POCCUINCKUI ®PU3NOJIOTNYECKUI XKYPHAJ um. .M. CEHEHOBA

COINEPXAHWUME

Tom 106, Ne 4, 2020

Ot peaakropa

Muxauny ApkagbeBuay OCTpOBCKOMY — 85 JieT

399

O030pHbIe M NPO0JIEMHbIE CTATHI

MornexynsipHast (pru3uoIorust 3pUTEbHOTO MUTMEHTA POIOTICUHA:
aKTyaJbHbIe HarpaBJICHUS

M. A. Ocmposckuii
Spectral and Thermal Properties of Rhodopsins: Closely Related
but not Tightly Coupled

K. Donner
UYto Takoe “xopoiiuii ciyx”? ITokazaTean 4aCTOTHOM pa3pelarolei
CIOCOOHOCTH CcllyXa

A. 4. Cynun

401

421

436

DKcnepuMeHTAIbHbIE CTATBH
OcobeHHocT HAM@-3aBUCUMOI PeTyJIMpOBKY KacKaaa (hOTOTpaHCIyKLIMU
B KOJIOOYKAax

B. C. Cumnukosa, JI. A. Acmaxosa, M. JI. Qupcos

CBeToBasl amanTalus Majoyexk CE€TyaTKu, aganTaliMOHHas1 rnmaMsIThb
" ITOCJIEA0BATCIIbHBIC 06pa3u

A. IO. Pomos, JI. A. Acmaxoea, M. JI. @Qupcos, B. U. Toeapdosckuii

Pa3zHooOpa3ue u aganTuBHbIE CBOMCTBA 3pPUTEJIbHBIX TUTMEHTOB PbIO
C U3MEHSEMOI OKPACKOIl pOrOBULIBI

C. JI. Konopawes

TaHTIMO3HBIE KJIIETKU C (1)0HOB0171 AKTMBHOCTBIO CETYATKU pbl6
1 X BO3MOXKXHasA (byHKI_[I/IH B OLICHKE SDHTCHLHOI‘/JI CHCHBI

E. M. Makcumosa, A. T. Anunep, H. 3. lamanosuu,
A. A. 3aiiuuxosa, I1. B. Makcumos

IlepecTpoiika akTUBHOCTU HEMPOHHBIX CETei FOJIOBHOTO MO3ra yeJoBeKa
MPU JOCTUKEHUU NTOpora pacrno3HaBaHUU GparMeHTUPOBAHHBIX U300paKeHU I

K. IO. Illeaenun, IO. E. Illenenun

Maremaruueckasi monens cekpeunu ATP BkycoBbiMU kieTkamu Tuna 11

C. C. Konecrukos

448

462

474

486

504

521




CONTENTS

Editorials
Mikhail Arkadievich Ostrovsky is 85

399

Reviews and Topical Articles
The Molecular Physiology of the Visual Pigment Rhodopsin: Current Trends
M. A. Ostrovsky

Spectral and Thermal Properties of Rhodopsins: Closely Related
but not Tightly Coupled
K. Donner

Acute Hearing: What is It? Indicators of Frequency Resolving Power of Hearing
A. Ya. Supin

401

421

436

Experimental Articles

Specificity of cAMP-Dependent Regulation of the Phototransduction Cascade
in Cone Photoreceptors
V. S. Sitnikova, L. A. Astakhova, and M. L. Firsov

Light Adaptation of Retinal Rods, Adaptation Memory and Afterimages
A. Yu. Rotov, L. A. Astakhova, M. L. Firsov, and V. I. Govardovskii

Diversity and Adaptive Properties of the Visual Pigments
in Fish with Changeable Corneal Colouration
S. L. Kondrashev

Ganglion Cells with Sustained Activity of the Fish Retina and Their Putative Function
in Comprehension of the Visual Surround
E. M. Maximova, A. T. Aliper, 1. Z. Damjanovi¢, A. A. Zaichikova, and P. V. Maximov

Reorganization of the Human Brain Neural Networks Activity
at the Uncompleted Images Recognition Threshold
K. Yu. Shelepin and Yu. E. Shelepin

Mathematical Model of ATP Secretion in Taste Cells of the Type 11
S. S. Kolesnikov

448

462

474

486

504

521




POCCUMCKUI ®U3NOJIOTUYECKU XKYPHAJI um. .M. CEYEHOBA 2020, Tom 106,
Ne 4, c. 399—400

OT PEJAKTOPA

MUXANITY APKAABEBUYY OCTPOBCKOMY — 85 JIET

22 deBpansg 2020 roma ncnoaHMWIOCH 85 et akanemuky PAH Muxamiy ApkangbeBuay
OCTpPOBCKOMY — COBETCKOMY U pOCCUHCKOMY (DU3MOJIOTY, KPYITHOMY YYEHOMY, TIpU-
3HAHHOMY MMPOBBIM Hay4YHbIM COOOIIIECTBOM, CMELMAIUCTY B 00JaCTU (DU3UKO-XUMMU-
YeCKOU OMoJIoruv, OMHOMY M3 aBTOPOB HAyYHOT'O HaIlpaBJeHUs “MOJIeKYJIsipHast GpU3U0-
JIOTUS 3peHUs1” , MOKTOPY OMOJIOrMYeCKHNX HayK, 3acily>keHHOMY ITpodeccopy MI'Y.

B Hacrosiiiee BpeMst Muxauia ApKaabeBUY MPOI0KAeT aKTUBHYIO U TUIOAOTBOPHYIO Ha-
YUHYIO pabOTy: OH SIBJISIETCSI PYKOBOIUTENEM CEKLWU OTHENeHUsT (PU3UOJOTUUYECKUX HAyK
PAH, IIpesunenrom Poccuiickoro cdpusmonorundeckoro obdmrecrBa mmenn W.I1. ITasiosa,
DIaBHBIM pepakTopoM XypHaia PAH “CencopHbie cuctembr”, padoraer B MHcTUTYTE G110~
xummueckoit pusnku umenu H.M. Dmanyasna PAH (MBX® PAH), 3aBeayer kadeapoii Mo-
JIeKyJIsipHOit pusunonoruu buonoruyeckoro gakyasreta MI'Y um. M.B. JlIomoHocoBa

Muxaun ApkanbeBUY JIUAEp OTeYECTBEHHO HAyYHOM IIKOJIbI MOJEKYISIPHOM (hbrsro-
JIOTUU Y TIATOJIOTUU 3PEHUST, OCHOBOITOJIOKHUK HAyYHOTO HalpaBjieHUs yHIaMeHTalb-
HBIX UCCJIEIOBAHUIT MOJIEKY/ISIPHBIX MEXaHU3MOB 3pUTEJIbHOM perieniun. OCHOBHbIEC Ha-
MpaBJIeHUsT ero UcciaeqoBaHU: (POTOXMMUS 3pUTEIBHOTO MTUTMEHTA POJOTICUHA, Me-
XaHU3Mbl (DOTOTPAHCIYKIIMU, MEXaHW3Mbl TIOBPEXIAIIIEeTo JAEWCTBUSI CBeTa Ha
CeTYATKY U PETUHAIbHBIM MUTMEHTHBIN 3MUTENUN, CUCTEMbl 3alUThl OT OMACHOCTU
TaKOro MOBPEXIEHUSI, MEXaHU3Mbl MOAAEPXKAHUS MPO3PAYHOCTU XPYyCTajlMKa U €ro
MOMYTHeHUs (KaTapakToreHesa).

IMon pykoBonctBom M.A. OCTpOBCKOro MOJIydeHbl IPUOPUTETHBIE TaHHbIE O (hOTOXM-
MUWYECKUX peaKInsIX U KOH(POPMAIIMOHHBIX MepeCcTpOiiKax B MOJIEKYJIE 3pUTEJIbHOTO IMUT-
MEHTa POIOIICHHA, CO3/IaHO HOBOE MOKOJIeHUE (DOTOMPOTEKTOPHBIX UCKYCCTBEHHBIX XpY-
ctaymmkoB “CIieKTp” ¢ €CTeCTBEeHHOI CHEKTPaJbHOM XapaKTepUCTUKOM, pa3paboTaH M
BHEIPEH B KJIMHUKY HOBBII METOI paHHEil NUarHOCTMKM ayTOMMMYHHBIX 3a00JeBaHUN
CeTYaTKu I1a3a (nuabeTudeckask peTMHOMNATHS), a B MOCIASOHUE TOIbl — METOMI ayTodry-
PECLEHIIUM TJIa3HOTO JHA, MO3BOJISIIOIINI JMarHOCTUPOBATh JereHepaTUBHbIC 3a00JieBa-
HUSI CETYATKM HA CaMbIX pAHHMX CTaIUsIX X BOBHUKHOBeHUs. PaboTbl M.A. OcTpoBCKOTO
MPECTaBIISIIOT UCKITIOUUTEJIbHYIO BAXKHOCTb KaK JIJIsi TOHUMaHUs (hyHIaMEHTAIbHBIX OC-



400 MUXAUITY APKAABEBUYY OCTPOBCKOMY — 85 JIET

HOB (DU3UKOXWMUU 1 MOJIEKYISIPHOU (DU3MOJOTMU 3peHUs, TaK M IaToreHesa psima Ts-
JKEJIBIX M PaclpoCTPpaHEHHBIX MIa3HBIX 3a00JieBaHMIT (BO3pacTHas MaKyJisipHas JereHepa-
ous ceTyatku 1 karapakTa). B 2009—2019 romax M.A. OCTpOBCKMM YCIIEIITHO pa3BUTa HO-
Basi HAyYHast KOHLEIIHS O “(OTOOMOIOTUIIECKOM TTapaioKce 3peHUs 1 eTO MPAaKTUIECKUX
MOCTIENCTBUSX’, CO3MaHO MPUHIIMITAATLHO HOBOE HAyYHOE HaIlpaBIeHUe — “OINTOTEHETH -
Ka 3peHus”, HalpaBJIeHHOE Ha MPOTEe3UpPOBaHME AEeTeHEpPaTUBHOM (CIEMoii) ceTyaTKu U
BO3BpAILECHUE 3PEHUS CJICTTBIM JIIOMISIM.

3aciyru M.A. OcTpoBCKOTrO Tepe/ OTeYeCTBEHHOM HayKoi OTMeUYeHbI opaeHaMu JIpyxK-
o661 1 [Toyeta. OH nBaxnbl Jaypeat npemuu [IpaButensctBa PD. Muxann ApkaabeBUY
ynoctoeH 3onoroit Memam uM. 1.M. CeueHoBa PAH — 3a nmki pabot mo MexaHu3Mam
doropenenunu, npemun uM. FO.A. OBunaHuKoBa PAH — 3a muxit pa6ot “CBepxOBICTphIE
(oTonpeBpallleHNs 3pUTEIbHOIO MATMEHTA POAOIICMHA™ .

Penxomnnerusi Poccuiickoro ¢pusunonornyeckoro xxypHaia um. .M. CedyeHoBa cepreu-
HO moszapabiisgeT akagmemMuka M.A. OCTpOBCKOro ¢ 10OMIeeM M MOCBSIIAET 3TOT HOMEp
KypHasia coBpeMeHHBIM TIpobsieMaM (PU3MOJIOTUM CEHCOPHBIX CUCTEM.

Peoxonnecusn
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Ha npotsixenun moutu 150 jeT pomoncuH nMpuBjieKaeT BHUMaHKWE UCCIea0BaTeNei,
OoCTaeTcsl “ropsiyeit TOUKoii” coBpeMeHHOU Ouooruu. B MmexaHu3me 3puTebHOM pe-
LIETTLIMM POIOTICUH 00eCTieYBaeT HECKOIBKO KITIOUEBbIX (DU3UOTOTUUECKUX (DYHKIIHIA:
CIEeKTPaIbHYIO YyBCTBUTEIbHOCTD, (DOTOTPAHCIYKIIMIO, CBETOBYIO M TEMHOBYIO aIar-
tauuu. C pONONICUHOM U 3PUTEJbHBIM (PETUHOMAHBIM) LIMKJIOM POJIOICUHA CBSI3aH
raroreHes 1esoro psina ¢hopM ereHepaTMBHBIX 3a00JIeBaHUIi ceTuyaTku. B nmocieqHee
BpeMsl POJOIICUH pacCMaTPUBAETCsl KakK IMepCNeKTUBHBIA ONTOTeHETUYECKU “UH-
CTPYMEHT” IJIsl TIPOTE3MPOBaHUsI IeTeHepaTUBHOI ceTyaTKU. B cTaThe paccMOTpeHbI
HauOoJiee aKTyaJbHble U aKTUBHO 00CYXIaeMble MPOOIeMbl MOJIEKYJISIPHOM (DU3UOJIO-
MY POIOTICHHA.

Karoueswie croga: ponoricuH, 3BOJIOLMST POAOIICUHOB, CIEKTpajbHasi HACTpOKa 3pu-
TEJIbHBIX TUTMEHTOB, (POTOXMMUSI POAOTICUHA, (POTOTPAHCIYKIIUS, 3PUTEIbHBIN (PETH -
HOMIIHBIN) LIMKJI, ONITONEHETUYECKOe MPOTE3MPOBAHUE IeTeHEPATUBHOM CeTYaTKU

DOI: 10.31857/S0869813920040056

3PUTEJbHBIN POJOTICUH B CEMEVNCTBE
PETUHAJIb-COAEPXAIIMX BEJIKOB

HazBanue “pomoncuH” MpouCXOOUT OT ABYX IPEYECKUX CIOB: “rhodo” — po30BHIN U
“opsis” — BuneTh. J1o KoH1a 50-x—Hauaja 60-X roI0B OH Ha3bIBAJICS “3PUTENBHBIM ITyp-
nypoM”, a ellle paHee, Mocje ero oTkpbiTust B 1876 r. Mepenuem Bostem, Sehestoff —
“3pUTEeNBbHBIM BelllecTBOM”. B HacTosiliee BpeMsl Ha3BaHUE POJOTICUHBI paclipOCTpaHU-
JIOCh Ha GOJIBIIIOE CEMEMCTBO PETUHAIb-COMEPKAIIX OSJIKOB — U Ha POIOTICMHBI MHOTO-
KJICTOYHBIX, BKJIIOUasi 3pUTEJIbHbIE POJOIICHHBI (pomorcuubl I Tuma mo coBpeMeHHOM
KJlaccuuKalun), 1 Ha MUKpOOHUaIbHbIE POIOIICMHBI (pomoricuHbl I Tumna). PogorcuHbt
0OHapyXeHBI BO BCEX TPEX LIapCTBaxX — apxesl, 3y0aKTepUU U SYKapUOTHI.

MuKpoOGHaTbHBIE POTONICUHBI — OTHY U3 CAMBIX IPEBHUX OeJTIKOB 6rocdeprl. bakrepriopo-
JIOTICMH — TIEPBBI U3 OOHAPYKEHHBIX MUKPOOMATBLHBIX POIOTICMHOB W OTBETCTBEHHBIN 3a
OECKICIIOPONHBIN (POTOCHHTE3 — BO3HHMK B IIPOKAPHUOTaX OKOJIO 3.5 mutpa JieT Hazan. K Muk-
pOOHANTbHBIM POIIOTICMHAM OTHOCSTCSI ITPOTEOPONONICUH — GaKTepraibHasl BEPCUsI PO-
JIOTICUHA, OOHApYXEHHasl y TPOTUCTOB TUHOMJIATEIUISIT, CEHCOPHBIE POAOIICUHBI, KaHAJIb-
HbI€ POJOTICUHBI OTHOKJIETOYHBIX BOJAOPOCIEH, rAJIOPONOINCUH U 6aKTEPUOPOJOTICUH TaJlo-
bunbHbIX apxebakTepuii. DYHKUUSIMU MUKPOOMAILHBIX POJJOIICUHOB SIBJISIIOTCS
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9BOJIIOLIMOHHO NpeBHSS popMa doTocuHTe3a (0aKTepUOPOAONCUH) U (POTOTaKCUC
(ceHCcopHBbIE POAOTICUHBI). DTU (QYHKIUU OOECIEYMBAIOTCS CBETO-WHAYLIMPOBAHHBIM
MEPEHOCOM IMPOTOHOB, KATUOHOB WJIM aHMOHOB (XJIOpa).

Pononcunsl 11 Tina, B TOM 4uciie 3puTeabHble, — OOHU U3 IPEBHEHIINX OSJIKOB XH1-
BOTHOTIO 11apcTBa. OHM MOSIBWIKCH Y 9YKaprUOT OKOJIO MUJUIMapAa JeT Ha3an (11s1 ob63opa
cM. [1-3]). [Tonapisiolee 60ABIIMHCTBO pononcruHoB 11 Thna ¢hyHKIMoHupyoT Kak G-6e-
JIOK CBSI3bIBAIOIIME PELIENTOPHl. B OCHOBHOM, OHU HeCYT (pOTOpELIENTOPHYIO (DYHKIIUIO.
OnHako, 3TO HeobsI3aTebHO. MaeHTUOUIIMPOBAHO HECKOJIBKO ITOATPYITI HE3PUTEIhb-
HBIX OIICMHOB. K HUM, B YaCTHOCTH, OTHOCSITCSI MEAAHONCUH, HAIEHHBIN B TAHTJIMO3HBIX
KJIeTKaX CETYaTKM, a TakXke B KJIeTKaX MO3ra, U OTBETCTBEHHBII 32 IUPKaaHbIE PUTMBI U
3pauykoBbIit pediiekc; Heiponcurn (OpnS), HalieHHBIM B HEPBHBIX KJIETKaX; dHyeqgaron-
cuH, OOHApYKEHHBII B KJIETKAaX MO3Ta U BUCLIEpaJIbHBIX OPTraHOB; NepPONCUH, HAIEHHbII
B KJIETKaX PETUHAJIBHOIO IIMTMEHTHOTO 3IuTesns (I1s1 oo63opa cM. [4]).

OO01IMM U151 BCEro KJjlacca peTUHaIb-CoAepKallluX OeJIKOB SIBJISIIOTCS CTPYKTypa ario-
0OejIKa — OICHHA C €ro CEMbIO TpaHCMEMOpPaHHBIMU ajib(a-crupajbHBIMU CETMEHTAMU U
KodakTop (xpomModop) — peTuHallb, MOMIONIAIOIINI KBAaHT cBeTa. B Monekyne petu-
HaJIb-COACPpKAIINX OEJIKOB PEeTHMHAJIb KOBAJICHTHO CBsI3aH BCeTOa C JU3MHOBBIM OCTAT-
KOM OIICMHA B cCeAbMOM ajibda-cIupaaibHOM cerMeHTe. Hanbonee KoHcepBaTUBHBIM 10-
MEHOM peTUHAIb-COAepXKAIINX OEJIKOB SBJsIeTcsI XpoModopHBI LeHTp. benkoBoe
OKpYK€HHE PEeTHUHAJISI B XpOMOGOPHOM ILEHTPe NPUHIUMNNMAILHO BaXKHO M IJISI CIIEK-
TpaJIbHOM HACTPOMKMU, U IJIsl OCYLIECTBICHMSI CBEPXObICTPOi (hOTOU3OMEPU3aALIUUA — OJI-
HOIi U3 caMBbIX OBICTPBIX B ITpUpoae (OTOXMMUYECKUX peakivii (Ij1st o630pa cM. [5]).

CrenyeT mpu3HaTh, YTO BOIIPOC 00 SBOIOIIMOHHON CBSI3M MEXAY MUKPOOMATILHBIMU
ponoricuHaMu I Tuma 1 pomoriciHaMu MHOTOKJIeTOUHBIX 11 Tuma, mo-cyiecTBy, octaercst
OTKPBLITHIM. MIX HECOMHEHHasl MOXOXECTb MOXET ObITh PE3yJbTaTOM KOHBEPTeHTHO
aBosouuu [4]. C npyroii CTOpOHBI, HEJIb3s1 UCKITIOUUTD, YTO MX ITOXOXECTb MOXET OBbITh
CIIEICTBHEM CYIIIECTBOBAHUS OOIIETO U YTEPSTHHOTO MpealleCTBeHHUKa [6].

Hapsiny ¢ Bompocom 06 3BOIIOLIMOHHOI CBSI3U MEXKIY MUKPOOUATIbHBIMU POIOIICMHAMU
I Tuma u pogoriciHaMu MHOTOKJIeTOUHbIX 11 TUMa, akTUBHEHIIMM 06pa3oM oOCyKaaeTcst
BoIpoc 00 3Bosmolu G-0e10K-CBI3bIBAIOIINX PELIETITOPOB U 3PUTEIbHOM DOIOIICUHE
KaK UX TUITMYHOM TpeAcTaBuTeNle (MU MpeaiecTBeHHUKe). UMEeHHO 3pUTEIbHBIN pO-
IIOTICUH CJIYXXUT B HacToOsIIlee BpeMsI CaMOM alIeKBATHOM MOJEJIBIO ISl MCCIIeTOBaHUS
CTPYKTYP M MEXaHMU3MOB aKTUBAIIMK Bcero Kiacca G-0eJI0K-CBI3bIBAIONINX PELIETITOPOB.
HecomHeHHO, 3BoMIOLIMS pPeTUHAJIb-COAEPKAIINX OeJIKOB, KakK U 3Bojolus G-0e10K-
CBSI3BIBAIOIINX PELIENITOPOB, OCTAIOTCSI OMHUM U3 aKTyaJIbHBIX HAIlpaBJICHUI COBPEMEH-
HoM 6uoJiornu (mjist o63opa cMm. [7]).

CIIEKTPAJIbHASI HACTPOMKA 3PUTEJIbHBIX TUTMEHTOB:
OBOTIOONOHHAA U ®PU3NOJTOTMYECKAA BPEMEHHDIE LITKAJIBI

Bo Bcex pa3HOOOpa3HBIX TUIAX OPTaHOB 3PEHHUS, BO BCeX TUIAX (POTOPELIEHTOPHBIX
KJICTOK, HAaUMHAasl CO CBETOYYBCTBUTEIbHBIX KJIETOK MPOCTEHIINX MHOTOKJIETOUHBIX Opra-
HU3MOB U KOHYasl POTOPELIENTOPHBIMU KJIETKaMy pabJIOMEPHOTo WJIM PECHUTYATOrO (ma-
JIOYKM M KOJIDOYKM) THMIIA BBICOKOOPIaHM30BAHHBIX OECIIO3BOHOYHBIX M TO3BOHOYHBIX
JKMBOTHBIX, CBETOUYBCTBUTEILHOII MOJIEKyNOil sIBisieTcst (G-0eJIOK-CBSI3bIBAIOIIMIA 3P~
TeJIbHBII MUTMEHT POIOIICUH C 11-yuc nzoMepoM peTuHast uin 11-yuc-gerunpopeTuHas
B KauecTBe XpomodopHoii rpymimbl. CnekTpajibHoe U (HOTOXUMUYECKOE pa3sHooOpasue
3PUTEIbHBIX TUTMEHTOB 00ECIIEYNBACTCS AMUHOKUCIOTHBIMY 3aMEeHaMU OEJIKOBOI 4acTu
MOJIEKYJIbI, [JITABHBIM 00pa3oM B XpoMOGOPHOM LIEHTpe OoIicMHa. B npuHIIMIIie, CrieKTpaib-
Hasg HacTpoiiKa BO3MOXHA B JIByX BPEMEHHBIX IIKajaxX: JIMTEIHbHON 3BOJIIOLIMOHHON M
CPaBHUTEJIbBHO KPaTKOCPOUHOI, afanTallMoOHHON ((hr3U0I0rnuecKoin).
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BHyTpuMoieKyasipHble MEXaHU3MBbI 3BOJIIOIIMOHHON CMEKTPAIbHOW HACTPOMKU 3pu-
TeJIbHBIX MTUTMEHTOB MO3BOHOUYHBIX B HACTOSIIIEe BpeMsl JOCTATOYHO XOPOIIIO U3YyYEHBbI.
Hampumep, caBur criekTpa HOINIOIIEHUsST KOPOTKOBOJHOBOIO “yIbTpaduoieToBOro”
MUTMEHTAa B (hU0JIETOBO-CUHIOI 00J1aCTh BUIMMOTO CTIeKTpa TpeOyeT BCero OAHOM aMu-
HOKMCJIOTHOI 3aMeHBI B XpoModOopHOM I1eHTpe oncuHa [8]. CrekTpanbHasi HacTpoiiKa
JUIMHHOBOJIHOBBIX MUTMEHTOB B “KpacHBIX” KOJIOOUKAaX PENTUJIMMI, IITUI U MJIEKOIIUTa-
IOLIMX TPeOyeT HECKOJbKMX aMUHOKMCIOTHBIX 3aMEH, BKJIIOUYAasi aHMOH (XJI0p)-CBSI3bIBa-
I01111Me LEHTPhl B XpOMOMOPHOM LIeHTpe. BriepBble HOHOXPOMHBIE CBOMCTBA ITUX TUT-
MEHTOB ObUIM MOKa3aHbl y rekkoHa [9]. HamMu Obl1Oo TTOKa3aHO, YTO ynaJieHUe MOHOB
XJI0pa He TOJILKO CMEIIAeT B KOPOTKOBOJHOBYIO 00JIacTh (mpuMepHO Ha 30 HM) MaKCHu-
MYM CITeKTpa MOTJIOLIEHUS MOAOTICUHA LbITUIEHKA B IUTUTOHUHOBOM 3KcTpakTe [10] u B
KoJIOOUKax M30JIMPOBAHHOI ceTyaTKM JISATyIKHM [11], HO ¥ monaBiasgeT (pyHKIMOHATBHYIO
aKTUBHOCTb (TaficHUe WU JaxkKe UCYE3HOBEHUIO TTO3HEr0 PELeNTOPHOTO MOTeHIIhala B
OTBET Ha KPACHYIO BCIIBIIIIKY CBETa) KPAaCHO-UYYBCTBUTEIILHBIX KOJOOYEK M30JIMPOBAH-
HOM ceTyaTKu 3010ToM prioku [12]. UTo KacaeTcsl cieKTpaabHOM HACTPOMKH IAJIOUKO-
BOTO 3pUTEIBLHOTO NTUTMEHTA (POJOIICMHA), TO €€, TPAaKTUYECKU, HE CYIIECTBYET: MOYTHU Y
BCEX Ha3eMHBIX MO3BOHOYHBIX MAKCUMYM CIIEKTpa TMOIJIOIIEHNS POJONICMHA HaXOAUTCS
B obsiactu 500 HM. XOTs MaJIOUKOBBIN POAOIICUH U KOJIOOUKOBBIE 3pUTEIbHBIE TTMTMEHTBI
coAepxKaT OIMH U TOT Xe XxpoModop — 11-yuc peTuHaIb, CylLIeCTBEHHBIM 00pa30M OTJIU-
YaroTCsl HE TOJIBKO MX CHEKTPHI MOTJIOIIEHUSI, HO U UX (hOTOXMMUYECKHNE, OMOXUMUYEe-
cKue 1 (PU3MO0JIornIecKre CBOMCTBa [13]. DTO CBS3aHO ¢ pa3IMIHBIM OSJIKOBBIM OKPYXKE-
HueM xpoModopa B XpoOMODOPHOM LIEHTPE NMaTOUKOBOTO U KOJIOOUYKOBBIX OTICUHOB. Tax,
HarnpuMmep, HEJaBHO YAAJIOCh IOKa3aTh, MCIOJb3Yys aHajioru ll-yuc peTuHassi, 4To
CTPYKTYypa XpoMo(Op-CBA3bIBAIOLIETO LIEHTPa ONICMHA CUHUX KOJIOOYEK YeloBeKa cylie-
CTBEHHO OTJIMYAETCS OT CTPYKTYPhI XpOMOMOP-CBI3bIBAIOIIETO LIEHTPA ONCUHA 3eJIeHbIX
M KpacHBIX Koyioouek [ 14]. Takoe pasimyue elie pa3 MOATBEePXKIaeT UX pa3IndHoe (PHIo-
TeHeTU4YeCcKoe Ipoucxoxuernue [15].

BhIsiIcHEeHHEe JeTalbHONW MOJIEKYJSIPHOI OpraHu3aluuu XpoModOop-CBS3bIBAIOIIETO
LIEHTPa KOJIOOYKOBBIX MUTMEHTOB MPUHIIMITUAIBHO BaXKHO JJIsI TTOHMMaHUSI OCOOEHHO-
creit GoTOXMMUU, OUOXMMUM U (PU3UOJIOTUM KOJOOYKOBOTO 3peHUsI. AKTyaJIbHOM 3a1a-
4yeil B 9TOM CBSI3M SIBIISIETCS] KPUCTAIIM3AIMST KOJIOOYKOBBIX ITMTMEHTOB U UX PEHTTEHO-
CTPYKTYpHOE ucciienoBaHue. J1o HacTosilero BpeMeHU HU OIUH U3 HUX, B OTJIIMYUE OT
POIOIICHHA, HE KPUCTAJUIM30BaH.

Yro KacaeTcsl amanTallMOHHOM, (DM3MOJOTMUECKON CHEeKTPaabHOM HACTPOUKU 3pU-
TEJIbHBIX TIMTMEHTOB — CE30HHOI WJIM 3aBUCSIIEH OT YCIOBUM OCBEILIEHUS, TO, KaK Ipa-
BWIO, pe4yb UIET O 3aMeHe XpoMOodOpHOit rpynibl — 11-yuc-peTuHans (peTUHaIb; — allb-
JIeTUJ, BUTaMKHa A;), NOJIOLIAIOLIETo B 60Jiee KOPOTKOBOJIHOBOW 00J1aCTH CIEKTpa, Ha
11-yuc-peruapopeTuHalb (PETUHAIb, — aJIbAECTU] BUTAMUHA A,), KOTOPBIi 3a cueT 106a-
BOYHOM NBOMHOI CBS3U B 6E€Ta-MOHOHOBOM KOJIbLIE MOJIEKYJIbI PETUHAJIS TOIJIONIAET B
0oJiee JIMHHOBOJTHOBOM 00J1acTu criekTpa. OnHaKo, 3TOT OOLIETIPUHSATHIIT MeXaHU3M He
Bceraa paboTaeT, BO BCSIKOM CJIydae, B OTHOLIEHUM 6ecrio3BOHOUHBIX [16]. CoBMeECTHO ¢
GbUHCKMMU KoJUIeTaMyd HaMU ObUIO TIPEINPUHSTO TMOAPOOHOE CPaBHUTEIbHO-DU310II0-
TMYECKOe UCCIeJOBaHUE MEXaHU3MOB aAaNTallMOHHbBIX U3MEHEHUI CIIEKTPaIbHOI UyB-
CTBUTEJILHOCTH TJ1a3a U CIIEKTPaAJIbHOM HACTPOMKHU POJOINICMHA PAKOOOPA3HBIX, 8 UMEHHO
KpeBeToK pona musu (genus Mysis; Mysida, Crustacea), B 3aBUCUMOCTU OT CpeJlbl OOU-
tanus [17, 18]. Pon pakoobpa3zHbix Mysis MOXHO paccMaTpuBaThb KaK WMCKJIIOYUTEIbHO
YIOOHYIO MOIEIb I UCCIICTOBAHMS UX SIMTEHETUICCKOTO U “OBICTPOro”, (hu3n0I0Tr-
YeCKOTO aIalTalluOHHOTO OTBETa HA U3MEHEHNE YCIIOBUM CBETOBOI Cpenbl OOUTAHUS U
IPYTUX 9KOJOTMIecKux (pakTopoB (COJIEHOCTHU U T.1.). MU3UIBl HEOOTHOKPATHO MEHSUIU
cpeny oOMTaHUSI KaK Ha MEXXBUIOBOM, TaK Y BHYTPUBUIOBOM YPOBHSIX, ITPUUEM 3a pa3-
HbIe TIepUOAbl BpEMEHU — OT MUJIJIMOHOB JIET 0 BCEro HECKOJIBKUX ThICSUeneTnii. Mop-
cKasl U o3epHasi nonyisiiuu Buna Mysis relicta pa3neviinch CpaBHUTEIBHO HETaBHO — B
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KOHIIE JISAHUKOBOTO Tnepuoaa, okoyio 10000 net Hazan. B oTimuue oT MOPCKOIA, B Ipec-
HBIX BOJIAX, COAEpPXalllUX Pa3IMYHOTO Pojia B3BECH, YK€ Ha CPAaBHUTEIbHO HEOOJbIIO
IIyOMHE CBeTa TOXOIUT MaJjlo, M OH CMENeH B IJIMHHOBOJIHOBYIO 00J1acTh criekTpa. [To-
39TOMY CHEKTPHI TIOTJIONIEHUS] POIOTICUHOB, 00ECIeYnBaIOIIUX “CyMepeuHoe” 3peHUue B
TMIPECHBIX U MaJIONMPO3payHbIX BOJAX, KaK MPaBUJIO, CMEIIEHbI B JJIMHHOBOJHOBYIO 00-
JIacTh crieKTpa. IMeHHO Takasi, OTBeuarollasi 3TOMy MpaBuly CIIeKTpalibHasl HacTpoiika
3PUTEJILHOTO IMTMITMEHTa ObLT OOHapy»kKeHa HaMUW Y MOPCKOI M 03€pHOI MOIMYJISIIUIA KpeBe-
TOK Mysis relicta. MakCUMyM TIOIIOLIEHUS] POAOTICMHA Y MOPCKUX KPEBETOK HAaXOAUTCSI B
ob6sactt 530 HM, a y obuTaroleil Ha GONBIIION TTyOMHE 03epHBIX — B obmactu 560 HMm [17].
CrniekTpajabHasi YyBCTBUTEILHOCTD IJIa3a O3€PHOM TOMYJISLIMY TaKXe CMellleHa MpUMep-
Ho Ha 30 HM B “KpacHyi0” 00JIaCTb CTIEKTpa M0 CpaBHEHHUIO ¢ MOpPcKoii [19]. BaxxHo npu
39TOM TMOJYEPKHYTh, UTO CMIEKTPaJIbHAsI YYBCTBUTEIBHOCTb IJ1a3a KPEBETOK CYIIECTBEHHO
CMellleHa MO OTHOILIEHUIO K CTIEKTPaM TOMIOIIEHUS] UX 3pUTEIbHBIX TTUTMEHTOB B IJTUH-
HOBOJTHOBYIO 00J1aCTh. JIeiiCTBUTEILHO, MAKCUMYM TOTJIOIIEHUST POIOIICMHA Y MOPCKMX
KpeBeTOK Haxonutcsl B obiactu 530 HM, a crieKTpajibHasi YyBCTBUTEJILHOCTh MX TJla3a
nMeeT MaKCUMyM oKoJio 570 HM; y 03epHbBIX MAKCUMYM MOTJIOIIEHUSI POAOTICMHA B 00J1a-
ctu 560 HM, a MAKCMMYM CITEKTPaJIbHOM 4yBCTBUTEILHOCTHU Iaza okoyio 600 um. Kak
WU3BECTHO, B JUIMHHOBOJIHOBOM CMEILIEHUM CIIEKTPaTbHO YYBCTBUTEIbHOCTH TJ1a3a Mpu-
HUMAaIOT y4acTHe XeThle, YACTUYHO OT(UIBTPOBBIBAIOIIIE CUHUIA CBET 9KPaHUPYIOLLIUE
MUTMEHTBI — 3TO BXOASIIME B COCTAaB OMMOXPOMHBIX I'PaHyJI KCAHTOMMATUHBI U KapOTH-
Hounpl [20]. Hamu 6b110 MMOKa3aHo, YTO UMEHHO KCAHTOMMATHUHBI B COCTABE OMMOXPOMHBIX
TpaHy/ B KaYeCTBE BHYTPUIJIA3HBIX CBETO(DUILTPOB (hOPMUPYIOT JUIMHHOBOJIHOBOE CMeEIIIe-
HUE CIEKTPaJIbHOI YyBCTBUTEIBLHOCTH IVIa3a OOeMX ITOMYJISIHUiA KpeBeToK M. relicta [21].
IlockonpKy o0 TIIyOMHBI O3epa, Ha KOTOPO OOMUTAIOT O3€pHBIE KPEBETKM, B 00JaCTHU
680 HM JOXOIMT HUYTOXHOE KOJMYECTBO CBETA, a CBET KOpoue 550 HM MOJIHOCTBIO OTCE-
KaeTcsi, TO IJIMHHOBOJIHOBAsI CMEKTpajbHasi HACTPOMKA M 3pUTEJILHOTO MUTMEHTa, U
CNEKTPaJIbHOM YYBCTBUTEJIBHOCTU IJIa3a MPUHLMITMAIBHO BaXKHBI U1 aganTallui UX
3peHusI K cBeToBoil cpeme obmrtaHus. [lomo6HBIN (Ha 20—30 HM) IJIMHHOBOJHOBBIM
CTNEKTPAJIbHBINM CIBUT Y O3€PHBIX MOMYJSLIUNA MO CPABHEHNIO C MOPCKUMM ObLIT HalleH
elle y TpeX CEBEPHbIX BUAOB MU3K/, MPETEPIEBILINX O0Jiee YeM NBYXMUJJTMOHHBINA Mepr-
O/l BOJIIOLIMM 1 IUBEPreHIIMN ONICUHOBOIO reHa [22].

