECKOM  KOHLEIIMMU JeCUHXPOHO3a,
OCTaeTCsI JOBOJIBHO CIIEKYJISITUBHON uneeii. a-
JK€ aBTOPbI KOHLIEMIIMU ObLIM BBIHYKIEHBI He-
JTaBHO TIpU3HATb €€ Cepbe3Hble HEAOCTATKU, HO
TOJIBKO YaCTUYHO U B BeChbMa TYMaHHbIX BbIpa-
xeHusix (Roenneberg et al., 2019). bosee Toro,
aBTOphbl 3TOM cTraThu (Roenneberg et al., 2019)
caMu YIIOMSIHYJIM HECKOJIbKO MNyOnukauuii (B
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yactHocTH, (Burgess, Eastman, 2006)), B KkoTO-
pPBIX OBUIO IMMOKA3aHO, YTO BO BpPeMs BBIXOIHBIX
daza HmUpKaguaHHOTO IeiicMmeiikepa ocTaeTcs
cuHdas3Hoi1 pa3e cHA. DTU GaKThl HUKAK HE CO-
[JIACyIOTCS C IIOCTYJIHUpPYeMOii aBTOpaMu KOH-
HenIuu uaeeil CTaOMIBbHOCTH HUpKaguaHHON
¢das3pl Ha TMPOTSKEHUM BCE Hedesn M eXeHe-
JIeTbHBIX CIBUTOB (pa3bl CHA B3al-BHepeld B BbI-
XoIOHbIe-OynHMe nHuU. bonee Toro, B muccepra-
LAY OJHOTO M3 aBTOPOB CTAaThU 3aaepxkKa ¢a3bl
rneiicmeiikepa B BBIXOOHbBIC ObL1a OOHApyXeHa y
MOJIOABIX JIOACH C TTIO3IHUM BpeMeHeM CHa, TO-
rJa KaK y MOJIOABIX JIIoJIel ¢ paHHeil (pa3oit cHa
daza melicMeiikepa oOcTaBajlacb HEWU3MEHHO
(Zerbini, 2017), T.e. y HUX HaOmomancs “o0bI4-
HBII”, a HE COLUMAIbHBIN JeCMHXpOoHO3. Hako-
Hell, HU OOWH W3 CUMIITOMOB “O0BIYHOrO” Ie-
CUHXPOHO3a He HabJII0aeTcsl MpU CoLlMaIbHOM
necuHxpoHo3se (Tavares et al., 2020) u HeraTus-
Hble 3(PEKThl COLMAIBLHOIO IeCMHXPOHO3a Ha
OpPraHu3M OCTAIOTCS HEAOCTATOYHO TOKYMEHTH -
poBanHbIMHU (Beauvalet et al., 2017; Vetter, 2018).

ITockoabKy B OTpOMHOM 4MCJIe IIyOJUKAalIMii
MOXHO HAWTU JaHHbIE O BPEMEHU CYTOK, KOTda
YYaCTHUKM HCCJIEAOBAaHMUS JOXWUIUCH CHATb U
BCTaBaJil B OyIHM U Ha BBIXOIHBIX, JTaHHLIE IO
COTHSIM BbIOOPOK ObLIV CUMYJIMPOBAHbI C TOMO-
LIbIO YIIOMSIHYTOM BHIIIE MOAEIM PUTMOCTATa.
Cumynsnys He OOHapyKujia HUKAKUX IpU3HAa-
KOB HU OOBIYHOTO, HU COLIMAJIBHOTO AECUHXPO-
HO3a B MOAABIAIONIEM OOJBIIMHCTBE BBHIOOPOK
(Putilov, Verevkin, 2018; Putilov et al., 2020b).
Oxa3zanocsk, 4YTO TO, YTO ObLIO HA3BAHO COLIMAITb-
HBIM J€CUHXPOHO30M — 3TO IIPOCTO MOTEPs CHA
B OyqHME THU, KOTOPYIO MOXHO, UCIIOIb3YS MO-
JIeJIb, paccuMTaTh IJIsl KaxKI0M M3 TaKuX BbIOO-
POK 1 B MEPCHEKTUBE I KaXXI0TO OTAEIbHOIO
yenoBeka (Putilov et al., 2020a; Putilov et al.,
2020b). Xots B OyOoHUII AeHb BpeMsl OTXOJda KO
CHy cIBMraercs Ha OoJiee paHHee BpeMsl M3-3a
paHHero mpoOyXXIeHUs B TaKOW AEHb, MOIE/b
MpeacKa3blBaeT, 4YTO M3-3a MOAYJUPYIOIIETO
BJIWSIHUS LIMPKaJMaHHOrO TieiicMeiikepa Ha
MHpPOLIECC CHUXKEHUS “maBjeHus1” CHa COH B Ta-
KOIl OynHUI JeHb, €CJIU €ro He IpephiBaTh Ha
CJIeYIOLINI 1eHb, CIIOHTAHHO 3aKOHYMUTCS B TO
JKe caMoe BpeMsl, YTO U Ha BbIxoAHbIX. [Tonyda-
eTcs, 4YTO MOoTepsi CHa B OyOIHU OYe€Hb BeJuKa
M13-3a eTO OXXUIaeMOM OO0IbIISH MTPOIOKUTEIb-
HOCTH, YeM B BbIXOAHKIC IHU. bojee Toro, B ot
BBIXOJHBIE JIIOAU BOBCE HE OTCHIIIAIOTCS, a IMPO-
CTO CIISIT UMEHHO CTOJIbKO 4acOB, CKOJIbKO UM
“BeJIMT” cnaTh B 3TO BpeMsI CYyTOK UX COOCTBEH-
HbI puTMocTaT (Putilov et al., 2020b).
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Cumynassuy NOATBEPAUIN, YTO OCOOSHHO Be-
JIMKWU TIOTepU CHaA Yy CTaplidX IIKOJIbHUKOB.
WM npuxoauTcst HAYMHATD 3aHSITUSI B TO K€ Ca-
MO€ BpeMsl, UTO M OCTaJIbHbIM IIIKOJIbHUKAM, a
(haza ux cHa B 9TOM BO3pacTe 3HAYUTEIBHO CMe-
IIIAaeTCs Ha TO3MHME Yachl KaK MO OTHOIICHMIO K
(haze y miagmmx mKOJIbHUKOB, TaK U TTO0 OTHO-
IIeHMIO K ¢pa3e y Ioaei crtapiiero Bo3pacra (Pu-
tilov, Verevkin, 2018). Hampumep, nipu pacueTrax
10 JAaHHBIM O BPEMEHM CHA IIKOJIbHUKOB, TIPO-
>KuBaBIIMX Ha Pycckom CeBepe B necsiTbie TOIbBI
HallleTO BeKa, OMyOJMKOBaHHBIX MwMXaujaom
dénopoBuueM bopucenkoBuiM 1 coaBT. (Boris-
enkov et al., 2016), o6HapyXWJIOCh, YTO ITOTEPU
CHA COCTABJISIOT 10 TPETH OT TOI €0 MPOIOJIKM -
TeJIbHOCTHU, KOTOpasi HaOIoaaaach Obl B caydae
UX CaMOCTOSITEJIbHOTO TIPOOYKIEeHUSI B OyITHUIA
neHb (Putilov et al., 2020a). Tak 4To HE JTeCUH-
XpPOHO3, a MIOTePsI CHA SIBJISIETCS TIPUYNHOI TOTO
SIBJICHUSI, KOTOpOE OBLJI0 Ha3BaHO aMepuKaH-
CKMMU WCCIICTOBATEISIMA 3TOM XPOHOIICHUXOJIO-
TMYECKOM TpOoOIeMBbl “3nuaeMueit 1enpuBaluu
cHa cpeam TtonpoctkoB” (Carskadon, 2011;
Crowley et al., 2014).

6. 3akarouerue: HepeuileHHble
u aLlCICyCCLlOHHble l’l])OéfleMbl

XoTs B TOC/IEIHUE NEeCATUICTUS] KOJIUYECTBO
HUCCeNOBaHUN  XPOHOICUXOJOTMYECKO Ha-
MpaBJIEHHOCTU U3 TOJa B IOl BO3pacTaeT, MHO-
rue nmpoOJieMbl OCTAlOTCS HEPELIEHHbIMU JIeCs -
TuietusiMu. EcTb Takke mpoOJieMbl, KOTOpbie
JIMIIb OXKUJIAIOT UX YETKOU (pOPpMYJIMPOBKHU, T.€.
JUIsI TIOIaBJISIIONIETO OOJIbIIMHCTBA UCCeI0Ba-
TeJieii, paboTaloluX B 3TOM HaIlpaBJIEeHUM, OHU
oCTarTCcs Heoco3HaHHbIMU. HakoHell, HEKOTO-
pble TIpo0JIeMbl, XOTb U ObLIM KEM-TO KOTAa-TO
copMyIMpOBaHbI, TOMPOCTY UTHOPUPYIOTCS
3TUM OOJIBITMHCTBOM. Heckonbko TpuMepoB
HEpPELICeHHBIX U TUCKYCCUOHHBIX TTPOOJIEM TTPU-
BEIEHO HUXe, 0€3 CChUIOK Ha JIMTepaTypHbIE UC-
TOYHUKU, WCKIIOUYUTEIbHO IJI TOro, 4TOOBI
0003HAUYUTh UX U JaTh HEKOTOPOE 00IIIee Tpe-
cTaBJieHUe 00 UX XapaKTepe, OCTPOTE U aKTyalb-
HOCTH.

Jlo cux 1op ocTaeTcs JIMIIb HaIesIThCSl Ha TO,
YTO XPOHOIICUXOJIOTUSI KOTIa-HUOYIb JOCTUTHET
TOTO MOpora, 3a KOTOPbIM OTKPOIOTCS TepPCHeK-
TUBbI TOCTMKEHMSI KOHCEHCyCa OTHOCUTEIBLHO
METOAMKU U3MEPEHUSI MHINBUIYTbHBIX XPOHO-
MCUXOJIOTMYECKUX pasziuuuii. B yacTHoCcTH, Ha
JNaHHBI MOMEHT B 00JIaCTU aHKETHBIX UCCIe0-
BaHUi1 HET OOIIETTPU3HAHHOTO MPEACTABISHUS O
TOM, KaKUMM OIPOCHUKAMU JIydllle BCETrO Olle-
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HMBaTh yTpeHHe-BeuepHUEe (paHHE-TIIO3IHUEC)
pas3auyusl, ¢ UCHOJb30BaHUEM KAaKOro KoJInye-
CTBa — OJHOW WM HECKOJbKHUX (HaIpumep,
YyTpEeHHEH M BeuepHell) — 1Kaa, u T.a. Tem 60-
Jiee, HET IoKa OOJIbLIMX HaAeX I Ha JOCTUXKEHIE
KOHCEHCyca I10 IOBOAY TOIO, CKOJbKO CyIle-
CTBYET H3MEPEHMUN XPOHOOMOJIOTMYECKON M3-
MEHUYUBOCTU, KaK MX HWHTEPIPETUPOBATH U
KaKue IIKaJdbl Hy>KHO BbIOpaTh U3 YK€ Mpeaio-
KEHHBIX WJIM CKOJbKO HOBBIX IIIKal HYXHO
CKOHCTPYMPOBATh [JISI ITOJAYyYEHHUS HaIEKHBIX
aHKETHBIX OLIEHOK I10 KaXKIOMY 13 U3MEPECHUIA.

Bpsin 11 KTo-HUOYAb YCOMHUTCS B TOM, YTO
MMEHHO MNCUXO(PU3NOJIOTMUYECKre U TeHeTUuYe-
CKH€ OCOOEHHOCTHM JIIOAe COCTaBJISIIOT OUOJIO-
Ir'MYeCcKHe OCHOBbI OLICHUBAEMBIX C ITOMOIIIBIO aH-
KEeT pa3uuuii MeXI1y HUMU B IIPUCIIOCOOUTEIb-
HbIX BO3MOXHOCTSIX, TMOBEIECHUMU W TIPUBbIUKAX,
CBSI3aHHBIX C LIMKJIMYHOCTHIO CHa-00IpCTBOBA-
Hus. TeM He MeHee IIaBHOI HepelIeHHOI IMpo-
01eMOi1 XpOHOIICUXOJIOTUYECKOrO TECTUPOBAHMS
ocTaeTcsl OTCYTCTBUE OOIEeNPU3HAHHBIX OOBEK-
TUBHBIX (ITICUXO(PU3UOJOTUYECKUX U TeHeTUYe-
CKHX) MapKepOB XPOHOIICUXOJOTUYECKON W3-
MeHUYMBOCTU. MHBIMU CllOBaMM, HE yaajloCh J0-
Ka3aTb, YTO BBISIBJIIEMbIE C MOMOIIbIO aHKET
pazjIinuusi MOXKHO HarpsIMYyIO CBSI3aTh C KAKMMU-
MO0 pas3IMUUSIMU B OOBEKTUBHBIX ITOKA3aTEIISIX,
KOTOPbIE U3MEPSIOTCSI HA MOJIEKY/ISIPHOM YPOBHE
WJIN B XpOHOOMOJOTMYECKUX W COMHOJIOTUYe-
ckux 3KkcnepuMeHTax. Hampumep, dasnl pusmo-
JIOTUYECKMX W TOPMOHAaJbHBIX PUTMOB, ¢a3a
OOBEKTUBHO OLIEHEHHOM CKJIOHHOCTU MOTrpy-
3UTbHCSI B COH, MOJIUCOMHOTrpapuyecKu OLleHEeH-
HOE BpeMs Hayaja WM OKOHYaHWs CHa W T.I.
OOBIYHO yKa3bIBAalOT Ha BCEro Jullb 2—3-4aco-
BYIO pa3HUILy MEXAY JIIOAbMU YTPEHHEIro U Be-
YyepHero TUIIOB, TOIMAa KaK pa3HuUlla B MX MMKax
paboTOCHOCOOHOCTY WJIM B MUKaX CYOBEKTUB-
HOI OLIEHKM CYTOYHOM IMHAMMWKM COHJIMBOCTU
cocTanisieT He MeHee 9 u. [ToaTomMy Takue 3Ha-
YUTEJbHbIE Pa3IMUUsI MEXIYy MUKaMU Yy 3TUX
JIByX XPOHOTUIIOB HE COOTBETCTBYIOT CpaBHU-
TEJIbHO HEOOJbIIOMY, XOTh U JOCTOBEPHOMY,
pa3IuyrIo MUKOB HAa KPUBBIX IEepeUUCIEHHbIX
00BEKTUBHBIX ITOKa3aTteseii. XoTsI BO3MOXHOCTh
BbISIBUTh TIPMMEPHO TaKylo e 3HAaUYMTEJIbHYIO
(9—12-4yacoBy10) pa3Hully OblJIa TPOAEMOHCTPH-
poBaHa Ha IIpuMepe 00beKTUBHBIX (DDI') mo-
KazaTejieii Bapuallui TEKYyIIEero ypoBHS COH-
JIMBOCTU, TaKMe MOoKa3aTeJd MoKa IIUPOKO He
MNPUMEHSIOTCSI B XPOHOTMMOJOTUYECKUX UC-
clIelOBaHUSIX.

B HaCcToAdlCC BpEMA NPAKTUYCCKM HUKTO U3
HucciaenoBareseili He 03a0oueH MpooOaeMoil 00b-
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SICHEHMSI MEXaHU3MOB, OTBETCTBEHHBIX 32 MHO-
IJ1a BeCbMa pa3uTelIbHOE HECOOTBETCTBUE MEXKITY
CyOBEKTUBHBIMU M OOBEKTUBHBIMU OLIEHKAMU
XPOHOOMOJIOTUYECKNX I COMHOJIOTUYECKUX pa3-
Juauii. Jlaxke B Tex cliydasiX, KOrjaa Takoe Heco-
OTBETCTBUE ObLIO 3aMEUYEHO U OOBICHEHO Ha
YPOBHE TUIIOTE3bI, HA3bIBAIOTCSI CaMble pa3HbIe
€ro MPUYMHBI, YaCTO B3aMMOMCKIIIOUAIOIINE, OT
YUCTO TICUXOJOTMYECKUX 10 MCKIIIOUUTEIHLHO
ouosornyeckux. B yacTHOCTH, MOKa HET O0IIIe-
MIPUHSITOTO MOIX0Ia K OOBSICHEHUIO TIOJIOBBIX U
BO3PACTHBIX Pa3INUMNil B CYObEKTUBHBIX 1 00b-
€KTUBHBIX OIIeHKaX Ka4eCTBa CHA U YPOBHSI COH-
JMBOCTU. He BBhI3BIBaET COMHEHMI TOT (DaKT, YTO
00BeKTHBHBIE (ITOMMCOMHOTrpaduIecKne) xa-
PaKTEpUCTUKNA CHA, KOTOPBIA JIIOOM CpPEIHEro
BO3pacTa OLICHMBAIOT KaK IPEKpPaCHBIM, COOT-
BETCTBYET TEM XKe CaMbIM XapaKTepUCTUKAM, YTO
HaOII0IAI0TCSI TIPA €TO PACCTPOICTBAX B MOJIO-
IoM Bo3pacTe. Eciu oObeKTUBHBIC XapaKTepu-
CTMKM CHA XCHIIWH CBUICTCIBLCTBYIOT O TOM,
YTO MX COH SIBHO KauyeCTBEHHEE MYXKCKOTO, MX
CyOBEKTUBHBIC OLICHKM CBOEro CHa CBUIIETEIIb-
CTBYIOT 00 OOpaTHOM.

Texnuueckue HOBUHKHU, BXOSIIIME B HACTOSI-
1ee BpeMsi B OOMXOH XPOHOIICUXOJIOTMYECKUX
HCCIeI0BaHU, OTKPBUIM BO3MOXHOCTDH ITPOBO-
IUTh MEHEE JOPOTOCTOSIINE U TPyIOeMKHe (Tak
Ha3bIBaeMbl€ MOJIeBbI€) HCCIENOBAaHUS B 0OJIb-
XX KOJIWYECTBAX U C MPUBJICUCHUEM OOJIBIIIOTO
yucia monaeit. OHu rapaHTUPYIOT Ka4eCTBEHHOE
YCKOpPEHUE pa3BUTUSI XPOHOIICUXOJOTUM B OJIN-
XaitmeM gecatuietru. OHO MTO3BOJIUT OBICTpEe
U MacitabHee peliaTh MpaKTUYeCKue 3amadiu,
HaIpuMep 10 pa3paboTKe W BHEAPEHUIO Teope-
TUYECK OOOCHOBAHHBIX, IIE€PCOHATU3UPOBAH-
HBIX MIOIXOI0B K IPEIOTBPAIICHNIO M KOPPEKIINK
HapylIeHUit OMOPUTMOB M CHA M K YJIYYIICHUIO
pekuMa qHSI M YPOBHSI pabOTOCITIOCOOHOCTH.

B 3akiioueHue aBTop BhIpaxkaeT CBOIO Iy6o-
KYI0 MPU3HATEJIbHOCTD IBYM KOJLJIETaM U3 IPYyII-
bl MaTeMaTUYECKOTO MOIEIUPOBAaHUSI OHOMeE-
auuuHekux cucteM OULL OTM (Hosocu-
OMpCK), coaBTOpaM 1I€J0r0 psijia YHOMSIHYTBIX B
3TOM ouepke myonukanuii, Onbre I'eoprueBHe
HoHckoit u k.6.H. EBrenuio I'eopruesuuy Be-
PEBKUHY.
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QUO VADIS, CHRONOPSYCHOLOGY?
A. A. Putilov*

Federal Research Center for Fundamental and Translational Medicine, Novosibirsk, Russia
#e-mail: putilov@ngs.ru

This is the first review on chronopsychology, a relatively new interdisciplinary research field that is
rapidly developing at the crossroads of chronobiology, sleep science, and psychology. By applying
the methods of chronobiology, sleep science, and psychometry, it explores the mechanisms of
rhythmicity of behavior and psychic activity. In particular, chronobiology studies the biological
clocks, and sleep science explores their influence on the regulatory processes governing the sleep-
wake cycle which disturbance negatively affects mental and physical activity. Chronopsychology al-
so relies on the methods developed by personality psychologists in the framework of psychometrics,
for example, in the study of chronotype and its relationship with a variety of other human charac-
teristics — genetics, psychophysiological, behavioral, cognitive, personality and psychopathologi-
cal. Special attention is devoted to sleep, sleepiness, fatigue, productivity of work/study,
healthy/unhealthy lifestyles of people of different sex and age. Applied research includes the devel-
opment — with taking into account the chronotype of a particular person — recommendations for
getting adequate sleep and maintaining good health in a specific temporal environment, optimizing
work and rest schedules, effective learning new skills, preventing accidents associated with activity
at inappropriate time of the day.