KakoBbl MEXaHU3MBI CMIEKTPAJIbHOM HACTPOWKM 3puTebHOrO MurMeHTa? EctecTBeH-
HO OBLJIO TIPEATIONOXKUTD, YTO B 3PUTEJIbHBIX TUTMEHTAaX MOPCKOM M 03€PHOU MOy
M. relicta conepxarcs pasHble GopMbl 11-yuc petuHanss — y MOpckoitl 11-yuc petuHaip,
(Al), ay o3epHoii 11-yuc petuHanb, (A2). Kak gaBHO u3BectHo, 3ameHa xpomodopa Al Ha
A2 B TOM Xe caMOM OTICUHE TTPUBOJIUT K IJTMHHOBOJIHOBOMY CMEIIIEHUE MaKCUMyMa CIeK-
Tpa norjomeHus npuMmepHo Ha 30 M [23]. Takas 3ameHa Al <> A2 (pOIOIICUH <> TOpdU-
poricMH) obecmeunBaeT “ObICTPYIO”, (DU3MOIOTMYECKyIOo, HampuMep, CE30HHYIO, Ha-
CTPOIKY CIIEKTPaIbHOM YyBCTBUTEIBFHOCTH IJ1a3a y phIo 1 aMmpuouii [24, 25], a Takke, 110
KpaiiHeil Mepe, y OMHOTO B1IA PaKOOOpPa3HBIX — Yy IIPECHOBOAHBIX KpaboB, y KOTOPHIX Oa-
JIaHC MEeXAy IBYyMsI (hopMaMu XpoMO(OpOB 3aBUCHUT OT (paKTOPOB OKPYXKaIOIIEil Cpebl,
B IePBYIO o4epeb CBeTa U TeMItepaTyphl [26]. OmHaKo, BOIPEKU OXUAAHUSIM, HAMU ObI-
JIO YETKO TT0Ka3aHOo, YTO Pa3JIM4Ms B CIIEKTpaXxX IMOMIOIIEHWS] 3pUTEIbHBIX TTMTMEHTOB B
pabmomax 03epHOI 1 MOPCKOI1 MOMYJISIIIAI OMHOTO U TO Xe Buna Mysis relicta He CBSI3aHbI
C UCTOJIB30BaHUEM Pa3IMYHBIX HOpM XpoMOGOPOB — U Y TEX, U Y APYTUX XPOMOGOPOM SIB-
JisieTcst oiuH U Toxe 11-yuc nzomep petuHansi; (Al), B To Bpemst Kak xpomodop A2 B 3pu-
TEIbHBIX MUTMEHTAaX 3THX IOITYJISIuil oTcyTcTBoBaa [27]. Ckopee Bcero, 3puTENIbHBIC
MUTMEHTHI U APYTUX BUAOB MU3UI, COAEPXKAT TOJIbKO XxpoMmodop Al. Musuasl npuHim-
MUAJIbHO OTJIMYAIOTCS OT IIPECHOBOMIHBIX PAKOOOpa3HbIx, obnamaromux Al <> A2 cucre-
MOI1, TeM, YTO MU3HUIbI — 3TO UCXOAHO MOPCKHME pakKooOpas3HbIe, a HE MPECHOBOIHbIC.
[ToaTOMYy Yy HUX KaK MOPCKMX paKooOpa3Hbix Al <> A2 cucteMa oTcyTcTByeT. M XOTSI MU-
3UJIbl MEHSLIM, TIPUTOM HEOTHOKPATHO, Cpeay OOMTaHUsI C MOPCKOI Ha MPECHOBOIHYIO,
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ouoxuMmuueckasi cucreMa oomeHa Al <> A2 y HUX TaK U He nosiBWiIachk. MHBIMU ciioBa-
MU, OyIy4d MCXOMHO MOPCKUMM PAKOOOPa3HBIMU, MU3UILI HE UCTTONb30BaIN Al <> A2
OOMEH TSt UBMEHEHMST CTIEKTPaIbHOM YyBCTBUTEILHOCTH IJ1a3a.

Yto Kacaercs GEJIKOBOI YaCTU MOJIEKYJIbI — OINCHHA, aMUHOKUCJIOTHBIC 3aMEHbI B
XpOMOGMOPHOM LIEHTPE KOTOPOTO OIPEACIISIIOT 3BOTIOIIMOHHYIO CIIEKTPAIbHYIO HACTPOIi-
KY 3pUTEIbHBIX TUTMEHTOB, TO TTOMBITKA HAWTH pa3Indus MeXIy OTICHMHAMU MOPCKOM 1
03epHOIl TTOMYJISILIUSAMU TTOKa He yBeHUYaIMch ycriexoM. KoHKpeTHOo, He OGbLIo HaineHo
pa3HULIBI B TeHE OTICUHA, KOMUPYIOIIET0 aMMHOKHUCIOTHYIO MOC/IeI0BaTeIbHOCTh POIOTI-
CuHa B pabmomax 03epHOil U MopcKoii nmonynsiuuii Mysis relicta [22]. BMecTe ¢ Tem, B
9TOi1 e paboTe Mpu CpaBHEHUM TpeX BUIOB Musua — M. relicta, M. salemaai u M. segers-
tralei — pa3nuuusl MeXIy BUIAMU B aMUHOKHCJIOTHOM MOCJIEN0BATEILHOCTU UX OTICUHOB
Ha OCHOBE aHaJIN3a TeHOB HaiineHbl 6but. HTEepecHO, YTo B pabmoMax KaXIoi 13 Io-
nyasiauit M. relicta mprCyTCTBYIOT 00a 3pUTEJIbHBIX IIMTMEHTa — U CPEIHEBOJIHOBBIHM (3€-
JIEHBIN) — 525—530 HM, U JUIMHHOBOJIHOBBII (KpacHBIil) — 565—570 HM, HO B CYILIECTBEH-
HO pa3HbIX MPOMNOPLMUSIX, MPU 3TOM 3KCIIPECCUPYIOTCS OHU B pa3HbIX padaomax [28].
MoxXHO nosaraTh, ¥ 3TO TpeOyeT AalbHENIIMX UCCIEAOBaHU, YTO pa3JIMYMsI B CIIEKTpax
MOTJIOLIEHUST 3pUTEIbHBIX TTMTMEHTOB KaXIIoM 13 nonyasuuii Mysis relicta, ix akcmnpec-
CHST M COOTHOIIICHUE B pa3HBIX pabaoMax OIpeAeIsIioTCsS B XOIe Pa3BUTHUSI HEKUMU BT -
TeHEeTUYEeCKUMU (aKTopaMu, KOTOPHIC IS MOPCKOM M O3€pHOI ITOIIYJISILMA, Cymsl 10
BCEMY, Pa3JIMYHBI.

Elte oqHUM BaXKHBIM (DU3MOJTOTMYECKUM OTIIMYUEM MOPCKOM 1 03epHOM MOy
SIBJISIETCSI MX pa3Hasl YyBCTBUTEJIBHOCTh K TMOBpEXIalolieMy AeHCTBUIO CBETa: o3epHast
ropasnao 6oJiee 4yBCTBUTEbHA, HeXelu Mopckas [29]. HaMu ObLIM moagpoOHO McCieno-
BaHbl MEXaHU3MBI, JIeXKalllie B OCHOBE MOBPEXIAIOIIEro AeHCTBUSI CBETA U 3alllUThl OT
Hero y ooenx nomyisauuii [30, 31]. Kak BEIICHMIOCH, OMOXMMUYECKasi CUCTeMa aHTHUOK-
CHIIAaHTHOM 3allIUTHl Y HUX CYIIECTBEHHBIM 00pa3oM He oTiimdaetcsl. ETMHCTBEeHHOE UeT-
KO€ pa3jimiune, KoTopoe 6610 0OHapYyXeHO, — 3TO ColepKaHue B CTPYKTypax Ija3a sKpa-
HUPYIOIIMX MUTMEHTOB OMMOXPOMOB, a TaKXe KapOTUHOMIOB, 00JIaJal0IIuX KaK CBETO-
GUIBTYIONIMMU, TaK U BbIPAXKEHHBIMU aHTUOKCUAAHTHBIMU CBOMCTBaAMM (1151 0630pa
cMm. [32, 33]). B m1azax MopcKoii MOMyJssiMd OMMOXPOMOB OKa3ajloCh CYIIECTBEHHO
OOJIbIIIE, YEM Y O3€PHOM. DTOT (HaKT MOXKET OOBSICHSATH HAMHOTO OOJIBIIYIO YCTONYM-
BOCTB IUTa3a K MIOBPEXKIaoIeMy AeHCTBUIO CBETa Yy MOPCKOM IMOMYJISLIMUA KpeBeTOK Mysis
relicta, yem o3epHoii [34].

Het coMHeHuUsI, 4TO cpaBHUTEIbHAs (DU3UOJIOTUS 3pUTETBHBIX TUTMEHTOB — YPE3BbI-
YyaifHO yBJIeKaTeJbHast 00J1acTh OMOJIOTUM 3peHUs, obelarolas HOBbIe, IToA9ac HeOKM-
JIaHHbIE HAXOJIKU.

OOTOXMMUA POAOIICHUHA: ®PU3NOJIOTMYECKAA 3BHAYNMMOCTb
CBEPXBbICTPOU ®OTONU3OMEPU3SALNN PETUHAJIA

doTtoTpaHCcayKIIMs 3aMmycKaeTcs peakiyei oronzoMepusauu XpoMohOpHO TpyII-
nbl ponoricuHa — 11-yuc-petunans. Ilepexon 11-yuc-peruHaneBoro xpomodopa B €ro
MOJIHOCTbIO-mpanc-hHOpMy B KauecTBe (POTOXUMHUYECKOM peakMy 3peHUs ObL1 yCTAHOB-
nen JIx. Yonoowm euie B 50-x romax (HoGeneBckast ipemust 1967 roga). BeisicHeHue ae-
TaJIbHOTO MeXaHM3Ma 3TOI BaxKHeHIIel peakKIMy pOIOTICMHA U IPYTUX PETUHAIb-COIEP-
JKaIuX OeJIKOB 0COOEHHO aKTMBM3MPOBAJICS B MOCJIEIHEEe BpeMs B CBSI3U C Pa3BUTHEM
TeXHUKU (PeMTOCEKYHITHO JIa3epHOM CIIEKTPOCKOIIMHU (IJIs1 IToApoOHOro o63opa cM. [5]).

YHHUKaIbHO OPraHU30BaHHBIN XpOMOMOPHBIN LIEHTP PETUHATb-COAESPXKAIINX OETKOB
obecreynBaeT UCKIIOYUTEIbHO BBICOKYIO CKOPOCTh U 3((PEKTUBHOCTh peaKuu (QOTo-
nzomepusauyi. KBaHTOBBIN BBIXOM peaklUy 3pUTeabHOro ponorncuHa — 0.67; B xoze pe-
aKIMU B MOJIEKyJIe 3amacaeTcs 58% IOmIoIeHHOM dHeprun KBaHta. CaMa u3oMepusa-
1Us1 TIPOUCXOOUT B CyO-MMMKOCEKYHAHOI BpeMeHHoii mikaie. Bo BpemeHna JIxx Yonna ta-
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KYI0O CKOpOCTh (hOTOM30MEPU3aIIUM PETUHASI HE MOTIJIM cebe naxe mpeactaBuTh. Kak
TeTephb CTaJo SICHO, peakiys udoMepusauuu 11-yuc petuHanst B XpoMO(MOPHOM LIEHTPE
POIOTICHA TIPOUCXOAUT Yepe3 KOHUYECKOe TepeceyeHre MOBEPXHOCTEN MOTeHIIMAIb-
HO#t HEPTUM, KOTOPOE CBSI3bIBAET BJIEKTPOHHO-BO30OYXXIEHHOE COCTOSTHUE PETUHAJS B
OTICMHE C OCHOBHBIM COCTOSTHUEM TIEPBOTO MPOAYKTa peakiim — (hOTOPOJOIICHMHA, B KO-
TOpPOM XpoMO(hOp HAXOMUTCS B UCKAXKEHHOI, HO YK€ TTOJTHOCTBIO-MpaHcouoHoii hopMe.
[To mocnenHUM MaHHBIM TIEPEXON U3 yuUC- B MpaHc-KOHGUTYpaLMIO COBEpIIaeTCs 3a
daHTaCTUYECKU KOPOTKOEe BpeMsi — B mpeneyiax 50 ¢pemrocekyHn [35, 36]. DTo camas
ObICTpasi peaknuy B (pOTOXUMUM, U3BECTHAsI Ha CETOIHsIIIIHEe BpeMsl. PogorncuH B aToM
OTHONIEHUM CTAHOBUTCS MapaavurMoil He TOJBKO I (poTOOMOIIOTHH, HO U I (POTOXM-
muu. TermoBoit 6apbep M30MepU3aAIN PETUHAIEBOTO XpOMO(Opa UCKITIOUUTETHLHO BBICOK
(45 xxan/monb) [37]. Pusznoaoruueckuii CMbICI CTOJIb BLICOKOIO TEIJIOBOIO Gapbepa U30-
Mepu3auuu 11-yuc peTuHaNsI U CTOJIb BHICOKOM CKOPOCTU U 3(PPEKTUBHOCTU €ro (POTO-
M30MEpU3aLIMY COCTOUT B TOM, YTOOBI, C OTHOM CTOPOHBI, UCKJITIOUMTH JIOXKHOE CpabaThi-
BaHUE POJIOTICUHA B TEMHOTE U, C IPYroii CTOPOHBI, YTOOBI UCITOJb30BaTh SHEPTUIO TTO-
JIOIIEHHOTO KBaHTA WMMEHHO Mg (OTOXMMUYECKOW peaKIMd W30MepU3aluu C
MWHHUMAaJIbHO BO3MOXHOCTBIO €€ paccessHUs B BUE TeTula WM BBICBEUMBAHUS B BUIE
dyopecueHnr (KBAaHTOBBIN BbIXOI (hIyOpeCLeHIIMU POJIOTICMHA UCKTIOUUTEIbHO Masl —
5 x 107%). B omMuMe OT U30MepU3ALIMM PETUHAIS B ra3oBoii dase, T.e. B CBOGOIHOM,
HUYEM He OTPaHUUYEHHOM MPOCTPAHCTBE, (DOTOM30MEPU3ALIUS PETUHAIISI KaK XpOoMohop-
HOI TPYMITbI COBEPIIAETCS B TECHEMIIIEM OEJIKOBOM OKPYKEHUU XpOMOMOPHOTO 1LIeHTpa,
06BeM KOTOPOTo cocTaBseT Beero 660 A3, a mopepxHoCTh B3anMoneitcTus 11-yuc peTuHans
¢ GETKOBBIM OKpYXXEHHEM paBHa, puMepHo, 230 A2 [38]. U 910 o3HayaeT, uTo TecHoe 6el-
KOBOE OKpyXkeHue 11-yuc-peTrHalisi He TOJbKO He TMPensiTCTBYET, a HA000OPOT aKTUBHO
CcrnocoOCTBYeT CBEpXObICTpOMY U 3hheKTUBHOMY Mpolieccy OTOMHIYITUPOBAHHOTO U3-
MEHEHUST TeOMETPUM XPOMOMOPHOIA TPYIITBL. 3amada JaJbHEHIX UCCISTOBAHWIA — BBISIC-
HUTh, KAKMM UMEHHO 00pa30oM GeJIKOBOE OKPYKeHHEe CTIOCOOCTBYET YCKOPEHMIO U TTOBHIIIIE-
HUIO 3(p(PeKTUBHOCTHU TTEPBOIi M €MMHCTBEHHO (POTOXUMUYECKOM peaKkIiny B 3peHUM.

C TOYKM 3peHUs IBOJIOLUNN PETUHAb-COAEPXKAIMX OCJIKOB MPEACTaBJIsIET UHTEPEC
CpaBHEHUE MapaMeTpoB UX (OTOXMMUUYECKMX peaklmii. Tak, cpaBHEeHUE BpEeMEHHM I1O-
CTIDKEHUSI KOHMYECKOTO TIepeceueHus] TTOTEHIINAIbHBIX TTOBEPXHOCTEN SHEPTUU TTOKa-
3bIBAET, YTO KaK JJIsi Oblubero ponorcuHa [39], tTak 1 ponorcuHa ocbMuHora [40] aTo Bpe-
Ms TTOYTH BTPOE KOpodye, YeM Y POJOIICMHA apxebakTepuii — GakTepuopoaorncuHa [41].
DTO pa3anure MOXET ObITh CBSI3aHO KaK Pa3IMYHBIMU YUC-MPAHC U MPAHC-UUC TIEPEXO-
namMu— u3 11-yuc B MOJHOCTBIO-mMpanc KOH(PUTYpalIUIO B 3pUTEJIbHOM POIOIICMHE U U3
MOJIHOCThIO-mparc B 13-yuc KoHpUTypauio B 6aKTepuabHOM POAOTICUHE), TaK U C
Pa3TUYHON CTPYKTYpoit Mx XpoModop-CBsI3bIBalolIero IieHTpa. B sob6oM ciyudae,
OOJIBIIIYIO CKOPOCTH (poTom3omMepuszanuu 11-yuc peTuHansa B MOJIEKYJIbl 3pUTEIbHOTO
pOIOTICMHA TI0 CPaBHEHUIO C GaKTepHalbHBIM POJONCUHOM MOXHO paccMaTpUBaTh
KaK CBUIETEJILCTBO OOJIBIIIET0 COBEPIICHCTBA €ro XpOMO(MOP-CBS3BIBAIOIIETO LIEHTpPA.
JlanbHeiilllee cpaBHEHUE AUHAMUKU (POTOM30OMEPU3ALIMM PETUHAJIEBOTO XpoModopa B
peTUHAIb-COePXKAaIIUX 6eJIKaX KMBOTHOTO I MUKPOOHUAIbHOTO POIOIICUHOB U POAOTI-
CUHOB MPOCTENUIINX TIPEACTABISIET CYIIIECTBEHHBIN UHTEPEC.

B 3T0i1 CBSI3M MOXHO Ha3BaTh, IO KpaiiHell Mepe, 1Ba NMepCrneKTUBHBIX HalpaBIeHUS:
MepBOe — 3TO CpaBHEHME TPSIMOil M 00paTHOH ((hOTOXPOMHOI) peaKiiMii pOJOTICUHOB,
BTOpOE — ITOJIydeHHE TeHEeTHYEeCKH MOAU(MUIIMPOBAHHOIO B OOJIACTH XPOMOMOPHOro
HeHTpa POOOIICHMHA M U3y4eHe 0COOeHHOCTe ero ¢poropeakumii. YTo KacaeTcss mepBoro
HampaBJeHMsI, TO UCCIeIOBaHMUS IIPSIMOM M 00paTHOi ((pOTOXPOMHOII) peaKIuii 3pu-
TEJILHOIO pOAOIICKMHA ObIJIM HAayaThl ellle B Hayajie 60-X ronos B 1aboparopuu Ix. Yoina.
B kiaccuyeckoit padore MoimzaBel U Yosaga ObUIO MOKAa3aHO, UTO TNPU TeMIlepaType
JKMKOTO a30Ta BO3MOXeH (oTonepexo baToponorncuHa (TpaHcouaHas (hopmMa peTruHa-
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J1s1) o6paTHO B pomponcuH (11-yuc-peTrHanb) ¢ HE3HAYUTEJIBLHON MPUMEChIO U30POAOII-
cuHa (9-yuc-petuHaib) [42].

IIponykTel poTomnpeBpalieHnsT poaoncuHa (PoToakTUBHEL. O6parHble (poTOpeaKIuun
PaHHMX MIPOIYKTOB, €CTECTBEHHO, 3¢pPeKTUBHEe, YeM OoJjiee mo3mHMX. Tak, 6aTopomoI-
CHH pereHepupyeT MPaKTUIECKH MOTHOCTHIO [42], a MeTapomornicuH 11 B majmouke ceTyaTku
JISITYLIKW — JIUIIb Ha 45% [43]. CylecTBEHHO, YTO ITpU 00paTHOM (oTopeakiny HUKa-
KUX TIPOMEXYTOYHBIX MPOAYKTOB HE 00pa3yeTcsl, O YeM CBUACTEIBLCTBYET HAJTUUUE U30-
0eCTUYECKOI TOUKM B CITIEKTPaXx MOTJIOIIEHHUS, 3alTMCAHHBIX B pa3IMYHBIE MOMEHTHI Bpe-
MeHU [42, 44]. UIMeHHO B OIIBITaX IO M3YYEHUIO IIPSIMBIX M OOPATHBIX PEAKIINM 3pUTEIIb-
HOTO TMTMEHTa OBIJIO OTKPBITO SIBJICHHME W30XPOMUM POMOIICMHA W TIPOAYKTOB €ro
¢dotonusza. bruto MmokazaHo, YTO B XOle IIpoliecca OO0eClIBeUMBaHUSI OOpa3yloTcs OBE
CIIEKTpaJibHO HEOTJIUYMMBbIe (OpMBl MeTapoaorncuHa I, omHa M3 KOTOPBIX CIIOCOOHA K
doropereHepaumnu, a Apyrast — Het [45]. [1pu moagpoOHOM HccieToBaHUNU (POTOXPOMHBIX
peakluii poaoIiCMHa TIPU HU3KUX TeMIlepaTypax HaMu ObUIO MOKa3aHO, YTO CO CTaluu
MeTapoaornicuHa I, o6pasyercst ABe CIEKTPAIbHO UASHTUYHBIE M30XPOMHbBIE (DOPMBI PO-
JIOTICMHA, OJTHA M3 KOTOPBIX SIBJISIETCS] CTAOMIILHOM ITPU KOMHATHOI TeMIlepatype, a Apy-
rast HecrabuiabHa [44, 46].

NHutepec K nsydyeHuio ¢poToo0paTUMBIX peaklnii pOAOIICMHA B IIOCJIEeIHEe BpeMsl BO3-
POC B CBSI3U C TEM, UTO 3TU peaKIMM MOTYT pacCMaTPUBATLCs B KAY4eCTBE Mpoodpa3a MoJie-
KYJISIpHBIX (hoTorepexiitouatesieil, 001a1alonX UCKIIOUUTETbHO BbICOKON CKOPOCTHIO,
BBICOKM KBAaHTOBBIM BBIXOJIOM M CIIEKTPAIBHO PA3TMYMMbIMU TEMHOBOM U CBETOMHAYIIV-
poBaHHOI (hopmamu. Hampumep, ectecTBeHHast CITOCOOHOCTh POAOTICMHA 6€CTIO3BOHOY-
HBIX K (DOTOOOPATUMOCTH C MO3MHEN cTaguu (METapodOIICKHA) JIEKUT B OCHOBE KakK (hH-
3MOJIOTUYECKOT0 MeXaHU3Ma ero oTopereHepalmm, Tak 1 MOMbITOK €ro MCIOJb30BaHUs
B OMoTexHosioruu. HarpuMep, HaMu B CUTyallMU ixn Vitro ObLT TIPOJEMOHCTPUPOBAH TpU
KOMHATHOM TeMIlepaType MHOTOKpaTHBIN (POoTomepexo/i poaorciHa OCbMUHOTA B MeTa-
poIoIricuH u odbpatHo [47].

OnHako HanboJiee TIPUBJIEKATEIbHBIM C TOUKHU 3pEHUS MPOoOpa3a MOJIEKYJISIPHBIX
doTonepekiirouaTeseil SABISIOTCS paHHUE cTaauu (GoTompeBpalleHUsT POJOTICUHA:
ctaguu poTto- u 6atopononcuHa [48]. C moMolibio Jia3epHOi a0COPOILIMOHHON CIeK-
TPOCKOMUU BBICOKOTO pa3pelleHns] HaMU COBMECTHO ¢ ¢usukamu MHCTUTYyTa XUMMU-
yeckoit pusuku um. H.H. CemeHoBa PAH 6bu11 moapo6GHO uccaenoBaHbl MpsiMbie U
oOpaTHbIe (hoTopeakiMu OBIYBETO POJOTICMHA B CPAaBHEHUU C TAKOBBIMU pEAKIIUSIMU
b6akTepuopononcuHa. C UCOIb30BaHUEM JBYXUMITYJIbCHOM CUCTEMBbI ObLIN UCCIEN0-
BaHbI TIpsiMble peakuuu [49—51], a ¢ MOMOIIBIO TPEXUMITYJIbCHON (PeMTOCEKYHIHOM
JIa3epHOM CUCTEMBI, CIIelIMaIbHO pa3paboTaHHOM A1 UCClea0BaHUsI 0OpaTHBIX (hOTO-
peaxkuuii, — npsiMble M1 OOpaTHbIE peakluuu poaorncuHa [52—54]. C nmoMolibio TaKoi
TPEXUMITYJIbCHOM J1a3epHO#l CUCTEMbl HaAMU BIIEpBbIC MPU KOMHATHOM TeMIleparype
OblJIa 3aperucTpupoBaHa obOpaTumasl peakiivs 3pUTEIbHOTO POAOICHHA B heMTOoCce-
KYHIIHOM JiMaria30He BpeMEHU: CHavaJjia rnepexol poaorcuHa (petuHaib B 11-yuc-uzo-
MepHOU ¢opMe) B IIEPBUIHBIN (HOTONPOAYKT — (POTOPOAONCUH (peTUHAb B MpaHc-
M30MepHOI (popme), a 3aTeM, B OTBET Ha ITOIJIOIIEHUE BTOPOIo KBaHTa CBeTa, (hoTore-
pexon od6paTHO u3 GoTOpoaoNncuHa B pogorncuH. CpaBHUTENAbHBIN aHAJIN3 IUHAMUKU
npsAMOil 1 06paTHOM (POTOXUMUYECKON peakKlMu 6aKTepUOPOJAOINMHA U 3PUTEIbHOTO
poIloTICHA TT0Ka3aJl, YTO B ciiyyae 0aKTepMOpPOIOINCUHA KBAHTOBBIN BBIXOA OOpaTHOI
peakiM HaMHOTO — TIPUMEPHO B IIECTh Pa3 — BbIIIE, YEM Y 3pUTEJILHOTO POIOTICMHA,
IpH TOM, YTO KBAaHTOBBIC BHIXOIBI MPSIMOI peakuu y HUX O0mu3ku [54]. MoxHO my-
MaTh, YTO HU3KUI KBAaHTOBBIN BBIXOJ OOpPAaTHOM peaKinuy 3BOJIOLMOHHO 0ojee “MOoJIo-
JI0r0” 3pUTENbHOTO POAONCHUHA (PU3UOJOTMUYECKH OMpaBIaH, a UMEHHO MOBbIIIACT Ha-
JIeXKHOCTh pabOThI poAoTICMHA (MIpsiMasi peakiusl C BBICOKMM KBAaHTOBBIM BBIXOJIOM) KaK
Tpurrepa rnpotecca ¢GoTOTpaHCAYKILIUU.
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SAITYCK MEXAHU3MA ®OTOTPAHCAYKLUHNHW U CYITPAMOJIEKYJIAPHAA
OPI'AHU3ALINA POOOIICMHA B ®OTOPELHEIITOPHOU MEMBPAHE

PononcuH MOXHO YIMOgoOUTh MOJIEKYJISIPHOMY TIePEeKJII0YaTEe10: OH MOJTHOCTBIO He-
aKTUBEH B TEMHOTE, M Ha cTaaguu obpazoBaHust metaponoricuHa I1 (Meta-11) cranoBuTcst
aKTUBHBIM, T.€. CITIOCOOHBIM B3aUMOAECHCTBOBATh C TPAHCIYLIMHOM. AKTUBAIIMSI POAOII-
CUHa, COTJIACHO COBPEMEHHBIM IPENCTaBICHUSIM, TTPOUCXOAUT B pe3yJibTare paspylie-
HUS T.H. “IIMTOINIA3MAaTHYECKOr0 MOHHOIO 3aMKa”, pacrojiokeHHoro mexny I m
VI anpda-crupanbHbiMu cerMeHTaMu, u cMmemenus 111, V u VI anbda-crnmpanbHbIx
cerMeHTOB (11 0630pa cM. [55—57]). Uto kacaeTcsl pa3pylleHMs LUTOILIa3MaTuye-
CKOro MOHHOTO “3aMKa”, TO HaMH ellle B KoHIe 60-x rogoB [58], a 3aTeM B cepennHe
80-x romos [59] 6bUIO TTOKa3aHO, YTO oOpa3oBaHMe MeTapononcuHa 11 cormpoBoxmaeTcs
MOTJIOLIEHUEM M3BHE U CBSI3bIBAHUEM, a HE TIEPEHOCOM IMPOTOHA Yepe3 (hOTOpeLenTop-
HYI0O MeMOpaHy, B OTJIMYME OT O0aKTepUOPOAOIICMHA, (DYHKIMS KOTOPOTO — MEPEHOC
MPOTOHA Yepe3 MypIypHYI0 MeMOpaHy. MHOTro nmo3xe cTajio sICHO, UTO CBSI3bIBAHUE TTPO-
TOHA JIEXXUT B OCHOBE ABYXCTAAUIHOTO MEPEKITIOUYEHUST POIOTICUHA U3 €ro TEMHOBOTO,
HEaKTMBHOTO COCTOSIHUS B (PU3UOJIOTMYECKU aKTUBHOE, T.€. MeTapoaoricuH II.