Keywords: chronotypology, chronobiology, sleep science, personality, individual differences, circa-
dian rhythms, sleep-wake regulation, drowsiness, shift work
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Llenbio vccaeqoBaHuUs CTAJIO U3YyYeHUE CBSI3eil MHAMBUAYAJIbHBIX XapaKTePUCTUK SMOIIMOHATb-
HOI peryisiiuy U U3MEHEHU OMO3JIEKTPUUECKON aKTUBHOCTU MO3Ta BO BpeMsI UMIUTUIIUTHOTO
BOCHPUSTUSI SMOLIMOHATIbHOI OKpacKu BepOaibHOI MH(popMaliuu. B ucciaenoBaHuu, B KOTOPOM
MPUHSUIY ydacTue 43 no6poBoiiblia (26 XXeHIUH) B Bo3pacTe oT 18 1o 34 jeT, olleHuBaIuCh UH-
IUBUAYyaJIbHbIE OCOOEHHOCTU CTpaTeruii peryasiuu 3MOLMi ¢ moMolllblo onpocHuka JIx. I['poc-
ca (J. Gross) n aHanu3upoBajach CyMMapHasl 3JIeKTpruuecKast aKTUBHOCTB Mo3ra (DB1°) Bo BpeMst
MpeIbsBIICHUS] HETaTUBHBIX, TO3UTUBHBIX U HEUTPAIbHBIX MpeaioXeHnit. s Toro 4Toohl OT-
BJIEUb BHUMaHUE OT OBMOLIMOHAJIBHOTO COAEPKUMOTO MPEMIOXKEeHU, ydaCTHUKAM UCCIeT0BaHUS
ObLIO 1aHO 3aJ]aHKe Ha TTOUCK CUMHTaKCUYeCKOM omnbKu. ITouck cuHTakcu4ecKoit olmnoKy He-
00X0IMMO OBLIIO BBITTOJIHITh MAKCUMaIbHO ObICTPO, KaK 3TO BO3MOXHO, TPY 3TOM HAJIMYKE IMO-
LIMOHAJIbHOM COCTaBJISIIONIEH B MPEMIOXKEHUN HE TTIOAYEPKUBAIOCh. B pe3yiibTaTe nccienoBaHus
ObL1a BbISIBJIEHA MOJIOXKUTEIbHAS KOPPEJISLSA KOTHUTUBHOM NEPEOLIEHKU 9MOLIMI U CIIEKTPasib-
HOI1 MOIITHOCTHU TeTa-nuara3oHa B uHTepBasie ot 100 mc u 1o 300 Mc BO BpeMsI IIpeIbsIBICHUS He-
TFaTUBHBIX TPEIIOXKEHUM, He cOoAepKalllMX CUMHTAaKCUYECKyIo OoIIMOKy. Takke Obljla BbISIBICHA
MOJIOXKUTEIbHAST KOPPEsILUS ToAaBIeHNsT SKCIIPECCUM U CIIEKTpajbHOM MOIIHOCTU OeTa-nua-
na3oHa B uHTepBajie oT 100 mc u go 1300 Mc BO BpeMsI IIpenbsIBICHUS ITO3UTUBHBIX IPEIJIOXKE-

HUI1, coaepKalliX CMHTAKCUUECKYIO OIITOKY.

Karouesvie crosa: DDI', KOTHUTUBHAS TTepeOolieHKA SMOLMI, IToJaBJIeHUE SKCIIPECCUM, SMOIIMO-
HaJIbHBIE TIPEIJIOKEHUS, TeTa-PUTM, OeTa-pPUTM
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BBEAEHHUE

OTKJIOHEHUSI B OCOOCHHOCTSIX BOCIPUSTUS U
nepepaboTKu SMOLMOHAJILHONW WHGOpMaLUU
MOTYT CITOCOOCTBOBATh Pa3BUTUIO U MOIAEpKA-
HUIO IIMPOKOTO CHEKTpa TICUXWYECKUX pac-
CTPOICTB, CpeAr KOTOPBIX OOJIbIIIOE IETPECCUB-
HOE PacCTPOMCTBO, MOBbIIIIEHHAsI TPEBOXKHOCTb,
TCUXOCOMaTUYECKUEe HapyllleHUs], a TakxXe ami-
IUKTUBHOE€ W aAHTUCOLIMAJILHOE TIOBEICHUE
(KnumanoBa, Tpycoma, 2017; Yuiakosa u ap.,
2019). HaubGosee T1oOJIHOI MOAEIBIO 3MOIUO-
HaJIbHOM peryysiiuU SIBJISIETCS TpolieccyalibHast
mogeinb Hxeitmca I'pocca (James Gross) (Gross,
John, 2003). OHa oxBaThIBaEeT IIUPOKHUIA CIIEKTP
PETYISITOPHBIX CTPATETuii M MOAKperieHa 00b-
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LM KOJIMYECTBOM 3MITMPUYECKUX MCCIIeNoBa-
Huii (ayist o63opa cMm. Ilepsuuko, 2015).

James Gross BbIAEJISIET 1BE CTpATETUU PETYJIsI-
LAY SMOLIUIA, KOTOpbIE HanboJiee 4acTo UCTIOJb-
3yI0TCSI JIIOAbMU B IOBCceAHEBHON Xu3HU: “Ko-
THUTUBHYIO lepeolieHKyY aMoLuii” u “Ilogasie-
Hue skcrpeccun” (Gross, 2002). Dtu crpareruu
OTHOCSITCS K Pa3HbIM 3Tanam (popMupylomeics
amormoHanbHOoi peakumu (I cutyanust — I oueH-
ka cutyauuu — III sMolMOHaIbHBINA OTBET).
IlepBblit aTanm — BoCOpUsITUE CUTyalluu U pop-
MHPOBaHWE SMOILIMOHAIBHON peakliui — U BTO-
poii aTan — nepeoleHka (MoauduKals) CUTy-
alMy — SIBJISIIOTCSI BaXKHBIMU 3TallaMu, Ha KOTO-
pPbIX COCpPENOTOYEHA CTpATEeTUsI SMOLIMOHAIBHOM
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perynsauun “KorauutusHast nepeouieHka”. Ko-
THUTHUBHAS MIePeoLeHKAa SMOLIMI IPOUCXOAUT Ha
3Tare BO3HUKHOBEHUSI SMOLIMOHAIBHOTO OTBETA,
Takasi SMOLMOHAJIbHASI PEryJIsius HallpaBiecHa
Ha MepekIloueHue BHUMAaHUS WM U3MEHEHUE
OTHOILIEHUSI K cUTyaluuu (IEepeoCMBbICICHUE),
TOTHA KaK CTpaTerus IoJaBJIeHUsI SMOLMOHAJb-
HOM BKCOPECCUU NPUMEHSIETCS K TPEThbeMY 3Ta-
Iy SMOLIMOHAJILHON peakluu, T.e. K yXe BO3-
HUKIIIEMY OBSMOLMOHAIbHOMY oOTBeTy (Gross,
John, 2003; ITankparoBa, 2014). KorHutusHas
IepeolicCHKA SMOLIMI — 3TO MOBeIeHYeCKast
cTpaTerusi, HalleJIeHHasl Ha U3BMEeHEHMEe OTHOILIe-
HUSI K CUTYallMU C Leblo Moaudukanuu pop-
MUPYIOLIEUCI SMOLIMOHAIIBHOM peaKluu, TOrIa
Kak TI0JaBJICHUE 3KCIIPECCUM HAlIEJeHO Ha MO-
JaBJIcHUE BHEIIHUX ITPOSIBACHUN YK€ BO3HUK-
mei smoumoHanbHOM peaknuu (Gross, John,
2003; ITankparoBa, 2014; ITankparoBa, Kop-
HueHko, 2017). Mogens Ipocca yrBepxKmaer,
4YTO, XOTS UCIIOJIb30BaHue cTpaTerun “IlomaBie-
HME 3KCIIpecCu”’ MOKET YMEHBIINTh BHEIITHEE
BhIpaXX€HME BDMOLIMI 1, BO3MOXHO, CYObEKTUB-
HO€ MEpEeXMBAHUE SMOLMIK B KPAaTKOCPOYHOM
nepcrieKTuBe, oHO OyneT MeHee 3P(PEKTUBHBIM
JUISL CHUDKEHUSI DMOLIMK U (PU3UOJOTUYECKOTO
BO30YXIEHUSI B OOJATOCPOYHOIM IIE€PCIIEKTUBE
(Gross, 1998). CormacHO JaHHBIM 0030pPOB HC-
ciaenoBaHuii (Aldao et al., 2010; Hu et al., 2014),
MpEAIIOYTeHUEe B MCIIOJb30BAHUM CTPATErMu
“KOTHUTUBHOI IepeOolleHKN SMOLNI1” OBLIO OT-
pUMLIaTeIbHO CBS3aHO C IcuXoIraTtoJiorueit (me-
npeccusi U TPEBOXHOCTb) U ITOJOXKMTEIbHO C
YPOBHEM IICUXMYECKOI'O 340POBbsI, TOINAa KakK
BBICOKME OayuIbl 110 1mkane crparerun “Ilomas-
JIEHME 3KCHpecCcUuu” ObLIU CBSI3aHBI C HU3KUM
YPOBHEM IICUXMYECKOIO 300POBbS U BBICOKMM
YPOBHEM CcHUMOTOMOB mncuxomnartojoruu. Co-
mracHo o63opy dMPT-uccinenoBanmii Zilver-
stand 1 coaBT., WIS KJIMHUYECKUX MAllUEHTOB
OBLIO XapaKTEepHO CHUXXEHWE aKTUBHOCTU BEH-
TpojJaTepaJibHOM U AopcojaTepalibHOM Mpe-
(GPpOHTATILHOM KOPHI BO BpeMsI KOTHUTUBHOI T1e-
pEOLIeHKU HeTaTUBHLIX aMonuii (Zilverstand et al.,
2017). bonemmHcTBO DB -MCccnenoBaHMA Ipe-
MOYTCHUI B MPUMEHEHUM CTPATeTuil DMOLIMO-
HaJIbHOI Peryjsiuuy ObLJIO ITOCBSIILIEHO M3y4de-
HUIO0 MexXImoayinapHoii acummerpuu (Choi et al.,
2016; Kelley, Hughes, 2019; Pan et al., 2020). Ha
JaHHBI MOMEHT BCE€ ellle MajJo HU3BECTHO 00
OCOOEHHOCTSIX CYMMapHOI pPUTMUYECKON 3JIeK-
TPUYECKOI1 aKTUBHOCTU MO3T'a, COIPOBOXKIAIOIICH
SMOLIMOHAILHBIEC TTPOLIECCHI, B 3aBUCUMOCTH OT
BBIPAXXEHHOCTU IPEANOYTeHU B MCIOJb30Ba-
Huu crtpareruit “KorHuTMBHas IepeoleHKa
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amouuii” m “IlomaBiaeHune skcripeccumn” y 310-
POBBIX UCTTBITYEMBbIX.

Lenpio nccaenoBaHus CTAJIO U3YYECHUE CBSI-
3eit BelpaxkeHHOCTHU 1Kan “KornutuBHas mepe-
orneHka smoumit” n “IlomaBneHue sKkcnpeccun”
onpocHuka James Gross 1 0COOEHHOCTEI CyM-
MapHOM PUTMHYECKON BIEKTPUYECKON aKTUB-
HOCTHM MO3ra BO BpeMsI UMILIMIIMTHOIO BOCIPH-
SATHAS SMOLIMOHAJIBHON OKPAaCKM IIPEITIOXECHUMA.
B uccnemoBaHMM MIaHUPYETCS HCHOJIb30BaTh
VMIUTALIATHYIO TTapagurMy BOCOPUSITUSI SMOLIU -
OHAJIbHOM OKpacCKM MNPEMIOXEHUI, B KOTOPOU
BHUMaHNE YYACTHMKOB MCCJICHOBAHWS HAa BMO-
LMUOHAJIBHOE CONEPXKMMOE MPEIJIOKEHNUI OTBIIE-
YeHO 3aJaHME€M Ha MOUCK CHHTaKCHUYECKOM
OILLIOKU.

CornacHo 00/JbIIOMY KOJIMYECTBY HAKOIICH -
HBIX JIUTEpaTYPHBIX JAHHBIX, MHOTOKPATHO ObI-
JIO TI0KAa3aHO yBeJIMYeHUEe TeTa-pyUTMa IIPU Opo-
Leccax BHUMaHUSI U BO BpEMSI BOCIIPUSITUSI SMO-
LUOHAJbHBLIX CTUMYJOB (mi1s1 o030pa cMm.
Knyazev, 2007). CyiiecTByolle JIMTepaTypHbIE
JaHHbIE TTOKAa3bIBAIOT, YTO TeTa- U OeTa-OCIUI-
JISIHMU TaKXKe OCOOCHHO BaXKHbl B OTHOIIEHUU
KOTHUTHUBHBIX M S3bIKOBBIX MAaHUNYJISIIUI IIpU
00paboTKe JUHTBUCTUYECKON WHPOpMaALMU.
Tak, ObLUIO0 MOKa3aHO, UYTO TeTa-OCUWJLISIIUU
YBEJIMYMBAIOTCS B OTBET Ha MPEAbSIBICHUE Pel-
KMX CJIOB II0 CPaBHEHUIO C YacTO MpPEIbsBIsie-
MbiMu cioBamu (Rommers et al., 2017) u B oTBeT
Ha MpeabsBiACHUE TIPEAIOKEHUMN, CoIepKallnx
CeMaHTUYEeCKUE OIIMOKM, II0 CpaBHEHUIO C
OPEIIOXKEHUSIMU, HE CcOoOepXKalluxX OIIMOKU
(Bastiaansen, Hagoort, 2015).

Hccnenposanue Hirata u coaBT. IToKa3ajio, 4TO
YTeHUE CJIOB, COJepXKalluX 3SMOLMOHAILHYIO
KOHHOTAIIWIO, TT0 CPAaBHEHUIO C HEUTpalbHbIMU
CJIOBaMM BBI3bIBAJIO CHMXKEHHE OeTa-puT™Ma BO
dpoHTanbHBIX obnacTsax Kopbl (Hirata et al.,
2007). CormacHo o030py Weiss u Mueller, B
OOJIBIIMHCTBE HCCJIENOBAHUI OBLIO BBISIBJIECHO
yMEHbIIIEHUEe OeTa-oCHMJIISILINI BO BpeMsl 00Opa-
OOTKM JMHIBUCTUYECKOI mHPpopMmanuu (Weiss,
Mueller, 2012). Tak, 0bL10 OKa3aHO YMEHbIIIE-
Hue OeTa-pyuTMa B OTBET Ha HEKOHIPYIHTHBIE
CJIOBa 110 CPAaBHEHUIO C KOHIPYSHTHBIMU CJIOBa-
MU, B OTBET Ha MPEIJIOXKEHMS, COolepKallue ce-
MaHTMYECKME U CUHTAKCUYECKHE OILIMOKHU, MO
CPaBHEHMUIO C MPEAJIOKEHUSIMU, HE COAEPKALII-
MU olunoOok. Takoe yMeHbllleHUe OeTa-puTma,
COTJIACHO aBTOpPaM, MOXET ObITh CBSI3aHO C JIEK-
CUKO-CEMaHTUYECKON WHTeTrpalueii, MoHUMa-
HHUEM CMbICJIa 1 TOBTOPHBIM aHAJIW30M JIMHTBU-
cruueckoit unpopmanuu (Weiss, Mueller, 2012).
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B o63ope O3I'-uccnemosanuit Guntekin u
Basar ObLIO ITOKa3aHO, YTO BOCIIPUSITUE HeEra-
TUBHBIX 3PUTEJIbHBIX CTUMYJIOB HE3aBUCUMO OT
X TUIIOB (HETaTUBHBIC SMOLIMOHAJIbHbIC BbIpa-
KEHUSI JIUIL WJIM aBEpPCUBHBIE M300pakeHMs)
BBbI3BIBAJIO  yBeJIWYeHUE  OeTa-OCUWUISIUI
(Guntekin, Basar, 2014). CornacHo nuteparyp-
HBIM JTaHHBIM, yBeJIMUeHUE OeTa-pruTMa MOXKET
OBITb CBSI3aHO C IIpoleccaMy HUCXOISAIIETO
(top-down) TtopmoszHoro kKoHTpoJs (Engel,
Fries, 2010; Liebrand et al., 2017; Spitzer, Hae-
gens, 2017).

OCHOBBIBasICh Ha IIPOLUUTHUPOBAHHBIX BEIIIE
JaHHBIX JUTEpaTypbl, Mbl MpeArnojaracM, 4To
CBSI3M BBIpaXX€HHOCTU OayutoB Ikan “KorHu-
THUBHas TepeolieHKa sMouuii” n “IlomaBieHue
KCIIPEeCCUn” U CYMMapHOU pUTMHUYECKOM 3JIeK-
TPUYECKON aKTMBHOCTH MO3ra, COIIPOBOXIAI0-
LIEl BOCIIPUSITUE 3MOLMOHAJIbHBIX IPEAI0Ke-
HUIi, OyayT oOHapyXXeHbl B TeTa- U OeTa-4acToT-
HBIX IMaIla30Hax.

Tak kak npuMeHeHue crtpareruu “KorHu-
TUBHasl TMepeoleHKa 5SMOLMI” IIpearoaraet
HalleJIeHHOCTh Ha BOCHPUSITUE 1 MOCJICAYIOLIYIO
nepepaboTKy SMOLMOHAAbHOII MHMOpPMALNU,
Mbl MpeanojaraéM, 4To BbIPaXK€HHOCTb IKaIbl
“KoroutnBHag T1iepeolieHKa BSMolMii” OydeTr
CBsI3aHA C YBEJIMUYEHUEM TeTa-puTMa (IIPOLIECChI
BHUMAaHMSI) U CHIKEHUEM OeTa-puTma (Iepepa-
0oTtka nHdopMaLun).

XoTs yBenuMueHue OeTa-puTMa U IIPOLIECCOB
TOPMO3HOTO KOHTPOJISI YaCTO HAOMI0IaeTCs IIpuU
BOCIIPUSATUM aBepCUBHBIX cTUMyJioB (Glintekin,
Basar, 2014), mbl nipeamnonaraeM, 4To IIpu BOC-
OPUATUU SMOLMOHAJIbHOU JMHIBUCTUYECKOM
UHopMalLu HeoOs13aTebHO OyayT HaOJIIo-
JaTbCsl TakKuWe IIPOLIECChl, TaK KaK HEraTMBHO
OKpallleHHbIEe TIPEIJIOKEHUS MOT'YT BOCHPUHU-
MaThCsl KaK MEHEe OTTAJIKMBAIOIIME CTUMYJIbI,
YeM OKOJIOTUYECKM BaJIMIHbIE YyrpoxKalolue
crumynbl. OcCHOBBIBasicb Ha o030pe Weiss u
Mueller (Weiss, Mueller, 2012), MBI pearnosara-
€M, YTO BOCIpUSITHE U 00padOTKA TMHIBUCTUYEC-
CKOIi MH(pOopMalLMKM B 1LIeJOM OyIyT COINPOBOXK-
JaThCsI CHUIKEHUEM OeTa-puTMa, B TO K€ BpeMsl
Yy UWHOMBUIOB, IIPEAIIOYMTAIOLIMX CTpaTeruio
“ITonaBneHue a3KcOpeccumn 3MoLuit” (BbICOKUE
oamnel o 1mkane “IlomaBieHue 3KcOpeccuu
SMOLUIA”), HaJIW4YMe IPOLIECCOB TOPMO3HOIO
KOHTpOJSA IIPU BOCIIPUSITUM HETraTUBHOM WH-
dopmal MOXKET OBITh CBSI3aHO C TEHIOCHIIMEN
K YBEJIMYEHUIO O€Ta-OCLUJUISILIUA.

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

BOYAPOB u nap.

METOANKA
Yuacmuuku uccredosanus

INepen nccmenoBaHreM YYaCTHUKM 3aTOJTHU -
JIN aHKETY, B KOTOPOIl OHU OTMETWJIN, UMEIOTCS
JIN 'y HUX TICUXWYeCcKre 1 (PU3NIeCcKre HeloCTaT-
KW WM HApYIIEHYS 30POBbsI, OLIEHWJIN CBOE Te-
KylIllee CaMOYyBCTBHE, a TAKXKEe OTBETUJIM Ha BO-
NpoChl 00 YIMOTpeOJIECHUU TICUXOAKTUBHBIX Be-
IIIECTB; XKeHIIIMHBI OTBETUJIM HA BOIIPOCHI O (pa3e
MEHCTPYaJIbHOTO IIMKJIa U O TIPUMEHEHUM TOp-
MOHAaJILHBIX KOHTpalleNTUBOB. B uccienoBanumn
OpuHsUIM ydyactue 43 noOpoBonbna (26 >kKeH-
IIH) B Bo3pacTte oT 18 mo 34 net (cpenHee 3Ha-
yeHue Bo3pacta — 22.9, ctTaHAapTHOE OTKJIOHE-
Hue — 5.3). YyacTHUKM ucclefoBaHUSI ObLIN
MpaBIIaMU C HOPMAaJIbHBIM WJIM CKOPPEKTUPO-
BaHHBIM 10 HOPMBI 3p€HUEM, OHM OBLIIU 3M0PO-
Bble 1 HE YIMOTPEOJSUIM TICUXOAKTUBHBIX Be-
mectB. [Tocite ncciaenoBaHMsT y9aCTHUKHM 3a110J1-
Huan onpocHuUK JIx. I'pocca (J. Gross) (Gross,
John, 2003), Bce onmpoOCHUKM OBIIM MpencTaBiIe-
HbBl B OyMaxHoMm Buzae. McciaemoBaHue OBLIO
MMPOBEACHO ¢ MTH(MOPMUPOBAHHOTO COIJIACUST UC-
MMBITYeMBIX, COOTBETCTBYET 3TMYSCKMM HOpMaM
XenmbcuHKCcKoM aekimapauyu (2013 r.) 1 omoOpe-
HO JIOKaJIbHBIM 0103TUYeCKUM KoMuTeToM Ha-
YUHO-UCCIIeIOBATEIbCKOTO WHCTUTYTA HEUpO-
HayK 1 MeauunHbl (HoBocuOupck).

Onpocuuk Hxc. Ipocca (J. Gross)

OmnpocHuk Hx. I'pocca (J. Gross) mo3BosieT
OLICHUTb MPEANOYTEHUSI B IPUMEHEHUM CTpaTe-
ruii “KorHuTuBHasI mepeoleHKa 3MOLUii” U
“IlomaBnenue oskcnpeccun” (Gross, John,
2003). KorHutuBHasi mnepeoleHKa 3MOLMMU —
¢opMa KOTHUTHBHOTO BO3JEHCTBUS, KOTOpas
MoACTpauBaeTCs MoA YMOLIMOHAIbHBIN (DOH CU-
TyallMd, U3MEHSs €€ BMOLMOHAIBLHOE BO3Eii-
crBue. ITogaBieHne 3KCOpeccuu — IMoBeAeHYEe-
cKasl cTpaTerus, KoTtopasi BKJIIOYAeT B cebs
Mo/aBJeHUE SMOLIMOHAIBHO BbIPaXKEHHOIO CO-
crosHust. Ilkana “KorHuTuBHasI MNepeolieHKa
SMOLMIA” BKIIOYAET IIeCTh ITYHKTOB (HalpuMep:
“Jlns1 ynpaBjieHUsI CBOUMU 3MOLMSIMU 51 U3MeE-
HSI0 OTHOIIIEHUE K CUTyallii, B KOTOPOU Haxo-
xkych”). lkana “ITomaBiaeHue 3KCIIpeccun” co-
CTOWUT U3 YeThIpeX MYyHKTOB (Hampumep: “Ims
yIIpaBJIe€HUs] CBOMMU 3MOLIMSIMU S CAEPKUBAIO
WX BHEIIIHME TIPOsIBIeHUs1”). PeCIOHAEHT OTMe-
YaeT CTeNeHb CONIacusl C YTBEPXKIECHUSIMU IO
mkaje ot 1 (“kareropryecku He coriaceH”) 1o 7
(“nmonHoctrio comtaceH”) (ITankpartoBa, Kop-
HUEeHKo, 2017).
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500 mc

x Y MeHs1 MHOTO CHJI M DHEPIUHU

Puc. 1. Cxema sKcrieprMeHTa.
Fig. 1. The design of experiment.

CmumynvHulil Mamepuan

boinu cocraBieHbl OpeniOXKEHUSI, KOTOPLIS
coJepxkajiu MTHGOpMALIMIO TPEX BUAOB: MOJIOXI-
TeJIbHYI0 SMOLMOHAJIbHYIO, HEUTPaIbHYIO U OT-
puLaTeNlbHO 3MOLMOHANLHYIO (1o 30 mpenjio-
XKeHUI Kaxaoit Kateropun). I1pennoxeHust Obi-
JIM COCTaBJieHbl TaKUM o00Opa3oM, 4YTOObI B
CpemHEM He OTJIMYAThCS I10 AIMHE OIS Pa3HbIX
Kateropuii. B pesyabTare OLEHMBAHUS 3TUX
npennoxenuit 50 crymeHtamu I'ymaHuTapHOro
uHctutyta HI'Y (32 XeHInuuHEL 1 18 MyX4YuH B
Bo3pacTte oT 18 go 25 jieT) Ha 3MOLMOHAILHYIO
COCTaBJISIOIIYIO (OT +5 (IT0JIOXUTEIbHbBIC), HEeli-
TpanbHbie (0) 1 10 —5 (oTpuLAaTeNbHBIE)) OBLIO
otobpano 1o 10 mpemIoXkeHn Kaxka0i KaTero-
pun (10 >MOLIMOHANIBHO ITOJOXUTEIbHBIX IIPE/-
JIOXXEHUI, UMEBIINX MaKCUMAaJAbHYIO CPEIHIOI0
OLICHKY 1O 1IKaJjie “IOJIOXUTENbHbIE SMOLIUN ",
10 HelTpaabHBIX OPEATOXEHUI, UMEBIINX HAM-
OoJiee HeliTpaibHbIE OLIEHKU, 1 10 aMoLIMOHAaIb-
HO OTpMLATEJIbHBIX MPEIJIOXEHUA, MMEBIINX
MUHMMAJILHYIO CPEOHIO0 OLICHKY). ITpuMep oT-
puLaTeIbLHOTO MpeajoXxeHus — “MHe TpyaHO
HUCITIBITBIBATh PAIOCTh”, TIO3UTUBHOIO — “Y Me-
HSI MHOTO CWJI U DHEpPrum” U HEUTpajJbHOIO —
“ITocite OIS OCTAIOTCS JIYK1 .

3anuce DI

3anuck BBI mpoBOAWIN C UCIIOJB30BaHUEM
MHOTOKAHAaJIbHOTO YCUJINTENIsSI OMOTTOTeHIINAIOB
actiCHamp (Brain Products, I'epmanus) c ma-
MMouKoii ¢ 128 anexTpogamMu, pacrnooXeHHbBIMU
corjlacHO MexXIyHaponHoii cucteme 10—5; oquH
BJIEKTPON HCIIOJb30BAIM [IJIsl 3aIllMCU BEPTU-
KaJIbHOM OKyJiorpaMMbl. Cz-3JIeKTpoJ ObLI pe-
depeHTOM.

B uccnenoBaHuM MCNOAb30BaIN UMILJIMIIAT-
HYIO TIapaJurMy BOCHPUSTUS 3MOLIMOHAJIbHOM
OKpacKM TIpelJIOXEHUI, B KOTOPOM BHUMaHUE
YYaCTHUKOB MCCJEAOBaHUS OBbLIO HaIlpaBJIE€HO
Ha MOUCK CMHTaKcu4yecKoit ommbku. Bo Bpems
zanucu DDI Ha sKpaHe MOHUTOpPA TIPENbSIBIIS-
JIUCh TIPEAJIOKEHUS, U yYaCTHUKaM UcCcieaoBa-
HUSI ObIO HEOOXOOUMO OIPEAeIUTh, CONCPXKUT
MNPENIOXKeHNE CUHTAKCUUYECKYIO OIIUOKY WU

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU
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3300 — 4000 mc

HeT. IlpemnoxeHuss ObUIM TIpelCTaBI€HBI Ha
9KpaHe MOHMUTOpA 0 TeX IMOop, MOKa YYaCTHUK
HUCCIIEJOBaHUS HE BBIOEPET OAWH U3 JBYX Bapu-
aHTOB OTBeTa (HaJTMYKe U OTCYTCTBUE CUHTAK-
CUYECKOM OIMOKM) HaXkaTueM Ha KJiaBuaType
cootBeTcTBytolleid KHomku (1 wium 2). Ilepen
npenbsiBIeHUeM npeniaoxeHus B TedeHrue S00 mc
OPEIbIBISIICS KPACHBIA KPECT, MEXCTUMYJIb-
HBIIi WHTEpBaJl BapbupoBaJ OoT 3.3 mo 4 cek
(puc. 1). IlpemioxeHus1 NPeabIBIASUIACH B CITy-
YyaliHOM MOPSIAKE, KaXKI0€ MPeNIoKeHUE MPpeab-
SABJISIIOCHh 3 pasza. DKcnepuMeHTalbHasl Tapa-
nurMa oblia peajin3oBaHa B mporpamme Inquisit,
paspaboraHHoil kommaHueit Milliseconds soft-
ware, CUHXpOHMU3alus CTUMYJIOB U DI ocy-
LIECTBISach C MOMOIIbI0 Sstimtraker (upmbl
Cedrus.

Ananusz 29I-0anunvix

KomnioHeHTsl, conepxkaliuue apredakThbl, Obl-
JIY yaaJieHbl 13 3anucu D3I ¢ ucnojab30BaHUEM
MeToJa HE3aBUCHUMBIX KOMIIOHEHT B IlaKeTe
EEGLAB. B3TI'-gaHHbie ObLJIM OTQUIBTPOBAHBI
B auana3zoHe oT 1 go 45 I'u ¢ nomoiipio FIR-
dunbrpa B nporpamme EEGLAB (The new basic
FIR filter (pop_eegfiltnew)). PaznoxeHue 1o ya-
CTOTE U BpEMEHU MPOBOJAMUIOCH C MCMOJb30Ba-
HUEM BeliBieT-TipeodbpaszoBaHuii Bepcuu Morlet
C YMCJIOM LIMKJIOB, IMHEMHO YBEIUYMBAIOLIMMCS
C YacToTO#, HaunHaromlelcsa ¢ 1.5 mnkia B HUXK-
HE yacToTe, M OrpaHUYMUBaIOIIMCS 8 LIUKIaMU
rmpu yactote B 40 I'u. st oLleHKU WHIYLIAPO-
BaHHBIX OTBETOB ObUIM pacCUYUTAHbI CBSI3aHHBIC
¢ cobbITeM crieKTpaibHble epTypoaruu (CCCIT)
(Delorme, Makeig, 2004). TecToBblii MHTEpBaI
omnpenensicss Kak oTpe3oK BpemMeHu oT 0 1o
1500 Mc Bo BpeMsI ITpeabsIBICHUS MIPEAI0XKEHUS,
B KauyecTBe (POHOBOro (MpeacTUMyJIbHOIO) MH-
TepBaJjla UCMHOJIb30BaIu OTPE30K BpeMeHu B 1 c,
KOTOpbII 3aKaHYMBaJICs 3a 1.5 ¢ 10 npenbsiBie-
HUS KpecTa.

Koppensumonnbslit aHaausz 1o CrnupMeHy
mkajn “KorHuTuBHasl IepeolieHKa 3MOLUi” U1
“ITopaBneHue 3MOILMOHANIBHOM 3KcIpeccun”
OB IPOBEEH C BO3PACTOM, C BDEMEHEM MOUCKA
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OILIMOOK U ¢ KOJJMYECTBOM MPABWILHBIX OTBETOB
B riporpamme SPSS.

IlpoBoauin KOppeasiHIMOHHBIM aHajlu3 MO0
CnupmeHy Ha ypoBHe 3HauuMoctu p < 0.005
mKan “KorHuTuBHas mepeoleHKa 3MOLUK” U
“ITomaBiaeHre SMOLIMOHAIBHOM SKCIIpEecCcumn” ¢
KaXXJIOM TOUKOM BpPEeMEHHO-YaCTOTHOIO paspe-
meHust CCCII B kaxxnoM DDI'-KaHalie OTIeIbHO
IUJIsl pa3HbIX TUTIOB MpPeIIOXeHW (HeraTuBHbIE,
MO3UTHUBHBIC U HEUTpaJbHbIC) U OTIEIbHO LIS
coliepXkalllMX M HEe COAEpXKalIUMX CHUHTaKCcuye-
ckue oumnbku. IMTormpaBKy Ha MHOXECTBEHHbIE
CpaBHEHMUS HEe MpUMEHSIIU. Pe3ynbTaThl aHaIu3a
B riporpamme EEGLAB 0Ob111 moka3aHbl B BUIE
KapTUHOK, IOCTOBepHBIX Ha ypoBHe p < (0.005
KOPPEISILMOHHBbIX KO3(PUILIMEHTOB B KaxKIoi
TOUKe BpeMeHHO-4acToTHOro pa3peineHus CCCII
B KaxknoMm DBDI-kaHaje. PacripeneneHue 1ocTo-
BEPHBIX KOPPEISLMOHHBIX KO3(PUILIMEHTOB MO
KaHajaM IT0Ka3aHO Ha KapTaxX TOJIOBbl BBEPXY
PUCYHKOB.

st UcKITtoueHWsT BAWSTHUS T10J1a U Bo3pacTta
Ha BbISIBJIEHHbBIE KOPPETSIIUNA aHAJU3 YaCTHBIX
Koppensaiuii Ha ypoBHe 3HauumocTtu p < 0.05
o/ KOHTPOJIEM MoJjia ¥ Bo3pacTa mKai “KorHu-
TUBHag TiepeolieHKa amouuii” u “IlogaBieHue
SMOIIMOHAIBHOMN 3KCIpPECCUU”’ U YCPEIHEHHBIX
no BceM anektpoaam orieHoK CCCII Bo Bpems
NpEeabSIBICHUS HETaTUBHBIX W MO3UTUBHBIX
MPEIIOXEeHUI, CoAepKallluX U HE coep Kallnx
CUHTaKCUYeCKHue OIIMOKM, B TeTa- U OeTa-aua-
na3zoHax ObLI MpoBeleH B mporpamme SPSS.

PE3VJIBTATbHI UCCJIEAOBAHU
Tlosedenueckue darnmsie

“KorHutuBHas nepeolieHKa aMoLuii” (mean =
= 3.6, SD = 0.6) u “IlonmaBieHue 3Kcrpeccun”
(mean = 2.5, SD = 0.7) He KOppeIUPOBAIN MEX-
Iy coboit. MyxX4uHBI 4allle, 4eM >KeHIIWHBI,
NpearnoYnTaaIv UCTIOJIb30BaTh cTpaTeruio “Ilomas-
nenue skcrnpeccun” (T = 2,6, p = 0,015, df = 41;
My>xX4nHbl mean = 2.8, SD = (.7; >XeHIIMHBI
mean = 2.3, SD = 0.7). Paznuuuii Mexay MyxXK-
YMHaAMU U XEHIIMHAMM 1o 6ajuiaM mkKajsl “Ko-
THUTUBHAS IepeolieHKa” He Ob10. Takke B uc-
ClIeOBaHUY aHAJIW3UPOBAJIM MOKa3aTeanu Bpe-
MeHn (mean = 2310 mc, SD = 654 Mc) u
MpaBWILHOCTU oOTBeTa (mMmean = 96%, SD =
= 2.3%). “KorHutuBHasi miepeolieHKa” oTpuIia-
TeJIbHO KOppeaupoBaja ¢ BpeMeHeM IloucKa
olIMOoK (KoadduiieHT Koppeisiuu 1o Cnup-
Meny (p) = —0.31, p = 0.042). “IlonaBieHue 3Kc-
npeccun’” MOJ0KUTEJILHO KOppearpoBaa ¢ Bpe-
MEHEeM II0MCKa OIIMOOK (KO3 (UILIMEHT Koppe-
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s o Crimpmeny (p) = 0.42, p = 0.013).
JlocToBepHBIX KOppesaunii 6auioB “KorHuTus-
HOI1 TIepeonieHKM aMonmii” u 6aymioB “Ilogasie-
HUS DKCIIPECCUM”’ ¢ BO3PACTOM M KOJMUYECTBOM
MPaBUJIbHBIX OTBETOB HE OBLIO BBISIBJICHO.

DIl-dannvle

B pesynbraTe KOppeasiiMoHHOTO aHaJiu3a Mo
CnupmeHy “KOTHUTMBHOI TEPEOLIEHKM 3MO-
uuii” u “IlomaBneHust akcrnpeccun” u CCCII Bo
BpeMs TIPENbSBICHUS Pa3HBIX TUIIOB MPEAI0Ke-
HUi1 ObLIYN BBISIBJIEHBI CTATUCTUYECKU 3HAUYNUMbIE
KOppEJSIN.

Tak, 6autel no mkaie “KorHuTWBHas Tiepe-
OLIEHKa 3MOIMI” TI0JIOXKHUTEIBHO KOppeJarupoBa-
g ¢ CCCII Tera-auana3zoHa BO BPDEMEHHOM WH-
tepBasie oT 100 1o 300 Mc u oTpuLIATEIbHO KOppeE-
supoBasin ¢ CCCII 6era-put™Ma BO BpeMEHHOM
nHTepBae ot 300 mo 800 MC Bo BpeMsi IpeabsiBiie-
HUSI HEraTUBHbBIX MPEIJIOKEHU, He colepKaliux
OILIIMOKY, B JOOHBIX U LIEHTPaJIbHBIX 00JIACTSIX KO-
pbl (puc. 2). Ha puc. 2 nokazaHo BpeMeHHO-Ya-
CTOTHOE pacrpeaeeHue KOPPeasLMOHHbBIX KO-
3¢ PULIMEHTOB, a TakKXKe MX paclipeleieHue I10
KOpe roJIOBHOIO MO3Ta.

bannel o mikane “IlogaBiaeHue akcrpeccumn”
noJjioxutrenbHo KoppeaupoBaiu ¢ CCCII 6era-
JIuraria3oHa Bo BpeMeHHOM uHTepBaje oT 100 1o
1300 Mc BO BpeMsl MpeabsBICHUSI MTO3UTUBHbBIX
npemioxeHuii (puc. 3). Ha puc. 3 moka3aHo Bpe-
MEHHO-YaCTOTHOE pacrnpenesieHue KOppessim-
OHHBIX Ko3dduLueHToB o CoupMeHy Koppe-
Jsaumii 6amoB “IlomaBiaeHMs 3KcIpeccuu” W
CCCII Bo Bpems TpeabsBICHUST MOJOXUTEIb-
HBIX MIPEIJIOKEeHU I, a TaKXKe UX pacrpencacHue
0 KOp€e TOJIOBHOTO MO3ra.

M3BecTHO, YTO C BO3pPacTOM YBEJIUYMBACTCS
COCOOHOCTB K KOHTPOJIIO CBOUX SMOLUI, a TaK-
XK€ pe3yJbTaThl HAIlETO UCCIEIOBaHUS, CBUIEC-
TCJIALCTBYIOIIME O MNPEAIIOYTCHUU MYXYHNH HC-
MOJb30BaTh CTPATETUIO MOMABIECHUS 3KCIIPEC-
CUM SMOLUI, BHOCSIT HEOOXOIMMOCTb IPOBEPKU
HaWJICHHBIX KOPPEISILMMA IOl KOHTPOJIEM MOJIa
U BO3pacrTa.

AHaI3 YacTHBIX KOPPEJSILIMKA 110 KOHTPO-
JIEM T10J1a ¥ BO3pacTa BbISIBWJI, UTO TOJIBKO IMOJIO-
KUTeJIbHAsI Koppeasus 0amioB “KorHuTuBHOM
MEPEOLIEHKU 3MOLIMI” ¢ TeTa-CUHXpOHU3alel
OCTaeTcsl CTaTUCTUYECKM 3HAYMMOM B ciy4dae
MpeabsIBACHUS HETaTUBHBIX TPEMIOXEHU, He
coliepXKalllMX CUHTaKCUYECKYl0 OIIMOKYy (r =
=0.41, p=0.007). AHan13 YaCTHBIX KOPPEJISILINIA
oA KOHTPOJIEM MoJila U BO3pacTa BbISIBUJ, YTO
Oautel 1o mwkane “IlomaBiaeHMe sKcnpeccumn”
Ne 2
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Puc. 2. Koppensauyu mkanbl “KorHuTruBHasI nepeolieHKa MO
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u CCCII nocne npenbsiBIeHUSI HEraTUBHBIX

MPEIOKEHW, He CoAepXKallluX CHHTaKCUUYECKYIO OIIMOKY. 2KeJIThIM 1LIBETOM TTOKa3aHBbI ITOJIOKUTEJIbHBIE KOppe-
JISUMOHHBIE KO3(MOUIIMEHTHI, CHHUM IIBETOM — OTPHMIATEIbHBIE KOPPEISIIMOHHBIe Koadduimmentsl. HenocTo-
BepHbIe KOPPEJSIIUOHHBIE KOADDUITMEHTHI MOKa3aHbI 3eJIeHbIM 1IBeTOM. KpecToM BHU3Y pUCYHKA OTMEUEHO
HavaJio MpenbsBICHUsI CUTHAIAa TOTOBHOCTU (KpacHBIN KpecT), 0 COOTBETCTBYET HaUaly NIPeabsIBIACHUS TIPEIIO0-
keHUs. KopKoBbIe KapThl BBEPXY PMCYHKa MOKa3bIBAIOT pacrpene/ieHre T0CTOBEPHBIX KOPPEISIIMOHHBIX KO-
unmeHToB 1o oTBeAeHUSIM. MakcUMaIbHBIN KoadduineHT koppessiiuu no Crnimpmeny (p) = 0.6, p < 0.005,
MUHUMaJIbHBII Ko dumeHT koppensiunn 1o Crimpmeny (p) = —0.6, p < 0.005.

Fig. 2. Correlation between Reappraisal scale of ERQ and ERSP after presentation of negative sentences which did
not contain a syntax error. Positive correlation coefficients are shown in yellow color, negative correlation coeffi-
cients are shown in blue color. Non-significant correlation coefficients are shown in green. The cross at the bottom
of the figure marks the beginning of the presentation of the red cross, 0 corresponds to the beginning of the presen-
tation of the sentence. Cortical maps at the top of the figure show the distribution of significant correlation coeffi-
cients in electrodes. The maximum Spearman correlation coefficient (p) = 0.6, p < 0.005, the minimum Spearman

correlation coefficient (p) = —0.6, p < 0.005.

CTaTUCTUYECKU 3HAYMMO ITOJIOKUTEIBHO KOppe-
mupyiotr ¢ CCCII Oera-muamna3oHa BO BpeMs
MPEIbSIBICHUS ITO3UTUBHBIX IIPEIJIOXKEHMI, CO-
JepxKallux CUHTaKCcu4decKyto omuoky (» = 0.31,
p =0.049).