B cepennne 80-x rogoB, ImpomoynKasi UCCAeIOBaHUS BHYTPUMOJIEKYISIPHOIO MEXaHU3-
Ma aKTHUBallMU POAOIICMHA, MbI, UCIIOJIb3ysd MeTon DIIP-criekTpockonuu ¢ nepeHoCcoM
HACBIIIEHUSI U CIIMHOBbIE METKM, KOBJIEHTHO CBSI3aHHBIE C TOCTYMHBIMU TMAPODUIIbL-
HbiMU SH-TpynmaMu UCTeMHOBBIX ocTaTKoB pomoricuHa (Cys140 u Cys316), BrepBbie
HaOJTIoIan yBeInYeHre KOHMOPMAIIMOHHOM MOABMKHOCTH IIUTOIIA3MAaTUYECKUX “Tie-
TeJab” TIpU Mepexoie POMOIICMHA B MeTaponorcuH Il u yMeHbllleHre UX MTOABMXKHOCTHU
npu oopaTHoM ¢oTorepexoae n3 Meraponorcruta Il B cMech MpoayKToB, BKIIOYAIOLIYIO
doTopereHepupoBaHHEI pogoricuH 1 MetapoxorcuH 111 [60, 61]. To, 9YToO UMEHHO 3TU
nBa uuctenHa — Cysl40 u Cys316, HaxoasATCS B LMTOIUIA3MaTUYECKON “rieTie” u Ho-
CTYIHBI [IJIs1 CBSI3bIBAHUSI CO CITMHOBBIMU METKAMM, TTO3XKe OBbLIO TMTOATBEPXKIAEHO [62].

C nomorrio DI1P MeTonoB O6bUIM MTOKa3aHbl HE TOJIBKO BHYTPUMOJEKYISIpHBIE Mepe-
CTPOIKY B TUAPOGUIBHBIX “TIETISIX”, HO U CMELIEHUsI TpaHCMeMOpaHHBIX “TsKeil” Ha
cranuu obpazoBaHusi MetapomaoricuHa II. 3t KoHhopMallMOHHBIE TIEPECTPONKU SIBJISI-
IOTCSI KPUTUYECKMMU ISl Tiepenaun curHana or G-6ea0K-CBI3bIBAIOIIET0 peLenTopa K
G-06esKy, B JAHHOM CiIy4ae I IlepeJadyl CUTHAIa OT POIOICHHA K TpaHcAyuuHy. C no-
SIBJIEHUEM XK€ UMITYJIbCHOTO pexkuma DITP-perucrpaunu mosiBUIach BO3MOXHOCTh Ha-
61101aTh AUHAMUKY U OIPEISISITh aMIUIUTYIy CTPYKTYPHBIX KOH(MOPMAIIMOHHBIX TIepe-
CTPOEK, 4YTO HOajo OeCleHHYI0 MHMOpMAaIlMi0 O BHYTPUMMOJIEKYJISIDHON “MexaHuKe”
¢yHkimonuposanust G-06eJ10K-CBsI3bIBaIOIINX pelentopos [63]. Ciaeayer NOOUYEpKHYTh,
yro Metoa DITP B coueTaHnU CO CIIMHOBBIMU METKAMMU CHITPaJI BAXKHEMIIIYIO POJIb B OMU-
caHuu (POTOMHIYLMPOBAHHBLIX KOH(POPMALMOHHBIX MEPECTPOEK POIAOIICMHA U APYTUX
MeMOpaHHBIX 0EJIKOB, IOCKOJIbKY MX MOXHO OBLIO HAOJIOIATh B €CTECTBEHHON, OMIIM-
NUIHOM cpene.

Kpucramnusanuust pogorcuHa B ero TEMHOBOM COCTOSIHUY [64], M 3HAUUTEJIBHO ITO3XKe
B €ro (DM3MOJIOTMYECKN aKTUBHOM COCTOSIHMHU, KpaiiHe HECTAOMIbHBIM IIPU KPUCTAJLIM -
3auuu [65], MO3BOJIMIA TTONYYUTh AeTaJbHbIE PEHTTCHOCTPYKTYPHBIC MHAaHHBIE, Kacalo-
LIMEeCs] CTPYKTYPhl POJAOIICMHA U €r0 BHYTPUMOJEKYJISIPHBIX KOH(MOPMALIMOHHBIX Tepe-
cTpoek Ipu nepexone B Merapogorncut I1 [66—68]. KopoTko, mmojiydeHHasl ¢ IIOMOIbIO
COBOKYMHOCTH CaMbIX Pa3JIMYHBIX METOJIOB KApTHUHA TMepexo/ia poJOIICMHA B METApOAO0IT-
cuH Il BuIIISIAUT B HAcTOgIllee BpeMsl TaK: MOJIHOCTBIO-MpaHC-pETUHAIb, 00pa30BaB-
muiicss B pe3ynbrate poromsoMepmu3anuu 11-yuc peTuHals U “He MOMEIIAIOIIUicsa” B
xpoMmogopHoM “lieHTpe” (“KapMaHe”) OICHMHA WHUILIMHPYET CMEIIeHHE BHYTPHUMEM-
opaHHbIX, 111, V u VI anbda-crnupanbHbIX CETMEHTOB, 1 pa3pylleHre “LUUTOoILIa3MaTude-
CKOTo MOHHOTO 3aMKa”. Bce 3To BMecTe MpUBOAUT, B KOHEYHOM cyYeTe, K (popMUpOBa-
HUIO B 00J1aCTU THUAPO(MMIBHOIO IIMTOIIA3MaTUYECKOro JoMeHa “miesim”, B KOTOPYIO
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“BxoauT” C-MOJMMENTUIHBIN KOHEL O/-CYObeTUHMILIbI TPAHCAYLIMHA, TEM CaMbIM aKTH-
BUpY4 ero (st o63opa cM. [66]).

1o cpaBHUTEJILHO HEJJaBHETO BPEMEHU HE BBI3bIBAJIO COMHEHMSI, YTO POJOIICUH B3aUMO-
NMEeWCTBYET M aKTUBUPYET TpaHCAYIMH [69] u npyrre Genku (hOTOpelenTOpHOro Kackana,
HarpuMep, cBsa3bIBaeT apectuH [70], B MoHOMepHOI popme. JleiCTBUTENHHO, TPATUIIOH -
HOE MpelCcTaBIeHUE 0 MexaHu3Me (hOTOTPAHCAYKIIMY Y TTO3BOHOYHBIX OCHOBAaHO Ha CBOOOI-
HOM TIepeMeleHUN OEJIKOB B KUIKOM (BSI3KOCTb OKOJIO 2 T1ya3) (DOTOPEeLeNTOPHON MeM-
OpaHe. BMecTe ¢ TeMm, 3a TToc/ieTHUE Tobl MOSIBUWIACH 11ieJ1asi cepusi paboT, BBITTOJTHEHHBIX, B
OCHOBHOM, METOJAaMU aTOMHO-CUJIOBOWM U KPUO-3JIEKTPOHHONH MMKPOCKOITUM, COTJIACHO
KOTOPBIM POJIOTICUH B (hOTOPELIENITOPHOI MeMOpaHe HaxXOAUTCS B AMMEPHOU WM Haxe
onuroMepHoii ¢opme. Cymmupyst pe3yiabTaTbl 3THUX PadOT, MOXKHO BBIIEIUTH YEThIpe
UEePApXUUYECKUX YPOBHSI OJMIOMEPHOI OpraHu3alMu pPoHOoICHHA B (POTOpPEeLenTOpHON
MeMOpane: (a) muddy3Hoe pacmpeneneHue MOHOMEPOB I10 BceMy TUCKY, (0) muddy3Hoe
pacnpenesieHue MOHOMEPOB B LIEHTpe arcKa, (B) nuddy3Hoe pacripeiesieHre psigoB TuMe-
poB, (T) mapaUIeJIbHOE PACIIOJIOKEHUE TOJIOC, COCTOSIIUX U3 2-X PSAOB AUMMEPOB POHOT-
cuHa [71]. B psime pabot oOCyKmaroTcsl IperMyIIecTBa NapaKpUCTAUIMIECKOM opraHu3a-
LMY POOOIICUHA JUIS OCYILIECTBIIEHUS Npouecca horoTpaHcaykimuu [72—74]. B To xe Bpems,
B psize paboT, BhITOMHEHHBIX MeTogamu DIIP [75, 76] u kanopumMeTpuu [76], moka3aHO, 4TO
KaK pOIOIICHH, TaK Y OTICMH HaXOIATCsl B MEMOpPaHe 11CKa B MOHOMEPHOM COCTOSTHUU.

Hamu B cpaBHUTETFHOM MaJlOYIJIOBOM HEMTPOHHOM Y MaJOyIJIOBOM PEHTTEHOBCKOM
HCCJIeIOBAaHUM HEAABHO TTOJYYEeHbI JaHHbIE, YKA3bIBAIOIIIME HA TO, YTO AMMEPHBIX LIETTOYEK
U TeM 0oJiee MoJIoC B IUIOCKOCTU AMCKA HET; Mbl HE MOXEM CKa3aTh, B Kakoii (hpopme Haxo-
JIUTCS1 POAOIICUH — MOHOMEPHOI WJIM TMMEPHOM, HO Mbl MOXEM yTBEpPKAaTh, YTO CTPYK-
Typu3alysl MOJIEKYJI pOJOICHHA B (DOTOpELeNTOPHOII MeMOpaHe oTcyTcTByeT [77, 78].
ITpu 3TOM MOJIEKYJIbI POIOIICUHA PACIIONIOXKEHBI B (hoTopelienTopHoit MemOpaHe nuddys-
HO, C UCKJTIOYMTETBHO BBICOKOI TJIOTHOCTHIO Y COBEPIIIEHHO SIBHO 0€3 KaKOi-T10o pery-
JIsipHOM yrakoBKu. CrienyeT B 3TOi CBSI3U OOpaTUTh BHUMaHUE Ha PEHTIE€HOCTPYKTYPHYIO
paboTy, BBITOJIHEHHYIO Ha pOIOIICUH-COIEpXKAIMX HaHoauCcKax [67]. B aToit pabote GbLTO
MOKa3aHO, YTO B MOHOMEPHOI1 ¢(hopMe pOIIOTICUH TpHY mnepexone K MeraponoricuHy 11 npe-
TeprieBacT KOH(MOPMaIlMOHHbIE U3MEHEHMSI, OMTMCAHHbBIC B PEHTTEHOCTPYKTYPHBIX paboTax
U paHee. OmHAKO TPU IUMEpU3aLIMY B3aUMOIECTBUE MEXIY ABYMSI MOJIEKYJIaMU POJIOTIT-
CHMHa OKa3bIBae€T TOPMO3HOE BIIMSIHUE Ha UX KOH(MOPMaIIMOHHbBIEC TIEPECTPONKHU Ha CTAANU
oOpazoBaHus MeTaponorncuHa 11, a MeHHO momaBiIsIeT 3T NEPECTPOMKI B KIIFOYEBBIX IS
aKTUBALIUU POMIOIICMHA TPAHCMEMOPAHHBIX, alb(a-crupagbHbIX cerMeHTax. MHbIMU c10-
BamMu, KOH(POpMAaIIMOHHBIC U3MEHEHMSI, XapaKTepHbIC ISl [Iepexoa poaoIICUHA B METapo-
noricuH 11, mpu auMepusalmy CylecTBeHHbIM 00pa3oM 3aTopMaxkuBatoTcs. B aToii cBs3u
MoxkHO coracutcsi ¢ B.W. ['oBapnoBckuM, M0 MHEHUIO KOTOPOTO B MexaHu3Me (hOoToTpaH-
COyKUMU paboTaeT MOHOMepHasi hopMa poiOICHMHA, a OJIMTOMEPbI POJOIICUHA B MIpoliecce
¢doTOoTpaHCOYKIIMU HE YYacTBYIOT [79]. UHBIMU cliOBamMU, peryjupyemMasi CBETOM OJIMTOMe-
pu3alus poIorcuHa Morjia Obl ObITh OMTHUM U3 (PU3MOTOTMYECKUX MEXAaHU3MOB aanTaluuu
¢oTopelienTOPHOI KJIETKM K MEHSIIOIIIMMCS YCIIOBUSIM OCBEILICHUSI.

IIpoGiaeMa KOH(MOPMALIMOHHBIX IIEPECTPOEK POAOIICUHA HA Pa3JIMUHBIX CTAAUSIX €TO
doTronpeBpallleHUs 1 €ro CyIpaMOJIeKY/IsIpHAs opraHu3auus B (poTOpEeLIeNITOPHOM MeM-
OpaHe OCTalOTCS OUCKYCCUOHHBIM, UCKIIIOUUTENIbHO aKTYaJbHBIM U TPEOYIOLIMMU Oajlb-
HeHIMX uccaeaoBanuii (st 063opa cm. [68, 80]). Ee pelileHre MPUHLIUMITUAIBLHO BaXKHO
Kak JIJIS TIOHMMaHUsI MexaHu3Ma (pOTOTpaHCAYKIMU, TaK U MexaHM3Ma (pyHKIIMOHUPO-
BaHWUSI pOJOIICUH-TTION00HOTO A-Kiacca G-0e10K-CBsI3BIBAIONINX pelenTopoB [81].
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®OTOJMN3 POAOINICUHA, PETUHOUAHBIN LIMKI, ITATOTEHE3 1 TMATHO-
CTUKA JETEHEPATUBHBIX 3ABOJIEBAHUU CETHATKU

Ha nocnenneit cranuu poTorpeBpaiieHUs poaoTNICMHA MPOUCXOIUT TUapoau3 (hoTo-
m3) KoBasieHTHOH ¢Bsi3u 1lIngdoBa ocHOBaHMS 1 BEICBOOOXICHUE B JIUITMIHBINA OMC-
JI0ii (poTOpeenTOpHOM MeMOpaHbl CBOOOTHOIO MOJHOCTBIO-mpaxc-peTuHansi. B pe-
3yJIbTaTe B MeMOpaHe ocTaeTcs aro0eJoK ONCcuH 0e3 XpoMoGhOpHOt TPyINbl, a CBOOOI -
HbII TOJTHOCTBIO-MpaHc-peTUHAIb yaaIsieTCsl U3 MeMOpaHbl. [lajee B UTpy BCTyIaeT T.H.
3pUTENIbHBIN (peTUHOUIHBIN) UMK, Ero dyHKumeil sBisieTcsl nmpeBpaileHue BhICBOOO-
JMUBIIETOCS U3 OTICMHA MOJIHOCThIO-MpaHc-peTUHasI CHOBa B 11-yuc peTuHab, TocTaBKa
11-yuc petuHansl K OTICUHY U BCTpauMBaHUE €T0 B XpOMOMOPHBII LIEHTP (pereHepaiust
ponoricuHa). Kpome Toro, B 3pUTeNIbHBIN LIMKJT BXOIUT TaKXKe MpeBpalleHe BUTaMruHa A
(TTOJTHOCThIO-MpaHc PETUHOA), NOCTABJISIEMOTO M3 KPOBSHOIO pycjia B MUTMEHTHBIN
snuTeauit, B 11-yuc petuHanb. YaaneHue u3 (poropelenTopHoil MeMOpaHbl MOJHOCTBIO-
mpaHc-peTuHajsl obecreunBaroT aBa (pepmeHTa — pernHosaeruaporeHasa 8§ (RDHS) u
AT®-3aBucuMsblii riepeHocunk — MeMOpaHHbI 6e10Kk ABCR4 (ATP-binding cassette
transporter, retina-specific). ®epmentr RDHS8 B peakuuu, karanusupyemoit NADPH,
BOCCTaHABJIMBAET TOJTHOCThIO-MPAHC-PETUHAIb 1O HETOKCUYHON CMUPTOBOMN (hOopMbI —
MOJHOCThIO-mpanc-peTtuHoa. IlepeHocunk ABCR4 tpaHcmopTupyer uepe3 ¢oTope-
LENTOPHYIO MEMOpaHy He CTOJIBKO CaM TOJIHOCThIO-MpPaHCc-PETUHAITb, CKOJIbKO N-peTH-
HuIMaeH-¢hochaTuaUI3TAaHOJIAMUH — MPOIYKT B3aUMOIEUCTBUS MOJIHOCThIO-MpaHc-pe-
TUHaN ¢ hochaTuauisTaHoIaMMHOM. Kak MMEHHO corjlacoBaHa B 3pUTEJIbHOM IIMKJIe
pabora 3THUX ABYX, JOKAJIM30BAHHBIX B PA3IMYHBIX YacTIX (hOTOPELENITOPHOTO AUCKA
depmenToB — RDH8 1 ABCR4 ocrtaercst HesicHBIM (111 cm. o63opa [82]). C nedexTom
ABCRA4 cBs3aH psif nereHepaTuBHBIX 3a00JieBaHUiA, B IIEPBYIO oUYepeab MOHOTEHHOE 3a-
ooseBanue 6oe3Hb taprapara [83]. dedexktst ABCR4 npuBoasST K MAaCCUBHOMY Ha-
KoruieHUIo B KiieTkKax PI1D nunodyclimHOBBIX IpaHyJl, COAEPKAIINX OKOJIO IBYX MECST-
KOB OucperuHounoB. BoccranoBneHHblil pepmenTrom RDHS monHocThio-mpanc-peTn-
HOJI TIEPEHOCUTCS 3aTeM M3 HApYXXKHOTO CErMEHTa B IMUTMEHTHBIN 3MUTENNt. 31ech OH
aTepuULIUpPYyeTCs JIEUUTUH-PETUHOIALIMATPaHCGhepa3oil 10 peTUHUIoBoro adwupa, a
3aTéM OJHUM M3 KJIIOYEBbIX (DEPMEHTOB 3PUTENIbHOTO LMKJIA — U30MEpOTMapOosa3oi
RPEG65 (Takxke M3BECTHOM Kak m3omepasa I) mpeBpainaercss B 11-yuc-petunon. Ilocie
aToro 11-yuc-peTuHoJ oKucasieTcs 10 11-yuc-peTuHanss U 10CTaBJISIETCSI OOpPaTHO B Ha-
DPYXHBbII cerMeHT. TakuM 0Opa3oM, 3pUTENIbHBIN (PETUHOWIHBIN) LIMKJT 3aMbIKAETCS:
BBICBOOOIUBIIUIACS B X01¢ (hOTOMU3a TTOJTHOCThIO-MPAHC-PETUHATIbD BHOBb MpeBpalllaeT-
cg B 11-yuc-peTnHanb, KOTOPbI BCTpanBaeTcss B XpoMOGOPHBI LIEHTP OICUHA, B pe-
3yJIbTaTe YEro MPOUCXOIUT pereHepalrs 3puTeIbHOTO MUTMEHTa.

Crnenyer oOpaTUTh BHUMaHWE Ha BaXXKHbIN JJISI OCYIIECTBICHUSI 3pUTEIBHOTIO LIMKIIA
MHTEep(POTOPELENTOPHBIN PETUHOUI-CBsA3bIBaOIIMNII OeJlok — (interphotoreceptor reti-
noid-binding protein — IRBP), Haxoxsiiuiica Bo BHyTpUPETUHATIBHOM, MEXKIJIETOYHOM
npocTtpaHcTBe. Ero ocHOBHasi QyHKIIMSI — PETUHOUIHBINA OOMeH MexX1y (hOTOpeLenTo-
pamu u PI13D, a takxke MriomepoBckumu Kietkamu. Okasaioch, Takke, 9to IRBP o6ma-
IaeT 3allUTHON (pyHKIIMEN: OH CIOCOOEH MepeXBaThIBaTh CBOOOMHBIE paauKaibl [84] u
3alMIIATH OT POTOMOBPEXIEHUSI PETUHOU I, KOTOPbI€ OH NnepeHocuT [85]. CaM oH nipu
3TOM, KaK MbI ITOKa3aJIx, MOXKET IMOABEPraThCs MOBPEXACHUIO ((poTOOKMCIEHUIO) [86].

BosbnHCTBO (hOpM JiIereHepaTUBHBIX 3a00JIeBaHUI CETYATKU CBSI3aHbI ¢ AedeKkTamu
0OeTKOB 3pUTEIbHOTO 1MKJa. [103TOMY OCHOBHBIE YCWIJIUSI HATlpaBJIeHbl Ha MOUCK TIpera-
paToB IJIs €r0 PeTyJIsiliMM, B YAaCTHOCTU Ha TIOUCK TIpenapaToB Il JJeUeHUs T.H. “cyxoit”
(dopMBI BO3pacTHOI MaKysipHoi aereHepaumu (BM/I) — camoit pacripocTpaHeHHOI 1 CO-
LIMaJIbHO-3HAaUYUMOM U3 3TuX opmM. B HacTos1iee Bpemst mpenioXeHbl psil penapaTos,
YCIICIIHO IMpolIeaAunX, KaK IIpaBuUJIO, JOKIMHUYCCKUEC UCITBITAHUA, HO, TEM HC MCHEC,
elle He pa3pelleHHbIe 111 KIMHUKU. K HUM OTHOCSITCSI MHTMOUTOPHI PETUHOJN30Mepa-
3b1 (RPEG65), momasnsiolnye pereHepanio poaoIliCMHa M yYMEHbIIAIOINe HaKOTUIEHHE
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oucpetrHouaa (A2E) B nurMeHTHOM 3nuTeann. OmHaKO KJIMHUYECKE UCTIbITAaHUS Ta-
koro npemnapara (Emixustat ¢pupmbr Acucela Inc. Seattle, USA) He mokaszanu 3HAYUTEb-
HoIi pazHulia B pa3Butu BM]I niu yiydiiieHuM ocTpoThl 3peHus. bbut npenyioxkeH npe-
napat (Fenretinide ¢pupmber ReVision Therapeutics), momaBistioniii JOCTaBKY peTHHOJIA
(BUTaMUH A) B MUTMEHTHBIN 3MUTENUN U, TEM CaMbIM, YMEHbBIIAIOIINNA HAKOIJICHUE B
HeM oucpetuHouna A2E. OqHako ¥ OH B KJIMHUYECKOM HCCJIEIOBAHUU 3aMETHOTO (-
dekTa He TposiBUI. BecbMa MepCcrieKTUBEH MOUCK “TIepexXBaTYMKOB” TOKCUYHOTO U (o-
TOTOKCUYHOTO CBOOOHOTO TTOJTHOCThIO-MPAHC-PETUHATISI, BBICBOOOXIAIOIIETOCs U3 OIl-
CUHa Ha nocjenaHeu ctaguu dhotoinsa. B akcnepruMeHTax Ha XKMBOTHBIX TaKue TIpernapa-
1ol (T.H. NS2, Neuron Systems, Inc. Burlington, VM200, Vision Medicines 1 Soraprazan,
Katairo GmbH) a¢ddexTuBHO npenorBpaiaoT odbpaszoBaHue oucpetuHonaoB (A2E) u
caMux JMNOQMYCLUMHOBBIX rpaHyl1. Ho HUM ONMH U3 HUX MOKa 0 KIMHUKMU HE AOLIE.
IMepcnekTHBEH TakXKe MOMCK aHTUOKCUAAHTOB, MEPEXBATYMKOB aKTUBHBIX (DOPM KUCIIO-
pona. Hamu B mocienHee BpeMsi TIPEUIOKEH HOBBIM aHTUOKCUAAHT — (DOTOINPOTEKTOP
“OKCHUBHO” (6-ruapokcu-2-amruHobeH3oTuaszona N-auerui-L-uncrennara) [87, 88].
CpaBHEHMU €ro C APYrMMU U3BECTHBIMU aHTMOKCUIAHTAMM U3 TOTO Xe psifa Boaopac-
TBOPUMBIX T€TEPOLMKINYECKUX COETMHEHNI — MEKCUIO0JIOM U SMOKCUITMHOM M0Ka3ajo,
YTO OKCHOMOJ 00yiamaeT 0ojiee BbIpak€HHBIMM aHTUPAIUKaIbHONH M aHTMOKCHIAHTHOM
aKTUBHOCTSIMU, OH 2¢h(HEeKTUBHO MHAKTUBHUPYET (POTOTOKCUYECKOE NeHCTBUE TUMTOGYCLIM -
HOBBIX TPaHyJI, UCKJIIFOYMTEILHO YCTONYMB K JEUCTBUIO VJIBTPa(hUOJETOBOTO U BUIUMOTO
CBETa, UTO OYEHb BAXKHO [IJISI €70 BO3MOXHOTO MCTIOJIb30BaHUS KaK (hOTOIIPOTEKTOpA B 0h-
TaJIbMOJIOTMU; KPOME TOTO OKCMOMOJ 00s1aiaeT BHICOKOW aHTUTIIMKUPYIOIIEH aKTUBHO-
ctbio. K coxxaneHuto, 10 KITMHAYECKUX UCTIBITAHUI OKCUOMOJT TTIOKa HE JTOoLIe].

Kax u3BecTHO, CBET B 3p€HUH BBICTYIAeT He TOJbKO KaK HOCUTENb MHMOpMaLUKU, HO
1 KaK MOTEHLMAJIbHO OMAaCHBIN MOBpeX Aol (pakTop. DTO TaK Ha3bIBaeMbIi “(POTO-
OMOJIOTUYECKMI TTapagoKC 3peHMs”, KOTOPBI B XOAe 3BOJIIOLMN OBLI YCIEIIHO pa3pe-
reH hopMHUPOBaAaHUEM MHOTOYPOBHEBOIM CHCTEMBI 3allIUThI CTPYKTYP IJIa3a OT OMacHO-
ctu Takoro nospexnueHus [89—91]. OnacHocTh HOTOMOBPEXIEHUS CBSI3aHA C TEM, YTO B
dotopenenTopax u PIID® mpucyrcTByloT Bce Tpu (hakTopa, OIIPEeHesIoNIne pa3BUTHE
(OTOOKMCIUTENBLHOTO CTpecca MO MeXaHW3My CBOOOMHO-PaAWKAIbHOTO OKHWCIEHUS:
(HOTOCEHCUOMIN3ATOPHI, KUCTOPO U JIETKO OKMCJISIIOLIMECS] CyOCTpaThl, B MEPBYIO OUe-
pellb TTOJIMHEHACHIIIIEHHBIE XXUPHbBIE KUCIOTHI B HAPY>)KHOM CerMeHTe (pOTOpeLenTOpOB.
doToceHCOUTU3aTOpaMH, B OCHOBHOM, BBICTYITAIOT TOJHOCTBIO-MpPAaHC-PETUHAD U
oucpetruHonabl. OHM CIOCOOHBI MMOBPEIUTh UCKYCCTBEHHBIE MeMOpaHHI [92, 93], 6enku
(ponmomnicuH) u nunuasl [94, 95], Takke U camu GoTopelenTOPHbIE KJIETKU (OTBITHI Ha
HOKAYTHBIX XKUBOTHBIX (Abca4—/— Rdh—/—mbiiin) [96].

DoToceHCUOUIU3UPYIOLIEH aKTUBHOCTbIO 00JIaIaloT U caMU JIUMTO(MYCIIMHOBBIE I'pa-
Hyabl. Hamu 6110 BriepBbIe TTOKa3aHO, YTO MPU ASWCTBUY BUAMMOTIO CBETa JIMTTODYCIIM-
HOBbIE€ T'PaHYJIbl CIIOCOOHBI OOPa30BBIBATh aKTUBHBIE (hOPMBI KMCIOpoaa (CyrepoKuc-
HbIE paJuKasbl), TIPU 3TOM MaKCUMYM CIIEKTpa NEeCTBUS UX 00pa30BaHUs HAXOAUTCS B
cuHeii oonactu cniektpa [97, 98]. bucpernHouabl 061aAa10T HE TOJIBKO (DOTOCEHCUOWITN-
3UPYIOLIMM, HO U TOKCMYECKUM (BITOJIHE BEPOSITHO, IETEPreHTHBIM) feiicTBueM. B yact-
HocTU, A2E 1 ero poTooKucCI€HHbIE MPOAYKThHl BHICBOOOXKAAIOTCSI MPU OCBEIICHUU U3
JIMMOMYCIHMHOBBIX TpaHyJl W TMOBPEXAAl0T OMOJIOTUYECKHEe MeMOpaHbI, B TOM 4YUCJIC
MeMOpaHbl MUTOXOHAPHUI, YTO MOXET MHUILIMUPOBATh anomnTo3 kjaerok PIID [99]. TTo-
npobHee 06 3ToMm B 0630pax [100, 101].

Yrto KacaeTcsl OIMaCHOCTH IIOBPEXKIAIOIICTO JNEUCTBUS CBETA Ha C€TUYATKy U PHS, TO
COBOKYITHOCTH OTPOMHOTO KOJIMYECCTBA 6I/IOXI/IMI/I‘{GCKI/IX, ITUTOJIOTUYECCKUX, SHGKTPO(I)I/I—
3UOJIOTMYECCKUX U l'lCl/lXOd)l/l3I/IOﬂOFl/l‘{eCKl/lX JaHHBIX CBUACTCIBCTBYIOT O TOM, UTO ITOTCH -
IIMaJJbHO oOInaCcHa HMMCHHO KOPOTKOBOJIHOBasid (CI)I/IOJ'ICTOBO—CI/IHHH) yaCcTb BUIUMOTIO
CIIEKTpa U 4YTO YaCTUYHasA (bHHpraL[I/IH 3TOM 4YacTHu CIIEKTpa (I/IHTpaOKyJ'ISIpHBIC JIMH3HI,
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OYKU, CBETO-TUTMEHUYECKHUE MEPOTIPUSITUSI) CLIOCOOHBI 0KAa3aTh 3alllUTHOE, MPOPUIaK-
Tyeckoe aeiicteue [102—104].

bucpeTnHoUIbl 001ana0T CUIbHOM (hiyopecueHmeit. Ha aTom ux cBoiicTBe OCHO-
BaH HEMHBA3WBHBIN METO/ IMAarHOCTUKU CTApYECKUX U3MEHEHU I U JereHepaTUBHbIX 3a-
0oJIeBaHMIA CeTYATKU — METOJ ayTO(IyopeclieHIIMY TJ1Ia3HOTO JIHA, KOTOPBI B TOCHE-
Hee BpeMs MoJIydus B oTaIbMOJIOTMU IIMPOKOE pacripocTpaHeHue. OCHOBHOI BKJaa B
ayToIyopecLieHIIUIO TJIa3HOTO JHA BHOCAT OucpetuHouasl (diayopodopsl) aunodyc-
LIMHOBBIX IpaHyJ. [10CKOJBbKY CHEKTPHI MOTJOIICHUST U, COOTBETCTBEHHO, (hJIyopeclieH-
LIMM HEOKMCJIEHHBIX U OKUCJIEHHBIX (p1yopodopoB JIUTMODYCIIMHOBBIX IPaHyJ pa3jinda-
IOTCSI, TO Ha peTUCTPALIMU 3TUX PA3JIMYMil MOT ObI ObITh OCHOBaH KOMIIOHEHTHBI aHATN3
KapTUHBI ayTOQIIyOpeCIIeHIINHY T1a3Horo nHa. B HopMe diryopodops! TunogyCITHOBBIX
rpaHy/Jl B OCHOBHOM HaXOISTCSl B HEOKMCIEHHOM COCTOSIHUM. OJHAKO TPU MaTOJIOTUU
(mereHepaTUBHBIX 3200JIEBAHUSIX CETYATKU), KaK Mbl MOKa3aJu, MOTYT HaKarIMBaTbCs
MPONYKTHI UX OKUCJIEHUS U Jierpagaliuii, CIIEKTPbl MOMIOIMIEHUS U (JIyOPEeCUEHIIUU KO-
TOPBIX CIBUHYThI B KOPOTKOBOJIHOBYIO ob6sacTh [ 104, 105]. Takoe cMellieHre, peTUCTPU-
pyeMoe MeTooM ayTohIyopecleHIIMU TJIa3HOTO JIHA, MOXET ObITh UCITOJb30BaHO B Ka-
YeCTBE KpUTSPpUSI paHHE TUarHOCTUKHU JeTeHepaTUBHOro 3aboaeBanus [ 107].

JpyruM mepcrieKTUBHBIM TTOIXOJ0M K YCOBEPIIIEHCTBOBAHUIO MeToAa ayTodiayopec-
LIEHUIMU [JIAa3HOTO JHA SIBJSIETCS ONpeAeeHUE BPEMEHU XU3HU (DIyopeclieHUUU Mpu
OMpeaesIeHHbIX JJIMHAX BOJH Bo30yxkaeHus (T.H. “Meton FLIM”, Fluorescence Lifetime
Imaging Microscopy). B odrajibMojiornuyeckux UCIbITAHUSX ObLIO MOKa3aHO, UTO Bpe-
MEHHEIE XapaKTepUCTUKHU (IIyopeCcleHIINH, TToJlydeHHbIe MeTonoM FLIM mist HopMBI 1 B
cayyae BM/I paszmmuatorcst [108]. Mcnonb3yss MeTon perMcTpalny KWMHETUKW 3aTyXaHUsI
dyopeclieHIIMM, HAMU ObIJIO HEIABHO MOKA3aHO, YTO Pa3iNyus 3TUX BPEMEHHBIX XapaKTe-
puctuk FLIM B HOopMe U IpU MaTOJOTUM OOBSICHSIIOTCSI, CKOPEe BCEro, yBeJIMYEHUEM B
cocTaBe JIMITO(MYCLIMHOBBIX TPpaHYJI COEPXKaHUS TTPOAYKTOB (POTOOKUCIEHUS U (PoTOIC-
rpagaumu oucpetuHounos [109, 110].