OBCYXIEHME PE3VJIILTATOB

My>K4MHBI Yallle, YeM XKEeHIIUHbI, UCITOJIb30-
BaJiu crTpareruto “IlogaBiaeHue 3KCIpeccuu
AMOLUI”. DTO corjacyeTcs ¢ pe3yjbTaTaMM HC-
cinenoBaHus [TankpatoBoit 1 KopHuenko (ITaH-
KkpatoBa, KopHuenko, 2017). MoxHO HOpearo-
JIOXWTb, YTO, COITIACHO FeHAEPHBIM CTEPEOTUIIAM,
MPUHSITHIM B O0ILIECTBE, MYy>XYMHBI TTPEANOYUTA-
IOT UCIOJIB30BaTh cTpareruio “IlogaBiaeHue aKc-
MPECCUU 3MOLMIL” AJIsl TOTO, YTOOBI KOHTPOJIU-
poBaTh CBOM AMOLIMU. B TO BpeMsi Kak >KeHIIIMHbI
MPEeANnoYnTaoT UCMOIb30BaTh CTPATETHIO Mepe-
OLICHKU 3MOIIUi1, BEPOSITHO, IJI5I TOTO YTOOBI pe-
TYJIMPOBaTh CBOU 3MOLIMH.
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Jonu, TmIpeamoyuTalolIe MCIIOJIb30BaTh
cTpareruio “KOrHMTHMBHAs MepeolieHKa 3MO-
LUii” , BRIIOJIHSUIN 3aJaHue ObICTpee, YeM JII0Au,
KOTOpPbIE MPEANIOYNTAIOT UCHOJb30BaTh CTpaTe-
ruto “IlomaBinenue skcnpeccun”. Takwme pe-
3yJIbTaThl MOT'YT OBITh CBUAETEIHCTBOM TOTO, UTO
MHpPOLIECC MOAABIeHUS 3KCIIPECCUX SMOLMI MO-
XKeT 3aHMMaTh OOIOJHUTEIbHOE BpeMs M 3a-
TPYOHSITH BBIIIOJIHEHME 3amgaHus. lloaydeHHBbIe
pe3yJIbTaThl COIJIACYIOTCSI C MCCJIEJOBaHUEM
Wang u Yang, corimacHo kotopoMy “KOrHUTUB-
Hasl TIepeolieHKa SMOoLuii” saBisieTcst 6onee -
(PEeKTUBHOM cTpaTerueil 1 MeHee McTolIalolIeil
pecypcbl, 4yeM “IlomaBieHme sKcrnpeccum”
(Wang, Yang, 2014).

B uccnenoBanuu CaBOoCTbsIHOBA U COABT.
BOCHPUSITUS MPEIIOKESHU ¢ pa3HbIM OLIEHOY-
HbIM OTHOIIEHMEM K JIMYHOCTU MCIIBITYeMOIO
OOIIMIA MaTTepH MO3rOBOM aKTMBHOCTM Ha BCe
TUIIBI IPEIJIOKEHUI BKJIOYal B ceOsl yBeaude-
HME MENJIEHHO-BOJHOBBIX (CMHXpOHU3ALINIO) U
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Puc. 3. Koppensuuu mkansl “Ilomasnenue sxcnpeccun” u CCCII nocie npenbsBaeHNS IIO3UTUBHBIX MPEIIO-
XeHui. Ternple TOHA OTpaXKaloT IMOJ0XHUTEIbHbIE KOppeAIIMOHHbIE KoadduimeHTsl. HepocToBepHble KOoppe-
JIILIMOHHBIE KO3(PUIIMEHTHI TT0Ka3aHbI 3eJIeHbIM 1IBeToM. KpecToM BHU3Y prCyHKa OTMEYEHO Havyaslo MpeabsiB-
JICHYSI CUTHaJIa TOTOBHOCTH (KpacHBIi KpecT), 0 COOTBETCTBYET Hayaly MpeabsiBIeHUsI MpeioxeHus. KopkoBbie
KapThbl BBEPXY PUCYyHKa MOKA3bIBAIOT pacipeiesieHre TOCTOBEPHBIX KOPPESIIMOHHbBIX KO3GhGUIIUEHTOB MO OTBE-
neHusiM. MakcumaibHbIi KoaddunmeHT koppensiunn 1o Crimpmeny (p) = 0.67, p < 0.005.

Fig. 3. Correlation between Suppression scale of ERQ and ERSP after the presentation of positive sentences. Posi-
tive correlation coefficients are shown in red color. Non-significant correlation coefficients are shown in green. The
cross at the bottom of the figure marks the beginning of the presentation of the red cross, 0 corresponds to the be-
ginning of the presentation of sentences. Cortical maps at the top of the figure show the distribution of significant
correlation coefficients in electrodes. The maximum Spearman correlation coefficient (p) = 0.67, p < 0.005.

CHIDXKeHMe (HecmHXpoHM3aluio) anbda- 1 o0era-
putMmoB (CaBocTbsiHOB U 1p., 2012). B manHOM
HCclIefOBaHUM ObUI ITOJIyYeH CXOIHBIN MaTTepH
OCHWUISITOPHBIX peakuMili Ha TIpeabsBICHUE
npeanoxeHuii. OcunisiTopHas AUHAMUKAa BO
BpeMSI WMMIUTAILIMTHOTO BOCIPUSTUS SMOIIUO-
HaJIbHO OKpAaIlleHHBIX MPEIIOXKEHUN Y yIaCTHH -
KOB HCCJIEIOBaHUSI, BXOASIIMX B BEIOOPKY JaH-
HOTO MCCIIeNOBaHMs, ObLIa OIMcaHa HaMHU B
npenbiayieii ctatbe (Bocharov et al., 2020).

Koppensuusa 6annoB “KorHuTuBHOI nepe-
ouenkn” n CCCII Ttera-puT™Ma OblIa CTATUCTH-
YyeCKM 3HauyuMMma Ojisd HEeTaTUBHO OKpallleHHBIX
MNpeIOKeH!I, He COoAepKalllnX OIINOKHU. YBe-
JIMYeHNE MOIIHOCTU TeTa-pUTMa MOXET CJIy-
KUTh MHAWKATOPOM 3MOILIMOHAJIBHBIX MpOIec-
coB u npouneccos BunmManusa (Knyazev, 2007),
TOTda KaK CHMKEHME MOIIHOCTU OeTa-puTma
OBLIIO CBSI3aHO C CEMAaHTUUYECKUMM TpolieccaMu
npu o0paboTKe JIMHTBUCTUYECKOW WHPOpMa-
uu (Fellner, Hanslmayr, 2017). CornacHo mMo-
JIea SMOULMOHaJIbHOW perynsuuun JIxeiimca
I'pocca (James Gross) (Gross, John, 2003), npu
UCMOJb30BaHUU cTparteruu “KorHuTtuBHas mne-

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

peolleHKa” Ha MepBOM 3Talle IMIPOUCXOIUT BOC-
MpUSITHE HETaTUBHOM MHMOpPMALIMM W Hadaio
¢dopMUPOBaHUS SMOLIMOHAJILHON peaKlnu, M0~
cjie 3TOTO YKe 3aIlyCKaloTCsI MPOLECCHl Tepe-
KJIIOUYEHUSI BHUMAHUS WM TEPEOCMbBICIICHUS
HEeraTUBHOW MH(MOPMAIIMU C 1IeIbI0 U3MEHECHUS
SMOLIMOHAIILHOTO OTBeTa. MOXHO HpPEeaIoo-
KUTb, UTO JIIOAY, MPEANOYUTAIONIE UCTIOIb30-
BaTh CTpPATeTMI0O KOTHUTHUBHOW IIepPEOLCHKU
SMOLMII, HAa MEepBOM 3Tale HPU BOCHPUSITUU
ylIeasId 60Jble BHUMaHUS HETaTUBHOMY IIpEJi-
JIOXKEHMIO U €T0 SMOLIMOHAJIBHOMY COIEPXKUMO-
My, UTO OTPa3ujIOCh B OCUMJUISLIVSX TeTa-AMa-
Mma3oHa, a IIePEOCMBICIICHME SMOIIMOHAIbHOMN
nH(MOPMALIMK OTPA3WIOCh B O0JIee TTIO3THUX KO-
THUTUBHBIX TIpolleccaXx M OBbLIO CBSI3aHO C
YMEHbIIIEHHEM OeTa-CIeKTPaaTbHOW MOIITHOCTH.

Koppengumn “IlopaBieHnss skcripeccun” M
CCCII 0buIM cTaTUCTUUYECKU 3HAUYMMBI B OeTa-
YaCTOTHOM AHMaIla3oHe IIPU BOCHPUSITUU MO3U-
TUBHBIX MPEIJIOXEHUII W OTCYTCTBOBAaIM IIpU
BOCIIPUSTUM HEraTuBHbIX mpemioxeHuii. Co-
m1acHo Gross, MoAaBIeHUE SKCIIPECCUU — 3TO
dopma peryavpoBaHUsI 3MOLIMI, KOTopasl Tpe-
Ne 2
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OyeT CaMOKOHTPOJISI U CaMOKOPPEKTUPYIOIIUX
IEUCTBUI Ha MPOTSLKEHUM 3MOLIMOHAJIBHOIO
BocrpusTus. Takoii MOHUTOPUHT TpeOyeT IT0-
CTOSIHHBIX 3aTpaT KOTHUTUBHBIX PECYypCOB, CO-
Kpamiasi pecypchl, JOCTYIHBIE IjIsI 00paboOTKu
aMouLMoHabHOM uMHGopMaluu (Gross, John,
2003). ComracHo uccaeIoBaHMSIM, UCITOIb30Ba-
HUE CTpaTeruy MoAaBJIeHUs SMOLUNA CHUXKAET
WHTEHCUBHOCTD MEPEeKMBAHUSI TTOJTOKUTETbHBIX
9MOLIMI, HO HE CHUKAeT MHTEHCUBHOCTh Hera-
TUBHBIX ITepexkuBanHnii (Gross, 2002). MuI ripen-
rojaraeM, 4YTo CHIMKEeHHE OeTa-IeCUMHXPOHU3a-
UMM Y WHAWMBUIOB C BBICOKMMHU OajlaMu IO
mkane “IlomaBaeHme sKcrpeccum”  TIOCIE
OpeabIBACHUS IIOJOXUTEIbHO OKpallleHHbIX
MPEAIOXEeHUI, coaepXalluX CHUHTAKCUYECKYIO
OIIMOKY, MOXET CBUIETEIbCTBOBATb O CHMKE-
HUM WHTEHCHMBHOCTM MPOILIECCOB 00pabOTKu
BepOaTbHOI MHPOPMAILINN.

3AKJIIIOYEHHUE

[IpennoureHue B UCMOJIBL30BAaHUM CTPATETUU
“KorHuTvBHas1 MepeolieHKa 3MOLUK” ObLIO
CBSI3aHO C 00Jjiee OBICTPHIM BBIITOJTHEHUEM 3aa-
HUSI U COINPOBOXIAIOCH YBEJIMYEHUEM TeTa-0C-
muissuyii B uHtepBaiie ot 100 go 300 Mc u cHuU-
>KeHUeM OeTa-oCcunUIsILuii B uHTepBaje oT 300
no 800 Mc mpM BOCHPUSITUU HETaTUBHBIX IPEI-
JIOKeHUI, He coaepxKalluX CHUHTAaKCUYECKYIO
OILIMOKY, YTO MOXKET YKa3bIBaTb Ha IPOLIECCHI
BOCIIPUSITUS U 0o0Jiee MO3IHUE KOTHUTHUBHBIC
TMPOLIECCHI TIEPEOCMBICIICHUST HEraTUBHOM MHGOP-
Maiuu. [IpeanoureHue B MpUMEHEHUU CTpaTe-
rum “IlogaBiaeHue akcnpeccun” ObLIO CBSI3aHO C
0oJiee JONTUM BBHIMIOJTHEHUEM 3adaHusl U C yBe-
JINYeHUEeM OeTa-OoCUUJUISLIMIA ITOCe MPeabsBIie-
HUSI TIO3UTUBHBIX TIPEIJIOKEHUI, YTO MOXKET
yKa3bIBaThb Ha CHUKEHWE MHTEHCUBHOCTU IIPO-
11eccoB 00paboTKM BepOaibHOU MHMOpMALIUH.
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EEG CORRELATIONS OF IMPLICIT PERCEPTION OF SENTENCES
EMOTIONAL COLORING WITH STRATEGIES OF REAPPRAISAL
AND SUPPRESSION OF EMOTIONS
A. V. Bocharov*~*#, A. N. Savostyanov*?, S. S. Tamozhnikov*, A. E. Saprygin‘, E. A. Merkulova®,
E. A. Proshina‘, and G. G. Knyazev*

4 Scientific Research Institute of Neuroscience and Medicine, Novosibirsk, Russia

b Novosibirsk State University, Novosibirsk, Russia

*e-mail: bocharov@physiol.ru

The aim was to study the relations of individual characteristics of emotional regulation with changes
of bioelectrical activity of the brain during the implicit perception of emotional coloring of verbal
information. The study involved 43 volunteers (26 women) aged from 18 to 34 years, the individual
characteristics of emotion regulation strategies were measured by using the Emotional Regulation
Questionnaire (J. Gross), and the total electrical activity of the brain (EEG) during presentation
negative, positive and neutral sentences was analyzed. In order to distract attention from the emo-
tional content of sentences, subjects were given a task to search for a syntax mistake. The search for
a syntax mistake had to be performed as quickly as possible, while the presence of the emotional
content in the sentence was not emphasized. We revealed that Cognitive reappraisal positively cor-
related with theta rhythm in interval from 100 ms to 300 ms during the presentation of negative sen-
tences which did not contain a syntax mistake. Also, Suppression of emotions positively correlated
with the beta rhythm in the range from 100 ms to 1300 ms during the presentation of positive sen-

tences with a syntax mistake.

Keywords: EEG, reappraisal of emotions, suppression of emotions, emotional sentences
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CpaBHUMBAJIM TTOBEJICHME B TECTE “OTKPHBITOE MOJjIe” Y KPBIC ABYX JIMHUI, KOHTPACTHBIX ITO TIPOSIB-
JIEHUIO CyIOpOT B OTBET Ha 3BYK (aymuoreHHas snwiencus — AD). Otu manu (“4” u “0”) 60
BBIBEIEHBI HA OCHOBE €IMHOI TMOPUIHOM MOITY/ISIIUK. TecT IIpoBOAMIIN IIepel CEpUeii SKCIIO3U-
it neiicTBuio 3ByKa (21 meHb) u mociie Hee. B xome mocnenoBaTeIbHbIX IIPEIbsIBISHU 3ByKa y
KpBIC IMHUU “4” (popMUPOBATNCH MUOKJIOHUYECKHE CYIOPOTH, TOraa KakK y KpeIic “0” AD u, co-
OTBETCTBEHHO, MUOKJIOHUYECKUX CYIOpOTr He ObL10. B ucXomHOM TecTe y KphIC JUHUU “4” ypo-
BEHb JIOKOMOLIUM M HMCCJIEOOBATEIbCKOM aKTMBHOCTU ObUIM BBIIIE, YeM Y KpbiC JIuHUU “07.
Bo BropoM TecTe y KpbIC TUHUH “4” 3HAYMMO U3MEHIIMCh MHOTHE ITOKAa3aTeJIM IIOBEACHUS, OT-
paxas oOlllee YTHETeHNE MCCIEA0BATEIbCKOl aKTUBHOCTU M JIOKOMOLIMK. Y KpbIC JTUHUU “0”,
MOABEPraBIIMXCS AEHCTBUIO 3ByKa (HO HE OOHAPYKMBIIMX IIPU3HAKOB AD), MOBEIEHNE BO BTO-
POM TecTe ObLIO O0Jiee aKTUBHBIM, YEM B IIEPBOM, OTpakasi IpUBbIKaHUE XKUBOTHBIX K 0OCTaHOB-
Ke OITbITa, OJHAKO CABUTHU psifa MoKa3aTeJieil BTOpOro TecTa CBUACTEIbCTBOBAIU O CJIOKHOM Xa-
pakTepe U3MEHEHUII B YPOBHE TPEBOKHOCTU 3TUX XUBOTHBIX (KaK CICACTBUSI CEPUITHOTO ACii-
CTBUSI CUJIBHOTO 3ByKa). CXOIHBIIA reHeTUUEeCKMU (pOH OABYX JIMHUI KPBIC, KOHTPACTHBIX IO AD,
MO3BOJISIET 3aKJIIOYNUTh, YTO U3MEHEHUS ITOBEICHUS KPBIC JUHUM “4” SIBWINCH CICOCTBUEM WH-
IYKIIMU CepUr SNUIeTTUOOPMHBIX PeHoMeHOB AD. JlaHHag mapa TMHUM MOXET OBITh YETKOM
TeHETUYECKOM MOJIEJIbIO CYTOPOXHBIX COCTOSTHUM, TTO3BOJISIONICH HAASKHO OLlcHMBAaTh 3 deK-
Thl U BHEIITHUX BO3ACHCTBUI, 1 (papMaKOJIOTrMYEeCKMX areHTOB.

Karouesbie cnoea: aymmoreHHasl SMUIIETICUs, MUOKIIOHUYECKUE CYNOPOTrd, KUHIJIWHT, TPEBOX-
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BBEAJEHWE

HMcnons3oBanne n1adopaTOPHBIX MOJCICH IS
uccienoBaHus 3abojieBaHUM 4YejoBeKa M, B
YaCTHOCTHU, CYXIEHHE O HAJIWYMU WIN OTCYT-
CTBUU “KOMOPOMAHOCTU” B MPOSIBJIEHUU I1aTO-
JIOTUYECKMX NPU3HAKOB B ITOBEICHUM KUBOT-
HBIX Pa3HbIX TEHOTUIIOB CTABUT BOIIPOC O BIMSI-
HUM Ha 3TU SBJIEHUS TeHeTUYecKoro ¢oHa
cpaBHuBaeMbIx auHuil (Garcia-Cairasco et al.,
2017). ConocraBieHUe MPOSBIACHUN ayIuOTreH-
Hoit sarmienicuu (AD) ¢ TToKa3aTeIsIMU TTOBeIe-
Hus B Tecte Ilopcoiita 1 IpUITOAHSITOrO KpecTo-
o0pa3Horo 1adbupuHTA Y KPBIC 4 TEHOTUTIOB, I10-
MapHO pa3jIUYaBIIMXCSI IO HAJIUYUIO WIU
OTCYTCTBUIO ayAUOTreHHOM snuiencuu (Sarkiso-

va et al., 2017), IpoaeMOHCTPUPOBAJIO YETKOE
BJIMSIHUME TE€HETUYeCKOro (poHa >KMBOTHBIX MC-
clielyeMbIX T€HOTUIIOB. DBbLIO MoKazaHo, 4TO
KOMOPOUIHOCTb AD C MpU3HAKaMU JeTIPECCUU 1
TPEBOXHOCTH B TIOBEAECHUU OOHapyXXujlach
TOJILKO B OJHOU “mape” JMHUU Kpbic (JIUHUS
Kpymmnckoro-MonoakuHa, KM, ¢ MHTEHCUB-
Hoil AD) — u kpbic Buctap (Het AD). OgHako B
Ipyroi “mape” JUHUIA, B KOTOPOI ObLIU JTMHUS
“0” ¢ orcyrctBUeM AD u JIuHUS “4” ¢ MaKCHU-
MaJIbHOM MHTEHCUBHOCThIO AD (CeleKTHUpPOBaH-
HbI€ U3 OIHOM ruOpuaHOI monysiuu KM %X Bu-
cTap), Takasi KOMOPOWIHOCTh OOHapyxXeHa He
ObUIa. DTU JaHHbIE HE MO3BOJISIIOT TOBOPUTH 00
OTCYTCTBUU NOJO0OHOI KOMOPOUIHOCTHU, HO I10-
Ka3bIBaIOT, UTO 3Ta MpobyieMa JOCTaTOYHO CITOXK-
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Ha, TIOCKOJIbKY B TOBEISHUMN XKUBOTHBIX BbISIB-
JISIeTCS CylLlIeCTBEHHAsI POJIb FTeHETUYECKOTro (po-
Ha JIMHUMU.

B cBs13u ¢ 3TUM OJ1s1 OLEHKU BIUSIHUSA AD
(TouHee, BIUSHUSA “ayAMOr€HHOIO MUOKJIOHY-
ca”) Ha IoBeJIeHUE KPbIC B TECTE “OTKPHITOE IO~
Jie” ObUIM MCIOJb30BaHbl KPbIChl BTOPOI yIIO-
MUHaBIIENCcs BbIlIE Mapbl JUHUI. O0e 3TU Ju-
Huu (“4” n “0”) uMmeroT oO11Iee ITPOUCXOXKISHNE
(1 6osee GAMBKUIA APYr K APYry TeHETUYECKUIA
¢oH). X pasgenbHOe pa3BeaeHUE HACUUTHIBACT
36 MokKoJieHui1, Torma Kak Kpbichl TuHuU KM n
Bucrap paszBoasTcsi He3aBUCMMO B TeUYeHUE
MHOTUX AECSATKOB IMMOKOJEHUM, HaUMHas ¢ KOHLa
1940 r. DTO OOCTOSTEIBCTBO HE IMTO3BOJISIET UTHO-
pupoBaTh Bo3MoxkHoe BnusHue Ha [ITHC 3Hauu-
TEJILHOTO YKCJia He3aBUCUMbBIX MyTallUid, KOTO-
pbie MOTJIM BO3HUKHYTh U Y KM, u y Bucrap.
CxonHblit (MM OJIM3KUI) reHeTudyeckuit (PoH
CpaBHUBaeMbIX JIMHUI MMO3BOJISIET JieaTh OoJiee
YBEpPEHHbIE 3aKIIOUYEHUS O BIUSIHUM Ha MTOBE/IE-
Hue (MU 00 OTCYTCTBUU TaKOTO BJIUSIHUSI) HEB-
pPOJIOTMYECKUX OTKJIOHEHUI, CBI3aHHBIX UMEH-
HO ¢ AD. B naHHO#1 paboTe NpUBOASITCS PE3YJib-
TaTbl TECTUPOBAHUS KPbIC B “OTKPBITOM I10Jjie”,
KOTOpO€ XXWBOTHbBIC B3TUX JIMHUNA TIPOXOIUIUN
JIBaXKAbl — IO CEPUITHOTO eXelHeBHOro (21 neHb)
MpeabsBICHUS CUJIBHOTO 3ByKa U IOCJIE 3TOTO.
B mpoliecce Takoro skcriepuMeHTa Y KpbIC C
MIPEeapacoioXeHHOCThIO K AD pa3BUBaeTCsl SIB-
JIeHue “ayauMoTreHHOro KMHIIMHIa” (110 aHalo-
'Y C SIBJICHWEM KWHIUIMHTA, WIX “‘pacKauyku’,
MPpY PUTMUYECKOI BIEKTPOCTUMYJISILIMM TUIIIIO-
KaMmna Wiu MUHAAJIUMHBI). DTU ObICTPbIE “TUKO-
o0Opa3Hble” MUOKJIOHHWYECKUE CYIOpPOId 3aTpa-
TMBAIOT JIULIEBYIO MYCKYJATypy, MbILILBI 1IEH,
repeqHUuX KOHEYHOCTel, a MHOIIa 1 TYJOBMIA
(denoroBa, Cemnoxuna, 2002).

dopMupoBaHUE MUOKIOHUYECKUX CYAOPOT
CBSI3aHO C BOBJICYEHUEM B MIPOLIECC DMUIENTOre-
He3a CTPYKTYp TepeaHero Mo3sra, B YaCTHOCTH,
TUMIoKamMIia, HeoKopTekca U MUHIaIMHbI (Pe-
nortoBa, CemmuoxuHa, 2002; Garcia-Cairasco et al.,
2017), 4yTO HE MOXET HE CKa3aTbCsl Ha (PyHKLIMU
3TUX CTPYKTYP U, CJIEAOBATEIbHO, HAa MOBEICHUM
JKMBOTHBIX. B CBSI3U ¢ 3TUM cpaBHEHME MOBEIE-
HUs1 KpbIc JuHUMK “0” 1 “4” B Tecte “OTKpbITOE
noJjie” 4o U mocjiae “BbIpabOTKM” MHOKJIOHUYE-
CKHX CyIOpOTr MOXET MoKa3aThb, Kak (hOpMUPO-
BaHME MaToOJOrMYECKOTo Mmpoliecca B MepeaHeM
Mo3re (JIMHUA “4”) MOXeT MOBIUSITh Ha YPOBEHbD
JIOKOMOLIMHU, TIOBeAeHUE “3aMUpaHus”’ U UCCe-
JIOBATEJbCKYIO aKTUBHOCTD XMBOTHBIX T10 CpaB-
HEHUIO C BJIMSTHUEM CEPUMHOMN SKCITO3ULIAN KU -
BOTHBIX J€HAICTBUIO 3ByKa 0€3 pa3BUTUS CydOpPOT

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU
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(muansg “0”). Takoe MpOBOAMMOE BIEPBHIC CO-
IMOCTaBJICHWE IIO3BOJMJIO BBISBUTH BaKHbIC
MEXJIMHEHbIE pa3Indus B TOBEASHUN, HO B TO
Ke BpeMmsl ITIPOJIEMOHCTPUPOBAIO HEOOXOMU-
MOCTh MWCIIOJIb30BaHUSI HE OMMHOYHOIO TeCTa
“oTKpBITOC ToJIie”, a Habopa (OaTtapen) TeCTOB
i1 OoJjiee OeTajJbHOITO W WHMOPMATUBHOTO
CpaBHEHMS TaKOTO POJa.

METOIMKA

DKrcnepumenmanvhble Hcueomusle. B padote
OBLIM UCMOJIb30BaHbl 4-MeC. KPbIChI-CaMIIbI JI-
Huu “4” (F36, n=14) u iuauu “0” (F40, n=13).
Cenexuus quaum “0” (Ha orcyrcTBue AD TIpn
JleicTBUM 3ByKa) Obula Havyajia B cepearHe 1990 r.,
cejieKMs JUHUU “4” Oblla MHMLIMMPOBaHA Ha
ocHoBe Kpbic F4 muuuu “0”, mposBasIBIINX He-
BBICOKYIO MHTeHCHMBHOCTh AD. Hauamom 3Toro
CEJICKIIMOHHOTO 3KCIIepMMEHTa OBbLIO TIoJIyde-
Hue ruopuaos F2 mexnay kpeicamu nuau KM n
KpbicaMu Bucrap, crneumagbHO CTpPOro OTO-
OpaHHBIMU Ha OTCYTCTBHE AD B XO4e TPOeKpar-
HOM 3KCITIO3ULMU UX AEMCTBUIO 3ByKa C UHTEP-
Banamu 4—6 nueit (Pegorosa u ap., 2012). 3atem
OBLTU TIPOBEACHBI ABa MOCAEI0BATEIbHBIX BO3-
BpPaTHBIX CKpEIIMBaHMs ¢ KpbicaMu JTMHUN KM,
rnocJjie yero 6b1a Hayata COOCTBEHHO CEIeKIIMS
Ha oTcyTcTBUE AD (CM. HMKE).

8KCHepI/IMCHTbI OBLTU IIPOBE€ACHLI B COOT-
BETCTBUU C OUMOABTUYECKUMU Tpe6OBaHI/IHMI/I
DIRECTIVE 2010/63/EU.

Ayoduoeennasn snunencus (AD). TectupoBaHue
AD, a B ganpHelillleM MHOTOKpaTHasi 3KCHO3U-
LI1s1 BCEX XKUBOTHBIX A€M CTBUIO 3ByKa B TEUEHUE
21 [aHs1, TPOBOAUJIMCH B 3BYKOIPUIIYIIAIOLIEH
Kamepe (13 TBepaoro riactuka). Micnojb3oBain
3ByK cuJjioit 120 nb (ayauTopHbIii 3BOHOK). Ye-
pe3 6—9 cex y KpbIC IMHUM “4” HauMHAaIOCh pa3-
BUTHE TUIIMYHOTO Mpumaaka AD: craausi ObICT-
poro (KJIOHM4YeCcKoro) 0era, 3aTeM KJIOHUYECKUEe
U TOHUYECKHE CYIOpPOTrv, 3aXBaThIBAaIOIIME BCE
MBIIILIBI TYJOBMIIA W KOHEYHOCTEi. Y Bcex
KPBIC TMHUU “4” MHTEHCUBHOCTb MpUCTyIia AD
ObLla MakcuMaJibHO#. ExemHeBHasi 3KCIIO3U-
LM KPbIC 3TOM JIMHUU JIEUCTBUIO 3ByKa IMpUBEJIa
K TMOSIBJIEHUIO CYAOPOT APYroro Tuna — MUOKJIO-
Huyeckux (Poletaeva et al., 2017), KoTopble Ipo-
SIBJISLIUCH Cpa3y Mocjie OKOHYaHUsI TOHUYECKOTO
CYyIOpPOXHOTO TpuIiaaka. Mx rieppoe nosiBjaeHue
Y HEKOTOPBIX JKUBOTHBIX ObLJIO OTMEYEHO Ha 8-i1
JIeHb TaHHOI cepru, HO Ha 9-1i fIeHb MUOKJIOHU-
YeCcKHUe CyIOpOru ObLIW 3aperucTpUpOBaHbl Y
BCEX KMBOTHBIX TUHUU “4”. Y KpbIC 1uHUMN “0”
aHaJIOTUYHbIE BO3AEHCTBUSI HUKAKUX MPOSIBIIC-
Ne 2
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HU1 AD He BBI3BaJIM HU y OJHOIO XXMBOTHOI'O
(HM reHepaaM30BaHHOrO MpuMaaka, HA MUO-
KJIOHMYECKHMX CyJIOPOT).

Tecm “omrxpovimoe noae”. I3roroBneHHast 13
>KECTKOTO IJIaCTUKa yCTAaHOBKA “OTKPBITOTO I10J1s1”
nMeJia IuaMeTp apeHbl 1.5 M ¢ BBICOTOM CTEHOK
50 cm. Iost apeHbl ObLT pacuepueH Ha KBaapaThbl CO
cropoHoii 10 cMm. TecTupoBaHue TIPOBOIWIN B OT-
JIeJIbHOM TIOMEILEeHUU ITIpu OCBelIgHHOCTH 50—
60 srokc. ZKUBOTHOE MOMeIlaIv B LIEHTP apeHbI
Ha 3 muH. [lokazaTtenu moBeacHUsT BBOAWIU B
KOMITbIOTEp online B IMOJlyaBTOMaTU4Ye€CKOM pe-
xume (mporpamma M.I. IlneckaueBoii). Peru-
CTPUPOBAJIN YMCJIO MTepECeUYeHHBIX CTOPOH KBal-
paroB Ha Tiepudepun apeHbl 1 B €€ LIEHTPe, YHCIIO
3MU30/I0B U JUIUTEJILHOCTh KaK 3MU300B 3aM1pa-
HUSI, TaK U YUCTKU IIepCTU (IPyMUHra), 4ucjio
BEPTUKAJIbHBIX CTOEK U 0OJIIOCOB JieheKaliu.

OlleHKa CTaTUCTUYECKON 3HAUYMMOCTU pas-
JInyuii OblJ1a IpoBeieHa C UCIOJIb30BaHUEM He-
rnmapamMeTpuyeckoro kputepuss MaHHa—YUTHHU.
Paznuuus cuuranuch 3HauuMbIiMuU I1pu p < 0.05.

PE3YJIbTATbI UCCJIEJJOBAHUN

ITokazatenu 1-ro Tecta “OTKphITOE TIOJE”
OBLIM TIOJIyYeHBI 3a 1 JeHb A0 Havyaa eXXelIHEeB-
HOM BKCMO3UIIMU KPbIC 00EUX TUHUI NeHCTBUIO
3Byka. Ha crenyroniuii 1eHb nmocjie OKOHYaHUS
3TOM CEpUU TECT “OTKPBITOE T0Jie” ObLI IMPOBE-
JIeH MoBTOpHO. ExXegHeBHOE AECTBUE CUITBHO-
ro 3ByKa B T€UEHME IJIMTEIIbHOIO IMepruoaa Kak
HECOMHEHHO HETaTUBHOTO JIJISI COCTOSIHWSI Opra-
HuU3Ma (pakTopa MOIJIO BbI3BaTb U3MEHEHUS B
($U3NIECKOM COCTOSIHUU KMBOTHBIX O0OEUX JIM-
Huii. Hukaknx naMeHeHUi 1IepCTHOTO MOKPO-
Ba, COCTOSTHUS KOXXM WJIU IPYTMX BHEITHUX TTPU-
3HAKOB HEOJIArONPUSTHBIX UBMEHEHUU y KPBIC,
UCMOJb30BAaHHBIX B 9KCIIEPUMEHTE, OOHapYyXKe-
HO He O6b110. [ToTepu Beca Teia y KpbIc 00euX Jii-
HUI HE OBLITO, OBLIIO OTMEYEHO HEOOJIbIIOE (CTa-
TUCTUYECKM HE3HAYMMOE) €ro YyBEeJIWYEHMUE.
VY kpoic tuHumn “4” — ¢ 383.1 + 9.5 r no 392 +
* 10.4 1, y kpbic 1uHUH “0” — ¢ 390 £ 90.1 r no
415.7+9.6T.

PesynbTarhl 1BYyX MpeIbsIBIEHUN TeCTa CpaB-
HUBAJIM KaK BHYTPU KaxkKA0i JTMHUM (10 U TTOCie
BO3JIEHCTBUS), TAK U MEXITY TUHUSIMMU.

CpasHenue nokazameneii nogeoerus Kpuic Aunuil “4”
u “0” 6 mecme “omkpoimoeo noas” 0o Hauana
exceOHeBHbIX IKCRO3ULULL OelicmBUI0 38YKa

Yucno mnepecedyeHUil CTOPOH KBaapaTOB Ha
nepudepun apeHsl 3a 1-10 MUHYTY TecTa ObLIO
CTAaTUCTUYECKU 3HAUYMMO OOJIbIlIe Y KPbIC TUHUU
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Puc. 1. Yucno nepeceyeHUil CTOPOH KBaApaToOB Ha
nepudepun apeHbl “OTKPBITOTO IMoJis1” y KPbIC JIU-

Huit “0” 1 “4” mo 3 MMH TecTa OO U IIOCJIE 3BYKO-
BbIX 3Kcno3uluii. CBeTJ0-cepbie CTOJOUKU —
1-9 MUHYyTa, TEMHO-CEpbIe — 2- MUHYTa, YepHbIC
— 3-g MuHYyTa TecTa. *, ** — cTaTUCTUYECKU 3HAY -
Moe paznuuue Mexnay nokasareiasmu (p < 0.05 u
0.01, xpurepuit MaHHa— YUTHN).

Fig. 1. The numbers of square sides crossed in the
“open field” arena periphery by rats of lines “0” and
“4” in 3 min before and after sound exposures. Light
grey columns — 1t min, dark grey ones — 2" min,
black — 3™ min. * ** significant difference in scores
(p <0.05 and 0.01, Mann—Witney crit.).

“4” mo cpaBHeHMIo ¢ quHuen “0” (p < 0.01, cm.
puc. 1). Takum oOGpazom, o011 YPOBEHD JBU-
rateJbHO aKTUBHOCTM B HCXOOHOM, “(MOHO-
BOM” COCTOSIHUM ObUI BbIlI€ Y KPbIC TUHUMN “4”.
Takue xe paznuuus ObUIM OOHApPYXKEHbI U IO
CyMMapHbIM MOKa3aTeJIsIM JJOKOMOLIMHU 3a 3 MUH
Tecta. OOIIMIA MATTEPH pa3IUYUiil B IOKOMOTOP-
HOM aKTMBHOCTH (KaK MEXJIWMHEUHBIX, TaK U LIS
KXo JIMHUM MEXIy OByMSI TeCTaMM) Mpemd-
CTaBJIeH Ha puc. 1.

Yuciao mepeceyeHHbIX CTOPOH “lLIEHTpaib-
HBIX” KBaapatoB (ob6yacTb U3 16 KBaIpaToB B ce-
peauHe apeHbl) TakKe ObLIO HECKOJILKO (He3Ha-
YMMO) BBIIIE y KpbIC TMHMHA “47: 8.31 + 1.13, “0” —
6.36 = 1.08. DT pa3nuuusl MOXHO TPaKTOBAaTb
KaK OTCYTCTBUE 3HAYUTEIbHBIX MEXIMHEMHBIX
pasMunii B M30eraHuM LeHTpa “Tons”, T.e. B
TPEBOXHOCTHU 3TUX XKMBOTHLIX, pa3BUBaIOLIEiiCs
MocJjie MTOMEeIeHMS (KMBOTHOTO Ha OCBELLIEHHYIO
OTKPBITYIO ILJIOIIAIKY.

MeximHeiiHble pa3nnuus B “(poHOBOM” T10-
BEACHUU KPbIC 3TUX JIMHUI OOHAPYXKUJIUCH U B
yycjie BEPTUKAJIbHBIX CTOEK, Haubojee YeTKO
BbIpaxkeHHbIe B 1-10 1 2-}10 MUHYTY TecTa. 3a
3 MMH TecTa YMCJIO CTOEK Y KpbIC TUHUIA “0” n
“4” TakKe CTaTUCTUYSCKU 3HAUYMMO Pa3inyajioch
1 OBLIO BBILIIE y KpbIC TUHUU “4”: 6.23 + (.86,
“0” —1.35x0.83 (p<0.01). CnenyeT OTMETUTH B
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Puc. 2. Yucno BepTUKAIBHBIX CTOEK B Tecte “OT-
KpBITOE T10JIe” y KPBIC ABYX JIMHUIA 1O U MOCJIe ce-
pPMU 3BYKOBBIX 3KCIO3UIINIA, BbI3BABIIE MUOKJIO-
HUYECKME CyTIOPOTH y KpEIC TuHUU “4”. Ob03Haue-
HUS KaKk Ha puc. 1, ** ***_ craTuctuyecku
3HayrMble paznnuus (p < 0.01 u 0.001).

Fig. 2. The numbers of rearings in the “open field”
text in rats of two lines before and after the sound ex-
posure which provoked the myoclonic seizures in
line “4” rats. Designations as in fig. 1. **, *** — gjg-
nificant differences (p < 0.01 and 0.001).

1IeJIOM HeBBICOKUI1 yPOBEHB MCCIIEIOBATEILCKOM
aKTUBHOCTHU y KpbIC 00eux tuHuii (puc. 2). Cie-
IIyeT OTMETHUTh, YTO B IIEPBOM TeCTe “IMHaMMUKa”
YHCIa CTOEK 3a 3 IOoClIeNoBaTeIbHbIE MUHYTHI
MpeOBIBaHUS B “OTKPBITOM ITOJie” Y KpbIC TMHUN
“0” u nmHUN “4” ObLIa TPOTUBOIOJIOXKHON — Yy
KpbIC TMHUM “(0” 4MCIIO CTOEK CTaJIO OOJILIIIE B
3-10 MUHYTY, TOTAa KaK y IPyTroil TMHUKA OOHApY-
KUJIOCh HEKOTOpoe cHIKeHue. [1o Bceit Buan-
MOCTH, IJIsT KpbIc TMHUA “0” HOBast oOCTaHOBKA
BbI3BaJIa MOJABJICHUE MCCIIENOBATEILCKUX IBU-
KEeHUU (M IIPOSIBJICHWE 3aMUpPaHUsl, CM. HILKE),
TOrga Kak y JUHUU “4” 3TOro He IIPOM3OIILIO.
Bo3MOXHO, 94TO 3TO OTpaxkaeT HaTUuIne MK~
HEeWHBIX pa3mnuuii B “POHOBOM” ITIOBEIEeHUU
KPBIC 3TUX JIMHUIA.

Yucno 3nmM30m0B TpyMHMHTA KaK TOKa3aTesb
“koH(IUKTA” MEXIY TPEBOXHOCTBIO M MCCIIe-
moBatenbckuM mnoBedeHueM (Delprato et al.,
2017) OBLIO CTAaTUCTUYECKHN HE3HAYMMO HIXKE Y
Kkpbic “07. Y “4” — 1.38 £ 0.38,y “0” — 0.78 =
* 0.37. Bpems1, B TedeHME KOTOPOTO XXUBOTHBIC
YUCTWIHN IIEPCTh, Y KPBIC IBYX UCCIICTYEMBbIX JI -
HUH TIpaKTUYEeCKU He pa3andanoch (y “4” — 1.31 =
+098c,y “0” —1.79 £ 0.95¢).

Yucno a1u3010B 3aMUpaHus (Kak Mmokasare-
JIsl CTpaxa-TPEBOI'W MPU IMTOMEIIEHU U (KUBOTHOTO
Ha OTKPBITYIO apeHy) 3a 1-10 MUHYTY TecTa ObLIO
CTaTUCTUUYECKU 3HAYMMO BbIIIE Y KPbIC JUHUU
“0” (y “4” —0.38 £0.39,y “0” —2.0x+ 0, p <
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<0.01). CymmapHOoe BpeMs 3aMHpaHUsI OBLIO
TaK:Ke 3HAYMMO BHIIIE Y KpbICc TuHuU “0” (y “4” —
0.50+2.47c,y“0” —8.48 =2.38 ¢, p<0.01). D10
CBUIIETEIILCTBYET O O0Jiee BBICOKOII TPEBOXHO-
ctu Kpbic muHuM “0” B oOCTaHOBKE TecTa “OT-
KpBITOE TT0JIe” TIPU MX TIEPBOM ITOMEIISHUM Ha
apeHy. O0 »TOM e CBUOCTEIBCTBYIOT U He-
CKOJIBKO 0Oo0Jiee BBICOKME IMoKa3aTeau aedeka-
UM (KakK TIPOSIBJICHUSI SMOLIMOHAJIbHOM peak-
TUBHOCTH, Yy muHun “4” — 0.38 £ 0,25,y “0” —
0.57 £ 0.24, pasnmuums HegOCTOBepHBI). Kak
“3HAK” MEXJIMHEHHBIX pa3IMunii, Tak 1 adbco-
JIIOTHBIE BEJIMUYMHBI MTOKa3aTesIei MOBeASHUS 3a
2-10 ¥ 3-10 MUHYTY T€CTa OBIJIM CXOIHBI C JAHHBI-
MU 110 1-11 MUHYyTE.