Takum 06pa3oM, MOXHO 3aKJIIOYUTh, UTO YBEJIMYEHUE MPU JIeTeHEpaTUBHOM 3a00Jie-
BaHUU CONepXKaHUs MPOAYKTOB (hOTOOKMUCIEHUS U GoToAerpasaliui OUCPETUHOUIOB B
cocTaBe JIMMOMYCIIMHOBBIX TPaHyJ TPOSIBISETCS KaK B CABUTE CIEKTPOB UX (yopec-
LIEHIIMU, TaK U B TTapaMeTpax KMHETUYECKUX KPUBBIX 3aTyxaHUs ¢iyopecueHuuu. O6a
9TUX TTOKAa3aTeJisl MOTYT CTaTh OCHOBOI 11 paCIIMPEHUsI AUarHOCTUYECKHUX BO3MOXHO-
creil COBpeMeHHOT0, KpaitHe 3¢h¢eKTUMBHOTO HEMHBa3MBHOIO MeToAa ayTohJIyopeclieH-
1IMM TJIa3HOTO JHA, B MIEPBYIO OYepeb ISl paHHEH TUarHOCTUKY JAereHepaTUBHbBIX 3200~
JIeBaHUI CETYATKU.

MUWKPOBUAJIBbHBIN U 3PUTEJIbHBIM POIOTICHUHbI
KAK OITOTEHETUYECKHUWE “UHCTPYMEHTbBI”
JJIA ITPOTE3UPOBAHUA AETEHEPATUBHOM CETYATKH

OnToreHeTMKa UM TOYHEE ONTOTeHEeTUYECKUE METOJIbl — HOBOE, OYypHO pa3BUBaIO-
1ieecs HarpasjieHue B Ouosiornu. Peub uaer o MeTonuke, Mo3BOJISIIOIIEH CBETOM pery-
JIMPpOBaTh (PU3NOJIOTUIECKYIO aKTUBHOCTD KJIETKU. “MHCTpYyMEHTOM” ONITOT€HETUKM SIB-
JISIETCSI CBETOUYBCTBUTEJIbHBIIF MEMOpPaHHBII O€JI0K, TeH KOTOPOTO IOCTABJISIETCS B OMpe-
JeJeHHBIM TUIT KJIETOK. B 3aBUCMMOCTH OT TOrO, KaKoi KaHAJIbHOM (hyHKIIMei 001anaoT
9TU aKTMBUPYEMbIE CBETOM O€JIKM, KATUOHBI WJIM aHUOHBI MEPEHOCSIT OHU Yepe3 MeM-
OpaHy, KJIeTKa JAETOJIIPU3YeTCs WU TUTIEPTIOJISIPU3YETC.

IInpoko MCIob3yeMBIMU “UHCTPYMEHTAMM ONTOTSHETUKMU SIBJISIOTCSI POJOIICUHEL.
B ocHOBHOM 3TO MUKpOOUAIbHBIE POJONICUHBI — KATMOHHBIM KaHAJIBHBIN POAOTICUH
(memonsipy3annisi) U XJIOPHBIA HACOC — rajJopoIOoNCuH (TUllepIioisipu3anus). B mocien-
Hee BpeMsl HaliieH MpUPOAHbII aHMOHHBIN KaHaIbHbINA ponoricuH. [ToayuyaroT pacnpo-
CTpaHEeHUE TAKXKEe METAOOTPOITHbIE 3pUTEIbHBIE POIOIICMHBI MO3BOHOYHBIX. [Tonpo6HbIit
o0030p cMm. [111].
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OnToreHeTMYECKOE MPOTE3MPOBaHUE ETeHEPATUBHOM CETYaTKU, Y KOTOPOii, He3aBU-
cuMO OT (GOpMBI JereHepanuii, Moruoau GoTopeuenTopHbIe KJIETKU — OAWH U3 Tep-
CMEKTUBHBIX MyTell K BOCCTAHOBJICHUIO 3pUTEIbHON (DyHKIMKU. Takoe MpoTe3npoBaHe
BO3MOKHO, TOCKOJIBKY HUKeJIeKalllre HEMPOHHBIE CJION CETYaTKU COXPaHSIOTCS B Teue-
HUE TOCTATOYHO JUTUTEJIbHOTO BPEMEHM, XOTSI U IMPETePIIeBalOT CTPYKTYPHbIE U3MEHEHUs
(T.H. Ha3pIBaeMoe “pemMojeupoBaHUe” ceTyaTkM). [IpunaHue cBETOUYBCTBUTEILHOCTU
BO3MOXKHO U OMITOJISIPHBIM, M TAaHIJIMO3HBIM KJIeTKaM (111 o63opa cM. [112]). OmHako
TaHTJIMO3HbIE KJIETKU KaK 0oJjiee yCTOMYMBBIE K PEMOJEIMPOBAHUIO TIPEANOUYTUTEIbHEE
IIJIS TIPOTE3UPOBAHUS “CJIETION” CeTYaTKU, XOTS MPU 3TOM ITOJTHOCTBIO TEPSETCS BO3-
MOXXHOCTh 00pabOTKN MHGMOPMAILIMU B CIOSIX CETYATKH. JIJIsI TIpOTEe3UpOBaHUST CETIATKH
B 9KCIIEPMMEHTAX IMOCIEIHMX JIET ObLIM MCITOIB30BaHBl MUKPOOUAIbHBIE POIOTICUHBI
(KaHaJILHBIM POAOIICHH 2, MOAU(UKAIIUY KaHAaJIbHOTO POIOIICUHA 2 1 TaJIOPOJIOIICUH) U
nBa G-0eJI0K-CBSI3bIBAIOIIETO ONCUHA (POAOTNICUH U3 MaJoueK U MeJaHOTICUH U3 CBETO-
YYyBCTBUTEJIbHBIX TAHTJIMO3HBIX KJIeTOK). Kaxkabiii u3 Hux mMmeer HemocTaTku. st Ka-
HaJIbHOTO POAOTICMHA OCHOBHOM HEMOCTATOK — 3TO HM3Kas CBETOYYBCTBUTEIBHOCTD.
IMTosTOMY IJis OCBEIIEHUST CETYATKM TPEOYETCST CIMIIKOM SIDKUIl CBET, TMOTEHIIMAIBLHO
OMACHBII C TOYKU 3peHusT poTonoBpexaeHUA. B oTandme oT MUKpOOHaaIbHOTO, POIOII-
CHMH TMaJIOYeK U MEJAHOTICUH BBICOKO CBETOUYBCTBUTEJbHBI, HO UMEIOT CIUIIKOM Me/l-
JIEHHYI0 KMHETUKY (CeKYHAbl WM NEeCITKU ceKyHn). M1 MukpoOuanbHble, U XXUBOTHBIE
POIOIICUHBI pabOTAaIOT B OTHOCUTEIBHO Y3KOM Ouaria3oHe MHTeHcuBHOcTel. HemaBHO
MosiBWJIach paboTa, B KOTOPOW TSI TPOTE3UPOBAHUS TAHTJIMO3HBIX KJIIETOK JIeTeHepaTHB-
HOIt ceTyaTKy MBIIIK OBLT UCTTOJIB30BAaH OIICUH 3eJICHBIX KOJI0ouyek yenoBeka (MW-op-
sin) [113]. DTOT omcWH 0OKa3aJICsI CTOJb K€ CBETOUYBCTBUTEJICH, KaK 1 OIICHH ITaJIOYEK,
HO MMeJI Ha TIOpSIIOK 6oJiee OBICTPYIO KUHETUKY. ABTOPHI IToKa3aiu, yTo MW-opsin obec-
MeYMBAET YHUKAIbHYIO KOMOMHAIIMIO CKOPOCTH, YYBCTBUTEILHOCTA M CBETOBOM amarrta-
1. [To ux MHEHUIO, OH UCKJTIOYUTEIBHO MEePCIEKTUBEH JJIsI BOCCTAHOBJICHUS KJITFOYEBbIX
CBOWMCTB €CTEeCTBEHHOTO 3peHus. OIHAKO LEJIBIA Psij CJIOKHOCTEM, B TOM YHCTie TIpobieMa
pereHepammy Kak 3TOro KoJabo4KoBOTo, TaK U ITaJJOUKOBOTO POIOTICUHOB, MOTYT HeE TTO3BO-
JINTh, HECMOTPST Ha BCIO MPUBJIEKATETbHOCTD, MCIIOIB30BaTh B OJIMKaiIIeM OymayIeM or-
CHUHBI (GOTOPELIENITOPOB 7151 TPOTE3MPOBAHUS JeTeHEPATUBHOM CETYaTKU.

BMmecTe ¢ TeM, MCOJIb30BaHWE MUKPOOMATBHBIX KaHAJIBHBIX POTOIICUHOB — KaTUOH-
W aHUOH-TIEPEHOCSIIIINX — IIJIST TIPOTE3UPOBAHUS TAaHTJIMO3HBIX KJIETOK JIeTeHepaTUBHOMN
CeTYaTK TPENCTaBIIsIETCSI BeCbMa peajlbHbIM M 3aMaHYMBBIM. B HacTosiiiee Bpemsl B
CIIA u Bo ®paHiiuy pas3pelieHbl M HayaTbl KITMHUYECKNE UCTIBITAHUSI ONITOTeHEeTuYe-
CKOTO MPOTEe3MPOBAaHUS CETYATKU Ha MO3IHEN cTanuu AereHepauu (MUMrMeHTHBIN peTr-
HUT) C UCTIOJIb30BAHUEM KaHAJIbHOTO pojioriciHa 2. B 060ux ncnbITaHUSIX TIPOTE3UPYIOT-
Csl COXpaHUBIIMECS TAHTJIMO3HbIE KIETKU. [IprUMeHsIeTCsl OMMH U TOT e OTHOCUTETHHO
MPOCTOM METOI: B IJ1a3 MHBELIMPYETCS aIeHOACCOIIMMPOBAHHBIN BUPYC 2-TO CEPOTHUTIA, HE-
CYILIMM ONWH OINTOr€HETUYECKUM “UMHCTPYMEHT’ — KaHajbHbIii pomoricuH 2 (CIIA,
ClinicalTrials.gov Identifier NCT02556736 u ®@panuunst, NCT03326336). O pesynbraTtax
9TUX UCTIBITAHUI MH(MOPMAIIMK MTOKa HET.

Kak m3BectHo, Boccozmanme ON-OFF u OFF-ON penienTMBHBIX MOJIeit TaHTIAO03-
HBIX KJIETOK CETYaTKU HEOOXOAMMO ISl BOCCTAHOBJIEHUS NTpeAMETHOro 3peHus. B aToit
CBSI3M HAMM TIPEATIPUHSIT MOMCK HEOOXOAUMBIX JUISI 3TOTO BO30YKIAIOIIUX M TOPMO3HBIX
ponoricuHoB [114]. B mocienHee BpeMsl MOJyYeHbI PE3YIbTaThl 10 CYOKJIETOYHOMY BBE-
NIEHUI0 BO30YKAaloNiero (KaTMOH-NEePEeHOCINI KaHAJIbHbBII POIOIICUH) U TOPMO3HOTO
(aHMOH-TIEpEeHOCS NN KaHATBHBINA POJOTICUH) MUKPOOUATIbHBIX POJIOTICUHOB B pa3HbIe
OTIEJIbI HEPBHOM KIIETKU — €€ TeJI0 U NeHApUTHI [115]. I mocTrKeHUsT 3Toro Obljia co-
3/laHa U UCMbITAHA OPUTMHAJIbHAs OULMCTPOHHAS TeHETUYecKash KOHCTPYKILIUS, HEeCy-
1asi B cebe reHbl KATHOHHOTO U aHMOHHOTO KaHaJbHBIX POJAOIICMHOB, CIIOCOOHAsT obec-
neynuth BoccozmaHne ON-OFF B3auMoneiicTBUii pelienTUBHOTO MOJISI TaHTJIMO3HOM
KJIETKM ceTdyaTku [116].



414 OCTPOBCKUM

B 11ie10M, aHaIM3 COBPEMEHHOTO COCTOSIHUST MPOOIEMbI OTITOT€HETUUECKOTO MPOTe3n-
POBaHUs AEreHEePaTUBHOM CETYATKU MOKA3bIBAET, YTO

* BOCCTaHOBJIEHME 3pPEHUsI — MepBoe, Haubosiee peaqbHOE U OiMKaiilliee mpruMeHe-
HUE METONOB ONTOTEHETUKU B KIIMHUYECKOU ITPAKTUKE;

* HauboJiee peaTuCTUYHBIM CITIOCOOOM ONTOTeHETUYECKOTO MPOTE3MPOBAHUSI CETYAT-
KM SIBJISIETCSI B HACTOSIIIIEE BPEMSI UCTIOJIB30BAHUE KAHATBHBIX POJOTICUHOB;

* HauOoJIblIasl HANEXXHOCTh 00ECTIeUMBaeTCs MPU ONTOT€HETUYECKOM MPOTE3UpPOBa-
HUM TaHTJIMO3HBIX KJIETOK JereHepaTUBHON ceTyaTKu, a UMeHHO cybonomynsiiuit ON-
OFF- 1 OFF-ON-raHI/IMO3HBIX KJIETOK;

* aJeH0aCCOLMMPOBAHHBIN BUPYC U COMPSIKEHHBIN C HUM CITEeLIM(UYHBIN ITPOMOTOD,
pa3pellleHHble K MPUMEHEHUIO0, CIOCOOHBI OOECIeYUTh NOCTAaBKY TeHY POIOICHMHA K
KJIETKAM CETYaTKU;

* UCNOJIb30BAHUE CIHEKTPAIBHO OTJIMYAIOIIUXCS KAHAJIBHBIX PONLOIICUHOB ITO3BOJISIET
paccuyuThIBaTh Ha BOCCTAHOBJIEHME B OyayllleM HE TOJbKO MOHOXPOMATHUYE€CKOro, HO U
LIBETOBOTI'O 3pEHUS;

* B CJlyyae ycrexa MpoTe3upOBaHUSl TAHIJIMO3HBIX KJIETOK Y MallMEHTOB MOXET ObITh
BOCCTAaHOBJIEHO HE TOJIbKO CBETOOILYIIEHUE, HO U IIPEAMETHOE 3PEHUE;

* YW, HAKOHEIl, BaXXHO TMOMYEPKHYTh, UTO JJISI OLIEHKW KA4ECTBA BOCCTAHOBJIEHHOTO
3peHUs TPeOYIOTCSI KITMHUYECKHE UCTTBITAaHUS.

3AKJIIOYEHHME

Ha nporsokenun moutu 150 j1eT 3puTeabHbIE TIMTMEHTHI IIPUBJIEKAeT BHUMAHUE UC-
clienoBaTesieil, ocTaloTcs “ropsiyeit TO4koi” coBpeMeHHON 0MoIoruu. MexXKauCIrIIn -
Haprlﬁ nmoaxoa K MX M3y4€HMUIO OTKPbIBACT BCC HOBBIC U HOBbBIC BO3MOXKHOCTU IJIs I10-
HUMaHUSI MOJIEKYJISIDHBIX MEXaHU3MOB MEPBUYHBIX IPOLIECCOB 3pEHUSI U TTOHUMAaHUS
rmaToreHesa, IMyTei TMarHOCTUKM U Pa3pabOTKU CIOCOOOB JICUeHUsI TSXKEJIBIX JereHepa-
TMBHBIX 3a00JICBAaHUI CETYATKH IJ1a3a.
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For almost 150 years, rhodopsin has attracted the attention of researchers, remains the
“hot spot” of modern biology. In the mechanism of visual reception, rhodopsin provides
several key physiological functions: spectral sensitivity, phototransduction, light and
dark adaptation. The pathogenesis of a number of forms of the retina degenerative dis-
eases is associated with rhodopsin and the visual (retinoid) cycle of rhodopsin. Recently,
rhodopsin has been considered as a promising optogenetic “tool” for prosthetics of a de-
generative retina. The article discusses the most relevant and actively discussed problems
of the molecular physiology of rhodopsin.
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Rhodopsins, the primary molecules of vision in all seeing animals, can be activated not
only by photon energy (light) but also by thermal energy (heat). Spectral absorbance is
evolutionarily tuned by critical residues in the amino acid sequence of the protein part
(opsin), which affect the energy needed for 11-cis — all-frans isomerization of the cova-
lently bound chromophore. Already in the 1940’s it was suggested that high sensitivity to
long-wavelength light, being indicative of a low energy barrier for activation, should cor-
relate with high probability for thermal activation, and that randomly occurring thermal
activations would constitute an irreducible noise setting absolute constraints for the de-
tection of weak light signals. This idea has received strong experimental as well as theo-
retical support over the last 40 years. Most of the experimental evidence comes from
physiological studies of light responses and dark noise in the light-sensitive current of
vertebrate photoreceptor cells. Here I review this work, which has firmly established the
correlation of spectral sensitivity and thermal noise and led to new theoretical insights.
On the other hand, there remains significant freedom for independent adjustment of the
two variables by tinkering with the opsin. This is a question of fundamental evolutionary
as well as practical interest.

Keywords: vision, photopigment, chromophore, activation energy, photoreceptor, sig-
nal/noise
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All seeing animals use basically the same molecule for capturing photons and triggering the
phototransduction cascade. The molecule, generically referred to as (visual, or “type 2”) rho-
dopsin, consists of a 7-transmembrane G-protein-coupled receptor, opsin, to which a
light-sensitive prosthetic group, the chromophore, is covalently bound [1, 2]. The chro-
mophore is always some form of retinaldehyde (retinal); in vertebrates derived either from
vitamin Al (11-cis retinal, A1) or A2 (11-cis 3,4-didehydroretinal, A2). Use of the latter is
almost entirely restricted to fishes and amphibians [3] (but see [4]), requiring that the ani-
mal possess the enzyme Cyp27cl necessary for synthesizing A2 from Al [5]. The most im-
portant functional variable of visual pigments is the absorbance spectrum, expressing the
probability of absorbing photons as function of their energy, usually displayed as the frac-
tion of light absorbed as function of wavelength. Absorbance spectra can be uniquely de-
fined by a template (one for Al and one for A2 pigments) with a single variable, the wave-
length of maximum absorbance (A,,,,), Which defines both the spectral position and the
width of the spectrum [6]. Switching from Al to A2 chromophore in the same opsin may
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be used for red-shifting A,,, on a physiological time scale [7, 8], while the universal way of
tuning the absorbance spectrum of functional visual pigments is by mutations in the ami-
no-acid sequence of the opsin, effective on evolutionary time scales.

It is a priori reasonable to think that a molecule designed to be activated by absorbing
light energy cannot be perfectly stable against activation by thermal energy. H. Autrum [9]
first pointed out that random activation of rhodopsin molecules would constitute a light-
identical shot noise setting an ultimate limit to the detection of real photons, and H.B. Bar-
low [10] showed that the statistics of human light detection near the absolute threshold is
consistent with this idea. E.J. Denton and M.H. Pirenne [11] had previously estimated an
upper limit for the possible rate of occurrence of such activations in humans, translating
into <0.3 rod~! s~! in a rod with ~10% rhodopsin molecules, while emphasizing that the
rate could in fact be so low as to lack any significance. Whatever the exact value, it was
clear that such rare events could not be approached by conventional biochemical methods.

DISCRETE “DARK” EVENTS IN RODS AS PROXIES
FOR THERMAL ACTIVATION OF RHODOPSIN

In the late 1970’s, it became possible to “see” single-rhodopsin events electrophysiolog-
ically, taking advantage of the powerful molecular amplification of phototransduction in
dark-adapted rod cells. The suction-electrode technique developed by K.W. Yau et al. [12],
inspired by E. Neher and B. Sakmann [13], allowed recording the light-sensitive current of
single rods essentially free from confounding effects of rod-rod coupling and voltage-sensitive

channels. The first recordings were from the sturdy rods of the cane toad, Bufo marinus'. Under
very dim background illumination, discrete current bumps of fairly standardized shape and
size could be discerned, Poisson-distributed in time, as expected from random arrival and
absorption of photons [14]. The size of these quantal responses (SQRs) was ~1 pA at peak,
representing a ~5% decrease of the circulating current in a dark-adapted rod. During the
following decades, the molecular events that shape most aspects of rod and cone responses
to light have been clarified in considerable detail through a fruitful interaction of biochem-
ical and electrophysiological studies. Precisely how the fairly reproducible SQRs are gener-
ated has been one of the most challenging questions. Full consensus has not yet been
reached, but the crucial variables of the amplification [15—18] and termination reactions
are now known with reasonable quantitative precision [19—25].

D.A. Baylor et al. [26] found that even in absolute darkness there still occurred occasional
discrete current bumps indistinguishable from the SQR. The obvious hypothesis was that
these “dark events” originate at the same point as the SQR, at the very input to the amplifi-
cation cascade, i.e., in the rhodopsin molecule, rather than arising e.g. from bursts of fortu-
itous synchronous activation of large numbers of intermediates in the cascade (G-proteins or
PDE molecules). Thus they seemed to offer an exceptional window into the “dark life” of the
rhodopsin molecule.

This notion faced a serious problem, though. From the temperature-dependence of the
rates of dark events, D.A. Baylor and colleagues had determined an activation energy of
~22 kcal mol~! [26]. They stated that this value “seem(s) consistent with isomerization of
the 11-cis retinal chromophore as the mechanism for thermal activation”, because it was
close to that determined for thermal isomerization of the chromophore in aquaeous digi-
tonin (24.5 kcal mol~") [27]. About the same time, however, A. Cooper [28] showed that
the ground-state energy of the early photobleaching product, bathorhodopsin, is 35 kcal

mol™! higher than that of rhodopsin, and argued for a 45 kcal mol~! energy barrier for the

! Several of the toads and frogs that have been central model species in photoreceptor research now have different
official names from those used when the studies were done. Bufo marinus is now Rhinella marina, and the green
frogs Rana catesbeiana, R. pipiens and R. ridibunda are Lithobates catesbeianus, L. pipiens and Pelophylax ridib-
undus, respectively. In this article I shall use their old names.
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ground-state (thermal) 11-cis — all-trans transition. Neither did D.A. Baylor et al. cite two
earlier studies of frog rhodopsins in solution: R.J. Lythgoe and J.P. Quilliam [29] had esti-
mated an activation energy of 44 kcal mol~! for thermal bleaching, and R.C.C. St. George [30]
had arrived at a photoactivation energy of 48.5 kcal mol~! based on the longest wavelength
(590 nm) where photon energy alone sufficed for activation (see below). I shall hereafter de-
note by F, and E,; the energies for activation by light and by heat, respectively — estimates as
well as the underlying entities, even though this may occasionally cause some confusion.

The discrepancy between apparent activation energies for photic and thermal activation
caused much speculation on differing molecular routes, stressing that there is actually no
reason why E, and E,y should be the same. R.B. Barlow and colleagues [31] first came up
with a testable hypothesis. They proposed that thermal events originate in a small
(<0.01%) subpopulation of rhodopsin molecules where the Schiff-base linkage between
chromophore and opsin is unprotonated. According to their molecular modelling, this
could lower the activation energy for ground-state 11-cis — all-frans isomerization by
about half. Experimental testing is straightforward in principle, since the proportion of
rhodopsin molecules with unprotonated Schiff base must increase with alkalinization and
decrease with acidification in predictable manner. In Limulus, they found that correlated
decreases in pH and in the activity of optic nerve fibers could be induced by efferent stimula-
tion. However, the metric they used, spiking in the afferent nerve, is at least twice removed
from the rhodopsin molecule. First, decreased activity may result from some factor other
than a decreased rate of thermal “quantum bumps” in the photoreceptors (e.g. acidification
as such). Second, “quantum bumps” in Limulus, originally reported by S. Yeandle [32], do
not bear a straightforward relation to activation of single rhodopsin molecules [33]. Subse-
quent experiments on toad rods [34] and salamander cones [35] indicated no relevant ef-
fect of changing pH (intra- and extracellular) on thermal event rates. The deprotonation
hypothesis could be rejected.

A second hypothesis disrupting the connection between SQR-like “dark” events in rods
and intrinsic properties of the rhodopsin molecule has been advanced by 1. Békkon and
R.L.P. Vimal [36]. They proposed that the events are in fact responses to real photons,
“biophotons”, emitted by the retinal tissue. However, V.I. Govardovskii and coworkers [37]
showed by direct measurements that biophoton emission rates in frog and sterlet retina are
>100-fold too low to account for the discrete rod events recorded in the same species.

A third possibility that could cast doubt on the use of light-like noise as a measure of
thermal rhodopsin activation is if cannot, after all, be distinguished from noise triggered at
a later stage of the phototransduction cascade. A recent study [18] shows that the first am-
plification step, the number of G-proteins activated per activated rhodopsin, in dark-
adapted mouse rods is only 12—14 rather than the commonly quoted number ~100, and
that PDE-initiated events may be more similar to the SQR than previously thought. This
could explain the difficulty of separating SQR-like events from “continuous noise” in
mouse rods [38], but quantitative relations are likely to vary between species. In many spe-
cies SQRs are much more distinct from continuous noise [39].

ESTIMATES OF THERMAL AND PHOTIC ACTIVATION
ENERGY RECONCILED

The problem of the 2-fold discrepancy between estimates of photic [28, 40, 41] and
thermal [26] activation energies remained unresolved for more than 20 years. The Gordian
knot was cut by P. Ala-Laurila and collegues [42] who argued that the low thermal estimate
was no more than an analytical artifact. R.J. Lythgoe and J.P. Quilliam [29] had already in
1938 considered whether rhodopsin activation kinetics would be affected by complexities
dealt with in a recent treatise by C.N. Hinshelwood [43], and R.C.C. St. George [30] and
P.R. Lewis [44] had applied some aspects of it, but only in [42] were its full implications
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developed. Briefly, the thermal energy distribution of complex molecules like rhodopsin,
or even the 11-cis retinaldehyde chromophore, cannot be described by simple Boltzmann
statistics, but must take into account the internal energy of the molecule present in a large
number of vibrational modes. The chromophore alone consists of n» = 49 atoms and has
3n — 6 = 141 Kkinetic degrees of freedom. The number of vibrational modes #n (<141) that
actually contribute towards 11-cis — all-frans isomerization in a given opsin environment
is unknown and could depend e.g. on the amino acid residues around the chromophore
pocket. The predicted effect of temperature on the fraction F of molecules exceeding E,y,
and hence on dark event rates, will depend strongly on #, implying that the temperature-
dependence of D.A. Baylor et al’s [26] data shown as an Arrhenius plot in Fig. 2 will yield
very different values of E, depending on what n value is assumed. Based on Boltzmann

statistics, the slope of the straight line indeed gives E,;; = 21.9 kcal mol~!, but based on

Hinshelwood statistics it may give, for example, E,y = E, = 44.3 kcal mol~! (where E,is
the estimated photoactivation energy of Bufo marinus rhodopsin in [45]) ifn =79, or E, =

= 34.3 kcal mol~! if n = 44. The last example was given by P. Ala-Laurila et al. [42] to show
the robustness of their model against a possible 5—10 kcal mol~! difference between the
electronically excited state and the peak of the ground-state energy barrier (E, — E,y) as
suggested by molecular modelling [46, 47]. Obviously, their approach did not enable actual
estimation of E,y, but it removed the supposed incompatibility with estimates of E,, allow-
ing that thermal activation may follow the same molecular pathway as photoactivation,
starting from 11-cis — all-trans isomerization of the chromophore.

This is consistent with current molecular understanding. The energies of the ground-
state barrier for thermal activation and the electronically excited state induced by photon
absorption are expected to be close in view of the femtosecond transition from the latter to
the earliest identified ground-state photoproduct [46—48]. Quantum chemical modelling
[49] suggests that the transition state mediating thermal activation has the same electronic
structure as the excited state, manifesting intrinsic chromophore features associated with
the existence of a conical intersection between the ground and excited states (cf. [50]). Im-
portantly, this gives a theoretical, molecular-level foundation for a correlation between the
wavelength of maximum absorbance A,,, and the rate of dark events k (“the Barlow cor-
relation”). The model has recently been applied to the opsins of the endemic cottoid fishes
of Lake Baikal in an attempt to identify specific amino acid residues that may regulate both
spectral and thermal properties in connection with the blue-shift of corresponding pig-
ments between species with increasing habitat depth [51].

EMPIRICAL TESTING OF “BARLOW’S HYPOTHESIS”

The basically simple idea that long-wavelength sensitivity should correlate with high
thermal activation rates first appears in the literature in a brief comment by H. de Vries in
1949 [52]: high sensitivity to long light wavelengths (low-energy photons) entails a low en-
ergy barrier for activation, and this will imply a high probability that the barrier be sur-
mounted by molecular thermal energy alone. The conceptual relations between activation
energy F,, spectral absorbance (captured by A,,,,) and the fraction F of rhodopsins with
thermal energy exceeding £, are shown by the scheme in Fig. 1. H.B. Barlow [53] gave the
idea its classical formulation, proposing it as a teleological explanation for the ubiquitous
blue-shift of night vision compared with daylight vision (the Purkinje shift). He pointed
out that the shift does not increase photon catch at night, since star- and moonlight is in
fact somewhat more “reddish” than daylight, but could be useful as a means of decreasing
thermal noise.
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Fig. 1. General scheme of the presumed interrelations (arrows marked @, @ and ®) between three main functional
variables of rhodopsins. Values for all of these can be derived from electrophysiological experiments on the light-
sensitive current of photoreceptor cells. Both the absorption spectrum and the thermal activation rate are functions
of the activation energy £,, hypothesized to be the same or close and well-correlated for photic and thermal activa-

tion. As a consequence, the absorption spectrum and the thermal event rate are correlated (dashed arrow ®). Barlow
(1957) [53] initially assumed @ A,y = hc/E,, ® F = exp(—E, /kT) according to Boltzmann statistics, but envis-

aged that the assumptions could be improved, referring to Lewis (1955) [44], who replaced A, in @ by a wave-
length A > A, and suggested the use of Hinshelwood statistics. A new model based on these ideas was fully de-

veloped by Ala-Laurila et al. (2004) [42], who based @on the regression of E, on A, in an empirical data set,

and @ on the fraction of molecules with thermal energy > E, according to Hinshelwood statistics (see Text).

H.B. Barlow’s hypothesis inspired several experimental studies of dark noise in rods
with different spectral sensitivities even while the conflict between the estimated values E,
and E, remained unresolved. The first of these, on the blue-sensitive (433-nm) “green”
rods of toad, provided a disappointment, as estimated dark event rates per pigment mole-
cule were more than 4 times Aigher than in the regular 503-nm rods ([54] c.f. however [39]
and below). We now know that the pigment of these blue-sensitive rods is not a rod rho-
dopsin (Rh1), but a cone (SWS2) pigment, albeit with a stabilizing mutation [55, 56].
Luckily, studies on bullfrog rods with A1 (502 nm) and A2 (525 nm) pigment [57] and stur-
geon (A2) rods with A, = 538 and 549 nm [58] were more encouraging, showing a clear
correlation between long-wavelength sensitivity and high rates of SQR-like dark events.
This kept interest in Barlow’s hypothesis alive.

THE PHOTOACTIVATION ENERGY E|,

In the general scheme (Fig. 1), the activation energy E, is in a pivotal position, being the
determinant of both spectral absorbance and rates of thermal events. H.B. Barlow [53] ini-
tially assumed that E, would be equal to the photon energy at the wavelength of maximum
absorption or “maximum visibility” (E, = hc/An.y), but he envisaged improvements by
taking into account, inter alia, “Lewis’s further development of Stiles’s theory”. One such
development was the realization that E, corresponds to the photon energy not at A, but
at some wavelength A, > A,,,,, recognizable as the longest wavelength where activation can
still occur without supplementation by thermal energy [30, 44, 59]:

E, = he/My = Che/hmay (1

where C = A,../A¢ < 1 may or may not differ between pigments (see below). All this built
on Stiles’ (1948) “physical interpretation of the spectral sensitivity curve of the eye” [59],
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Fig. 2. Arrhenius plot of the temperature-dependence of rates of dark SQR-like events in rods of Bufo marinus
Each symbol type marks data from one rod in Table 2 of Baylor et al (1980) [26]. The least-square regression line
fitted to the points gives different estimates £, for the thermal activation energy depending on the underlying
assumptions: (i) conventional Arrhenius analysis relying on Boltzmann statistics for simple particles as in [26]
gives E,py = 21.9 kcal/mol; (ii) Hinshelwood statistics for complex molecules assuming molecular vibration

modes n = 79, gives thermal activation energy E,j = 44.3 kcal/mol, equal to the photoactivation energy £, estimated
from rods of the same species in [45]; (iii) Hinshelwood statistics assuming n = 44 gives E,y = 34.3 kcal molfl, which

would accommodate a possible energy gap of 5—10 kcal mol ! between E, and E,p [42].

which also provided a rationale for estimating E, through the effect of warming on long-
wavelength sensitivities. At wavelengths A corresponding to photon energies #c/A > E,, the
activation probability should not depend on the thermal energy of the rhodopsin molecule,
but beyond a critical wavelength A the insufficient photon energy requires added thermal
energy to activate the pigment. In this domain, raising temperature will therefore increase
the probability of activation (i.e., increase sensitivity), the more so the longer the wave-
length. In electrophysiological experiments there is no upper limit for the range over which
this effect can be measured other than the power of the light source, enabling fairly accu-
rate determination of E, (and A.) [60—64, 45, 39].

Summarizing results of their measurements on 12 photoreceptor species (both rods and
cones with both Al and A2 pigments, and two pigments in crustacean rhabdoms), Ala-
Laurila et al. (2004) [64] could not confirm the simple relation expressed by eqn. (1), but
still found a significant correlation between E, and 1/A,,, described by the following linear

regression equation:

E, =7.10 kcal/mol +19800 nm kcal/mol x (I/Ap.x) nm. 2)

The coefficient of determination was only 0.73, however, implying that 27% of the vari-
ance remained unexplained variation around the regression line. Moreover, the line itself is
less steep than expected.