H3zmenenus nosedenus Kpoic 08yX AUHULL 8 mecme
“omkpbimoe nosae” nocae cepuu IKCNO3UUUIL
delicmauio cuabHO20 38yKA

Kpoicot aunuu “4”. Y 3THX XKUBOTHBIX MIOBEIE-
HHEe B “OTKPBITOM II0Jie” TIOCJIe BBIPAOOTKU
ayIMOTeHHBIX MUOKJIOHUYECKUX CYIOpOT IIpe-
Tepresio 3HAaYUTeIbHble M3MeHeHus1. [Ipounso-
IIJTO pe3Koe (M CTAaTMCTUYECKM 3Hauumoe, p <
<0.05) cHMXKeHuEe YPOBHS JIOKOMOTOPHOI ak-
TUBHOCTY, BBIpa3WBIIeeCs B CHIDKCHMU 4YMCiIa
IepecevYeHnii CTOPOH KBaApaToB Ha iepudepun
apeHBI KaK Tl KasKIO0M 13 MMHYT TecTa (CM. puc. 1),
TaK I CyMMapHO 3a BCe BpeMsI TecTa (CyMMapHbIe
JaHHble: 1-if tect — 34.91 * 4.02, 2-i1 TecT —
14.67 £ 3.85, p < 0.01). Takoe ke pasnuyue B
YHCJIe IepeceYeHUI CTOPOH KBaapaToB B LIEHTPE
apeHbl He OBLIO 3HAYMMBIM (TEHIECHLUS, p =
=0.065). TakuM o6pa3oM, IIOCje eKeTHEBHBIX
npunagkoB AD y KpbIC TMHUU “4” IIPOM30IIIIO
pe3Koe CHIDKEHME JJOKOMOTOPHOI aKTUBHOCTH:
YKCJIO BEPTUKAJIbHBIX CTOEK (KaK MapKep Ucce-
JIIOBATEJIbCKOM aKTUBHOCTHU XKMBOTHOIO) BO BTO-
POM TecTe Pe3KO M CTaTUCTUIECKU 3HAUYUMO (p <
<0.01) crano Huxe (puc. 2).

DNU3000B IPYMUHTA y KPBIC 3TOM JIMHUM CTa-
JIO CTAaTUCTUYECKN 3HAYMMO OOJIbIIIe BO BTOPOM
tecte (1-a munyTa, p = 0.013): 1-it Tect — 1.18 +
* 0.43, 2-iiTect — 3.00 = 0.42 (p < 0.05). Bpems,
3aHSTOE€ TPYMUHIOM, BO BTOPOM TeCTe TaKXe
CTAaTUCTUYECKU 3HAYMMO yBeandmnoch (p < 0.01)
(1-itTect — 0.80 = 2.54 ¢, 2-itTect — 10.87 = 2.44 c).
UYwuciio 330108 3aMUpaHUs MEXKIY TeCTaMU He
pas3nInyagoch, HO BpeMs 3aMupaHus (IposiBie-
HHE TPEBOXHOI peakIIny Ha 0O0CTAaHOBKY TECTA)
B 1-10 MMHYTY TecTa CTaTMCTMYSCKU 3HAYMMO
yBeJm4Iuiock: 1-it rect — 0.39 + 3.51 ¢, 2-i1 Tect —
14.65 = 3.36 ¢ (p < 0.05).

Kpoicot aunuu “0”. Y XKpbIC 3TOM JUHUU pa3JIu-
YMsl B IOKa3aTesIX TecTa “OTKpPbITOE Iojie” O0 U
Ne 2
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MOCJie 3BYKOBBIX BO3ICHCTBUI OBIJIM ITpaKTHUUe-
CKM BO BCEX CJIydasiX CTaTUCTUYECKU HE3HaYM-
MBbIMM, 32 OOHUM HCKJIIOUYEHUEM. YPOBEHb Je-
dekanun (Yuciao OOJIIOCOB CyMMapHO 3a 3 MUH
TecTa) y KpbIC TUHUU “0” JOCTOBEPHO CHU3MJICS
(1-i1 tect — 1.6 £ 0.4, 2-fi tTect — 0.4 £ 0.4, p <
< 0.05). 910 MOXET OBITh CBUIAETEIIHCTBOM CHU-
JKEHMS YPOBHSI TPEBOXKHOCTHU Y KphIC “0” KO 2-My
TECTY, XOTsI JIeJlaTh 3TOT BBIBOJ Ha OCHOBAaHUU
TOJIBKO JTaHHOTO IOKa3aTelass MOXET OBITh He
OYCHb HAIEXHO, IMOCKOJBbKY ApYyrue WHIASKCHI
TPEBOXHOCTHU y 3TUX XUBOTHBIX HE CBUICTEIb-
CTBYIOT O CHVMXXCHUM TPEeBOXHOCTU. OTMETUM,
YTO CyMMapHO 3a 3 MWH TeCTa JIOKOMOTOpHasi
AKTMBHOCTBH BO 2-M Te€CTe CcTajia HE3HAYUMO BHI-
e (1-i1 rect — 36.69 £ 9.26, 2-it TecTt — 56.42 +
+ 9.64). OTCyTCTBHE CTAaTUCTUUECKUA 3HAUMMBIX
pasIMuuii MeXIy T0Ka3aTelIsIMUA JIBYX TECTOB Y
Kpbic JuHUM “0” oTpakaeT, Mo BCEl BUIMMO-
CTH, OOJIBIIION MHAWBUAYAJIBbHBII Pa30poOC 3TUX
rmokasareseii. DTo, B CBOIO oUepelb, MOXET ObITh
CBSI3aHO C pa3HBIM BIUSTHUEM TMCKOM(POPTHOTO
BO3IeiiCTBUS (CEpUM 3BYKOBBIX 9KCIO3UIINIT) HA
9TUX Kpbic. M3BEeCTHO, YTO B TeCTe “OTKPHITOTO
MoJIsT” peaklrMell XXMBOTHOTO MOXKET OBITh Kak
MOBBIIIIEHHAsT JOKOMOLMS (peakuusl “TaHude-
ckoro 6era”), tak 1 “3atamBanmne” (Edut, Eilam,
2004; Miguel et al., 2010; Sun et al., 2020]). Oka-
3aJI0Ch, YTO YMCJIO SIM30I0B 3aMUpaHUS 3a
3 MMH TecTa y KpbIC TMHUM “0” IIpU ITIOBTOPHOM
TecTUpOoBaHUU cTayno 6ompine (5.8 + 1.0 7.3 =
* 1.0), xaKk crtajo OoJyiblIe W YUCIIO 3MU300B
rpymudra (2.9 = 0.7 u 4.3 £ 0.8), 1.e. AciicTBUe
CHJIBHOTO 3ByKa OTPa3mJIOCh Ha 3TUX IOKa3aTe-
nsix. I3 3Toro cieayeT, 4To cyxKIeHue 00 n3mMe-
HEHUM TaKOH “BHYTpeHHEM IepeMeHHOMN”’, KaK
YPOBEHBb TPEBOKHOCTH CJICAYeT AeIaTh HA OCHO-
BE TMMOKa3areJeil He OMHOIO TecTa, a MX darapeu,
YTO B JaHHOM paboTe caenaHo He OBLIO.

CpagHeHue noxkazameneil no8edeHuUsl Kpbic 08YX AUHULL
6 mecme “OmMKpbIMoeo noasa” y Kpvic nocie
MHOMCECMBEHHBIX eXCeOHeBHbIX IKCNOUYUIL
deiicmeuro 38yKa

Yucno KBagpaToB, IIepeceYeHHbIX B 1-10 MUHYTY
TecTa, ObLIIO HECKOIBKO (CTaTUCTUYECKU HE3Ha-
YKUMO) BbIlIe y KpbICc JIMHUU “0”. Yncao cToek B
1-10 MUHYTY TecTa ObLIO MOYTU OJMHAKOBBIM, a
3MU30/I0B TPyMUHTa ObLIO CTaTUCTUYECKM 3Ha-
YUMo OoJblle y KpbIC JUHUU “4” (“4” — 3.0 =
+0.46, “0” — 1.2 £ 0.43, p <0.01). Bpems, 3aHsi-
TO€ TPYMUHIOM B 1-10 MUHYTY Te€CTa, TakKxKe ObI-
JIO y HUX O60nb1ue: iuHug “4” — 10.87 £ 2.7 ¢, nu-
Hus “0” — 3.2 £ 2.5c¢, p <0.05). I1uTeIbHOCTh
3MU30/I0B 3aMUpaHUs Obl1a O0IbIIIE Y KPbIC JIM-

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 71

283

HUU “4”, T.e. UX UCITYT POSIBJISIIICS B OoJiee OJIu-
TEJIbHOM 1 4acTOM 3aMUpaHUU. Y KPbIC JTUHUU
“4” 310 6bLIO 10.58 + 3.52 ¢, y KpbICc TMHUM “0”
— 5.01 + 3.38 c. laHHbIe 3a 3 MUH TecTa UMeEJN,
B 1IEJIOM, TaKOM Xe “pUCYHOK” MEKJIIMHEMHBIX
pas3nuuuii, Kak 1 B 1-10 MUHYTY TecTa.

B 1o e Bpems cToek (3a 3 MUH CyMMapHO) y
KpbIc TMHUU “0” cTajo CTaTUCTUYECKN 3HAYMMO
oosbiie, yeM y TuHUM “4” (8.7 £ 1.2mu 2.5 = 1.4,
p < 0.01), yncimo OGomocoB nedeKaluu ObLIO
oosbiie y Kpoic muHun “4” (2.0 +£0.41 0.7 £ 0.4,
p <0.05).

OBCYXIEHMUE PE3VYJIILTATOB

M MmexumHeliHble cCpaBHEHUSI ITOBENCHUS B
TecTe “OTKPBITOrO MOJisi”, U CPABHEHUE 3TUX TTO-
KasaTtesjge B KaXIOoW JMHuUM “no” u “mnocie”
MHOTOKPATHBIX 3KCIIO3ULIMA NEUCTBUIO 3ByKa
nokasaju, 4To B “poHe” KpbIChl JUHUU “0” ObI-
JIM 3HAYUTEJIbHO MeHee aKTUBHbI U OOHapyXKU-
BaJIl HECKOJIBKO 00Jiee BbIpaXKEHHYIO TPEBOXK-
HOCTb, YeM KpPbICHI JIUHUU “4”. B x0ne MHOXe-
CTBEHHBbIX TPENbSBICHUIN 3ByKa Y KPbIC JUHUU
“0” He ObLITO MPOSIBACHU AD, TOTrIa KaK Yy KPbIC
“4” ObUIM U TOHUYECKME, U MHUOKJIOHMYECKUE
cynopoxHbie npunanku. IToBeneHue Kpwic Jiu-
Huu “0” Bo 2-M TeCTe CBUAECTEIbCTBYET O MPOSIB-
JIEHUU y HUX “HpUBBIKAHUS’ K OOCTaHOBKE Te-
cTa — BO3poOcCJja UX ABUrareibHasi akTUBHOCTb U
CHUBWJINUCH 3HAKU TPEBOXHOCTHU (CTajio OObIle
HUCCJIEA0BATEIbCKNUX CTOEK, IMTPOU30IILIO CHUXKE-
HUE YypoBHs nedekauuu u Ap.). IloBegeHue
KPbIC JIMHUU “4” BO 2-M T€CT€ U3MEHUJIOCH ITPO-
TUBOMOJIOXKHBIM 00pa3oM. Y HMX JOCTOBEPHO
CHUBWINCh U YPOBEHb JIOKOMOLIMMU, M YHUCIIO
BEPTUKAJIBHBIX CTOEK, a TT0Ka3aTeJIM TPEBOXKHO-
CTU — yCUWIWIUCh. TakuMm o6pa3oM, B IIPOTUBO-
MOJOXHOCTh KpbicaM “0” (y KOTOpPBIX MOBEIEC-
HME CTajo 00ojiee aKTUBHBIM), ¥ KpbIC “4” 11ociie
CepUr CYIOPOXHBIX MPUMNAIKOB MMEJIO MECTO
YIrHETEeHUE aKTUBHOCTHU, KOTOPOE CJIEAyEeT OTHE-
CTH 3a CUET PETYJISIPHOTO MPOSIBJIEHUS CYAOPOX-
HBIX COCTOSTHUM.

PucyHku 1 1 2 yeTKo mokKa3bIBaloT, YTO U3HA-
yaJIbHO cylecTBoBaBIIUeE (1-i TeCT) MEeXXJIMHE-
HbI€ pa3iMuus MpUoOpPeTaloT BO 2-M TECTE ApY-
roit “3Haxk”. [logaBineHue JJOKOMOLIMU U UCCIIE-
JIOBATEJIbCKOM aKTUBHOCTU Y KpPbIC JUHUU “4”
nocjie JJUTEbHONH Cepur WHAYLUPOBAHHBIX
3BYKOM CYIOPOXHBIX MPUITAAKOB U OTCYTCTBUE
Takoro ¢eHomMeHa y KpbiC JUHUU “0” MOryT
OBITh YyKa3aHUEM Ha PEAIbHOE CYILIECTBOBAaHUE
CBSI3U MEXY CYTOPOXHBIMU (peHOMeHaMu AD 1
“IernpeccuBHO-TION00HBIM” ()€ HOMEHOM B BUJIE
W3MEHUBIIEHCS KapTUHBLI TecTa y JUHUU “4”.
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V kpric amepukanckoi muauun GEPR-3 (c He-
BBICOKOII MHTEHCUBHOCTBIO Cymopor AD) ObLIa
rnokasaHa accolualusa AD 1 oco0eHHOCTel Mo-
BeJeHUs (IIpU COIOCTAaBJIIEHUM C MOKa3aTeJIsIMU
ncxogHoM MmHMM Sprague-Dawley, B yacTHOCTH,
B TecTe “OTKpHITOro mojisi”’). OmHakKo, Kak yxKe
00CYXIaIOCh BbIIIIE, TaKOE COIIOCTaBJIEHHUE HE
YYUTBIBAeT BO3MOXHBIX pa3jivu4yuii B reHeTu4e-
CcKOM (boHE cpaBHUBaeMBIX IpyIl. JJaHHBIX I10
TaKOM accolrallii MeXAy KpbicaMMu Sprague-
Dawley n xpeicamu 1nHu GEPR-9 (y kotopoii
cynoporu AD 0Ooyiee MHTEHCUBHBI) aBTOPHI HE
npuBonaT (Aguilar et al., 2018). ComocraBieHue
MOBeNeHUS KphIC Opasmiibckoit auHum WAR
(Wistar Audiogenic Rats) ¢ mcxomHoit Imommysi-
nueii Wistar mo3BOJIMIO BBISIBUTh OCOOEHHOCTU
MOBeACeHMS KPbhIC ¢ AD, OOHAKO IPSIMbIX CBUIEC-
TETBCTB KOMOPOMTHOCTH AD ¢ NPOSIBICHUSIMU
JIeTIpeccCud U TPEeBOXHOCTU HalileHO HEe ObLIO
(Castro et al., 2017). Baugane reHeTMYECKOTO
¢oHa TuHUM (TOYHEe, OCOOEHHOCTE TeHOTUIA
Wistar u Sprague-Dawley, T.e. TUHUWIA, CIIy>KIB-
LIMX MCXOMHBIMU TOIMYISLUSAMU IJIs1 CEeKIUU
Ha AD) BBEISIBUJIOCh B HOBOM MOP(OJIOTUIECKOM
HcclieIoBaHnN Mo3ra aByX JimHuit ¢ AD: GEPR-3
n WAR (Lee et al., 2018). Ilpu mpakTtudeckn
MOJTHOM cXOnCTBe (peHoTUIa AD, y 3TUX TUHUN
pa3auyaanch pasMepbl psga CTPYKTyp MoO3ra,
CBSI3aHHbBIX C Pa3BUTUEM CYyIOPOT, XapaKTePHbIX
st AD. Tloagarue “reHeTmyeckuii ¢poH (genetic
background) mipenrmosaraer ocooeHHOCT Habopa
T€HOB OMHOM JIMHWY B OTJIMYME OT TAKOBOIO ApPY-
TOIi, KOTOPBIE MOTYT OBITh TPUYMHOM pa3Inunii B
addexrax naeHTnYHOTO Bo3aeicTeus. [1loka3zaHo,
HaIlpuMep, YTO T€HOTUII JUHUN MOXET Oompenc-
JISITb OCOOEHHOCTH peakiiiy MO3ra Ha U3MEHEHMSI
MUKPOOMOTHI MOC/IE€ aKTUBALMMA MMMYHHOM CH-
cTeMbl OepeMeHHOI camku Mbimu (Morais et al.,
2018). M3meHenne reHOTMNAa (HOKAyThl M HOK-
WHbBI) MOXKET HEOIMHAKOBO U3MEHSThH IIOBEACHUE
KMBOTHBIX C pa3HbIM T€HETUYECKUM (HDOHOM
(Loscher et al., 2017; Meng et al., 2018).
OTMETUM TaKKe, YTO HU B OMHOM MCCJIeAOBa-
HUM HE PacCMaTpUBAJICS BOIIPOC O Pa3InMyusIX BO
BJIIMSIHUM Ha MOBeJAEHNE KPhIC “IPOCTOi” 3KCHO-
3N CEPUM 3BYKOBBLIX BO3AEHCTBUIL (Y KMBOT-
HBIX 0e3 AD) C MOBeACHNEM KUBOTHBIX IOCIIE CY-
JOPOXHBIX IIPUIIAJKOB, Pa3BMBABIIMXCS BCIE-
CTBHE TaKOIO BO3ACHCTBUS. Pe3ynbTaThl Takoro
aHajau3a, NpeacTaBIeHHbIE B HACTOSILECH CTaThbe,
SIBJISIFOTCSI B 3TOM OTHOILLICHUY IIPUOPUTETHLIMMU.

SAKJIIOYEHHME

CyMMupys nipecTaBieHHbIe JaHHbIE, CJIEIY-
€T OTMETUTH, YTO AD, KaK cnelupUIecKuii TUII

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

CYPUHA u np.

pedaEeKTOPHO BBI3BAHHOIO CYIOPOXHOIO COCTO-
SIHUSI, IpeACTaBsIeT coO0l TOCTaTOYHO PacIpo-
CTpaHEHHBIN (PEeHOMEH, KOTOPHIA YCITCIIIHO MC-
MOJIb3YETCS B MOJICJIMPOBAHUU CyIOPOT B UHTEPE-
caxX KIMHUYECKHUX UCCIIEIOBAHUIA. Y JKMUBOTHBIX C
NpeapacnoioXKEHHOCTbIO K Pa3BUTUIO CyAOPOT
00HaApPY:KMBAaIOTCSI KAHAJIONIATUM (€CTh OTKJIOHE-
HUS B CTPOEHUU U (PyHKIIMY MOHHBIX KaHAJIOB),
MpUYEM BO MHOTHX CJIy4yasiX 3Ta IaTOJOrUsl OKa-
3bIBACTCS CIIELIMMUIHOIM 1151 ONIpeeICHHBIX OT-
JIeJIOB MO3ra, YTO XapaKTepPHO TakxKe 1 IS psaaa
dopm snmnencun yeaoBeka. Ciaemayss COBpeMeH-
HOM KoHuemuimu “sHmodeHorurnios” (Gould,
Gottesman, 2006), MOXXHO C YBEpEHHOCTBIO TOBO-
PUTH O CYIIECTBOBAHUM SHA0GEHOTUIIA Ay IUOTEeH-
HOM 3IMJISTICUM, JaJIbHEeHIee moagpoOHoe Ncciie-
JIOBaH1E KOTOPOTO € OOJIBbIIION BEPOSITHOCTHIO 1ACT
MHOTO YETKHMX JAaHHBIX 1 0 SIWICIITOreHEe3Y B 1ie-
JIoM, 1 1o ocooeHHoctsiM ¢yukumu LHHC y xn-
BoTHBIX ¢ AD (Iloneraesa u np., 2017). BaxkHocTb
TAKOIO IToKa3aTessl, KaKk reHeTUIeCKuii (poH, TIpu
OlLICHKe MH(MOPMATUBHOCTU MOMACIEH Cya0pOX-
HBIX COCTOSIHUI IOCTATOYHO BEIMKA.

Pa6ora nonnepxana PO®U, rpant Ne 18-
05-00173 m Tocmporpammoit Ne AAA-A16-
1160216600515-1.
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BEHAVIOR OF RATS FROM TWO STRAINS CONTRASTING
BY “AUDIOGENIC EPILEPSY” TRAIT

N. M. Surina‘, G. M. Nikolaev4, 1. 1. Poletaeva®*, and 1. B. Fedotova“®

¢ Department of Higher Nervous Activity, Biological Faculty, Lomonosov Moscow State University, Moscow, Russia

*e-mail: ingapoletaeva@mail.ru

“Open field” behavior was compared in rats of two strains, contrasting by the expression of seizures
in response to sound (audiogenic epilepsy, AE). These strains (“4” and “0”) were bred using the
single hybrid population. The test had been presented before the series (21 days) of the successive
sound exposures and after this treatment. Rats of strain “4” developed the myoclonic seizures (kin-
dling) in the course of serial sound exposures, while no signs of AE were noted in strain “0”. The
rat “4” locomotion and exploration indices were higher than in “0” in the initial test. Many behav-
ioral indices in strain “4” rats changed significantly, reflecting the general inhibition of locomotion
and exploration. In strain “0” rats (which were exposed to sound but did not develop AE signs) the
behavior in the second test had been more active than in the first one revealing the effect of habit-
uation, although some indices of the second test demonstrated the certain increase in anxiety. The
genetic backgrounds of these strains, contrasting by AE, were close to one another, and this permits
to conclude that behavioral changes in rats of strain “4” were the result of series of AE phenomena
displayed. This pair of strains could be used as the accurate model of seizure states which would per-
mit to evaluate reliably the effects of both — environmental influences and pharmacological agents.