The data underlying eqn. (2) had been obtained by a combination of microspectrophotome-
try and transretinal ERG recording potentially susceptible to several sources of error, which
moreover may differ between species. D.G. Luo et al. [39] reexamined the E, — 1/A,,,, relation
in 7 species of vertebrate rods and cones, recording spectral sensitivities with the more pre-
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cise suction-pipette technique. They did find a close agreement with eqn. (1), with A as a re-
markably constant multiple of A, across species (mean ratio A,,/Ay = SD = 0.84 + 0.01).
Strict comparison between [64] and [39] is largely impossible, though, as they are based on
mainly non-overlapping samples of photoreceptor species. For the Bufo marinus “red” rod
included in both, the reported values differ significantly (£, = 44.3 kcal mol ', Amax = 503 nm,

Ao = 0.78 in [64] versus E, = 48.0 kcal mol™", A,,,,, = 500 nm, A,,./Ag = 0.84 in [39]).

While there is no doubt of the superior quality of the suction-pipette recordings in [39],
the differences cannot be lightly dismissed as being due to poor quality of the ERG data.
The presence of true variation in A,,,/A, between species is suggested by a comparison of
the E, values of two A1—A2 pigment pairs (Fig. 3 based on ERG, cf. Fig. 34 in [64]). One
pair consists of L-cone pigments of juvenile (A2 with A,,, = 629 nm) and adult (A1 with
Amax = 562 nm) Rana temporaria (original data from [61]), the other pair of rod pigments
from adult Rana catesbeiana (A2 pigment with A,,, = 525 nm and A1 pigment with A, =
= 502 nm; original data from [62]). The two straight lines plot eqn. (1) with A,,,/Aq = 0.89
for the R. temporaria L-cones (blue) and 0.81 for the R. catesbeiana rods (green). The good
fit of the two different lines to the respective pair of points suggests three things. First, up-
on a chromophore switch in the same opsin, changes in E, and A,,,, may indeed be tightly
coupled as described by eqn. (1). Second, random variation of the ERG-based estimates
seems to be fairly small, because otherwise one would expect larger variation of A,,,./A¢
within each pair. Third, as there were no clear sources of systematic error liable to differen-
tially affect estimates for these two species of frogs, the ca 10% difference in A, /A, be-
tween the two pairs appears significant. Pending new data, a cautious conclusion is that the
relative shallowness of the regression equation (2) does reflect a real biological trend. One
may hypothesize that the evolution of opsins that confer high long-wavelength-sensitivity
has also involved selection against a “default” decrease in activation energy, as far as de-
coupling of the two by tinkering with the amino acid sequence is possible.

SYNTHESIS: RATES OF THERMAL ACTIVATIONS
VS. SPECTRAL ABSORBANCE

From the viewpoint of visual function, what finally matters is the resultant relation be-
tween A, and the rate of randomly occurring thermal activations k (dashed arrow ® in
Fig. 1). P. Ala-Laurila et al. [42] compared the data then available for rods and cones with
their model, where k was predicted by using the empirical equation (2) for the E, — 1/A,x
relation, and the fraction of molecules with energy exceeding E, was obtained from Hin-
shelwood’s distribution for n = 79 (the same value that made E,; = E, for Bufo marinus
rods in Fig. 2). Fig. 4 plots the comparison as Ig k against 1/A,,,, for rods (4) and cones (B),
reproduced from [42]. The solid lines show the model prediction, where the vertical posi-
tioning of each line is the only parameter freely fitted. This corresponds to fixing the “pre-
exponential factor” in the Arrhenius equation, i.e., fixing the absolute rates of dark events
(which are some three orders of magnitude higher in cones than in rods). The slopes of the
lines provide an acceptable description of the admittedly sparse and scattered data for both
rods and cones, in qualitative agreement with Barlow’s hypothesis. The prediction of Bar-
low’s original formulation (dashed line) is shown for comparison. The dotted lines show the
“robustness test”, i.e. the model prediction assuming a 10 kcal mol~! difference between E,
and E,y (whereby n = 44 is assumed, based on the fit to the temperature data in Fig. 2).

Again, D.G. Luo et al. [39] provided new data of reference quality against which the

earlier results must be assessed. They mainly found a much tighter connection between Ig &,
1/Aax @and theory. This might partly reflect the advantage of standardized protocols,
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Fig. 3. Photoactivation energies of two A1—A2 pigment pairs. Data points marked RT represent L-cone pigments
of Rana temporaria (A5 = 562 nm (Al) and 629 nm (A2), values from [61]. Data points marked RC represent
rod pigments of Rana catesbeiana (A, = 502 nm (Al) and 525 nm (A2), values from [62, 57]. Both lines are de-
scribed by the general equation E, = hc/Agy, where Ay = 1.12 A, for the RT L-cones (blue line) and 1.23 A4«

for the RC rods (green line). Reproduced from [64].
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Fig. 4. The relation between rates of thermal dark events per rhodopsin molecule & [RB 571] and spectral sensi-
tivity measured by the wavelength of peak absorbance A,y in rods (A) and cones (B). Rates k were estimated
from dark noise recordings in single cells, and spectral absorbance by microspectrophotometry. Note that the plot
of —Ig k against 1/Ay .y [106 m_l] places the noisiest and most long-wavelength-sensitive pigments at the bottom

left and the most stable and short-wavelength sensitive ones at the upper right. In both panels the full-drawn line
represents the model of Ala-Laurila et al. (2004) [42] with the same number of molecular vibration modes (n = 79),
i.e., the number that provided the best fit to the Bufo rod temperature data in Fig. 2, combined with the relation be-
tween E, and 1/A,, given by eqn. (2). The dotted lines show the model prediction assuming a 10 kcal/mol E, — E, iy
difference and n = 44 (see Text). The dashed lines show the prediction of Barlow’s hypothesis as originally formu-
lated [53]. Reproduced from Figs. 2 and 3 in [42].
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Fig. 5. Differing rates of discrete dark events in rhodopsin rods of a toad and a frog with virtually identical absorp-
tion spectra (Aax = 502—503 nm; [6]): (A) from a rod of Bufo marinus [26]; (B) from an Al rhodopsin rod of
Rana catesbeiana [57]. All records are displayed on the same time scale, shown below panel (4); current scale bars
on the left. Temperature was 22 °C for Bufo and 17°C for Rana. In both (4) and (B), the three top traces show re-
cordings in complete darkness. In Bufo (A), discrete dark events (“bumps”) can be clearly discerned as well as
continuous noise. The continuous noise is also of biological origin, as shown by the bottom trace where all bio-
logical noise has been eliminated by keeping the rod saturated with strong background light. In Rana (B), only
continuous noise but no clear discrete events can be seen during nearly 20 minutes of dark recording. This is not
due to poor preparation or recording, as shown by two epochs of light responses (bottom traces) to flashes of
nominal light intensity 1.25 R* delivered at 10 s intervals. The SQR amplitude is about 0.4 pA as determined both
from the nominal light intensity (0.43 pA) and from the variance-to-mean ratio of the flash responses (0.39 pA). The
first flash epoch was recorded before the dark recordings, the second between the second and third dark record.

avoiding the inter-laboratory variation affecting data assembled from many studies. How-
ever, precisely because of the persuasiveness of their elegant study, it seems important to
keep up awareness that not everything can be so neatly wrapped up. By the examples in
Figs. 5 and 6, I wish to emphasize that there exists real and substantial variation in dark
event rates between rod rhodopsins that differ negligibly in A,,,.. On a general level, this

can be seen at a glance in Fig. 4 A from the scatter of k values near 1/A,,, = 2 X 10° m~,
i.e., for rods having typical rod A, values = 500 nm.

Fig. 5 shows dark current recordings from rods of two anuran species with roughly the
same A,y (502—503 nm). Panel A shows the iconic first example of dark rod events pub-
lished by Baylor et al. (1980) [26]. In the 1050 seconds of recording from a Bufo marinus
rod, a fair number of discrete “bumps” (some 20) can be identified by eye. This and similar
recordings from 9 cells, analyzed by several different methods in their study, indicated
0.02—0.03 events per rod per second. Panel B shows a recording from an Al rod of Rana
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Fig. 6. Dark event rates in 5 salamander rods as a function of the estimated fraction of A2 pigment in the rods be-
fore and after replacement of a significant part of the (native) A2 chromophore by Al, plotted on linear (4) and
logarithmic (B) scales. The linear regression of event rate (¥) on A2 content (X) (¥ = 0.0009 + 0.318X, straight

line) extrapolates (for X = [A2] = 0) to one event per 18 minutes among the ca. 3.8 % 10° Al rhodopsin molecules
of the mean recorded rod volume. The rate per molecule of visual pigment is similar to that in Al rods of Rana
catesbeiana (cf. Fig. 5 B,where there is not a single dark event during nearly 20 minutes of recording). Reproduced
from [67].

catesbeiana [57]. In ca 20 minutes, not a single discrete bump can be seen (implying a rate
of <0.0008 per second), nor did more sophisticated analyses indicate any. Two epochs of
responses to light flashes delivering ca 1 photoisomerization on average are shown below
the “dark” traces. The first of these was taken before all the dark epochs, the second be-
tween the two latter ones, showing that the absence of dark events is not due to SQRs being
undetectable in this rod and recording. Such total silence in darkness was observed in 3 other
rods out of 5 studied. In one rod a rate of 0.006 per second was determined from the current
probability density histogram, and in a sixth rod recorded after the publication of [57], there
was one event distinctly identified by eye in a ca. 1000 second epoch (implying 0.001 per
second, or 2.5 x 10~13 events per pigment molecule per second, R* s!). By any statistics,
these results are incompatible with those from Bufo marinus, and even in the 2 out of 6 rods
where any dark events at all were detected, it is doubtful whether they originate in the
Al pigment. Rana catesbeiana, as opposed to Bufo marinus, uses the inherently less stable
A2 chromophore during the larval stage and even in the adult stage in the dorsal retina
[65], but minimal amounts in other parts of the retina cannot be excluded. (It should be
noted that SQRs produced by Al and A2 pigments cannot be distinguished [66]). A natural
hypothesis would be that the Rana opsin has evolved to limit noise when collaborating with
A2, and that this results in exceptional stability of the Al version of the pigment. Even a
minute fraction of A2 remaining may significantly increase the rate of dark events. P. Ala-
Laurila et al. [67] tested the relative noise contribution of A1 and A2 pigment systematical-
ly in experiments on rods of larval tiger salamander (Ambystoma tigrinum), where the native
pigment is almost 100% A2. They measured changes in dark event rates upon replacing
most of the A2 by Al, and plotted the rates as function of remaining A2 (Fig. 6). The dark
events decreased linearly with decreasing A2 fraction, extrapolating to a rate of 0.0009 events
per rod per second (~2.4 x 10~3 R* s7!) for zero A2 (pure Al). This suggests that Al pig-
ments of Ambystoma tigrinum (A, = 502 nm) and Rana catesbeiana (A, = 502 nm) have
roughly the same, extremely low thermal activation rates, which are more than one order of
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magnitude lower than those in Bufo marinus (Ay,, = 503 nm) ([26]: 1.2 x 10~ R*s~!;
[39]: 3.2 x 10712 R* s7!) and in Bufo bufo (A, = 502 nm) ([68]: 5.4 x 107!2 R* s7!;

[34]: 8.4 x 102 R* s7!). (All values refer to rates temperature-corrected to 21°C.) With
respect to the existence of species differences, it may further be noted that Luo et al. [39]
found a 16-fold higher temperature-corrected activation rate per molecule of visual pig-
ment in mouse rods compared with Bufo marinus rods. A priori, toad and mouse pigments
are expected to be roughly similar, and if anything, a possible difference would be expected
to go in the opposite direction (mouse rod A,,,, = 497 nm [69]).

Thus there can be little doubt that true interspecies variation exists around the average
functional relationships of A, k and E, (Fig. 1). However, besides species differences
and “acceptable” random differences between results from different laboratories, there are
cases where results on the same photoreceptor species differ to a degree for which there is
no clear explanation. It is tempting to think that there could be polymorphisms between
populations/strains of the same species used in different laboratories. These amphibians,
unlike laboratory rodents, have not been bred for global standardization of strains. For exam-
ple, significant spectral polymorphism (not due to varying A2 admixture) has been found be-
tween individuals of the common frog Rana temporaria, with rod A, varying by 8 nm, far
more than normal experimental variation [70]. Above, I have also referred to the significant
differences in £, and k values of Bufo marinus reported in [39] compared with those in [45]
(E,) and [26] (k).

A major unresolved conflict of this kind concerns the thermal stability of the blue-sensi-
tive pigment of Bufo “green” rods (with A, = 432—433 nm, [6]). Whereas G. Matthews [54]
originally reported an unexpectedly high dark event rate, 4 times higher than in the “red”
rods (see above), D.G. Luo et al. [39] found an event rate 100 times /lower than in the
“red” rods. The high value seemed to make sense when it was shown that the anuran
green-rod pigment is an SWS2 cone pigment [55]. Cone pigments are generically less
stable by 2—3 orders of magnitude [71—73, 39, 42], but the most short-wavelength-sensi-
tive ones may approach the stability of rod pigments [74, 75]. The recent discovery of a sta-
bilizing mutation in the anuran green-rod SWS2 pigment [56] might give reason to expect
it to be particularly silent even compared with rod pigments, but really there is no easy ex-
planation for the large discrepancy of the estimates in [54] and [39]. This question certain-
ly merits further investigation.

TUNING OF SPECTRAL ABSORBANCE AND THERMAL
STABILITY BY THE OPSIN

Over 30 years, a huge literature has accumulated on how amino acid residues in the op-
sin tune the chromophore for diffent spectral absorbances in single species and across spe-
cies (e.g. [76—80]). On a general level, the results exemplify the “multiple realizability” of
function in complex biological systems, meaning in this case that (for practical purposes)
identical spectral absorbance can be achieved by different combinations of amino acids in
critical positions. This also makes it seem likely that similar spectra can be associated with
different thermal properties, and that mutations affecting spectral and thermal properties
may be independent targets of natural selection. Recently there has been increasing interest
specifically in the tuning of thermal stability [56, 81]. Earlier, N. Fyhrquist et al. [82] se-
quenced the rod opsins of the anuran species presented above as examples where the same
Amayx 18 associated with different dark event rates: Rana catesbeiana (plus two other Rana
species, as well as Xenopus laevis) vs. the two Bufo species. Although it was not possible to
identify unique residues for stability, among sixteen non-conserved substitutions and six
involving gain/loss of hydroxyl groups, a few clear contrasts between Bufo and Rana were
found. Some of these were shared by the Rana opsins and the Xenopus laevis opsin (which
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also has to collaborate with the A2 chromophore). The resolution of such studies have im-
proved since then. In [81], two residues were identified that explain at least some of the ge-
nerically increased stability of rod compared with cone pigments, and in [56] a single thre-
onine at position 47 was identified as responsible for the rod-like stability of the anuran (in
contrast to the urodelan) blue-cone pigment (SWS2). The green rods equipped with this
stabilized pigment allow frogs to make blue/green wavelength discriminations at the abso-
lute threshold of vision [83].

These developments enable us to address new evolutionary questions. Does the rarity of
strongly stabilized rod pigments like those of Rana catesbeiana and Ambystoma tigrinum
(Figs. 5 and 6) indicate that pigment noise in e.g. Bufo and other typical vertebrate rods is
already driven to an acceptably low level, given the presence of other noise sources? In oth-
er words, is the extreme silence of Rana and Ambystoma A1 pigments mainly a side effect of
having to limit the noisiness of the A2 pigment? Could there be mutations making pig-
ments with A,,, beyond the long-wavelength limit of ca. 630 nm found in nature stable
enough to be useful? On a different track, it is interesting to follow the engineering of mi-
crobial (“type 1”) rhodopsins with the purpose of developing improved tools for optoge-
netics, for example, by moving their spectral absorbance further into the infrared [84—87].
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B Hacrostiiee BpeMst ypoBeHb pa3BUTHST TMAarHOCTUYECKUX METOIOB JIJTsI YYBCTBUTEJIBHO-
CTHU ¥ JUI51 YaCTOTHOM paspematoiiieit cnocooHoctu (YPC) ciryxa cyiiecTBeHHO pa3inia-
ercs. [Ipubopsl wist TouHoro usmepeHuss YPC He BoONLIM B KIMHUYECKYIO MPAKTUKY.
Jlabopatophbie MeTonbl n3mepeHuss YPC ManonpuroaHs! 1151 UCTIOJIb30BaHUS B TPaK-
TUYecKuX 1esissx. CUTrHaibI ¢ rpeOeHIaThIMU CTIEKTPAMU MOTYT OBITh 3(p(HeKTUBHBIM UH-
ctpymeHTOM 1151 TectupoBaHust YPC ciyxa Kak mpu McciienoBaHUsIX (DyHIaMEHTaIbHbBIX
MeXaHW3MOB CJIyXa, TaK M B MPAKTUYECKON ayauonioruu. Mcnoib3oBaHne TaKUX CUTHA-
JIOB JIJIS TECTUPOBAHMSI TTO3BOJISIET U3MEPSITh HE TOOPOTHOCTb OTIAEJIbHBIX YaCTOTHO-M3-
OUpaTebHbIX KaHAJI0B-(PUJIBTPOB, a HEIMOCPEACTBEHHO CIIOCOOHOCTb aHAJU3UPOBATh
3BYKOBBIE CUTHAJIBI CO CJIOXXKHBIM CIEKTPaJIbHO-BpEMEHHBIM pUCYHKOM. Kpome Toro,
n3mepeHue YPC c moMolbio rpebeHYaThIX TECT-CUTHATIOB YAOOHO [IST IPAKTUYECKOTO
npruMeHeHus1. U3MepeHus ¢ MpMMeHEeHUeM rpeOeHYaThIX TECT-CUTHAIOB TAJIV CBEICHUST
0 peaJIbHOI CITOCOOHOCTH CIIyXOBO# CHCTEMBI pa3indaTh CJIOKHbBIC 3ByKOBbIC CUTHAJIBI.
Kpome Toro, atu uaMepeHust oKasaiu poJib psiaa (pyHIaMEeHTATbHBIX CIIyXOBBIX MeXa-
HU3MOB — KOMIPECCUBHOM HEJMHEMHOCTH, JaTepaIbHOTO MOAABICHUSsI, YaCTOTHOTO U
BPEMEHHOTO MEXaHM3MOB YaCTOTHOIO aHajn3a — B BOCIPUSTUU CJIOXHBIX 3BYKOBBIX
CUTHAJIOB. B 3aBUCMMOCTH OT 3a1aun pa3inyeHusl BKIIOUAETCS IMOO0 YaCTOTHBIMI, JTMGO
BPEMEHHOI aHalu3, 4TO JaeT MPUHUMIIMAIbHO pasiuuHble ouleHku YPC. Mmeercs
YCIEUITHBINI OIBIT TPUMEHEHMSI TECT-CUTHAJIOB C TPeOSHYATBIMM CIIEKTPAMMU TSI OLICHKU
OCTPOTBHI CJIyXa y HOCUTEJIeil KoXJIeapHBbIX UMILJIAHTOB.

Knrouesvie crosa: ciyx, nu3bUparesibHOCTD, pa3pelaoniasi CioCOGHOCTh, rpeGeHYaThIE
CITEKTPBI

DOI: 10.31857/50869813920040093

OCTPOTA CIIYXA:
YYBCTBUTEJIBbHOCTDB 1 PASPEIITAIOIIAA CITOCOBHOCTDb

[MTonHast uau yacTU4Hasl MOTeps cilyXa — LIMPOKO pacHpOoCTpaHEHHOoe siBjeHue [1].
[TpuYUHBI YXYOILICHUS WIX TIOTEPU CJIyXa MOTYT OBITh pa3HbIMU: TeHEeTUYeCcKUe nedek-
TBI, TPaBMbl, TH(MOEKIIMOHHBIE 3a00JIeBaHUsI, aKyCTUYECKUE TPaBMbl, TPUMEHEHUE OTO-
TOKCHYECKUX TpenapatoB. COOTBETCTBEHHO MOTYT OBITh Pa3IMUHBIMU MEPHI JICUESHUS,
BOCCTaHOBJIEHUS WM KoMmIleHcanmu. Ho B mo06oM ciiygae HeOOXOIMMBIM MepaM Ipe-
IIECTBYET AMarHOCTUKA. B cBOIO ouepelib, AMarHOCTMKA HAUMHAETCS C OMPENeJICHUST CO-
XPaHHOCTHU CJIyXa, a UMEHHO, C OIpee/IeHUsI CTOCOOHOCTHU CJIyXOBOI CUCTEMbI BOCIIPH-
HUMAaTh U aHAJIM3UPOBATh 3BYKU. DTy CIIOCOOHOCTH NMPUHSITO Ha3bIBaTh OCTPOTOM ClIyXa.
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JI1ob6ast ceHcopHasl cucteMa, Ouojiornyeckast M TeXHUYecKasi, MOXKeT ObITh oXapakK-
Tepu3oBaHa, KAK MUHUMYM, JIBYMsI BaXXHEHIIIMMU XapaKTePUCTUKAMU: YYBCTBUTEIILHO-
CThIO U pa3peliaolileit cnocoOHOCThI0. YyBCTBUTEIBHOCTh CUCTEMBI OTpeNesisieT, Kakasi
MUHUMAaJIbHAsi MOIITHOCTb CUTHAJIOB IOCTATOYHA, YTOOBI CUTHAJ ObLT BOCIIPUHST, OOHA-
pyxeH. Ho oOHapyxeHue curHajaa HeIoCTaTOUHO IS MMOJIHOLIEHHOTO (DYHKIIMOHUPOBA-
HUSI CEHCOpHOM cucTtemMbl. HeoOxoauMo oTimyaTh OOMH CUTHAJI OT IPYyroro, 6€3 4ero He-
BO3MOXXHO paclio3HaBaHUE CUTHaJIOB. Pasperraroiiasi cmocoOHOCTh OIpenesisieT, Ha-
CKOJIbKO TOHKOE€ OTJIMYME OJHOTO CUTHAJIa OT APYroro AOITyCKaeT UX pasjindeHue. JTo
oO111ee ToJI0XeHNE, OE3yCIIOBHO, OTHOCUTCS U K CITyXOBOI cucteMe. [1J1st pacrto3HaBaHUs
3BYKOBBIX CUTHAJIOB BaXKHa CMTOCOOHOCTbH CITYXOBOWM CUCTEMBbI pa3jimyaTh UX Kak IO 4ya-
CTOTHO-CIIEKTPAIbHOMY PUCYHKY (JacTOTHasl pa3pemialiias criocooHocts, YPC), Tak u
10 BpeMEHHOMY PUCYHKY (BpeMeHHasl pa3pemialias cirocooHocts, BPC).

OnHako B HACToOsIIee BpeMsl yPOBEHb PA3BUTHS TUATHOCTUYECKUX METOMOB IJIsI UyB-
CTBUTEJILHOCTU W ISl pa3pellarolieil CoCOOHOCTH CIyXOBOUM CUCTEMBI CYIIECTBEHHO
pasnuuaetcs. CTaHIapPTHBIN MTPUOOP IS IMAaTHOCTUKU CliyXa — ayaduOMETp — UMEETCS B
pacnopsKeHUN MpaKTUUeCKU JTII000Tro ayauosiora Win gaxe otojapuHrosiora. Ho crtan-
MapTHBIN ayIMOMEeTp MpeaHa3HauyeH ISl oTnpeaeeHUs] MUHUMAabHOW MHTEHCUBHOCTU
3ByKa, KOTOPYIO MOXET YCJIbIIIATh TAIUEeHT, T.€. JJIs ONpee/IeHUs YyBCTBUTEIbHOCTH.
AynuoMeTpsl IS OTIpeAeIeHUs pa3peliatolieil CTOCOOHOCTH CyXxa He BOIIUIU B TTPAKTH -
Ky. Ji1st 3TOro ectb MpUUMHBI: TPU MHOTUX MATOJOTUSIX ONHOBPEMEHHO CTPaJaloT Kak
YYBCTBUTEJBHOCTh, TAK U paspellaloliasi ClIoCOOHOCTh CllyXa, TaK YTO U3MEpPEHUE UyB-
CTBUTEJILHOCTU — JOCTATOYHO MHMOpMaTuBHAas npoleaypa. Ho Bce ke HeJib3si UTHOPU-
POBaTh TO OOCTOSITENBCTBO, UTO UYBCTBUTEILHOCTD M pa3peliaroiias CHoCOOHOCTb — pa3-
HbIE XapaKTepPUCTUKU CTyXa, 1 00€ OHU Ba>KHHBI.

JIJIs1 CIIyXOBOM CHCTEMBI BaxXKHEMIIIMI MoKa3aTelb pa3pemalomneii critocooHoctn — YPC.
MHorue maHHBIE YKa3bIBaIOT Ha OHarHocThdecKyio BakHocTh YPC cmyxa. Iloteps cioyxa
HEHPOCEHCOPHOIO XapaKTepa COIMPOBOXIAETCS CHUXXEHUEM CITOCOOHOCTM K YAaCTOTHOMY
pasiuyeHuto [2—6]. Bo3pacTHast TyroyxoCTh TaKKe CBSI3aHa C yXyAIIEHUEM YaCTOTHOTO pa3-
JmueHust. CHIDKEHME 3Ke CITOCOOHOCTM K YaCTOTHOMY Pa3JIMUEHUIO MPSIMO BENIET K yXY/IIe-
HUIO PACIIO3HABAHMS CJIOXKHBIX 3ByKOBBIX O0OpPa30B, B IIEPBYIO OYEPEIb, 3BYKOB peuu [7—11].

PaznuyHoe dhyHKUIMOHaIbHOE 3HaUeHue yyBcTBUTeIbHOCTU 1 YPC ciryxa mposiisier ce-
0s1 IpM cJryxorpoTe3npoBaHK. OObIYHbBIE CITYXOITPOTE3HbIE allrnapaTbl 00eCeunBaloOT YCH-
JIeHV€ TPOMKOCTU 3ByKOBBIX CUTHAJIOB, KOMITEHCUPYSI TAKUM 00pa30M CHUKEHUE CITyXOBOM
YyBCTBUTEIBHOCTHU. 3a CUET CIELIMAIbHO MOA00OPAaHHOI YaCTOTHOM XapaKTepUCTUKM arina-
para BO3MOXHO YJIyYIIUTh COOTHOIIIEHUE YYBCTBUTEIBHOCTH K Pa3HbIM YaCTOTaM U, TAKUM
00pa3oM, YaCTUYHO KOMIIEHCUPOBATh MOTEPIO YYBCTBUTEIBHOCTHA K BBICOKUM YacTOTaM,
KOTOpasi XapakTepHa /Il MHOTUX CJTydaeB HeiipoCeHCOpPHOI Tyroyxocth. OmIHAKO eCliv Y
nauueHTa cHwkeHa YPC, To ycuieHre TPOMKOCTH, Jiesiasi 3ByKM CIBIIIIMMBIMU, HE JeJ1aeT
X pa3InuUMbIMU, B TOM YHCJIe HE O0ECIIeYrBaeT B MOJIHOM Mepe pa30opYrBOe BOCIIPUSITHE
3BYKOB PEeUM: MAUEHT, UCTIOIb3YIOIINM CIyXOBOM anrmapar, CJIBIIINT JaKe HETPOMKUE 3BY-
KU, HO TIJIOXO OTJIMYAET APYT OT APYyra 3ByKU CO CXOKMMU CMEKTPAIbHO-BPEMEHHBIMU Xa-
pakTepucTukaMu. [1oaTOMy OTMEYaioch, YTO U3MEPEHHUE YACTOTHOIO Pa3IMUEeHUs] BaXKHO
IIJTS TIPaBUJILHOTO TTO00pa XapaKTEePUCTUK CIIyXOIPOTE3HBIX arnmapaToB [12—14].

IMockoabKy HET MPUOOPOB ISl TOUHOT'O U3MEPEHMSI pa3pellaoleil CToCOOHOCTHU cyxa,
a UTHOPUPOBATh 3Ty XapaKTEPUCTUKY CJIyXa HEBO3MOXHO, WCIIOJb3yeTCsl peueBast ayauo-
metpusi (speech discrimination test): Bpau THx0 (OOBIYHO IIEITOTOM) MTPOM3HOCUT CJIOBA,
MalUMeHT TOJDKEeH MX MOBTOPsATh. Ho cTporo roBopsi, Takyto mpoienaypy Hejb3sl Ha3bIBaThb
usMeputenbHOU. [Ipexae Bcero, 4YaCTOTHBIN CMEKTP 1IETIOTHOW peyr OTIIMYAETCS OT HOP-
MaJIbHOM, a XapaKTEPUCTUKU T0JI0ca MOTYT pa3inyaThCsl y pa3HbIX Bpaueil. DTu mpoOaeMbl
MOXHO YCTPaHUTb, UCITOJIb3YS 3alMCHU, HAAUKTOBAHHbIC TTPOdeCcCOHATbHBIMU TUKTOPA-
MU, ¥ BOCIIPOM3BOSI UX C pa3HOI TPOMKOCThIO. Ho maxke B 3TOM ciiydyae ocTaeTcsl IiaBHast
npo0GseMa:; pedyeBoe TECTUPOBAaHUE He IaeT pe3ysibTaTa B CTPOTruX (pU3NYecKUX eAMHUIIAX.
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JIABOPATOPHBIE METOAbI USMEPEHWA YPC

Xots1 MeTonpb! armmaparypHoro usMmepeHust YPC npakTrnaecku He TPUMEHSTIOTCST B KITMHU -
YeCKOI MpaKkTuKe (MCKITIOYeHNE — TUAarHOCTUKA paboThl KOXJIEAPHBIX MMIJIAHTOB, PACCMOT-
peHHast HXKe), B (DyHIaMEHTaJIbHOI ayIMOJIOTMM MMEIOTCS XOpOIIO pa3paboTaHHbIC U
BITOJIHE CTPOTME METOIBI U3MEPEHMST CITOCOOHOCTH K YACTOTHOMY Pa3IMUYeHUI0. DTO METO/IbI
M3MEePEHUS! IIIMPUHBI YaCTOTHBIX KAHAJTOB-(UIBTPOB CJIYXOBOI CUCTEMbI I X TICUXOAKYCTH-
YECKMX OKBUBAJIEHTOB — KPUTUUECKHX TTOJIOC cTyXa. UMEHHO mosioca mponmycKaHUsT 4acTOT-
HBIX CJTYXOBBIX (DUITBTPOB (KpUTHUYECKasT M0JI0ca) ONPEAeIsieT CTIOCOOHOCTD CITYXOBOit CHUCTe-
MBI pa3nInyaTh 3BYKM Pa3HOrO YaCTOTHOTO coctaBa. Eciiv 4acTOTHBIE MHTEPBATbI MEXKIY
CHEKTPaJIbHBIMU COCTABJISIIOIIMMM 3ByKOBOTO CUTHaJIa OOJIbIIIEe, YeM I10J10Ca TIPOIYyCKaHUSI
(UIBTPOB, TO ITU CIEKTPATbHbBIE COCTABIISIIONIME BO30YKIAIOT pa3Hble (DUIBTPHI (MONaIaloT
B pa3HbIe KPUTUUECKHE TIOJIOCHI) M MOTYT BOCITPMHUMATLCSI KaK pa3ae/ibHbIe KOMITOHEHThI
curHasia. B mpoTMBHOM ciiydae OHM BO30Y>KIAIOT ONMH W TOT K€ YaCTOTHBIN (hUbTp (Tora-
JAIOT B OMHY U TY K€ KPUTUUECKYIO TTOJIOCY) M pas3nebHO He BOCIIPUHUMAIOTCSI.

BOJIBIIIMHCTBO METOAOB OMNpPEIeICHUs] TI0J0ChI MPOIMYCKAHUSI YaCTOTHBIX CIIyXOBBIX
(GUIBLTPOB OCHOBAaHBI HA METOIE MACKUPOBKU. OGN TPUHIIMIT COCTOUT B TOM, YTO U3Me-
PSIOTCSI TIOPOTM MACKMPOBKU TOHAJLHOTO CUTHAaJIA (IMMpOOBI) 3ByKaMH-MacKepaMu pasind-
HOTO CTIEKTpaJIbHOTO cocTaBa. [IpenrosnaraeTcs, 4To MaCKMPOBKA YaCTOTHO-3aBUCUMa: YeM
JIyd1iie Mackep MPOIycKaeTcsl TeM (GUIbTPOM, Yepe3 KOTOPbI MTPOXOAUT CUTHAIT, TEM CHJTb-
Hee MacKupoBKa. [103ToMy 3aBUCMMOCTb ITOPOTrOB MaCKMPOBKHM OT CITEKTPaJIbHOIO COCTaBa
Mackepa Io3BOJISIET BBIYUCIUTD MTOJI0CY MPOITYCKAHWSI YACTOTHBIX CIYXOBBIX (DUJIBTPOB.

B pasHbIx paGoTax MCHOJIb30BAIUCH pa3iMuHbie (hopMbl MackepoB [15, 16], HO Bo Bcex
clIydasix U3MepeHre YaCTOTHOM 130upaTeIbHOCTH CJiyXa ObLJI0 OCHOBAaHO Ha 00I1IeM (yHIa-
MCHTaJIbBHOM NPUHIUIIC. MPUHIUIIC 4aCTOTHO-3aBUCUMOM MaCKNPOBKU. B MHorouucneH-
HBIX 9KCTIEPUMEHTAJIbHBIX MCCIIEIOBAHUSIX, MPOBEACHHBIX C TPUMEHEHWEM pa3HbIX BapUaH-
TOB METOAa MAaCKMPOBKH, ObLIU MOTYy4eHBI TOCTATOYHO TOJHBIC JaHHBIE IO TTOJI0CaM Tpo-
MyCKaHMST YaCTOTHBIX (PUIIBTPOB cliyXa dejioBeKa B HopMe. O000IIeHre MHOTOYMCIIEHHBIX
MAHHBIX O 3aBUCUMOCTU OCTPOTHI HACTPOMKMU (HOOPOTHOCTH) (DUIBLTPOB OT 4acToThl [17]
MPUBEJIO K PE3YJIbTaTy, COTJIACHO KOTOPOMY B OOJIBIIIEI YaCTH YaCTOTHOTO AMAra3oHa ciryxa
rmoJioca nmpomnyckanusi coctasisieT 10—11% ot 1eHTpanbHOM 4acToThl (pUIIBTpA.

OnHaKo 3TH JOCTATOYHO TOYHBIE METOIbI, KaK MPaBWJIO, HE IPUMEHSIIOTCS B TIPAKTH-
yeckoil aynuosniornv. ToOMy ecTh HECKOJIBKO TTpUYrUH. OnHa M3 HUX COCTOUT B TOM, UTO
BCE METOIbl, OCHOBAaHHbIE HAa YACTOTHO-3aBUCUMON MAaCKUPOBKE, TPEOYIOT 3HAYUTEb-
HOro BpEMEHU M3MEPEeHUil, TTOCKOJIbKY OOJIBIIMHCTBO BAPUAHTOB METOJIa MAaCKUPOBKU
SIBJISIFOTCSI MYJIBTUTOUYEUHBIMU. DTO O3HAyaeT, UTO IJIsl MOJYYEHHUs] OJHOTO pe3ysbTaTa
(HammpuMep, TSI U3MEePEeHUsI MOJIOCH TPOMYCKaHUsI (GDUIIBTpa Ha HEKOTOPOI YacToTe) He-
00XOIMMO BBITTOJTHUTh KAK MUHUMYM HECKOJIbKO M3MEPEHUI Mopora MaCKUPOBKHM TIPH
pasHBIX yacToTax Mackepa. CaenaB psn TaKuX U3MEPEHUI, MOXHO IMOCTPOUTh (PYHK-
1110, MOKAa3bIBAIOIIYI0, KaK MOPOT MACKMPOBKM 3aBUCUT OT YaCTOThI Mackepa. A yxe u3
9TOi (DYHKIIMU MOXKET ObITh BBIYMCIIEHA T10JI0ca TponycKaHus ¢duibtpa. Ho Kaxnoe u3
TMOPOTOBBIX U3MEPEHUI TpeOyeT MHOTOKPATHOTO MPENbsIBJIEHUsI CUTHAJIa Ha (DOHE MacKe-
pa, 4TOOBI MOJYYUTh CTATUCTUYECKM OOOCHOBaHHOE 3HayeHUe mopora. Ecim TpeGyeTcst
MOJIyYUTh HE OTHO, a HECKOJIbKO 3HAYeHMI TTOJIOCHI MPOMyCKaHus (GWILTPOB Ha He-
CKOJIbKHMX YacCTOTaX, TO OOIIHNIT 00beM U3MEPESHMI TTOJIyIaeTCsI HEIIPUEMIIEMO OOJIBIIIM.
Taxkue namMepeHusi BO3MOXHBI IMpU (hyHIaMEHTATbHBIX UCCIeIOBAHUSIX, HO B KJIMHUYE-
CKHUX YCJIOBUSIX BpeMsl 0OCJieIoOBaHUSI HEM30E€XKHO OrpaHWYEHO, YTO JIeJIaeT MYJIbTHUTO-
YeyHbIe METObl U3MEPEHU T HETTIPUMEHUMbBIMU.

IToMuMoO IpakTUYECKUX PE30HOB, €CTh 1 IIPUHIIMITMAIbHAS TPYTHOCTD MPU IIPUMEHE-
HUU pacCMOTPEHHBIX MeTonoB mis1 onpeneneHust YPC. YPC, neiicTBUTEAbHO, 3aBUCHUT O
OCTPOTBI HACTPOIKHU (ILIMPUHBI TTOJIOC MPOIYCKAHMS) CYXOBbIX (MIBTPOB. MIMest naHHbIe
0 moJjocax IPOIYCKaHWsI (PUJIBTPOB, I JIMHEMHON CUCTEMBI MOXHO BBIYMC/IWTH, Ha-
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CKOJIBKO JIETaJIbHO OyIeT BOCIIPOM3BENEH YACTOTHBII CIIEKTP JIOOOro 3ByKOBOIO CUTHAIA.
Ho ciyxoBast crucTeMa 3aBeIOMO HeJIMHEHHa, BO-TIEPBBIX, M3-3a HEJIMHEWHOCTH XapaKTe-
PUICTUKH BXOI—BBIXOJI, M BO-BTOPBIX, M3-3a CIOXKHBIX B3aUMOIEHCTBUM MEXIY COCEIHUMU
YACTOTHO-U30MpaTeIbHBIMM KaHAIaMU-(UIbTpaMu. J1JIs TAKO# CUCTEMBI IOJIyYEeHHIE Kap-
THUHBI BO30YKIECHMUSI, CO30aBAEMOI CJIOKHBIM CUTHAJIOM, IIPAKTUYECKU HEPEATbHO.

CJIIOXKHBIE TECT-CUTHAJIbI — MHCTPYMEHT JJIA OTIPEJEJIEHUA YPC

Heyno6c¢TBO mprMeHEHMSI MACKMPOBOUYHBIX MeTOIOB 1151 onpenesneHust YPC ciayxa He
O3HAYaeT, YTO CTPOTHU, TIPUTOIHBIN JJIS allllapaTHON peain3aluy U U151 IPaKTUYeCKOTO
npuMeHeHus cnocob n3mepenus YPC npuHLIMnuaabHO HeBO3MOXeH. [IpoGiema MoxeT
OBITH pellleHa, ec/IM HaiiTu criocoO onpeneasaTh YPC He KocBeHHO, Yepe3 U3MepeHue I10-
JIOC MPOITYCKAHUS CIYXOBBIX (DUJIBTPOB, a HEMOCPEICTBEHHO, T.€. OMNpPENEssis Crnoco0-
HOCTbB CJIyXa pa3jnyarh 3ByKOBbIE CUTHAJIbI C 00Jiee UM MEHEe CJIOXKHBIM CITeKTPATbHBIM
pucyHkoM. MeHHO Ha TakoM MOIX0/le OCHOBaHa peueBast aynruomerpusi. OqHaKo HaTy-
paJibHbIE 3BYKM PEYU — CJIUIIKOM CJIOXHbIE CUTHaAIbl. OHU HE TTOAXOAST JJIsI TAKOTO Te-
CTUPOBaHMUSI, OCKOJIbKY XapaKTepu3ylOTCs MHOTMMU MapaMeTpaMu, He TOJIbKO 4acTOT-
HO-CIEKTPAIIbHOI CTPYKTYPOM.

OJIHAKO MOXXHO HAMTH UM YIOBJIETBOPUTEIbHYIO 3aMEHY — TaKUE TECT-CUTHAIBI, UYTO-
Obl OHM TTO3BOJISLIM OLIEHUTh CIIOCOOHOCTD Pa3inyaTh YACTOTHbBIE CIIEKTPbI, HO TTPU 3TOM
ONUCHIBAJIUCh HEOOJBIIUM KOJIMYECTBOM CTPOTMX (PU3MYECKUX MapamMeTpoB. Dddek-
TUBHBII TToaxo K TectupoBaHuio YPC ciryxa MOXET COCTOSITh B TOM, UTOOBI CO31aTh Ha
PELIEIITOPHOII ITOBEPXHOCTH OpraHa ciiyxa (Ha KOPTUEBOM OpraHe) “pelreTky”’ 13 depe-
MYIOIINXCSI BO3OYXKIEHHBIX M HEBO30YXICHHBIX (WM CWiIbHee M ciabee BO30YKICHHBIX)
y4yacTKOB. [1penesibHast IIOTHOCTD YEPEAYIOLIMXCSl YYaCTKOB, P KOTOPOIl MOXKET BOCIIPU-
HUMAaTbCS PUCYHOK TaKOM pellieTKr, OyIeT MokKa3aresaeM pa3peliarolieil ClocoOOHOCTH.

Ha xoptueBoM opraHe npeacTaBjieHa pa3BepHYyTasl IlIKajla 3BYKOBBIX YacTOT: MaKCU-
MaJibHasi akTUBallMsl OMPeleIEeHHOrO y4acTKa BO3HUKAET MPU OMNpeNeSIEHHON YaCcTOTe 3BY-
Kka. CienoBaTesibHO, JJISI CO3JaHUsI TECTOBOM “pelleTKn” Ha pelerTOPHON MOBEPXHOCTU
opraHa ciyxa clieflyeT UCIOJIb30BaTh “CIEKTPaJIbHYIO PEIIETKY”, T.€. TAKUE 3BYKOBbIE CUT-
HaJibl, B CIIEKTPE KOTOPBIX COAECPXKATCS YepeayIolIecss MaKCUMyMbl 1 MUHUMYMBbI CTIeK-
TPaJIbHOUN MOILIHOCTH.

Takue curHaabl U3BECTHBI U UCITOJB30BATMCH B AyAMOJIOTUU. MIX 4aCTOTHBIN CIIEKTP
Ha3BIBAIOT IPeOeHYATHIM CIEKTPOM (rippled spectrum), a curHaabl — rpeOeHIaTBIMU I
rpedeHuYaTo-prIbTpOBaHHBIMU curHajamMu (rippled signals, comb-filtered signals). 1o
TOro Kak rpedbeHYarble CUTHaJbl HAlJIM IIUMPOKOe MpUMeHeHue s usmepeHust YPC,
OHHU HUCHOJBb30BAJIMCh B psijic MCCAEAOBAHUI YAaCTOTHOM M30MPATEILHOCTA HEMPOHOB
cJiyXoBoi cucteMbl [ 18—21], B ICMX0aKyCTUYECKHNX SKCIIEPUMEHTAaX B KaUeCTBE MacKepa
IUIST KICCIIENOBAHMS YaCTOTHOI M30upateabHoCcTH [2, 23, 24| U 1Ipu UCcaemoBaHUU BOC-
MIPUSTUS BBICOTHI B CJIOKHBIX 3ByKax [25—28]. Ho mpuMmeHeHne rpebeHIaThIX CUTHAJIOB
11 rectupoBanus YPC nmompasymeBaeT NpUMHUIMIIMAIBHO MHOM mToaxon. Ilpenmonaraer-
cs1, yto 4yeM Boire YPC, tem Gosiee 1poOHBIII pUCYHOK IpeObEeHYATOro CIeKTpa MOXKET
pasnnyaThesl CIyXOoBOM cucteMoit. Ilpu aToM MakcuMalibHasi “yactora” (IJTOTHOCTB)
rpeOHel, pa3peliaeMasi CIIyxoBoil cucteMoii, mpuHuMaetcs 3a Mepy YPC, mpuuem YPC
MOXET ObITh OXapaKTeprU30BaHa B KOHKPETHBIX (PU3NYECKUX ENUHULIAX.

[TpyHUIMITMATbHAST OCOOEHHOCTh TECTUPOBAHUSI YACTOTHON M30MpPATEIbHOCTU CIyXa C
TIOMOIIIBIO CIIEKTPATIBHBIX PEIIETOK COCTOUT B TOM, YTO 3TOT METOJ U3MEpSIET HE OCTPOTY
OTHENIbHBIX CIIYXOBBIX YACTOTHBIX (DUIBTPOB, a pe3yabTUpylollyio, peaibHyto YPC ciyxa,
KOTOpasi MOXET OINPEAeSIThCs NeMCTBUEM HECKOJBKUX MEXaHU3MOB: U TieprdepruyecKoi
YacTOTHOM (pubTpalueii, 1 HepOHHBIMU ITpoLlecCaMU OOOCTPEHMSI CIIEKTPaJIbHOM ce-
JICKTUBHOCTU, U APYTUMU MexaHu3MaMu. MEHHO TaKoil MHTerpajbHbIi MOKa3aTe/lb XKe-
JIaTeJIeH BO MHOTMX CJTyJasix. A BKJIa[l OTAEJIbHBIX KOHKPETHBIX MEXaHU3MOB B 3TOT MHTe-
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rpajibHbBII TTOKa3aTe/b TPeACTaBIsIeT UHTepeC CKopee i pellieHus! (pyHaaMeHTaIbHBIX
BOIPOCOB (DM3UOJIOTUH CJIyXa, KOTOPhIE TPeOYIOT CIIEMATbHBIX UCCIIETOBAHUIA.

KpoMe Toro, MOXKHO OTMETHUTD PsI/I IPYTHX MOJOXUTEIbHBIX CBOMCTB METO/Ia OTIpe/Ie-
nenust YPC.

1. MeTtoa He TpeOyeT OT UCITBITYEMOIO KakKoil ObI TO HU OBLIIO CYOBEKTUBHOM OLIEHKU
KauecTBa 3BykKa. OT UCIBITYEMOTO TpeOyeTcs JIMIIb COOOIIUThL O JIIOOOM M3MEHEHUU B
TMPEABSIBISIEMOM €My 3BYKE. DTO MOXET ObITh BaXXHO MPU MPAKTUYECKOM UCMOJIb30Ba-
HUM METOJa, KOT/Ia MALIMeHThl HE UMEIOT OTbITa YYaCTUSI B UBMEPEHUSIX.

2. [Npouenypa nusMepeHus SBISIETCS OMHOTOUEUHO, T.€. AJIS1 TTOJIyYeHUsI OHOTO 3Ha-
yeHust YPC tpebyeTcs ToJIbKO OMHO onpeaeeHue IIpeaeTbHOM pa3iniyaeMoii INIOTHOCTU
CNEeKTPaJIbHOM pelieTKU. DTO AesaeT Npoueaypy nNpuemMaeMoi sl IpUMEHEeHUsl KaK B
GbyHIaMEHTAIbHBIX UCCIICTOBAHUSIX, TAK U B MPAKTUYECKUX LIETISX.

3. B ominume oT peueBoit ayiuoMeTpruu NpeIoKeHHbIN METOI IToApa3yMeBaceT arrapa-
TYpPHYIO T€HEepalUIO MTPOOHBIX CUTHAJIOB C BO3MOXXHOCThIO TOYHOTO KOHTPOJISI M BOCIIPOU3-
BEJEHUsI UX MapaMeTpoB. Pe3ynbrat u3aMepeHus rmojayvyaeTcs: B QU3NIecKuX eIMHUIIAX.

[Tpu nzmeperusix YPC ¢ nmoMoIiiplo rpeGeHYaThIX CUTHAJIOB BaXKHO, B KAKUX €AUHU-
ax u3MepsieTcs INIOTHOCTh rpedHeit u coorBeTrcTBeHHO YPC. [l tectupoBanust YPC
OCHOBHOM MCHOJIb3YIOTCS [IBa BApUAHTA rPeOEHYATHIX CIIEKTPOB: C pABHOMEPHOM U C ya-
CTOTHO-TIPOTIOPIMOHAIBHOM TJIOTHOCTHIO rpeOHeit. [1pu paBHOMEpHOI TUIOTHOCTU Ya-
CTOTHbIE UHTEPBAJIbl MEXIy COCEAHUMU IPEOHSIMU TTOCTOSIHHBI B Mpeaesiax Bceid 4acToT-
HOI1 ToJIOCKHI cuTHaja. B 3ToM cilyyae IIOTHOCTh TpeOHel XapaKTepu3yeTcsl X KoJude-
CTBOM Ha JIMHEITHYIO enuHUIy YyacToThl (1uKi1/KI1r). [Tpy yacTOTHO-TIPOIIOPLIMOHAIBHOM
[JIOTHOCTH I'peGHEN MTOCTOSHHO OTHOILEHKE f/Of LeHTpaJIbHOMA YaCcTOThI TpeGHEN K ya-
CTOTHOMY MHTEpPBaJly, T.€. INIOTHOCTh IPeOHEN MOCTOSTHHA Ha JIOTapUMMUIECKON 11TKaje
yacToT. IIJ1I0THOCTh IrpeGHEN XapaKTepusyeTcs JIUb0 OTHOLIEHUEM f/0f, M1M6o Koaude-
CTBOM rpebOHeit Ha Jjorapru(MUUECKYIO €IMHUILY YaCTOThI, OOBIYHO OKTaBY (LIMKJI/OKT).
B nociienHee BpeMs yallle MCHOJIb3YETCSl BTOPOIl BAPUAHT, MOCKOJIBbKY MPOSKIIUS YaCTOT
B CJIYXOBYIO YJIUTKY 0GJ113Ka K JJorapuMUIeCcKoil, 1 paBHOMEPHbIil PUCYHOK rpeOHell Ha
JIorTapu(PMUYECKOI 1I1KajIe YacTOT JIy4llle COOTBETCTBYET NMPOEKIIUM YaCTOT B YIUTKE.

YPC HOPMAJIBHOI'O CIIYXA

IIpuMeHeHUe MeToa CIIEKTPAILHBIX pelieTok st onpeneneHust YPC nano unTpury-
fo1Ire pe3yabraThl [29]. s pa3HbIX y9acTKOB YaCTOTHOIO AMAIla30HAa CIyXa OHA COCTa-
Buja ot 7 10 12 HUKJI/OKT. OTU pe3yabTaThl MOKa3ajiu, HACKOJIbKO BaXXHO MMETh BO3-
MOXHOCTb TipsiMoit oueHku YPC cnyxa, a He TOJIbKO ee pacueTa 10 XapakKTepUCTUKaM
YacToTHO-u30MpaTeabHbIX (GuibTpoB. Eciu paccuntate YPC mno xapakrepucTUKaM
GUIBTPOB MCXOMAST U3 JMHEWHON Mopaenu, To Tojydatrorcs 3HadyeHus: YPC npubnuzum-
TeJIbHO BJIBO€ MEHBIIINE, YEM MOJIYYEHHBIE TIPU MIPSIMBIX U3MEPEHUSIX 3TOI BETUUUHBI.

Ckopee Bcero, pasHUIIA MEXy MpeIcKa3aHUsIMU JIMHEHON Moaeu U (haKTUIeCKUMU
3HayeHusIMU YPC o0yciioBieHa HETMHEITHOCTBIO CUCTEMEBI, KOHKPETHO — 3ddeKkToM a-
TepaJIbHOTO TIOAABJIEHUSI MEXIY COCEIHUMU YaCTOTHO-U30MpaTeIbHbIMU KaHaamu. Bos-
MOXHOCTb OOOCTPEHMS CIEKTPATIbHOTO KOHTPACTa, aHAJIOTMYHOTO 3PUTEIbHON WILTIO3UU
“mosioc Maxa” Ha IrpaHHMLE CBETJIOTO U TEMHOIO YYaCTKOB 3PUTEJIBLHOr0 M300pakeHMUs,
ObLTa TTIOKa3aHa B 9KCIIEpUMEHTaX ¢ MacKupoBKoii [22, 30]. Ty xke npupoay MOXeT UMeTb
JieMacKUpOBaHUE TIPU AEHCTBUU JBYX TOHAJIbHBIX MAaCKEpOB: 100aBJIeHEe BTOPOTO MacKe-
pa He 3aTpyAHsET, a objaeryaeT OOHapy>KeHNEe CUTHAJIA, YTO MOXXHO OOBSICHUTD JlaTepaib-
HBIM TIOIaBJICHMEM OgHOTO MacKkepa apyruM [31]. Eciu Tort ke addekT nmeeTr MecTo IIpu
NEUCTBUU TpeOEHYAThIX CUTHAJIOB, TO OOOCTpEHHE 3a CYET JaTepalbHOTO ITTOAABIEHUS
JIOJKHO MpuBeCcTU K 6oJiee Bbicokoit YPC, yem npencka3biBaeTcsl OCTPOTOM HACTPOMKM
oTaesibHbIX (hubTpoB. [ToaTBepXKaeHUE 3TOMY MPENNOJIOKEHUIO ObIJIO TOJIYYeHO TIPU U3-
MEpPEeHUU 3aBUCUMOCTH TTOPOTOB CIEKTPATbHOTO KOHTPACTA OT IUIOTHOCTU rpedHeii [32].
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Ipsimoe uzmepenne YPC nano BaxkHbIe pe3yJibTaThl, Kacarolluecs U Ipyroi mpoodie-
MBI pa3IM4eHUsI CUTHAIOB Ha (poHe 1ryMa. B ecTrecTBeHHOII 06CTaHOBKE “IIejIeBOil”, T.e.
MOUIeXAIINM Pa3IMYeHUIO U PACTIO3HABAHUIO CUTHAJI PEeIKO MAEHCTBYET B MIEaTbHBIX
yciaoBUsIX, Ha (poHe TUIIMHBI. Kak mpaBuiio, oH BO3HUKAaeT Ha (hOHE APYTUX 3BYKOB, KO-
TOpBIE TT0 OTHOIIICHUIO K IIeJIEBOMY CUTHAJTYy UTPAIOT POJIb IryMa. YToObI MOHSTh, KaK pas-
JIMYEHUE TOHKOM YaCTOTHO-BPEMEHHO# CTPYKTYPhI CUTHAJIA 3aBUCUT OT COOTHOILIEHUST Xa-
PaKTepHUCTUK CUTHAJA U IITyMa (4aCTOTHl 1 MTHTEHCUBHOCTH TOTO U APYTOT0), TAKXKe OKa3a-
JIMCh BaXKHBIMM pe3yabTaThl IIpsiMoro uaMepeHus: YPC ¢ moMoliibio rpedeHYaThIX CUTHAIOB.

EcTtecTBeHHO, 106GaBeHe IIIYMOBOIO (poHa yXyaIano pa3indyeHrue CUTHAJIOB — CHIKA-
10 YPC [33—37]. Ho B oTHOIIEHNH TOr0, KaK MMEHHO 3(@dEKT IIIyMoBOro (poHa 3aBUCET OT
XapaKTepUCTUK CUTHAJIA U 1IIyMa, 3[eCh TaKKe ObLTM MOJyYeHbl MHTPUTYIOIIUE Pe3yJibTa-
Thl. [IpMHIMIMATIBHO BasXXHBIM OKa3aJICsl BKJIAIl TaKOTO (DYHIaMEHTAJTBHOTO CBOMCTBA CITy-
XOBOM CHUCTEMBI KaK KOMITPECCUBHAsI HEIMHEITHOCTD Mepenayu curHajaoB. biaromapst me-
XaHU3MY KOMITPECCUBHOI HEJIMHEMHOCTU YBEJIMYEHUE MHTEHCUBHOCTH 3BYyKa, Harpumep,
Ha 10 1b mpuBOIUT K yBeIUUCHUIO KOJIeOaHWIA Oa3mwiIsIpHOM MeMOpaHbI Bcero Ha 2—3 nb.
DTOT MEXaHU3M MO3BOJISIET CJIYXOBOM CUCTEME BOCIPUHUMATD U aHAJIM3UPOBATh 3BYKOBBIC
CUTHAJIBI B IIIMPOKOM Arana3oHe MHTeHcuBHOCTell — 1o 120 nb. Ho B ompeneneHHBIX 06-
CTOSITEJIbCTBAX KOMITPECCUBHAsI HEJIMHEMHOCTh MOXET HEraTUBHO BJIMSTH HAa BOCIIPUSITHE
cHUrHaja Ha (poHe IIyma.

Ecnu myM comep>XuT Te XKe YacTOThI, YTO M CUTHaJ (M30YaCTOTHBIN IITyM), TO OH 3¢~
(eKTUBHO MaCKHPYET LIIYyM, TOCKOJIbKY COBITaIaloIINe YaCTOTHI CUTHAJIA U IIIyMa KOHKY-
pUPYIOT IpyT ¢ apyroM. Ho 3aTo Takoii ITyM IoABepKeH KOMITIPECCUU B TOM Xe CTeTIeHH,
yTO U curHaj. [loaToMy ycuiieHue 3ByKa (HallpuMep, ¢ IOMOIIBIO CIyXOBOTO allliapara)
He yJay4IIaeT, HO U He YXyAIllaeT COOTHOIIeHre curHai/iryM. Elle Xe yacToTa 1iryma Hu-
K€, YeM YacToTa CUTHajlia (HU3KOYACTOTHBIM IIIyM), TO MPU HU3KUX MHTEHCUBHOCTSX
HU3KOYACTOTHBIN 1IIyM ciiabee MaCKMpPYeT CUTHAJI, YeM M30YaCTOTHBIM, HO 3aTO MacKU-
pyomuii 3deKT HU3KOYaCTOTHOTO IIyMa He TOABEPXKeH KOMITPECCUU: OH BO3pacTaeT
HaCTOJILKO Xe, HACKOJbKO YBEJIMUYUBAETCSI MHTEHCUBHOCTD ITyMa. [ToaToMy npu onvHa-
KOBOM YyCHUJIEHWM CUTHaja U Mackepa (Hampumep, ¢ MOMOIIbIO CIIYXOBOTO arriapara)
MacKUpyoIuii 3pdeKT HU3KOYaCTOTHOTO IITyMa pacTeT MPOIOPIMOHATBLHO YCUJIEHUIO,
a OTBET OpraHa Cjiyxa Ha CMTHaJl U3-3a KOMIIPECCUU PacTeT 3HAYUTEIILHO MeJJIEHHEe.
B pesynbrare COOTHOIIIEHUE CUTHAJ/IIIYM He TOJIBKO He YIIydIliaeTcsl, HO U yXyIIIaeTcs.

Takum obpazoM, 3¢deKT ycuaeHMs 3ByKa Ha pasjIMuYeHUE CUTHAJIOB IIPUXOMUTCS
OLICHMBATbh CKOpee NMEeCCUMUCTUUECKU: pa3InuyeHe CUTHAJIOB MOXET He YJIydIlaThCs, a
MPU KaKMX-TO YCIOBUSIX MOXKET U YXYAIIAThCS.

[Ipsimble U3MepeHMs IToKa3aiu, B KAKOU CTEIeHU 3TO OXUIAHUE CIIPaBEIJIMBO B OT-
HomeHuun YPC. JleficTBUTENIbHO, TIPYU TTOBBIIIIEHUU MHTEHCUBHOCTU IPeOEHYATOTO TECT-
CUTHaJIa ISl JOCTUKEHUSI TOpora MacKMpOBKU TpeOOBAaJOCh 3HAUYMTEIbHO MEHbIIIee
npupaiieHue HU3KOYaCTOTHOTO Mackepa, Y4eM M30YacCTOTHOTO, T.€. OTHOCUTEJIbHbIN -
(eKT HM3KOYACTOTHOIO MacKepa BO3pacTall II0 CPaBHEHMIO ¢ M309acTOTHBIM [38—40].
Haunbonee HagexXHBI CIIocod yCTpaHEeHUs] HEraTUBHOTO BJIMSIHUSI LIyMOBOTO ¢hOHaA Ha
pa3InYeHre CUTHAJIIOB COCTOUT B TIPOCTPAaHCTBEHHOM (a3UMYTaJIbHOM) Pa3HECEHUU MC-
TOYHUKOB CUTHaJIa U 1IIyMa, YTOObI CUTHAJI BO3IEMCTBOBAJ MPEUMYIIIECTBEHHO Ha OJHO
yX0, a IIyM — Ha jpyroe. B akcniepruMeHTaTbHBIX YCIOBUSIX 3Ta CUTYaIlsl MOXET MOJIE-
JIMPOBAThLCS MoIavyeli CUTHaIa U IIIyMa Yepe3 TOJIOBHBIE Tee(OHbI pa3aebHO Ha OAHO U
pyroe yxo (IUxoTudeckasi CTUMYJIsiliusl). B Takux ycJIOBUSIX HETaTUBHOE BJIUSTHUE IIIY-
MOBOTO (poHA OKa3bIBaeTCsI MUHUMAJIbHBIM B ITMPOKOM AWANa3oHe WHTEHCHUBHOCTEH
CUTHAaJIa U IIIyMa, KaK MU304aCTOTHOTO, TaK U HU3KOo4YacToTHOroO [37].

CITOCOBbI UIBSMEPEHUA YPC
C UCITOJIb3BOBAHUEM I'PEBEHYATLIX TECT-CUTHAJIOB

Bpra6OTaHO HCCKOJIBKO CXEM IKCIIEPUMECHTA, KOTOPBIC MOTYT ITOKa3aThb, pa3jinyacTcCsa
JIM UCHIBITYCMBIM CIICKTpaJIbHas peuicTkKa. Bce cxeMbl OCHOBaHBI Ha CpaBHCHUU TECT-
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CUTHaJIa, KOTOPBI B 3TOM cilydae 00si3aTeJIbHO UMEET IpeOeHYaThIi CIEKTP, ¢ HEKOTO-
pbIM pedepeHTHBIM CUTHAJIOM, TTOAOMPAIOIIMMCSI TaKUM 00pa3oM, YTOOBI pa3inyeHue
NIByX CUTHAJIOB ObLIO BO3MOXHO TOJIBKO B TOM CJIydae, €CJId IapaMeTphbl CIeKTpaIbHOM
pelIeTKU TeCT-CUTHaJIa He BBIXOIWUJIM 32 Mpeielibl pa3peliaoliieii CltocoOOHOCTH Cityxa.

Taxkas cxeMa 3KcIiepuMeHTa Obula IpeliokKeHa B padborax [29, 41]. I1poruenypa TecTupo-
BaHUS COCTOSIIa B TOM, UYTO CUTHAJI ¢ TpeOeHYAThIM CIIEKTPOM (CIeKTpabHasl pelieTka),
MPeIbSBICHHbBII UCITBITYEMOMY, B HEKOTOPbIII MOMEHT BPEMEHM 3aMEHsIeTCSl Ha ApYroi
CUTHaJI C MPOTUBOMOJIOKHBIM PACIIONIOXKEHUEM MAaKCMMYMOB U MUHUMYMOB CIEKTPaIb-
HOI aMITIATYIBI (peBepcus a3bl IpedHei). DTo 3aMeleHre MOXKET OBITH OOHAPYKEHO HC-
nbeITyeMbIM. PedpepeHTHBIN crurHan Takske nMeeT Tpe0eHYaThIi CIIEKTP C TAKOM XKe TUIOTHO-
CThIO U TJIyOMHOM TpeOHeli, KaK TeCT-CUTrHajl, HO (a3a rpedHeli B HeM TocTosiHHa. Eciu
napaMeTpbl IpedeHYaTOro CreKTpa Jexar B Mpeaeax pa3pelialileil CoCOOHOCTH Cilyxa,
TO TECTOBBIM U pedEPEeHTHBIN CUTHAJI 3ByYaT IO-pPa3HOMY, U UCITBITYEMbIM MOXET mpa-
BWIBHO YKa3aTh, KAKOW U3 JIBYX CUTHAJIOB SIBJISIETCSl TECTOBBIM. ECIIM ke TJIOTHOCTD 3J1e-
MEHTOB IpeOHEell CIUIIKOM BeIMKa, TO MAKCUMYMbl 1 MUHUMYMBbI CIIEKTPAJIBHOW aMILTA-
TYIBI CIMBAIOTCSI B pABHOMEPHBIN CIIEKTP, peBepcusl a3kl rpeOHeil He MOXKET ObITh OOHA-
pyXeHa, U TECTOBBbIi 1 pedhepeHTHBbII CUTHaJl He pasauyarTcs. Takum oOpa3oM,
MakKCUMaJlbHasl TIJIOTHOCTb I'peOHEei, MPU KOTOPOM Pa3/IMyaloTCsl TECTOBBINA U pedepeHT-
HBIi CUTHAJI, €CTh Mepa pa3pelliariieil ClTIOCOOHOCTH CITYXOBOM CUCTEMBI.

IlpencraBneHHbI BblllIe BADUAHT — HE €IMHCTBEHHO BO3MOXHBINU. AJIbTepHAaTUBHAsI
cxeMa dKCIIepMMeHTa — IMIpUMEeHEeHUe pe(hepeHTHOIO CUTHAJIA C “TUIOCKHUM” CIIEKTPOM, T.€.
0e3 rpedbeHuYaToit cTpyKTyphl [42—47]. IIpy 3TOM TeCT-CUTHaJI MOXKET OBITh MPEACTABJIEH B
pPa3HBIX BApUaHTaX: JMOO C TTIOCTOSTHHOI (ha30ii rpeOHeil B TeueHue NeiiCTBUSI CUTHAA, JIM-
00 C mepuoINMYECKNMM peBepcusMu (dasbl rpebHeit, 1160 co “ckomb3smumu’ (gliding)
rpebHsIMU, (ha3a KOTOPBIX TUIABHO MEHSIETCSI BO BpeMsi JeiCTBUS curHaia. BapuaHT Takoit
CXeMbl 9KCTIEPUMEHTA — UCTI0JIb30BaHUE TpebeHYaTOro peepeHTHOro CUTHAJIa, Y KOTOPO-
TO TJIOTHOCTb IpeOHel 3HAYMTETbHO TIPEBBIIIACT OXUAAEMbIiA TIpeiesl pa3pelieHus U Ko-
TOPBIi ITO3TOMY 3aBEIOMO BOCIIPMHUMAETCS KaK IUTOCKUiA [46, 48]. OcHOBHas uaes, gexa-
111as B OCHOBE 3TOTrO TECTa, Ta K€, UTO W JUISl TMPEabIIyIero BapuaHTa. Eciu mioTHOCTD
rpeOHell B TECT-CUTHAJIE ITPEBOCXOAUT TIpEAeI pa3pellieHus:, TO rpedeHYaThIil CIIeKTp BOC-
MPUHUMAETCS KaK TJIOCKUi, MO3TOMY TECT-CUTHAJ C TPeOeHYAThIM CIIEKTPOM HE MOXKET
OBITh OTJIMYEH OT pe(hepEeHTHOTO CUTHAJIA C TUIOCKUM CITEKTPOM.