Keywords: audiogenic epilepsy, myoclonic seizures, kindling, anxiety, open field test, selected

strains, genetic background, rat
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XopoI11o u3BeCcTHO, 4YTO okcua azora (NO) yyacTByeT B (GOpMUPOBAHNN CUTHAJIILHOM MaMSITH Ha
CTUMYJIbI Pa3HOI MOAATLHOCTH. MBI CCIEIOBAIM yUyacTHe OKCHUIa a30Ta B IIpolecce PEKOHCO-
JMaauvy (MOBTOPHOM KOHCONMMIALMU JOJATOBPEMEHHOM MaMsITH TP HAalIOMWHAHWM) YCIIOBHO-
pediekTopHOIT 00CTAaHOBOUHOM MaMsITU cTpaxa y KphbIc. ITociie omHoro ceaHca o0y4yeHUsI XKUBOT-
HBIE IEMOHCTPUPOBAIN JOCTOBEPHOE YBEJIMYCHNE 3aMUpPaHUS IIPU IIPEAbSBICHUN YCIOBHOIO
KOHTeKcTa. PeakTrBalius 3Toi maMaTi Ha hoHe OJTIOKaIbl CMHTE3a HOBBIX OCIKOB IIMKIIOTEKCH -
MUIOM ITPUBOIMIA K JOCTOBEPHOMY CHIKEHHIO BpEMEHU 3aMHUPAHUST HA YCIOBHBIN KOHTEKCT Y
Kphic. BBenmenue cenekTuBHOTrO 0JiokaTopa HelipoHanbHOIT NO-cuHTa3bl 3-0poM-7-MHIa30j1a B
YCJIOBUSIX peaKTUBALIMU MaMsITH Ha ¢oHe OJIOKaIbl CUHTEe3a OeJiKa MpeaoTBpalliago ocjiabjieHue
YCIOBHO-pedIeKTOPHON peaklMy 3aMUpaHusl, YTO ObLJIO MOKAa3aHO MPU MOCIEAYIOIIEM TeCTHU -
pOBaHUM XXMBOTHBIX B YCJIOBHOM KOHTeKCTe. BMecTe ¢ TeM BBeaeHue 3-6poM-7-1uHaa3oia 6e3 pe-
aKTUBALIUU HE BbI3bIBAJIO JOCTOBEPHBIX U3MEHEHMI B II0KA3aTESIX YCIOBHO-PE(PIEKTOPHOTIO
3aMupaHus y Kpbic. [lojydeHHBIe pe3ysbTaThl MO3BOJSIOT MPEAIIONOXUTh, YTO OKCUI a30Ta
YYaCTBYET B JIJAOMIN3AIIMM YCIIOBHO-PE(IEKTOPHON 00CTAHOBOYHOM MaMATH CTpaxa ITpyu HaIlo-
MUWHAHWUU U, CJIEIOBATENIbHO, SIBISIETCSI HEOOXOIMMBIM KOMIIOHEHTOM 3aITycKa Ipoliecca peKOH-
COJIUIALINU.

Karuesvie crosa: ycinoBHO-pedIEKTOPHBIN CTpax, 0OCTaHOBOYHAS MaMsITh, PEKOHCOJMIAIINS,

okcunm azota (NO), NO-cuHTa3a, HTMKIOTeKCUMUT
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BBEIAEHME

CortacHO COBPEMEHHBIM MPEACTaBICHUSIM,
CYIIECTBYIOIIAsl CTaOUIbHASI KOHCOJIUAUPOBAH-
Hasl TTaMsIThb MOXET ObITh U3MEHEHa MOocJje peak-
TUBaALUMU TIaMsITU (HanmomuHaHusi) (Haubrich,
Nader, 2018), B pe3yabTraTe 4ero HaOJrogaeTCs
BpeMeHHas Jjadwiauzauus (gecTabuan3alius)
MaMsITU U 3arlycKaeTcsl IpolecC ITOBTOPHOI
KoHconuaauuu (pekoHcoqunauuu) (Lee et al.,
2017; Kida, 2019). Ha aTamne nabunus3auuu mna-
MSITh CTAHOBUTCSI BOCHPUMMYUBOM (JTAOWUJIbHOM)
K IEeCTBUI0O aMHECTUYECKUX areHTOB U TpedyeT
CUHTe3a Oeska 115 cBoeit ctabuiusanuu (Nader
et al., 2000). BaxxHO TTOAYEepPKHYTh, UYTO TOJIBKO B
JJAOUJIBHOM COCTOSIHUM TOCJie peaKTUuBalluu
(HamoMUHaHWS) TTaMSITb MOXET ObITh BOCHpPHU-
MMYMBA K BHEIITHUM Bo3aeiicTBusM. Tak, B pa-

6ore Mu3anuna (Misanin et al., 1968) 6bL10 T10-
Ka3aHo, YTO 3JIEKTPOIIOK, ITIPUMEHEHHbII MOcJIe
MPEIbSIBJICHUS] YCIIOBHOTO CTUMYJIa, TPUBOIMII K
aMHE3UH Y OOYJYEHHBIX XMUBOTHBIX, B TO BpeMs
KaK 3JIEKTPOIIOK 0e3 HalIOMUHAHUSI He IPUBO-
IV K U3MEHEHUSIM B TTaMSITH.

B psne vccienoBaHmii ObUIO MOKa3aHO, YTO
IUIST mepexoja IaMsiTU M3 CTaOMJILHOIO B Jia-
OMJIBHOE COCTOSIHUE B pPe3yJIbTaTe peakTUBaLIU
HeoOXoanuMO ydyacTue okcuaa a3ota. Ero posib B
MexXaHu3Max CHHaIITU4eCKOi IJIaCTU4YHOCTU,
O6Y‘{GHI/II/I n nmaMAaTn HECOOJHOKpPAaTHO OIIMChbIBa-
nack (Antonov et al., 2007; Lisboa et al., 2015;
Bradley, Steinert, 2016; Chen et al., 2016; Hott
et al., 2017; Li et al., 2017; Zhang et al., 2017; Cai
et al., 2018; Dyer et al., 2019; Noriega-Prieto
et al., 2019; Bingor et al., 2020; Song et al., 2020).
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HenaBHo Ha Ha3eMHBIX MOJLIIOCKAX ObLJIO MOKa-
3aHO, YTO OKCHJI a30Ta HEOOXOIMM IJISI IeCcTaom -
Jqm3anuu (1adbunamu3anmn) o0CTaAaHOBOYHOM ma-
MSTH M 3aMycKa mnpoliecca peKOHCOJUIAIINN
(Balaban et al., 2014). bamaban c¢ Koyuieramu
MMPOAEMOHCTPHUPOBAIN, YTO peaKTUBALIVS TTaMsI-
TH TP KOMOMHUPOBAHHOM BBEJISHUM OJIOKATO-
pa cuHTe3a 0eKa aHM30MULIMHA U MTHTUOUTOPOB
NO-cuHTa3b!l (MM CKaBEeHIKEPOB OKCHIA a30-
Ta) HE MPUBOAMIA K YXYIIICHUIO JOJITOBPEMEH-
HOIT 0OCTAaHOBOYHOII MMaMSITH, T.€. PEKOHCOJIM-
JaIys He 3aITycKalach B OTCYTCTBHE OKCHIA a30-
Ta, B TO BpeMs KaK BBelleHUE aHU30MMIIMHA 10
WIN cpa3y Mocjie peaKTUBALMM MaMSITH JOCTO-
BCPHO YyXYyIIIAIO OOCTAaHOBOYHYIO OOOpPOHMU-
TeJibHYy10 TaMAaTh (Gainutdinova et al., 2006; Bal-
aban et al., 2014). Cxoxwne 1aHHBIE O POJIM OKCH -
J1a a30Ta B pEKOHCOIUIALINY ITaMSITH Y TPHI3YHOB
opuTM oJTy4YeHb! bams u coaBT. (Bal et al., 2017a).
OHM TIPOAEMOHCTPUPOBAIN, YTO TIPU HATIOMU-
HaHUM (peaKTUBAIIMM MMaMSITH) B YCIIOBUSIX OJIO-
Kampl CUMHTEe3a Oejlka BBEACHHUE CEICKTHUBHBIX
0okaTopoB HepoHanbHOM NO-crHTAa3bI 3-0poM-
7-autponHnason (3-0p7-umn) nnn ARL npenort-
Bpalllajio yXyIIIeHWEe IMaMsTH Ha CUTHAJIbHBIA
ctuMyn. MccnemoBanuii mo ndydeHutio poau NO
B 3aITyCKe Ipoliecca peKOHCOIMIAIINN 00CTaHO-
BOYHOI ITaMSITW Y TPBIZYHOB HE IPOBOIMIOCH.
Kpome Toro, banp u coast. (Bal et al., 20170)
yIaJIoCh ITOKa3aTh, YTO OKCHUI a30Ta MOXET pery-
JINPOBATh YOMKBUTUH-3aBUCUMYIO ITPOTEACOM-
HYIO Jerpaganuio 0eJ1KOB B KyTbTUBUPOBAHHBIX
HEMpOHaX TMITITIOKaMIIa, YTO MOXHO paccCMaTpH-
BaTh HAPSIIY C TOKAJTbHBIM HUTPO3MIMPOBAHUEM
OeJTKOB B CHHAIICE KaK IIPEAIOIOKUTEIbHBIN
MeXaHM3M, Oylarogapsi KOTOpOMY OKCHI a30Ta
oOecIieurBaeT AeCTaOMIN3AUIO TTAMSTH TI0CIIe
peaKkTUBalIUH.

OcCHOBBIBasICh Ha TIPeAbIAYIIUX MCCIenoBa-
HUSIX POJIM OKCHAA a30Ta B PEKOHCOJIUAALUU
JIOJITOBPEMEHHOI CUTHAJIbHOW M OOCTaHOBOY-
HOI IMaMSITU Y pa3JIUYHBIX BUAOB XXUBOTHBIX, MbI
MPEIIoJI0XWIN, YTO peaKTUBaLUsI NaMsITU (Ha-
MOMMHAHUE) UHAYLUPYET IPOU3BOACTBO OKCH-
Ia aszora 3a cyet aktuBaluu NO-cuHTa3bl. Ja-
Jiee OKCUJ, a30Ta 3aItycKaeT Ipoliecc Jabuiusa-
MM (mecradbuivsalyu) TaMsTA, 4YTO JeJiaeT
BO3MOXHBIM MOAUGUKALIMIO peaKTUBUPOBAaH-
HOM IaM4TU C JaJbHEWIIEH TOBTOPHOM KOHCO-
Jqupanuent (pekoHconaupauueil) nmamsatu. B Ha-
CTOSIIIIEM MCCJIeIOBAaHMM Mbl MPOBEPWIN JaH-
HYI0O TUIIOTE3y O BOBJIEYCHUM OKCHIa a30Ta B
npolecc JaOuIM3aluy KOHTEKCTHOM IaMsITU
IpU PEKOHCOJIUAALMM, MCIIOAb3Ys IIPOLEIypy
HaIrloMUHaHus. 3agadeil JaHHOTO HCCIedoBa-

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU
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HUST OBLJIO OIPEACIUTb BIUSHUE CUCTEMHOTO
BBEIICHUsI CEJIEKTMBHOTO WHTUOMTOpa HEHpo-
HanbHOM NO-cuHTa3bl 3-0p7-HU Ha MoaaepKa-
HUE U PEKOHCOJMIALNIO YCIOBHO-pedIeKTOP-
HOTro 00CTaHOBOYHOIO CTpaxa y KpbIC, a TaKxXke
pacIIMpUTh UMEIOIIHECS JIUTepaTypHbIC CBele-
HUS O POJIM OKCHJIA a30Ta B Ipolieccax MaMsITH.
Mpbl mpoBeNM 3KCIIEPMMEHTHI 1O BBIPAOOTKE
YCIIOBHO-PedIIeKTOPHOI 00CTAaHOBOYHOI ITaMsi-
TN cTpaxa y Kpbic TuHumn Long-Evans. O6Hapy-
JKEeHO, UTO 0J10Kama CMHTe3a Oeka IIMKIIOTeKCH -
mugom (LII'M) mpu HarmoMMHAaHUY TPUBOAIIA K
HaApyImICHUIO JOJTOBPEMEHHOM KOHTEKCTHOM
MMaMSITU B COOTBETCTBUM C paHee MOKa3aHHBIMU
a¢ddexTaMu MHTMOMTOPOB CHMHTEe3a Oenka. On-
HaKO OTHOBpEeMeHHasl 0JioKaga CMHTe3a 0eIKa 1
CHMHTEe3a OKCcHaa a3oTa HelipoHaibHOM NO-crH-
Ta30il MpemoTBpalllajia yXyAIIeHWE IOJITOBpE-
MEHHOI maMsTh 00 obctaHoBKe. [lomydyeHHBIE
MaHHBIC COBIANAIOT C pe3yJibTaTaMU, TOJydeH-
HBIMU JJIST CUTHAJIBHOM ITaMsITH y TphI3yHOB (Bal
et al., 2017a), 1 TO3BOJISTIOT MPENITONOXKUTH, YTO
CMHTE3 OKCHIa a30Ta MOXET peryJIupoBaTh pe-
KOHCOJIMIAlMIO, oOecrneyuBasl JadbMIn3alunio
(mecTabman3ainio) CUTHAIBHOM M KOHTEKCTHOM
IMaMSITH TIPY HATIOMUHAHUU.

METOIMKA
Obsexm uccnedosanus

OmBITEl TTPOBOOMIJIM Ha 32 KpbIcax-camIilax
ymaun Long-Evans maccoit 260—360 r, noiy-
YeHHBIX 13 (uaransa MHCTUTYTa OMOopraHnde-
ckoit xumun PAH B IlymmHo. )KUBOTHBIX CO-
JIepKaJli B BUBApWUM MIPU OOBIYHOM 12-9acoBoM
CBETOBOM PEXMME CO CBOOOTHBIM JOCTYIIOM K
BOJI€ M CTaHIApTHOMY KopMy. B akcriepumeHTax
coOoMaMy MMPUHIIAIBEI TYMAHHOCTH, U3JI0XKCH-
HbIe B mupekTnBax EBponeiickoro Coo0OmiecTBa
(2010/63/EU), n monoxenuss MUBH/ u H®
PAH o pabote ¢ 3kcriepyMeHTAIIbHBIMMA XXUBOT -
HBIMU.

Besederue seujecme

Muruburop cunresa 6enka LII'M (Sigma-Al-
drich) pactBopsiin B 0.9% NaCl 1 BBonuIu 1oj-
KOXHO B 103€ 2.8 Mr/Kr. CeJIeKTUBHbII UHTUOU -
TOp HelpoHalbHOt NO-cuHTa3bl 3-0pom-7-
HutpounHaason (3-6p7-uu) (Enzo Life Sciences)
pactBopsuiu B 100% JIMCO u BBOAMIIN BHYTPU-
opromnHHO B no3e 10 mr/kr. Bce mpemnapatsbi
BBOJWJIY Cpa3sy Ilocjie HallOMUMHaHUSI B 00beMe
0.1 mu Ha 100 r Beca Tena kpbic. KOHTpoOJbHBIE
npernaparbl BBOAWINU MOAKOXHO ((pr3noIoTnye-
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ckuii pactBop w1 LI'M) m BHYTpHOPIOIIMHHO
(100% OAMCO nist 3-0p7-Hnu).

Buvipabomka u mecmuposanue
VCAOBHO-PePDACKIMOPHO20 CIMpaxa

OmnbiThl TpOoBOAWIIM B Kamepe Startle and Fear
Combined System mpousBoactsa PanlLab Har-
vard Apparatus. BHyTpeHHSIST Kamepa pa3MepoM
28 x 28 X 28 cM, Kyda nmoMmemaju XWBOTHOE,
pacrioyiaranach Ha 4 gatdukax, (UKCUPYIOIINX
IBUXEHUS KPbICBI. B 3KcepuMeHTax MCIOJb-
30BaJIM OTIPENEICHHBIN BUJ KOHTEKCTA: TEMHbBIE
CTEHBI + pelerdaTsiil moja. ZKUBOTHBIX 00yJYaIu
U TECTUPOBAJIU B OMHOM M TOM XK€ KOHTEKCTE.
ITpu obyyeHun nocie 120-ceKyHIHOTO Mccle-
noBaTenbckoro nepuoga (tect TO) npeabsBasiIn
JIBa 2JIEKTPOKOXHBIX pa3fapakeHUs Jam 4yepe3
pemetky nojia (1 ¢, 0.06 MA) ¢ 30-c mexcTu-
MYJIbHBIM WHTEPBAJIOM, ITOCJIE YEro CJieaoBasl
30-c uccnenoBarenbckuii nepuon (puc. 1 (a)).
Yepes 24 4 nocjie 00y4eHUsI TECTUPOBAIIU YCIOB-
HO-pe(dIEeKTOPHBIN CTpax B YCJIOBHOM KOHTEK-
cre (tect T1), Ipy 3TOM XKMBOTHBIX TOMEIIAIN B
yCJIOBHBIM KOHTeKCT Ha 180 c¢. Ha ocHoBaHum
BpeMeHM 3amMupaHusi B Ttecte T1 cymmau o0
ycHeurHocTu odbyueHusi. HemenyieHHo 1mocie Te-
cra T1 xxuBoTHbIM BBoAWIM JIn6o JAMCO/pu-
3WOJIOTUYECKHUI pacTBOp (TpyIma “KOHTPOJb”,
n=14), iu6o AMCO/LI'M (rpynmna LIT'M, n=18),
6o 3-6p7-uu/LUI'M (rpynma 3-0p7-Hu +
+ III'M, n = 5), 1ubo 3-6p7-Hu/dusnonoruye-
ckuit pactBop (rpymrma 3-6p7-uu, n = 5). Uepes
24 4 rocyie BBEAEHUS BEIECTB JKUBOTHBIX CHOBA
MOMEIAJIM B YCJTIOBHBIM KOHTEKCT Ha 180 ¢ st
tectupoBaHus (TecT T2). Uepes 14 nHeit (neHb 17)
JKMBOTHBIE BCEX Tpyln ObUIM MNOMEIIEHbl B
YCIOBHBIN KOHTEKCT Ha 180 ¢ 1st TecCTUpOBaHUS
(tect T3) (puc. 1 (0)).

AKTUBHOCTD KaxKI0¥ KPBICHI 3aITMCHIBAJIN HA
BUIEO M KOJIMYECTBEHHO OLICHUBAIU B PEKMME
odnaiia. [TaMsaTh Ha YCIIOBHBIN CTUMYJ U3MeEPSI-
JIaCch KaK 3aMUpaHue, MpeKpalleHne IBUXKCHUS
nmoMuMo nabixaHus. [logcyuThiBanM TIPOLIEHT
BpPEMEHU 3aMUpPaHUSI OT OOIIEro BpeMeHM Ha-
XOXIEHUST B YCIIOBHOM KOHTeKCTe ( (TIPOIOIIKI-
TEJIbHOCTb 3aMUpaHUsi/001Iasi MPOaOJKUTETb-
HOCTh) X 100).

Cmamucmuueckas o6pabomia OaHHbIX

J1st CTaTUCTUYECKON OLIEHKU YUYMTBIBAJIUCh
TOJIBKO XUBOTHBIE, KOTOPbIE MEPEXKUIIU BCE ITa-
bl ucciaenoBaHusi. Hu onHo 3mopoBoe KUBOT-
HOE He ObUIO MCKJIIOYEHO U3 HalMX PacyeToB.
Kak npaBuiio, cMmepTHOCTb OT LII'M cocrasisiia

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

npuMepHO 30% oOT BceX KphIC, KOTOPHIM BBOIM-
mu LHIT'M.

[Ipu comocraBaeHUM BpeMEHU 3aMHUpaHUS
KpBIC B IIpOlIECCEe BHIPAOOTKU M TECTUPOBAHMS
YCIIOBHO-Pe(JIEKTOPHOTO CTpaxa y KPbIC pa3HbIX
IPYIIT MCMHOJb30BaIM TUCIIEPCUOHHBIN aHaJIN3
(ANOVA/MANOVA), korga uccieayemMasl Iie-
peMeHHas mpeacTaBiieHa HECKOJIbKUMU U3Mepe-
Husmu. Uccnenosanu BivstHue pakTopa “rpymn-
nbl” TIpU BBIpAOOTKe pedaekca 1 IIpu MoCaeay-
oux tectupoBaHusx. Ilpu post hoc ananmse
HUCITOoNb30BaiM Kpurepuii boudepponn. st 06-
pabOTKM pe3yJIbTATOB MCIOIb30BAJIM CTaHAAPT-
Hyto mporpammy STATISTICA 10.0. Bce manHbIe
MIpelIcTaBJeHbl KakK cpenHee 3HaueHue =S.E.M.
Paznuuns cantanu gnoctoBepHbIME ITpu p < 0.05.