MoxxHO ObL10 0XMAaTh, 4YTo 1 olleHKU YPC, mojiydeHHbIE ABYyMSI 9TUMU METOAAMMU,
OynyT onuHakoBbIMU. Ha caMom nieste, pe3ysibTaT OKa3aJicsl COBCEM MHbBIM.

PaznuueHue TecToBOro u epedenuamoeo pecepeHTHOTO CUTHAIa HOPMaJIbHO CJIbIla-
IIMMU UCTIBITYEMBIMU OBbLIO BO3MOXHO TIPM TIOTHOCTU TpebHeit 9—10 LuKiI/OKT Wi
HECKOJIbKO MEHEE, €CJIM TeCT-CUTHaJI CONepKall MepruoanueckKue pesepcuu (asbl rped-
Heit [33, 41], mpuyeM, eClIM CUTHAaJI OBIJT Y3KOIOJOCHBIM, TO ITOJIydeHHEIe olieHK YPC
MaJio 3aBucesiv ot yactoThl [33]. Ecau TecT-curHan uMmen nocTostHHyo a3y rpedbHeit, To
npenaes pa3pelieHus obu ene Huke: 7—9 umki/okr [40, 49]. HebGomnblias pasHuiia Mex-
Ny pe3yJibTaTaMU, MOJYYEHHBIMU C TPUMEHEHUEM PAa3HbIX TECT-CUTHAJIOB, OOBSICHSIOCH
TeM, YTO NP Pa3INYEHNU IBYX MOCIIEIOBATEIBHO MPEAbIBISIEMbIX CUTHAJIOB C Pa3HBIMU
¢dazamu rpebHeit TpedyeTcsl BOBIeUeHUEe KpaTKOBPEMEHHOM IaMsITU I CpaBHEHUSsT 60-
Jiee TI03[IHETO CUTHAJIa C COXPAaHEHHBIM B IMaMsSITH 00pa30M IpealIeCTBYIOIIEero CUrHaia,
YTO CO3/AET JOTOJHUTEILHYIO CJIOKHOCTbD JIJIsl peIIeHUsI 3a/1auM.

Ecnu Xe TIpuMeHSIICS TUIOCKUI pedepEeHTHBIN CUTHAJI, TO MUCITBITYEMBIE C HOPMaJTb-
HBIM CITyXOM MOTJIM OTJINYUTH TECTOBBIN CUTHAJ OT pe(hepeHTHOrO ITPU TNIOTHOCTH Ipeb-
Hell B TecT-curHayie Gosiee 26 uuki/okr [51] wau maxe go 32 umki/okt [50] waum
60 LUKJ/OKT [52], TpUYeM 3TOT Mpeaes 3aBUCUT OT YACTOThI: YEM BbIIlIE [IEHTpabHasI
YacToTa CUTHaJIa, TeM Bblile oneHka YPC [50].
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YYACTUE MEXAHNU3MOB YACTOTHOI'O AHAJIMU3A
B PABJIMHEHNU CUTHAJIOB C TPEBEHYATBIM CITEKTPOM

ITockonbky onienku YPC, mmoydeHHBIE TIPU pa3HBIX CXeMax 9KCIepUMeHTa, pa3jinya-
JIUCh HE Ha MPOLIEHTHI, a B HECKOJILKO Pa3, 3TO pa3inuue Heb3s 00bsICHUTh Pa3dpocoM
JAaHHBIX, PA3HBIMU KOHTUHTEHTaMU UCTTBITYEMbIX WJIM HE3HAYUTEIbHBIMU Pa3INYUSIMU B
YCJIOBMSIX 9KCIEPUMEHTOB.

IMpuxonunock AOMYCTUTh, YTO B 3aBUCMMOCTH OT CXEMbI 9KCIIepUMeHTa (MMPUMEHEHHBI
pedepeHTHBI CUTHAT) IeMCTBYIOT MPUHLIMITUATBHO pa3Hble MEXaHU3MbI PA3JIMYEHUS CTIEeK-
TpaJbHbIX PUCYHKOB. B KayecTBa TakuMxXx MeXaHMW3MOB TpEXIe BCEro lieaecooOpa3Ho pac-
CMOTPETh JIBA OCHOBHBIX CITOCO0A, KOTOPBIMU B CJTYXOBOI1 CUCTeMeE TiepeaaeTcsi iHopMariust
0 YacToTe 3ByKa: CIEeKTpaJIbHbIi 1 BpeMeHHOi1 [51, 52]. Ctporo roBopsi, pa3nejieHrue Mexa-
HU3MOB YaCTOTHOT'O aHAJIN3a Ha CIIEKTPaJIbHbBIN Y BPEMEHHOM YCJIIOBHO, ITOCKOJIBKY JIIOOOH
MPOLIECC MOXKET ObITh OIMHAKOBO YCTIEIIIHO OIMMCAH KaK B CIIEKTPAJIbHOM, TaK U BO BpEMEH-
HOM TipencTapieHu. Ho mpruMeHUTebHO K CITyXOBOI CUCTEME TI0/] STUMY TEPMUHAMMU T10-
HUMAIOTCSI BITOJIHE OIpeaeIeHHbIE (PU3NOIOrMUecKue 1 OMoU3NIeCKe TIPOLIECChI.

[Ton cnekTpaabHBIM MEXaHW3MOM TOHUMAETCs YaCTOTHBINM aHaln3, OCHOBAaHHbII Ha
YacCTOTHO-U30MpaTEIbHBIX CBOMCTBAX Oa3WIsIpHON MeMOpaHbl YIUTKU. Kaxnblil ee yua-
CTOK M30HMpaTesieH K Olpele/IeHHO YacToTe 3ByKa, T.€. SKBUBAJIEHTEH YaCTOTHO-U30M-
patesbHOMY DUABTPY: MPOKCUMAabHbIE YYaCTKU YYBCTBUTEIbHBI K 00JIe€ BHICOKUM Ya-
CTOTaM, OUCTaJIbHbIe — K HU3KMUM. [lonoxeHne ydyacTka 0a3uiasspHO MeMOpaHbI, Jalo-
LM HAMOOJBIIMI OTKJIMK Ha BO3ACHCTBYIOLIWI 3BYK, UHPOPMUPYET O YACTOTE 3BYyKa.
BpeMeHHOIi aHaIM3 OCHOBaH Ha TOM, YTO B OIpeeIeHHOM aUara3oHe YacTOT UMITYJIb-
cauusi, mochbljiaeMasl YJIMTKOM B MO3T, MOXXET BOCIIPOM3BOAUTH (hOpMY 3BYKOBBIX KOJieha-
HU1, T.€. UMITYJIbCHBI/ MOTOK OKa3bIBAETCSI MOAYJIMPOBAHHBIM C yacTtoToit 3Byka. Ciy-
XOBbI€ HEPBHbBIE LIEHTPHI CIMIOCOOHBI aHAIM3UPOBaTh ahdepeHTHBIN MOTOK U BHISBISIThH
4acTOTy €ro MOAY/ISILIUU, TAKUM 00pa3oM OIpeesisis 4acTOTy 3ByKa.

I1pu Bo3neiicTBUY cUrHaja ¢ rpebeHYaThIM CIIEKTPOM Ha 0a3WISIpHOIM MeMOpaHe co3a-
eTcsl HEeKOTOpBIi MpodWib BO30YXIeHUs! (BHYTPEeHHUI criekTp) [53], KOTOpBIit SIBAsIETCS
OCHOBOI1 YaCTOTHOTO MEXaHM3Ma pa3InYeHUsI IpeOeHYAThIX CUTHATIOB. DTOT MpodUib TaK-
Xe mMeeT TpebeHYaTyo CTpyKTypy. OmHako IimyOnHa rpeOHeit B mpoduie BO30OYXKICHUS
YMEHBIIIEHA 10 CPaBHEHUIO C BXOJHBIM CUTHAJIOM U3-3a OTPAHUYEHHOU OCTPOTHI (100pOT-
HOCTU) SKBUBAJEHTHBIX YaCTOTHO-M30MpaTeIbHBIX (DUIBTPOB Oa3WISIPHONW MeMOpaHbI.
YemM BbIIIE TJIOTHOCTh TPeOHEN, TEM CUJIbHEE CIIaKMBaHUE (MEHbIIIE ITyOMHa) TpeOHEel B
npocduiie Bo30yxkneHus. PaznmuueHue rpebeHYaTOil CTPYKTYphl CUTHaJIA MO YaCTOTHOMY
MeXaHU3MY CTaHOBUTCSI HEBO3MOXHBIM, €CJTU TJyOMHa rpeOHeil mpoduisi BO30YKACHUS
nanaeT Huxke HeKoToporo nopora. [Ipu Kakoii IoTHOCTH rpedHel OyIeT JOCTUTHYT 3TOT
nopor (T.e. OyIeT IOCTUTHYT Ipeaes pa3IndeHrs rpeOeHIaTo CTPYKTYPhI CIIEKTpa) — 3a-
BUCUT OT COOTHOILIEHMUSI TUIOTHOCTU TpeOHel u nodpoTtHocTy ¢wmibTpoB. LlupuHa nmonoc
MPOITYCKaHUST SKBUBAJIEHTHBIX (DMIBTPOB MPUOIM3UTEIBHO MPOITOPIIMOHAIbHA X XapaK-
Tepuctrdeckoii yactore [17]. Ecny miaoTHOCTE rpebHEN B CrieKTpe CUTHAIa TAKKe YacTOT-
HO-TPOTMOPIIMOHAJIbHA, TO COOTHOIIIEHUE 3TUX IBYX BEJIMYUH MPUOTU3UTEITHHO TTOCTOSTHHO
BO BCEM 4YacTOTHOM nuariazoHe ciyxa. [Toatomy UPC, onpenensiemasi 4acTOTHBIM Mexa-
HU3MOM, J0JIKHA OBITh HE3aBMCHUMAa WJIM MaJlo 3aBMCHUMa OT 4acToThl. IMeHHO Tak BeayT
cebs1 ouieHkn YPC B akcniepuMeHTax ¢ rpedeHYaThiMU pehepeHTHBIMU curHasiamu [50].

B orTnuuue OoT 4acTOTHOTO BPEMEHHOM MEXaHM3M OCHOBBIBAE€TCSI Ha BPEMEHHOM
CTPYKTYpPE MHTETPajbHOTO UMITYJIbCHOTO MOTOKA OT YJIWUTKU, KOTOPbII BOCITPOU3BOIUT
BPEMEHHYIO CTPYKTYpy CUTHasIa. ['pebeHYaThie CUTHAIBI XapaKTepU3YIOTCsl ONpeesieH-
HOi LIMPUHOM CMIEKTPAJIbHOM TMOJIOCHI, T.€. UMEIOT XapakTep 1yMoB. OHU HE UMEIOT SIB-
HOIi BpeMEHHO OpraHu3alu, HO UMEIOT CKPBITYIO OpraHM3allio, OTPaXKaUIyOCs B UX
aBTOKOppeasiuuoHHON hyHKIUN (AK®D). DTa opraHuzaius XapakKTepu3yloTcsi TOBTOpEe-
HMEM PUCYHKa C 3aIepXKoil 1/0f, rme &f — 4acTOTHBIE MHTEPBAILI MEXIY COCETHUMU
rpe6HsMu. PaznmuueHune rpebeHYaToi CTPYKTYyphl CUTHaIA 110 BPEMEHHOMY MEXaHU3MY
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CTaHOBUTCSI HEBO3MOXHBIM, €CJIU 3aJiep>KKa yBEIMUMBAETCSI CBEPX HEKOTOPOTO Ipejelia,
JI0 KOTOPOTO BO3MOXHO OTCJIEXKMBaHUE BpeMEHHOI opraHu3ainuu curHaia. [1pu 3anaH-
HOIi TJTOTHOCTU TpeOHel (B pa3MEpHOCTH LIMKJI/OKT) 3a7epXKa TeM Kopoue, YeM BhIIIe
gacrtorta. [Toatomy UPC, onpenensiemast BpeMEHHBIM MEXaHU3MOM, JOJKHA OBITH 3aBU-
cuma oT yactoTel. UMeHHO Tak BeayT cebs oneHKn YPC B akcnepymMeHTax ¢ IMIOCKUMU
pedepeHTHbIMU curHaiaMu [50]. TakuM o6pa3om, TeCTUpoBaHUe rpeOeHYaTBIMU CUTHA-
JIaMM MO3BOJISIET HE MPOCTO ObICTPO U 3 PekTuBHO n3Meputb YPC ciyxa, Ho 1 nudde-
peHipoBaTh olieHKM YPC 1151 pa3HbIX CIIyXOBBIX MEXaHU3MOB.

YPC ITPHU OCJIIABJIEHHOM CIIVXE
N Y HOCUTEIEN KOXJIEAPHBIX UMITJTAHTOB

HecmoTpst Ha psit HECOMHEHHBIX MPEUMYILECTB TMarHOCTUKM CJIyXa C TOMOIIbIO Ipe-
OeHYaThIX TeCT-CUTHAJIOB, 3TOT METOJI ITOKa HE BOIIEJ B IIUPOKYIO KIMHUYECKYIO TTpaK-
THKY. BO3BMOXXHO, MPUYMHOIT TAKOTO TTOJIOKEHMS BEIleit ABIsieTCsT OObIuHast nHepiyst. Om-
HaKoO eCTh O0JIACTb ayaWOJIOTHU, TAE TeCT pa3IMueHMsT rpeOGeHYAThIX CIIEKTPOB aKTHUBHO
npumeHseTcsa HadnHas ¢ 2000-X TogoB. DTO — MCIOIb30BaHNUE KOXJIEAPHBIX UMILIAHTOB.

KoxneapHast uMIuiaHTaluss — BbICOKOTEXHOJIOTUYHAS OTiepalinsl, MpuMeHsieMast Ipu
HEKOTOpPhIX (hopmMax IIyOOKoOil HEHPOCEHCOPHOU TYroyxOCTU WM IIpU ITOJHOM moTepe
ciiyxa. Bo MHOTUX cllydasix HelpoCceHCOpHast MOTePs CliyXa BO3HUKAET M3-3a MOpaXkKeHUsI
CJIYXOBBIX MEXaHOPELIETITOPOB — BOJIOCKOBBIX KJIETOK. DTU CBEPXUYBCTBUTEJILHBIE pe-
LIENITOPBI XapaKTEPU3YIOTCSI BBICOKOM YSI3BUMOCTBIO TIPM aKyCTHYECKUX TpaBMaX, WH-
(heKIIMOHHBIX 3a00JIeBaHUAX, AeHCTBUM OTOTOKCUYECKUX MpernapaToB, U T.1. OHM Tepsi-
10T CBOM (hyHKIIMOHATbHBIE CBOMCTBA MPU CTAPEHUH WJIM U3-3a TeHETUYECKUX Ae(DEKTOB.
IIpu 3TOM HepBHBIE BOJIOKHA CIMPATBLHOTO TAaHIJIMSI MOTYT OCTaBaThCSI COXPaHHBIMU.
B Takux ciydasix okasaHa KoxjieapHasi UMILIaHTalys. KoxieapHblii UMIIAHT — BBICOKO-
TEXHOJIOTUYECKUI TTPOTeE3, paboTa KOTOPOTro OCHOBAaHA Ha BOCITPUSITUM 3BYKOB Yepe3 MUK-
podoH, 06paboTKe CUTHAJIOB MUKPOIMPOIIECCOPOM U TToa4e CTUMYTUPYIOLINUX JIeKTpUIe-
CKHX UMITYJIBCOB Yepe3 BXKUBJIEHHBIEC 3JICKTPOIBI HEMTOCPEIACTBEHHO HAa HEPBHBIC BOJIOKHA.

KoxytieapHast UMITIIaHTAIUST — CJIOXKHAsT M TOporocTosias oneparys. s apbekrnBHO
paboThl KOXJIEApHOTO MMILIAHTa TpeOyeTcsl TOYHasl HacTpoiiKa ero mpoieccopa. Jlrobast
olIMoKa B HACTPOITKe Mpolieccopa CTOUT IOPOro BO BCeX cMbicax. [1oaToMy [Isl TeCTUPO-
BaHUS paboOTHI Mpolieccopa MPUMEHSIOTCSI OOBEKTUBHBIE MTOKA3aTEN Pa3TIMICHUS 3BYKOBbBIX
curHasioB. PeueBoii TecT sIBIsieTcsl HEOOXOMMMOIA MPOLIeYPOit TSl OLIeHKY 3(hDeKTUBHOCTH
HMMIUTIAHTa, TTOCKOJIbKY OHA M3 OCHOBHBIX IieJieii MMITIaHTAllMU — O0ECIeYnTh MallueHTy
BO3MOXKHOCTh pedeBoro obieHus. Ho peueBoit TecT MpMMeHNM He Bceraa, U He Bcerna OH
JaeT MOJIHYIO M OOBEKTUBHYIO KapTUHY paOOThl MMIUIAHTA. B 3THX ciydyasx TecTupoBaHUE
rpedbeHYaTbIMU CUTHAJIaMU 0Ka3aJI0Ch HE3aMEHHMOI TUarHOCTUYECKOM MPOLIETyPOA.

ITpumeHeHMe TecTa pa3auyeHUs: rpedeHYaThIX CIIEKTPOB MOKAa3aJ10, YTo JaXXe Haubo-
Jiee COBEpIIEHHbIE U3 CYIIECTBYIOIIUX KOXJEAPHbIX UMIUJIAHTOB HE MOTYT 00eCTevYuThb
Ka4eCcTBO BOCIIPHMSITUSI 3BYKOB, CPAaBHUMOE ¢ HOPMAaJIbHBIM CIyXoM. Eciin y HOpMaJIbHO
CIBIIAIINX UCTTBITYEMBIX TIpeAe)T pa3pellieHUsT TUIOTHOCTHU TpeOHel CrieKTpa COCTaBIISIET
okosio 10 muKiI/OKT (MU MpOoIenype TECTUPOBAHUS, aApeCyIOIeics K YaCTOTHOMY Me-
XaHWU3MY pa3IMueHMsT) WIN JaXKe NECATKU LUKI/OKT (ITpY Mpolieaype TECTUPOBAHUS, aj-
pecylolleics K BpeMEHHOMY MEXaHU3MY Pa3IMyeHUs), TO Yy HOCUTENIe KOXJICapHbIX M-
TUIAHTOB TIpeAesl pa3pellieHUs] TIOTHOCTU TpeOHell COCTaBJISIET OOBIYHO EIMHMIIBI
LINKJI/OKT, B HEKOTOPBIX ClTydasix HYKe 1 LIMKIT/OKT [45, 46, 48, 49, 54—58]. B onpeneneH-
HOM CTEeeH! 3TO OOYCIOBIEHO TeM, YTO HanuboJjiee paclpoCcTpaHeHHAs “cTpaTerus’” CTH-
MYJIAIWHA (T.€. aJITTOPUTM MPeoOpa30BaHMST 3BYKOBBIX CUTHAJIOB B DJIEKTPUUYECKUE UMITYJTb-
CBl) TAKOBA, YTO YACTOTA DJIEKTPUUECKUX UMITYJICOB HE BOCITPOU3BOJIUT YaCTOTY 3BYKOBBIX
KoJiebaHuii, a nHGOPMALIMsI O YaCTOTe TepeaacTCsl TOJIbKO BHIOOPOM 3JIEKTpO/a, Yepe3 KO-
TOPBIii TTOAAI0TCS UMIYJLCHI [59]. TIpM Takoii cTpaTernu CTUMYJISILIMY B aHAJIU3€ TIOCTYTa-
JOIIMX CUTHAJIOB MOXET Y4aCTBOBATh TOJILKO YaCTOTHBI, HO HE BpEMEHHOI MEXaHU3M.
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HecMmoTpst Ha CHUKEHHOE YaCTOTHOE pa3IMueHMe, BO BCeX ClIydasix, Koria rmokasaTe-
s YPC cpaBHUBaAIM ¢ TTOKA3aTeJISIMUA PEYeBOTO TeCTa, HaOII0MaIach 3HaYMMasl Koppe-
JISUMsST Mexxny Humu [55, 57, 58, 60]. Dto o3Havaet, yto UHPC, nsmMepeHHast ¢ IOMOIIbIO
rpeGeHYATHIX TECT-CUTHAJIOB, SIBJISIETCS MH(POPMATUBHBIM ITOKA3aTeIeM IS OLIEHKH 3¢b-
exTMBHOCTH pabGOTHl KOXJIEAPHOI'O MMIUIAHTA, B TOM YMCIIE €r0 CITOCOOHOCTH obecIte-
YUBATh peYeBOE OOILIECHUE.

SAKIIIOYEHUE

Bce nznoxkeHHOE MO3BOJISIET 3aKITIOUYNUTh, YTO BCECTOPOHHSIST OLIEHKA OCTPOTHI CIIyXa
HEeBO3MOXHA 6e3 ydyeTa paspelaronieil CltocoOHOCTU. B 3HaUMTENIbHOM CTeTNIeHM 3Ta 3a-
J1aya MOXeT OBITh pellieHa TPUMEHEHNEM TECT-CUTHAJIOB CO CIIOKHBIMU CITeKTPaTbHBIMU
pucyHkamu. Takoii cmoco0d TeCTUpOBaHUS TToKa3al CBOIO 3(pGheKTUBHOCTD KaK IpU pe-
INHEHU N d)yHLlaMCHTaJ'lebIX BOITPOCOB (b]/ISI/lOJ'lOFl/ll/l cjiyxa, Tak U 1Jisi IIpaKTH4YECKOIo
MPUMEHEHUS B IMarHOCTUYECKUX LIEJISIX.

NCTOYHUK ®NHAHCHUPOBAHMUA

Pabora nonnepxana PoccuiickuM oHnom ¢dyHIaMeHTaIbHbBIX UCCienoBaHuii, rpaHT Ne 20-
015-00054.
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Acute Hearing: What is It? Indicators of Frequency Resolving Power of Hearing

A. Ya. Supin*

Institute of Ecology and Evolution, Russian Academy of Sciences, Moscow, Russia
*e-mail: alex_supin@mail.ru

Nowadays, diagnostical methods for sensitivity and for frequency resolution of hearing
are developed in different degrees. Instruments for precise measurements of frequency
resolving power (FRP) of hearing are not widely used for practical needs. Laboratory
methods for FRP measurements are not convenient for the practical use. Signals with
rippled spectra may be an effective tool for testing FRP both for fundamental investiga-
tions of hearing and for practical audiology. The use of such test signals allows to mea-
sure not the acuteness of individual frequency-tuned auditory filters but the real capabil-
ity for discrimination of complex-spectrum sound signals. FRP measurements with the
use of rippled test signals are convenient for the practical use. Apart from that, data on
discrimination of rippled signals provided data on the role of several fundamental hear-
ing mechanisms: compressive non-linearity, lateral suppression, frequency and temporal
mechanisms of frequency analysis. Depending on the discrimination task, either fre-
quency or temporal mechanism of frequency analysis determines FRP. Rippled signals
were successfully used for assessment of frequency resolution in cochlear implant users.

Keywords: hearing, selectivity, resolution, rippled spectra
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DoTopeLenTopbl CeTYaTKU — KOJIOOYKU U MATOYKU — CITOCOOHBI K CBETOBOM aganTaiuu
B LIMPOKOM JMarna3oHe OCBELEHHOCTEN 3a CUeT KOMILUIEKCA PEeryJMpYIOLIUX MeXaHW3-
MoB. Cpenn HUX HauboJsiee U3yYeHHBIMU SIBJISIIOTCS KaJlbLIMEBbIe 0OpaTHbIE CBSI3U, CIIO-
COOHBIE 00BICHUTD MpUMepHO 50% peasibHOM PeryJIMpoBKU CBETOUYBCTBUTEILHOCTH.
EcTb 1 npyrue peryjisiTopHble MEXaHU3Mbl, TAKXKe CITOCOOCTBYIOLIME HACTPOMKE peak-
uu hoTopelenTopa Ha CBET B 3aBUCUMOCTH OT YPOBHSI OCBEILIEHHOCTH, B YaCTHOCTH,
peryJMpoBaHue Kackaaa (OTOTPAHCIYKIIMK B Te€YEeHHE CYTOYHOro putma. Bo Bpems
“TeMHOI1” (ha3bl CyTOUHOTIO IIMKJIAa B (DOTOPELIENTOpaxX YBeJIUUnBaeTcs: ypoBeHb HAM D
M TIOBBIIAETCSI YYBCTBUTEJIBHOCTh MAaJ0UYeK, YTO MOXHO CUMTATh alalTUBHBIM Ieii-
ctBueM. st Koa6o4eK, KOTOpbie paboTaloT MPY BHICOKMX OCBEILIEHHOCTSIX, & B CyMep-
Kax MOYTH yTPAuMBaIOT CBOI BKJIAJ B 3peHUE, YBEJIUUYEHUE YYBCTBUTEILHOCTU B “TeM-
Hy10” a3y MOXeT He UMEeTb alaliTUBHOrO 3HaueHusl. B Hacrosieit padore nccieno-
BaJIOCh, KaK n3MeHeHne [HAM®];, Biusier Ha paboTy Kackaga OTOTPAaHCAYKIUU B
kosnboukax Kapacs. [ToBeimieHue [HAM®];, focTUTranOCh MyTEM MHKYOALUN KIETOK C
aKTHUBAaTOPOM alleHWIATLUKIIa3bl — (popcKoamHoM. [TokazaHo, uto B kosboukax ¢op-
CKOJIMH 3ameisieT obe da3bl (hOTOOTBETa — HapacTaHue U BbIKiIoueHue. Kak cien-
CTBHE, B KOJIOOUKAX, B OTVIMYME OT MajloueK, (POPCKOJIMH HE YBEJIMYMBAET YyBCTBU-
TEJIbHOCTb K CBETY, HO TIOUTHU B JiBa pa3a yMEHbLIAET TEMHOBOI TOK. TakuM ob6pazom,
peakiusl Kackaga ¢GOTOTPaHCAYKUMU KOJOOYKM Ha mosbllieHne [HAM®]; cyme-
CTBEHHO OTJIMYaeTCsl OT peakuMyd B najouykax. Jlas kKojbouek Takoit addext
[HAM®];,, Takxe MOXET MMETb afalNTUBHOE 3HaYeHHE, HO He B (hopMe yBeIMUEHUs!
YYBCTBUTEJIbHOCTH, a B (pOpMe yMEHBIICHUSI MeTa00JIMUYEeCKOM HArpy3Ku Ha KIJIETKU,
He (YHKIMOHHMpYOIIKE B “TeMHy10” (da3y.

Knroueswie crosa: konbouka, GOTOTPAaHCIAYKIUS, LIUPKAAHBIA puT™M, TAM®, najgouka
DOI: 10.31857/S0869813920040081

q)OTOpeLlel'lTOpbl MMO3BOHOYHBIX CITOCOOHBI K ajganraliuu B O4YCHb IIUPOKOM AHaITa30HE
nHTeHcuBHOCTEe. CIOCOOHOCTB K afarTaluy 00ecIeunBaeTCsl LEJIbIM KOMITJIEKCOM Pery-
JIMPYIOIIMX MEXaHU3MOB, MCTIONIb3YIOIIUX pa3Hble MeIuaTopHbie cucteMmbl. Mctopuyecku
MepBoOii M HanboJiee U3YYeHHOM SIBJISIETCSI TPYIIIa MEXaHU3MOB, PETYJIUPYEMbIX BHYTPH-
KJIETOYHOM KOHIeHTparmeil Kaablms [1—6]. MCTOYHUKOM peryJupyoiiero Bo3neiicTBrs
IIJIST BCEX ATUX MEXaHM3MOB SIBJISIETCSI U3MEHEeHMe OajlaHca BXOJia M BhIXOAA KaJbIINs yepes
MJ1a3MaTUYeCKyl0 MEMOpaHy Hapy>XHOro cerMeHTa oTtopelientopa. AKTUBaLMs oTope-
LIETITOpa CBETOM TTPUBOIUT K YACTUYHOMY WJIM MOJIHOMY 3aKpbITHiO 11T M@ -yripaBiisieMbIX
KaHaJIOB I1a3MaTU4YeCKO MeMOpaHbl Y K YMEHBIIEHWIO WX MPEeKpallleHUIo BXo1a B Ha-
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PYXHBII CETMEHT MOHOB HATPUsl U KaJIbIIUSI, B TO BpeMsl KaK OTKAayKa KaJIbLIMSI U3 IIUTO-
uta3mbl HapyKy nipu oMol Na,K/Ca odMeHHUKa TTpoaoKaeTesl ¢ TIPEeXXHEe CKoOpo-
CTBhIO M HE 3aBUCHUT OT YPOBHSI aKTuBalMM ¢otoperernropa ceetoM [7]. KoHueHTpauumst
KaJiblMsl B IUTOTUIa3ME YMEHBIIIAETCSI, BCJIEACTBUE YETO a) YBEJTMUNBAETCS aKTUBHOCTh PO-
norcuakrHa3el GRK1 (y mamouex) mm GRK7 (y kon604ex), 0) yBeMunBaeTCsl aKTUBHOCTh
ryanmnaruukiasel (I'L) retGCI u retGC2 u B) yBenuuupaetrcs: cpoactBo ul MMd-ynpasiisie-
MBIX KaHAJIOB IIa3MaTudecKoit MeMOpaHbl K I M®D. Bo Bcex Tpex cliyyasix HEOCPE -
CTBEHHBIMHU KaJIbIIUEBBIMU CEHCOPAMU SIBJISTIOTCSI HE POAOTNICMHKMHA3A, T'yaHUJIaTIMKI1a3a
W KaHaJIbl, a CrieuraabHble OenKu-mocpenHuku — pekoBepuH, GCAP u kanbMomynuH.
B pesynbraTte paboTHl KaJablMEeBOM 0OpaTHO CBSI3M (OTOPELEHTOP OBICTpee BO3Bpallia-
€TCsl K TIPe-CTUMYJIbHOMY COCTOSTHUIO, a TAKXKe YMEHBIIIAeTCs €ro BO30y>XIeHNE B OTBET
Ha MOCJEAYIOIYI0O CTUMYJISLIMIO, YTO TTO3BOJISIET €MY OCTaBaTbCsl B paMKax AWHaAMUue-
CKOTO auaria3oHa peakiuuu Ha cBeT. KOHe4HbIil pe3yjbTaT BCEeX BhILICIIEPEYMCICHHBIX
MEXaHU3MOB — YCKOpEeHMe Tpoliecca Bbixoaa hoTOpelenTopa U3 COCTOSTHUSI HaChIIIe-
HUS U ONITUMAJIbHOE COYETaHUE PeaKIIMU Ha MOCTOSTHHYIO U MEPEMEHHYIO COCTaBJISIIO-
1IIYIO0 CBETOBOTO CTUMYJIa.

Tpu BhIlIETIEpEYMCIEHHBIX MEXaHM3Ma KaJIblLIMeBO 0OpaTHOI CBSI3U CITIOCOOHBI 00b-
SICHUTh mpuMepHO 50% peanbHOI peryJIMpOBKU YyBCTBUTEIBHOCTH, MTPOUCXOISIIE B
¢doropelienTopax B OTBET Ha CBET, YTO CBUAETEIBCTBYET O CYIIIECTBOBAHUY U IPYTUX pe-
TYJSTOPHBIX MeXaHM3MOB. Tak, HAMU MOKa3aH MEXaHW3M YCKOPEHUS BBIKIIIOUEHMST aK-
TUBUPOBaHHOM cBeTOM (ochoauacrepasbl (PAD) [8]. CyluecTBYIOT U APyrue peryis-
TOPHbIE MEXaHU3MBbI, TAKXe CITOCOOCTBYIOILINE HACTPOIKE BEJIMYMHBI peakuuu poTope-
LIENTOpa Ha CBET B COOTBETCTBUM CO CPEIHUM YPOBHEM OCBEIICHHOCTU. DTU MEXaHU3MBbI
padoTaloT B CyILIECTBEHHO 00Jiee MEIJIEHHOI BpeMEHHOI 1IKasie, YeM BbILIEONUCAHHBIE.
K HUM OTHOCSTCSI MPOILIeCChl CBETOMHAYLIMPOBAHHOTO TPAHCTIOPTa HEKOTOPBIX KITFOYE-
BBIX O€JIKOB, y4acTBYIOIIMNX B paboTe Kackana (oToTpaHCayKIIMuU. Tak, mpyu OYeHb BbICO-
KMX YPOBHSIX OCBEILLIEHHOCTU HEU3BECTHBIM MOKa MEXaHU3M 3allyCKaeT TPaHCIOPT TpaH-
CIlyllMHA U3 HApYy>XXHOTO CETMEHTa BO BHYTPEeHHUIit [9], yMeHbIIass TaKuM 00pa3oM KOH-
LEHTPALIMIO TPAaHCAyIIMHA B HApY>KHOM CErMEHTe U CHMXast KO3(hOUILIMEHT YCUJICHUSI
Kackazaa hoTtoTpaHCcaAyKIMU. Ipyroii MexaHu3M, TaKXe MoKa He UAeHTU(hUIIMPOBAHHBI,
3arycKaeT TpaHCTIOPT appecTUHA U3 BHYTPEHHETO0 CErMeHTa B Hapy>KHbI, YCUJIMBAsI TeM
CaMbIM CITOCOOHOCTD K BBEIKJIIOUCHHMIO OCTATOYHOI aKTUBHOCTH pomoricuHa [10].