PE3YJIbTATbI UCCJIEJJOBAHUN

B HacTtosiiem rucciaenoBaHUM Mbl TIPOBEPUIU
TAITOTE3Y O BOBJIEYEHUN OKCH/Ia a30Ta B IPOLEeCC
JIaGUI3alM KOHTEKCTHOM MaMsITU MPU PEKOH-
COJIUIALIMU, UCTIOJb3Ysl MPOLIEAYpPY HallOMUHA-
Husi. Kak mokazaHo Ha puc. 1 (B), Bce Tpynmbl
KPbIC IEMOHCTPUPOBAJIIM CXOXWE HU3KUE TTOKa-
3aTtenu 3amMupaHusi 1o obyudeHus. [lpenbsiBie-
HUE IBYX 3J€KTPOKOXHBIX pa3iapaxeHUu jgan
B YCJIOBHOM KOHTEKCTE MPUBEIO K JOCTOBEP-
HOMY YBEJIMYEHUIO 3aMUPaHUsI BO BCEX IPyIIiax
(F (1,28) =485.78, p <0.001 mist achdexra recto-
Boro ucnbiTaHus ). Cpa3y nocie T1 kpbicaM BBO-
nunu BewectBa. [Ipu TectupoBanuu yepes 24 4
nocJjie BBeaeHus npenapartoB (Tect T2) ANOVA
BBISIBWJI TOCTOBEPHbBII OCHOBHOU 3(hEKT rpyIi-
el (T2, F (3,28) = 7.939, p < 0.001). Post-hoc-
CcpaBHEHMUSs Mokas3aiu, uto rpyrira [[II'M nokaza-
Jia JOCTOBEPHO MEHblIIee 3aM1paHue o CpaBHe-
HMIO C KOHTpoJibHO# rpynmnoit (p < 0.0001), c
rpynnoii 3-6p7-uu+1LI'M (p = 0.0020), a Takzke
¢ rpynnoii 3-6p7-uu (p = 0.0003). IIpoueHT 3a-
MUpaHUus TpyIIm “KoHTposab”, 3-0p7-Hu+I1I'M
U 3-Op7-HU He pa3Indaics B TeCToBoIi ceccum T2.
ITpu TectupoBaHuu cnycts 14 nHei (tect T3)
ANOVA BbISIBWJI JOCTOBEPHbIA OCHOBHOI 3(-
dexr rpynnbel (T2, F (3,28) = 19.588, p <
<0.001). Kpbicel u3 rpymnimsl HHI'M no-npexHe-
My JI€MOHCTPUPOBAJIU AOCTOBEPHO Oosiee cia-
Oyl0 peaklMIo 3aMMpaHMUsl Ha YCJIIOBHBIM KOH-
TEKCT, YeM KOHTPOJbHBIE KMBOTHBIE (post-hoc
aHaius, p < 0.0001), >)xuBOTHBIE Tpynnbl 3-0p7-
HU + LII'M (post-hoc ananus, p < 0.0001), u xu-
BOTHBIE rpynnbl 3-0p7-Hu (post-hoc aHanus, p <
<0.0001). Post-hoc aHaiu3 He BBISIBUI pa3iu-
YUA MEXIY YPOBHEM 3aMUpaHUsI >KMBOTHBIX
rpynn “koHTpoiib”’, 3-0p7-Hu+1LI'M u 3-6p7-
Ne 2

TOM 71 2021



OKCHI A30TA HEOBXOAWM AJIA JTABUIIN3ALINN 289

@) BCIgS  45BCIc
30

120 ¢ 30c c
(©)
O6yyenne T0 |[———=| Tect Tl |=——==| TecrT2 |—o—=| TecrT3
244 T 244 14 nHeit
(8) MHBEKIIUU
100 - KonTposnb
orm
B 3-6p7-mu+11IM
(]
3-0p7-Hu B R
80 ° A ° N
. . .'. A .
3 %
¥ 60 0
g N + . :
= .
jar) .
< .
Q : ¢ (1} .
= - \
Z 40 -
[<p) . .
. *
20 ~ * l.l
... I. ‘
JEm
TO T1 T2 T3
TOK MHBEKL Y

Puc. 1. (a) — IIporokoin obydyeHusi. bC — 6e3yclioBHBIN pa3apaxkuTenb, 31eKTpollok. (6) — [IpoTokon akcnepu-
MeHTa. TO — Tect 1o 06yuyeHus:, T1 — TecT 24 4 mocie odydyeHust (MpernapaTbl BBOAWIN Cpa3y MOCJIe peaKTUBalluKu
namsatu — tecta T1), T2 — TecT 24 4 mociie BBemeHUs IpenapaToB, T3 — TecT cmycTs 15 mHeii mociie BBeIeHUs Ipe-
napaTtoB. (B) — YcpeaHeHHbIe JaHHbIE O BIMSIHUU CeJIeKTUBHOro nHruouropa NO-cuHTasbl 3-6p7-HU U OJ10Ka-
Topa cuHTe3a 6enka LII'M Ha pekoHcoaunamnuio namsaty. Kpeicel, nonydasiue LII'M (rn = 8) cpasy nocie Hamo-
muHaHUA (TecT T1), ImoKa3aa JOCTOBEpHOE CHIDKEHHE peakiy 3aMupanus B Tectax 12 u T3. Beenenue 3-6p7-Hu
omHoBpeMeHHO ¢ LII'M npenoTBpaliiaigo ociadieHre YCI0BHO-pedIeKTOPHOM peakKliuy 3aMApaHus IIPU I10Cae-
NIyIOILIEM TeCTUPOBAHUU XKUBOTHBIX (TecT T2, T3, rpynna 3-6p7-uu+LI'M, n =5). BBenenue 3-6p7-Hu He BbI3bI-
BaJIo JOCTOBEPHBIX MI3MEHEHUM B TTOKA3aTeNISIX YCIOBHO-Pe(IEKTOPHOTO 3aMUpaHus y KpbIc (rpymnma 3-6p7-Hu,
n =5). KonrpoabHas rpynima (n = 14) 1eMOHCTpHUpOBaJia XOPOIIIYIO ITaMSITh Ha IMPOTSKEHUN BCEX TECTOBBIX CeC-
cuii. JlaHHBIE TIpeacTaBICHBI KaK cpenHee T craHgapTHas omnoka cpeaHero. [1o ocu opauHaT poueHT BpeMeHU
3amMupaHus. JloctoBepHOCTh ObLIa ycTaHOBIIEHA Ha ypoBHe p < 0.05.

Fig. 1. (a) — Training protocol. US — unconditioned stimulus, foot shock. (6) — Schematic representation of the ex-
periment protocol. TO — test before training, T1 — test 24 hr after training (drugs were administered immediately
after memory reactivation — test T1), T2 — test 24 hr after drug administration, T3 — test 15 days after drug admin-
istration. (B) — Averaged data on effects of the NO-synthase selective inhibitor 3-bromo-7-indazole and protein syn-
thesis blocker cycloheximide on memory reconsolidation. Rats that received cycloheximide (group CXM, n = 8) im-
mediately after the reminder (test T1) showed a significant decrease in the freezing level in tests T2, T3. Adminis-
tration of 3-bromo-7-nitroindazole simultaneously with cycloheximide prevented weakening of the conditioned
freezing response during subsequent testing T2, T3 (group 3-br7ni + CXM, n = 5). 3-bromo-7-indazole adminis-
tration only did not cause significant changes in a conditioned freezing response in rats (group 3-br7-ni, n = 5). The
control group (n = 14) demonstrated good memory throughout all test sessions. Data are presented as means *
+ SEM. The ordinate is the percentage of freezing time. The significance was set at p < 0.05.

XYPHAJI BBICIIIEM HEPBHOM JEATEABHOCTU Ttom 71 Ne2 2021



290 BUHAPCKAA u ap.

HU. ZKMBOTHBIE 3TUX TPYNIN JEMOHCTPHUPOBAIU
BBICOKME ITOKa3aTeJIM 3aMUpPaHUsI (XOPOIIIyIo Ta-
MSITh) Ha IPOTSKEHUN BCEX TECTOBBIX CECCHIA.

Takum o6pa3om, IOJydeHHbIE MaHHBIE [IE-
MOHCTPHUPYIOT, YTO OJHOBpEeMEHHas OJoKama
aktTuBHOCTU NO-CHUHTa3bl U CUHTE3a OeJiKa I10-
cJie peaKTUBALUY ITaMSITU IIPEIOTBpaIlIaeT yXy/I -
LIeHWE MaMSITH, KOTOPOe OOBIYHO HAOII0NAI0Ch
IIPY peaKTUBALIM aMSITU IpU OJI0Kaae CUHTE3a
Oenka. Hamm pesynbTarhl mpeariojiaralor, 4To
CHHTE3 OKCHUJIa a30Ta HEOOXOOUM I JTeCTaOu-
JIN3aIAM TTaMSITH.

OBCYXIEHUWE PE3VIILTATOB

B Hacrosiiiee Bpems CyliecTByeT MHOXKECTBO
JIOKa3aTeJIbCTB yJ4aCTHUsI OKCHIA a30Ta B CHMHAII-
TUYECKOM TIJIACTUYHOCTH, OOYYEeHUM U TTaMSITHU
(Antonov et al., 2007; Lisboa et al., 2015; Bradley,
Steinert, 2016; Chen et al., 2016; Hott et al., 2017;
Lietal., 2017; Zhang et al., 2017; Cai et al., 2018;
Dyeretal., 2019; Noriega-Prieto et al., 2019; Bin-
gor et al., 2020; Song et al., 2020). OgHako MoKa
MaJIo YTO M3BECTHO O B3aMMOCBSI3M ITIPOU3BOI-
CTBa OKCHa a30Ta U Ipoliecca IecTadmin3alnumu
MaMsTH TP HanmoMUHaHUK. B HacTosem wmc-
CJIeIOBAaHUY Mbl IIPOBEPWIIN TUTIOTE3Y O BOBJIE-
YeHWM OKCHUIAa a30Ta B IIPoliecc JaOWIn3aluu
KOHTCKCTHOM MaMSITU TIpU PEeKOHCOJUOALINM,
WCITIOJIb3YSI IPOLICAYPY HAITOMUHAHMSI.

Hamu 6bUIO moKa3aHo, YTO peaKTUBalMs Ta-
MSTU Ha (poHe OJIoOKabl CUHTE3a HOBBIX OEJIKOB
LII'M npuBoguia K JOCTOBEPHOMY CHMKEHUIO
BpPEMEHM 3aMUpaHUs Ha YCIIOBHBINH KOHTEKCT Y
Kpbic (puc. 1 (B), rpynma LII'M), T.e. K Hapy1e-
HU10 0OCTaHOBOYHOM MaMsTU cTpaxa. BBegeHue
ceJleKTUBHOro 6;10KaTtopa NO-cruHTaszbl 3-0p7-HuU
B YCJIOBUSIX pPeaKTUBALMU MaMITH MpU OJloKaae
CHUHTe3a OeJIKOB IpedoTBpalllajio ocjabjeHue
YCIOBHO-PE(MIEKTOPHON peakKuMu 3aMUpaHUs
MpU MOCeayIoleM TeCTUPOBAHUM XXUBOTHbBIX B
YCJIOBHOM KOHTekcTe (puc. 1 (B), rpynma 3-0p7-Hu
+ III'M). MHbpIMU cioBaMu, OJHOBpPEMEHHasl
OJIoKaIa CMHTe3a 0ejika U IIPOU3BOJCTBA OKCHUIA
asoTa Ipy HalTOMMHAHUWU TIpeoTBpaliaia yxyi-
IIeHue 0OCTaHOBOYHOM IMaMSITU CTpaxa. YCJIOB-
HO-pedIEeKTOPHbBIM CcTpax OOCTAHOBKM — 3TO
0COOBIN BUI MaMSTHU CO CBOMMU MeXxaHU3MaMU
(Izquierdo et al., 2016; Chaaya et al., 2018). Cre-
JIyeT OTMETUTh, YTO B TaHHOI paboTe BHepBbie
MokKa3zaHa BaXKHOCTb OKCH/Ia a30Ta JUIsl JecTabu-
JIM3allMM UMEHHO YCJIOBHO-pedIeKTOPHON 00-
CTAaHOBOYHOM MaMsTU CTpaxa y TPbI3yHOB IpU
HarmOMUHaHUU. DTU JaHHbIE MOJHOCTbIO COOT-
BETCTBYIOT HEIaBHO OMYyOJIMKOBAHHBIM DPE3YJib-
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TaTaM, KacaloluMcs BIAUSHUS 0JI0OKaabl CHHTE3a
OKCHJla a30Ta Ha PEKOHCOJMIALIMI0 OOCTaHO-
BOYHOIT OOOPOHUTENILHON MaMsITH Y Ha3eMHBIX
mosmiockoB (Balaban et al., 2014). B aTtom uc-
cJieloBaHUY HallOMUHaHWE Ha (pOHE UHBEKLINU
OJiokaTopa cCuHTe3a OejKa aHW30MUIIMHA ITpU-
BOJIMJIO K YXYOIIEHUIO 0O0CTAHOBOYHOII 000pO-
HUTEIbHON MaMsTU, B TO BpeMsl KaK HalTOMMHa-
HUE MpYU KOMOMHUPOBAHHOM BBEJIEHUU aHU30-
MULIMHA ®W 100010 u3 wuHrnomtopoB NO-
cunTtas3bl: L-NNA, L-NAME wunu ckaBeHmKepa
okcupna azora PTIO — He BBI3BIBaAIO yXyIIIIEHUS
JIOJITOBpEMEHHOI 00cTaHOBOUYHOI mamaru. Ha-
IIM JaHHbIE COOTBETCTBYIOT pe3yjabTaTaM paHee
npoBeaeHHoro uccaegosanus (Bal et al., 2017a),
rae ObLIO IIPOASMOHCTPUPOBAHO, UTO ITPU HAMO-
MUHaHUM (peakKTUBAlLlMU MaMsTH) BBEICHUE Ce-
JIEKTUBHBIX 0510KaTOopoB NO-cuHTa3b1 3-0p7-HN
nan ARL B ycnoBusx OJiokambl cMHTe3a Oenka
OpeaoTBpalllao yXyAlIeHWe MNaMsITU Ha CHUTl-
HaJIbHBIA CTUMYJI.

CienyeT OTMETUTh, UTO B HACTOSIILIEM MCCJIe-
NIOBaHUM BBeaeHUE 3-Op7-HU HE BbI3BIBAIO J10-
CTOBEPHBIX U3MEHEHUI B TOKa3aTeIsIX yCIIOBHO-
pedJieKTOpHOTO 3aMupaHus y Kpoic (puc. 1 (B),
rpynmna 3-0p7-Hu), T.e. caM 110 cebe 3-Op7-Hu He
BJIUSUI HA MPOLIECC PEKOHCOJMIAIIUU TaMSITH.
DTO comacyeTcs ¢ psiaoM paHee OIyOJIMKOBaH-
HBEIX paboT (Balaban et al., 2014; Bal et al., 2017a;
Chen et al., 2016).

XOoTsl TIOJlydeHHbIe pe3yabTaTbl U MOATBEP-
JKIAIOT poJib OKCHUA a30Ta B JIAOWJIM3AlUKU Ma-
MSITH, CJIeIyeT MOMHUTb, YTO JJaOuIu3alus Ta-
MSTHU — 3TO CJIOXHBIA MHOTOCTYIIEHYAThIN MTPO-
ecc, TpeOylolIuii, BEpOSITHO, HECKOJbKUX
CUTHJILHBIX KackanoB. Tak, B OqHOI U3 HeaaB-
Hux pabort (Jarome et al., 2016) GbLI0 MOKa3aHO,
yro CaMKII KOHTpoaupyeT WHULIMUPOBAHUE
Mpoliecca PEKOHCOMMIALMN MaMSTU TOCPe-
CTBOM PETYJISILIMU YOUKBUTUH-OIMOCPEIOBaHHOM
nerpanauuu 6enkoB; nHruouposanue CaMKII
MOJIHOCTBIO HUBEJIMPOBAJIO HApYILIEHUS Mamsi-
TU, KOTOPbIE BOZHUKAJIU B pe3yJbTaTe OJIOKamabl
CUHTe3a OeJjika mocjie HamoMUHaHUI. DPdeKT
MpenoTBpallleHUs] J1ecTaduan3alu MaMsITu B
YCIOBUSIX OJIOKaIbl CUHTE3a OeJjika U peaKkTuBa-
LIMM TTaMSITU ObLT IMOKa3aH TakKe MpY OJHOBpE-
MEHHOM BBeJeHUU OJ0KaTopa Aerpagauuu oemi-
Ka (Lee et al., 2008; Jarome et al., 2011). B 6omee
paHHUX paboTax ObLJIO IOKa3aHo, YTo OJioKana
OeTa-aJpeHOpelenTOPOB BO BpeMsl peaKTHUBa-
LIMM HapyllIaeT MpoLecC PeKOHCOIUAAUun. DTU
pe3yJibTaThl IPEArojararT, YTo peaKTUBalIUs
MaMsITU 3aIycKaeT 3aBUCSIIMI OT OeTa-pelen-
TOPOB KacKaj BHYTPUKJIETOUYHBIX COOBITUIA, YTO
Ne 2

TOM 71 2021



OKCHJ A3O0TA HEOBXOAUM JIAd JABUIIN3ALIMHA 291

MMO3BOJISIET PEOPraHU30BaTh CYIIECTBYIOIIYIO
namsath (Przybyslawski et al., 1999).

3AKJIIOYEHHME

Haim pe3ynbpTaThl TOKa3bIBAIOT, YTO OJ10Kaga
CMHTE3a OKCHMAa a30Ta IOJHOCTBIO MPEenoTBpa-
IIaeT yXyallleHne KOHTEKCTHOM YCIOBHO-pedIIeK-
TOPHOI MaMsTH CTpaxa, BBI3BAaHHOE MHTMOMPOBa-
HUEM CHUHTe3a Oeka Ipu pekoHcoimpamuu. Oc-
HOBBIBAsSIChb Ha 3TUX JAHHBIX, MbI TIPEATIONaracM,
YTO JIOKAJIbHOE MOBBIIIIEHNE KOHILIEHTPALIMU OKCH-
Jla a30Ta, aKTUBMPYEMOE B pe3yJibTaTe peaKTUBa-
LIUM TTAMSITH, SIBJISIETCS BaXKHBIM COOBITHEM, KO-
TOpOE€ MNPUBOIMUT K JeCTaOMIU3ALIMM TaMSITH,
YTO JIeIaeT BO3MOXKHONM MOAM(UKALINIO PEaKTH -
BUPOBAHHOM naMsATU. B 11e710M moydyeHHBIE pe-
3yJIbTaThl TTOATBEPKIAIOT TUIIOTE3Y O POJIM OK-
cua a3oTa B IIpoliecce JJabuIn3ainun yCJIOBHO-
pedekTopHOI NaMsATH cTpaxa MpyU PeKOHCOJIM -
Ianun y TpeI3yHOB. KpoMe Toro, cxoxecTh Me-
XaHMU3MOB JICHCTBUSI OKCHUIAa a30Ta Ha IMaMSTh
OECITO3BOHOYHBIX M ITTO3BOHOYHBIX XXMBOTHBIX
JIOKa3bIBaeT KOHCEPBATUBHOCTh KJIETOYHBIX Me-
XaHU3MOB MaMSITU U OOy4YeHUSI Yy KUBOTHBIX B
LICJIOM.

Pab6ora yactuuHo noanepxkaHa rpaHTtom POPOU
17-00-00216 1 rpantom MOH 075-15-2020-801.
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NITRIC OXIDE IS NECESSARY FOR LABILIZATION (DESTABILIZATION)
OF CONTEXTUAL FEAR MEMORY IN RATS

A. Kh. Vinarskaya®, A. B. Zuzina**, and P. M. Balaban“

¢ Institute of Higher Nervous Activity and Neurophysiology, Russian Academy of Science, Moscow, Russia
#e-mail: lucky-a89@mail.ru

Nitric oxide (NO) is known to be involved in cued memory development. We investigated partici-
pation of nitric oxide in the reconsolidation process of the conditioned contextual fear memory in
rats. After a single training session, animals showed significantly increased freezing when presented
with a conditioned context. Memory reactivation under protein synthesis blockade by cyclohexim-
ide led to a significant decrease in freezing time in the conditioned context. Administration of a se-
lective blocker of neuronal nitric oxide synthase 3-Bromo-7-nitroindazole under conditions of
memory reactivation during protein synthesis blockade prevented weakening of the conditioned
freezing response during subsequent testing in the conditioned context. At the same time, 3-Bro-
mo-7-nitroindazole administration without reactivation did not cause significant changes in the
conditioned freezing level in rats. The results obtained suggest that nitric oxide is involved in the la-
bilization of conditioned contextual fear memory during reminder and, therefore, is necessary for

reconsolidation.

Keywords: fear conditioning, contextual memory, reconsolidation, nitric oxide (NO), NO-syn-

thase, cycloheximide
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