PerynupoBaHue paboThl Kackana Heo0s13aTeJIbHO NOJKHO BKJIIOYATh HEMOCPEICTBEH-
HYIO peakIlIMIO Ha ypOBeHb CBETOBOTO (hoHa. Tak, npyrue MexaHu3Mbl MOTYT Peryaupo-
BaTh paboOTy Kackajga B TeUYEHHE CYTOYHOTO pUTMa, KOTAa HUKIMYECKUE U3MEHEHUS
HAM® B nanoukoBoM dotopeuentope ([11, 12], 0630p B [13]), IpUBOASAT K UBMEHEHUIO
YyBCTBUTEJBHOCTU KacKana pororpaHcaykiuu [14]. B ykazaHHoi1 paboTe MbI ITOKa3aJiu,
yToO anmaukanus 2 MKM akTtuBaTopa ageHwaaTiukiaasbl (ALl) dpopckonuHa B 2.5 pasza
yBEJIMYMBAET BHYTPUKIIETOUHYIO KOHLEHTpauuio TAM® ([UAM®];,) u B 2 pa3a yBeau-
YUBAET YyBCTBUTEJIbHOCTh MAJIOYKHU JISITYLIKHU K CBETY. [leTaibHbIil aHaTU3 MoKa3as, YTo
MpUYMHAMU U3MEHEHUsI YYBCTBUTEIBHOCTH SIBJISIFOTCS U3MEHEHUe 6a3ajibHOM aKTHUBHO-
cru DJ1D, a TakKe MUBMEHEHUE CBETOMHAYLIMPOBaAaHHOM akTUBHOCTU PIID 1 M3MeHEeHUE
aktuBHOCcTHU I'Ll. I[Tocientnue nBa apdexra MO ObI OBITh OOBICHEHBI PETYIUPYIOIINM
BO3ICHCTBMEM KOHIICHTpAllM KaJdbLUsI, U OeCTBUTEIBHO, B padote [15] OBUIO Takke
IMOKa3aHo, 4To yBenudeHre [HAM®];, mpuBOIUT K yBeTnYeHUIO B 1.6 pa3a KOHIIEHTpa-
MM KaJblus B nuroriadMe. C apyroii CTOpOHbI, B COBpeMEHHOI Monieu Kackana ¢ho-
TOTPAHCAYKIIUU HET OMUCAHUS KaJbLIMiT-3aBUCUMOI PEeTryJIUPOBKU 0a3ajIbHOM aKTUBHO-
cru OJID, u npupoaa 3Toro a¢pdekra ocTaeTcsi HEU3BECTHOIA.

PocT 4yyBCTBUTETbHOCTH MAJIOUKK B YCJIOBUSIX MOBBILIEHHOTO [HAM®];, conpoBoxaa-
eTCsl TaKXKe YCUJIEHUEM HU3KOYaCTOTHOM KOMITOHEHTHI, TaK Ha3bIBAEMOI'O HEIPEPHIBHOTO
TeMHOBOTO IryMa [ 16—18], omHako o0liiee OTHOIIIEHWE CUTHAIT/IITYM YBEJIMIMBACTCST B 1B
pa3a u okasbIBaeTcs OoJiee OJIATONPUSTHBIM JJISI JETEKIIMM OJHOKBAHTOBBIX OTBETOB.
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10T 3P PeKT, OueBUIHO, TOIKEH CIOCOOCTBOBATH OOECTIEUMBAEMOMY TTaJIOYKaMU 3pe-
HUIO B YCJIOBUSIX HU3KOM OCBEILIEHHOCTH, B HOUHYIO (Da3y CyTOYHOTO LMKiIa. MexaHu3M,
obecrieunBarONnii TUKINIecKoe n3MeHeHe [HIAM®];, B GOTOpeenTopHbIX KIIeTKaxX
siBJisieTcsl TohaMUH-3aBUCUMBIM. B COOTBETCTBUM C OOLIMMU MPEACTABICHUSIMM LIUP-
KaJlHble PUTMBI B CETYATKE OCHOBAHBI Ha PELMITPOKHBIX U3MEHEHUSIX BHEKJIETOYHOM
KOHILIEHTPpAlUU IBYX HeiipoMenuaTopoB — gjodaMuHa U MeJIaTOHUHA, KOTOPbIe PEryiv-
PYIOT MHOTOUYHMCJIEHHbIE (DYHKIIMM BO BCEX KJIETKAX ceTyaTKu. [Ipu 3TOM MeIaTOHUH BbI-
pabaTbiBaeTcs B (pOTOPELENITOpaX M BO3ASCHCTBYET Ha TohaMUHEPIMIECKIE aMaKPUHOBEIE
KJIeTKU, BbhIpabaTtbiBatoime noamMu (0630psl [19, 20]). DPoTopenenTophl SBISIOTCS O/~
HOI1 13 IJIaBHBIX MUILIEHEH LIMPKaAHON 10(haMUHOBOM perysiiym, oaHako 3 deKThI ar-
TUTMKauu nodaMuHa Ha NajJ0vYKU JISITYIIIKY TTO3BOJISIIOT MPEATIOI0XUTh, YTO PETYISTOP-
HBIT 3 dexT nodamMmuHa peanusyercss He TOJIbKO Yepe3 M3MeHeHus1 [HAM®]; ., HoO U,

BO3MOXHO, uyepes npsimoe, TAM D-He3aBUCHMOE peryJIMpoOBaHUE [Ca”]in [21].

Bo Bpemsa “remHoI1” (a3bl HTMPKATHOIO IIMKIIA B (POTOPELIENITOPHBIX KJISTKAX YBEIM-
yuBaeTcss ypoBeHb [HAM®];, 1 TOBHIIIIaeTCS IyBCTBUTEIBHOCTD ITAJIOYEK, YTO MOXKHO
TPaKTOBaTh KaK MOJIE3HbIN aganTUBHBIN 3 dekT. Bkian Ko1604KoBoi cucTeMbl B 06ec-
TMeYeHne YyBCTBUTEIbHOCTH YMEHbBIIAETCS C TIOHVMXKEHUEM O0111ei OCBEIIeHHOCTH, U TT0-
cJie orpele/leHHON BeJIMYMHBbI ucue3aetr coBceM. OTciona ciaemyer, 4To I KOJIOoueK
BO3MOXHOE TOBBIIIEHUE YYBCTBUTEJIHLHOCTM B TEMHOBYIO (pa3dy CYTOYHOTO LMKJIA HE
NOJDKHO MMETh afanTuBHOro 3HayeHus. C Apyroil cTopoHbl, 3¢hdeKT yBeIUudeHUs
[BAM®];, Ha Kackaza (HOTOTpaHCAYKLUMU B KOJOOYKAX HEU3BECTEH, U HET OCHOBAaHUI
rmojaraTh, YTO OH JOJDKEH OBITh uaeHTHYeH 3ddekTy yBennyeHus [HAM®];, B manou-
Kkax. PenepTyap ajieMeHTOB Kackana (OTOTpaHCIYKIIMY B MajouyKax U KOJI00UYKaxX OYeHb
0JIM30K, OTHAKO KaKAblii KOMIIOHEHT Kackaja CYIIEeCTBYeT B COOTBETCTBYIOIIEH Crieln-
duueckoit nuzopopme. CTeXxnoMeTpruIeCKoe COOTHOIIIEHE MEXIy JIeMeHTaMM KacKaaa
TaK>Ke MOXKET CUJIbHO OTVIMYAThLCS B MaJOUKax U KOJIO0YKax, YTO B CBOIO ouepeb BbIpaxka-
eTCsl B CYIIECTBEHHbBIX (hyHKIIMOHAIBbHBIX pasnuuusx [22]. Kpome Toro, 6bU10 MoKa3aHo,
YTO YPOBEHb 3KCTIPECCUM HEKOTOPHIX OEJIKOB-YYaCTHMKOB Kackajaa B MajloyKax U KoJi-
00OYKaxX B XO[Ie CYTOYHOTO [UKJIA MEHSIETCS IIPOTUBOIIOIOXHEIM o6pa3oMm [23]. [ToaTomy
1IeJTBI0 HACTOSIIEeH PabOThI OBLIO U3YYeHME TMOBBILIEHUS BHYTPUKIIETOYHO KOHIIEHTpa-
1 TAM® Ha paGoTy Kackaaa (GpoTOTpaHCAYKLIMU B KoJOoukax. B kauecTBe 0ObekTa
M3y4eHUs1 ObUIM BBIOpAHbI KOJIOOUKU puIOBI Carassius carassius, niopblieHue [HAM®];,
IOCTUTAJIOCh aIlIJIMKAIIME BO BHEKIIETOUHYIO cpeny 2 MKM aktuBaTtopa AlLl, ¢opcko-
JMHa. MBI BBISICHUJIM, YTO B KOJIOOYKax (DOPCKOJIMH BJIMsIET HAa 00e cTanuu, GOpMUPYIO-
e hbOTOOTBET — pa3BUTHE OTBETA U BBIKJIIOUEHME OTBETA, 3aMEJIsIs KaXKAyl0 U3 HUX.
B pesynbTaTe, B KOJIOGOYKAX, B OTIMYKE OT Majiodyek, (DOPCKOJIUH JOCTOBEPHO HE YBEIU-
YMBAeT YyBCTBUTEJILHOCTH KiieTOK. Kpome Toro, B Koa60ukax (hopCcKOJIUH CyIIeCTBEHHO
(TTouTy B OBa pa3a) YMEHBIIIAeT TeMHOBOII TOK (poTopenieritopa. Takum oOpa3oM, peak-
M KacKanaa hOTOTPaHCAYKIIMU KOJIOOUKH Ha TTOBbIIeHEe [HAM®];, cyIiecTBeHHO OT-
JIMYAeTCs OT peaklMU MaJIOYKOBOTO Kackana. Takoe moBeneHUe KOJIOOUKOBOIO KacKaua
BO BpeMsi TEMHOBOM (ha3bl CyTOUHOTO LIMKJIa TAKXKE MOXKET UMETh alalITUBHOE 3HAYEHNE,
HO HE B OTHOIIEHUM YBEJIMYEHUS YyBCTBUTEIBHOCTH (KaK y Majoyek), a B OTHOUIEHUU
YMEHbIIEHUSI METa0OJIMYECKOI HAarpy3Ku Ha KJIETKU, He (PyHKIIMOHUPYIOIIME BO BpeMsi
TEMHOBOM (ha3hl.

METOAbI MCCIIEAOBAHUA

Omobop u n0020mMoeKa SKCNePUMEHMANbHBIX HCUBOMHBIX

Bce akcrneprMeHThI BHITIOJTHEHBI Ha ceTyaTke pblo Buaa Carassius carassius, TOCKOIbKY
B MX CeTYaTKe, KaK 1 y O0OJIbIIMHCTBA PhIO, NpeobanaloT Kojaoouku. Konbouku Carassius
carassius NOCTaTOYHO KPYITHbIE U XOPOIIO MEPEHOCST IJIUTEJIbHbIE 3KCIIEpUMEHTaIbHbIE
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IMMPOTOKOJIBbI. Coaepx(al-me KMUBOTHBIX U 38.60]) MaTtepuajia Impomu3BOAUJINCH B COOTBET-
ctBuu ¢ Guide for the Care and Use of Laboratory Animals (1996, National Academy of
Sciences, Washington, DC), a TakXe ¢ IIpaBMJIaMU, YTBEPKASHHBIMU OMO3TUYECKOIT KO-
muccueit UDDb PAH. PuIOBI comepsKalnch B aKBapuyMe B J1abOpaTOpPUU IIpU TeMIepa-
Type Boabl 24°C, ¢ ABEHAALIATUYACOBBIM LIMKJIOM ACHb/HOYb.

Houblo nepen 3KCIEpUMEHTOM KHMBOTHBIE 12 4 amanTupoBaluch K TeMHoOTe. I1a3a
M3BJICKAJINCh MPU CBETEe KpacHOTO (poHaps, a majbHelillee OTACJeHNWE CeTYaTKH OT
OCTaJIbHBIX 000JIOYEK IJIa3a U ee pasaesieHue Ha 0oJiee MeJIKHE YaCTU OCYIIECTBIISIOCH
noja GUMHOKYJISIPHOI JIyIoii ¢ MHMpaKpacHoii rmoacBeTkoi. [TojlyueHHast cycrieH3usl U3
HeOOoJbIINX (PParMEeHTOB CETYATKM M M30JMPOBAHHBIX (DOTOPELENTOPOB IlepeMella-
Jach B KaMepy IJis nepdy3uu B COCTaBe 3KCIEPUMEHTAIbHOM YCTAHOBKM, MOCJIE YETrO
MPOBOIMJICS IMOMCK U BCachblBaHME KJIETKU B ITUIIETKY. Bce MAHUITYISILIUU BBINOIHSINUCH
npu KoMHaTHOI Temmnepatype (18°C).

Hcnonvzyemoie pacmeopoi

st nepdy3um 1 TToAroToBKHU IperapaToB (poTopelenTopoB MpUMEHSIIA pacTBop PruHre-
pa crremytorero coctaBa (koHreHTpanus B MM): NaCl 102, KC12.6, MgCl, 1, D-rtoko3sa 5,
CaCl, 1, NaHCO; 28, HEPES 5 u BCA 50 mr/n, pH 7.8—8.0.

PacTBopbl ucciienyemMbix (hapMaKoJIOTUUeCKUX areHTOB — (hopckoivH (2 MKM) u po-
sunpaM (10 MkM) B pactBope PuHrepa — mosyyanu U3 paHee PUTOTOBJIEHHBIX MaTOY-
HBIX pacTBopoB B nmuMmetmiacyabdokcune (DMSO) ¢ konnentpauueit 10 MM. Bcee mepe-
YHMCIIEHHBIE peareHTHI OB ITpruoopeTeHsl y Sigma-Aldrich, CILA.

Pecucmpayus moxa gpomopeyenmopog u cmumyasyus C6emom

B manHOM mcciienoBaHNM MCHOIB30BaJICs MeTon, onucaHHblii D.A. Baylor ¢ coasr.
[24]. DkcniepuMeHT BKIIOYAI PErUCTPalldi0 TOKOBBIX OTBETOB KOJIOOYEK, MPUKPETLIeH-
HbIX K ceTtyarke. [Ipy mepeknoYyeHn BXOMHOTO MOTOKa nepdy3upyroiuii pacTBop 3ame-
HsLICS BO Beeit Kamepe wist nepdy3uu B TedeHue 2.5 MuH. CTUMYJISILIMSI CBETOM OCYILECTBIISI-
J1ach IO ABYM KaHajiaM, B OTHOM 13 KOTOPBIX UICTOYHHMKOM CBETA CIIY>KWJI 3eJIeHbIi (519 HM),
a B IpyroM — KpacHblii (632 HM) cBeToguoa. MHTEHCUBHOCTD, JJIUTEILHOCTh U 4YaCTOTa
CJIe[IOBAaHUSI CBETOBBIX CTUMYJIOB KOHTPOJIMPOBAIVCH IporpaMMoii 1 tutatoit LabView
(National Instruments, Austin, TX). CBeroBas CTUMYJISIIMS Ha OBYX Pa3HBIX UIMHAX
BOJIH TIPUMEHSLIACH [UTsl OMpeAeIeHUsT CIeKTPaTbHOTO TUIAa KojiboyeK. KoHTponb MHTEeH-
CUBHOCTH CBETOBBIX CTHMYJIOB OCYIIECTBJISUICSI C TOMOIIbIO CEPbIX HEUTPaTbHBIX CBETO-
GuIbTPOB 1 TOKa cBetoauona. CtaHaapTHas ITMTEIbHOCTD BCITBILLIKKA COCTABJIsIA 2 MC.

DKcnepumeHmanbHulil NPOMoKo

[Tocne momelieHUs BO BCAaChIBAIOIIYIO MUMETKY Y KOJIOOYEK B OMpPEAEEHHOM MOPsIIKe
3aIMCHIBAICh OTBETHI HAa CBETOBBIE CTUMYJIBI BO3pacTamolleili MHTEHCUBHOCTH, B TOM
YHCIIe HACHIIAIONIEH MHTEHCUBHOCTH, TTOCJIE YeTo TTepdy3upyIoNinii pacTBOp 3aMeHsI-
cs Ha pacTBOP, conepKalnii (hOPCKOIMH WU pojurpaM. B HOBOM pacTBope KJIETKH UH-
KyOHUpOBaIXCh 0KOJI0 20 MUH, ITOCJIE YETO IMPOTOKOJI 3alICU OTBETOB IIOBTOPSLICS.

B xone uccnenosanuii oueHuBascst addekT popckonauHa (2 MKM) 1 pormnpama (10 MKM)
Ha XapaKTepPUCTUKHN (POTOOTBETOB, a TaKXKe ObLIM MPOBEICHBI KOHTPOJIbHBIE 3KCIEPH-
MEHTHI C TeM 3Xe ITPOTOKOJIOM, HO 6e3 mo0aBIeHUsT MCCIeayeMbIX (papMaKOIOTHYECKUX
areHToOB IS cpaBHEeHMs. B Kaxkmom akcriepuMeHTe (C MHKyOalmeit B pacTBopax (popcko-
JIMHA Y POJIMIIPaMa) WIM MPU 3aITUCU KOHTPOJbHBIX SKCIIEPUMEHTOB B HOPMaJIbHOM pac-
TBOpe PuHrepa oneHUBaIuCh rapamMeTpbl GOTOOTBETOB KOJIOOUEK (OMMCaHbl HUXE) 10 U
rnocJje ux ABaAllaTUMUHYTHOM MHKYOAllMU B 3aJJaHHOM pacTBoOpe.
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Puc. 1. OTBeThl KOJIOOUEK HA CTUMYJIBI BO3pacTalolleii MHHTECHCMBHOCTU B YMCTOM pacTBope PuHrepa (4) u B pac-
TBOpe Punrepa ¢ ¢opckomHoMm (2 MKM) (B). MTHTEeHCUBHOCTD BCTIBIIIKHY [IJIST KAXKIOTO OTBETa HA prC. A COBMANaeT
C MHTEHCUBHOCTBIO /ISl COOTBETCTBYIOLLETO OTBETA Ha pUC. B. C — aHAIU3 U3MEHEHMSI YYBCTBUTEIbHOCTH KOJIOOY-
KU TIO TIOJIOKEHUIO KPUBOI OTBET-UHTEHCUBHOCTD (CTUIOLIHASI KPUBasi — OTBETHI B HOPMaJIBHOM pacTBope PuHre-
pa; MyHKTUPHAsi KPUBAsi - OTBETHI 1TOCJIe MHKYOaLMy B TedyeHue 20 MUH B pacTBOpe, coziepalieM (HOpCKOINH).
Fig. 1. Responses of cones to stimuli of increasing intensity in normal Ringer’s solution (4) and in Ringer’s solu-
tion with forskolin (2 uM) (B). The flash intensity for each response from the panel A coincides with the intensity
for the corresponding response in the panel B. C — analysis of the sensitivity change by the shift of the response-
intensity curve (solid curve shows are responses in normal Ringer’s solution; the dashed curve shows responses
after incubation in forskolin-containing solution for 20 min).

PesynbTarhl 111 KOHTPOJBHBIX KOJIOOYEK IO BCEM MCCIIeAyeMBIM TapaMeTpaM (hoTo-
OTBETOB UCTIOJIb30BAIMCH JIJIS CTATUCTUIECKOTO CPaBHEHMS C TPYIIIIaMU KOJIOOUeK, MO~
BEPTIINXCS BO3NEUCTBUIO (DOPCKOIMHA WIIM POJTUTIpaMa.

Hccnedyembte napamemput homoomeemoes

Mu1 oueHuBaIu 3PEPEKTH UCCIEAYEMBIX BEIECTB HAa YYBCTBUTEILHOCTL KOJIOOUEK K
CBETY, YpPOBEHb TEMHOBOTIO TOKA U KUHETUKY (POTOOTBETA KaK Ha cjlabble, TaK U Ha HAChI-
LIAIOIIME CTUMYJIBL.

WM3MmeHeHMe YYyBCTBUTEIBHOCTU KJIETKU OLICHMBAJIOCh OBYMSI CIIOCOOAMU: MO CIABULY
KpHUBOi1 “OTBeT—MHTEHCUBHOCTDL” (puc. 1C), CIBUT KPUBOIiI oLleHUBaJICs Ha ypoBHe 50%
OT MaKCHMAaJIbHOTO OTBETA KJIETKH, 1 JOITOJIHUTEILHO — 10 U3MEHEHUIO BEJTMIMHBI HOP-
MUPOBaHHOTO (OTOOTBETA Ha Cabble, HEHACKIIIAIONINE, CTUMYJIBI.
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Puc. 2. YcpenHeHHbIe OTBETHI BCeil TpyNITbl KJIETOK B pacTBope PuHTrepa 1o MHKyOalmu, rnocie MHKyoauuu (B
TeyeHue 20 MUH) B YMCTOM pacTBope PuHrepa (KOHTpOJIb) M TOCTE MHKYOAllMM B PacTBOpE, comepKalleM
2 MKM dbopckoimnHa.

Fig. 2. Flash responses averaged over the entire group of cells in Ringer’s solution before incubation, after incubation
(for 20 min) in normal Ringer’s solution (control), and after incubation in a solution containing 2 uM Forskolin.

M3MeHeHsT ypOBHSI TEMHOBOT'O TOKA OTIPEAEISIMCh KaK OTHOILIEHUE aMILIMTYAbl Ha-
CBIIIIEHHOTO OTBETA KJIETKH MOCje MHKYOAllMKY mperapaTa ¢ UCCeayeMbIM BEIIECTBOM K
aMILUIMTYJE OTBETa B HOpMaJibHOM pacTBope PuHrepa.

[u1st aHaM3a KUHETUKU OTBETOB Ha HEHACHIIIAION[Ee CTUMYJIbI OLIEHUBAJIACh BOCXO-
nsias ¢asa OTBETOB, KaK yCpeIHEHHbIe 3HaYeHUs BceX (POTOOTBETOB OTHOW MHTEHCUB-
HOCTHU (0 MHKYOalluu, Mocjie MHKyalluu B pacTBope PuHrepa u nocie nHKydauuu B pac-
TBOpe ¢ opckonmHoM) (puc. 2), a Hucxonsias ¢asa ¢GoTooTBeTa armpoKCUMHUPOBa-
Jlachb OQHO3KCHOHEHIUaNbHOI (yHKIMeir B mporpamme Microsoft Excel (puc. 3),
y4acToK HUCXosiieil a3kl OTBETa, MPUTOAHBIN IIJIsI anlpoKCMMalluK, BRIOMpascs Ha
OCHOBaHUU BU3yaJIbHOI OlLICHKU. Takasl armnmpokcuMaius JaBajia IMOoCTOSTHHYI0 BpEMEHU
BhIKJTIOUeHUsT poTooTBeTa. KMHETHMKA BBIKJIIIOYEHUSI HACBHIIIIEHHBIX OTBETOB U3y4YalUCh
TMOCPENCTBOM OLICHKM BPeMEHU TMpeObIBaHUS OTBeTa B HachIleHU (Bpemst 1o 20% Boc-
CTaHOBJIEHMSI TEMHOBOTO TOKa IOCJIe Havaia (poTtooTBeTa, puc. 4). /111 Bcex mapaMeTpoB
CPaBHUTEJIbHBII aHaIM3 MPOBOAUJICS HA OCHOBE aHHBIX, 3aPETUCTPUPOBAHHBIX B CTaH-
napTHOM pacTtBope PuHrepa u B pactBope Punrepa ¢ no6asieHueM 2 MKM (popcKoOJIMHA
niu 10 MxM uHTHOUTOpa DD 4 THITa, poaUIlpaMa.

Obpabomka daHHbIX

O06paboTKa 3KCNEepUMEHTATBHBIX TaHHBIX MPOU3BOAMIIACH MPU MOMOIIU TIPOrpaMm
Microsoft Excel (Microsoft), GraphPad Prism 8 (GraphPad Software) u nmakera npo-
rpamm LabVIEW (National Instruments).



454 CUTHUKOBA u np.

normal Ringer,

]

Puc. 3. CpaBHEeHMe KUHETUKM HEHACBIIIIEHHBIX OTBETOB C UCIOJb30BAaHUEM IKCITOHEHIIMATBHOTO TIPUOIIMKE-
HUS HUCXOAsAIEH (asbl, Typr — MOCTOSIHHAS BDEMEHHU SKCITOHEHTE.

Fig. 3. Comparison of the kinetics of non-saturated responses using the exponential approximation of the declin-
ing phase, T — time constant extracted from approximating exponent function.
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Puc. 4. BpeMst mpeObIBaHMST KOJIOOYKHM B HACBIIIICHWU TIOCJIE SIPKOU BCTIBIIIIKY CBeTa B pacTBope PuHrepa u B
pactBope opckoanHa.
Fig. 4. Time in saturation after bright flash of light, in normal Ringer’s solution and in forskolin-containing solution.

CTaTUCTUYECKYIO 00pabOTKy NPOBOAMIIM IIPU IIOMOIIU nakeTa IrporpamMm SPSS Sta-
tistics 22 (IBM). HopMasibHOCTb pacrnpenesieHusi BBIOOPOUYHBIX TaHHBIX TTPOBEPSIACH C
npuMmeHeHueM Kpurtepusi Lllanupo—Yuika. [Tockonbky MHOTHE U3 MCCIENOBAHHBIX TTO-
KaszareJieil He UMeJIM HOPMAaJIbHOTO paclipene/ieHUsI, 1Jisi CpaBHEHUS TPYII UCITOJIb30-
Basica H-kpurtepuii Kpackena—Yosiuca ¢ anocrepuopHBIM TOTApHBIM CpaBHEHHEM
KputepreM MaHHa—YUTHU ¢ TIOTpaBKoii boHbeppoHN Ha MHOXECTBEHHBIE CPaBHEHUSI.
Paznnuusi cuuTaiCh JOCTOBEPHBIMY TTPY YPOBHE 3HAYMMOCTH HYJ1eBoit ruriore3sl p < 0.05
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(c monpaBkoit bondepponu p < 0.025). [laHHbIe Ha pUCYHKaX MpeaCcTaBIeHbl KaK MeIua-
HBI 1 KBapTuim (puc. 5).

PE3VJIBTATHI UCCIIEAOBAHUA

BcacreiBaloliast mureTka mo3BoJisieT perMCcTpUpoBaTh BHEKJIETOUHBIN TOK. I1pu padote
¢ najioykamu am(puouii BO3MOXHBI BapMaHThl PETMCTPAlIMM TOKA KaK B KOH(pUTrypauuu ar-
tached cell (kneTka pUKpeIUieHa K HeOOoIbIIoMy ()parMeHTy CETYATKA M OTHOCUTEILHO UH-
TaKTHA), TaK U B KOH(puUrypauuu isolated cell. B mociienHeM ciiyyae BO3MOXHA KOHGDUTY-
patust inner segment in (BHyTPEHHUI CETMEHT BHYTPU TUITETKU, HAPYKHBII CETMEHT 10-
cTyneH sl (hapMaKoJIOTMYeCKOTO BO3MEMCTBMS, B TOM YMCIe IJIsT OBICTPOil 3aMeHBI
nepy3upyIolIero pacTBopa) Uiu outer segment in. B HacTosiieil paboTte 11 perucrpa-
UM ToKa GoTopelienTopa UCIOJIb30Ballach KoHdUrypauus attached cell, ipu KOTopoit
Hapy>XHbBIi1 CErMEHT KOJIOOUKM HAXOAUTCSI BHYTPU PETMCTPUPYIOIIECH MUTIETKU, a BHYTPEH-
HUI CerMEHT 3KCIIOHMPOBaH HapyXy. PaHee Ha M30JIMpOBaHHBIX Mperaparax MmajoJyex Jisi-
TYIIKY MBI TOKa3aJin, 4To 3 GeKT hopCKOIMHA MTPAaKTUUECKN MHBApUAHTEeH K KOHMUTY-
paiu 3anucu (outer segment in WIW inner segment in) [16], moaTomMy B paMKax JaHHOM pa-
OOTBhl MBI OXHUIAJIM, YTO (OPCKOJMH, BO3MECHCTBYIOIIMI Ha BHYTPEHHUI CErMeHT
KOJIOOUKYM B KOH(UTYpaluu attached cell, BbI3bIBa Takoii ke 3(pdeKT, KaK eciid ObI OH
BO3/IECTBOBAJI Ha CBOOOIHBIN HAPYXKHBIN CETMEHT KOJIOOUKMU.

B oTBeT Ha CTUMYJISLINIO KOPOTKOM (2 MC) BCIBIIIKOM CBeTa KOJI0OYKA T€HEPUPYET
OIHOMOJISIPHYIO BOJIHY YMEHbIIIeHUs ToKa (puc. 14, Habop OTBETOB Ha CTUMYJIBI Hapac-
Talollleift MHTEHCUMBHOCTU B HOpMajibHOM pacTBope Punrepa). Iast Bcex OTBETOB ObLIU
MPOaHaIU3MPOBAHbI U3MEHEHUS BEIMYMHBI TEMHOBOTO TOKa (/4), KWHETHKA HapacTaHUs
U criaga GoTooTBeTA (Typp), @ TAKKE U3MEHEHUS YYBCTBUTEIBHOCTU. JlIsl BCcex KOIOoUeK
CTPOMJIMICh KPUBBIC UyBCTBUTEJIBHOCTH K KPAaCHOMY U 3€JICHOMY CTHUMYIY, TOCJE 4ero
MPOTOKOJI PeTUCTpaliiy (hOTOOTBETOB Ha CTUMYJTBI HapacTalolieil ”THTEHCUBHOCTH TIPOBO-
IAJICS TIPU CTUMYJISIIIMA 3€JIeHbIM CBeTOM. CIeKTpaIbHBI TUM KOJOOYKU OTpPEaeIsiics
ocJie OKOHYaHUS SKCIIEpUMEHTa Ipu 00paboTKe naHHbIX. O0I1Iee KOJIMYECTBO KPaCHBIX
KOJIODOUEK COCTaBJISIIO % OT OO0IIEro KoJM4yecTBa 3eJIeHbIX KojiooueK. B o01eii cratuctu-
Ke naHHBbIX (21 KJIeTKa), Mbl HE IeJIaJIu pa3e/ieHus] Ha KpacHbIE U 3eJIeHble KOJIOOUKH.

Konmponw eausnus ecacviearoueil nunemxu. B HopmaibHoM pactBope Punrepa 3a 20 MuH,
YTO NMPUOTU3UTETHBHO COOTBETCTBYET BPEMEHU TTOJTHOTO Pa3BUTHSI pEaKIIMU KOJIOOUYKH Ha
MHKYOaLuio B 2 MKM pacTBope (DOpPCKOIMHA, TEMHOBO TOK CHIKajics Ha 13 = 6% (n = 14).
OcTtanbHble TTapaMeTpbl (DOTOOTBETA — YYBCTBUTEIBHOCTh M CKOPOCTU HapacTaHUsSl U
crnaja, He TToKa3aJii CTaTUCTUYECKU IOCTOBEPHBIX U3MEHEHUA.

Dopckorun erusem Ha MeMHOB0U MOK K0a0o4eK u kuHemuky homoomeema. 20-MUHYT-
Has MHKyOanus B 2 MKM ¢dopcKonrmHa OpUBOAUT K MTOYTH IBYKPAaTHOMY YMEHBIIIEHUIO
TeMHoOBoOro Toka (tabiu. 1). KpoMme Toro, B pactBope ¢ OpCKOJMHOM 3aMeJIsSIIOTCsl 00a
npoiecca, hopMupyioime (GoTooTBeT KOJOOYKM — HapacTaHWE OTBETa M CIlall OTBETa.
BOTOT 3(hheKT XOpoI110 BUAEH HA PUC. 2, HA KOTOPOM IPEJICTAaBICHBI OTBETHl HA CTUMYJI
OIMHAKOBON MHTEHCUBHOCTH, YCPETHEHHBIE TT0 BCEM BKIIIOUSHHBIM B aHAJIU3 KJIETKaM 1
3aperuCTPUPOBAHHBIE B HOPMAJIBHOM pacTBope PuHrepa mo mHKyGaluu B JIOOOM U3
pacTtBOpOB, nocye 20-MUHYTHOI MHKYOAllM1 B HOpMaJIbHOM pacTBope PuHrepa u mocie
20-MUHYTHOI1 MHKYOalMu B pacTBope PuHrepa, conepxaiieMm 2 MKM dopckonuna. st
KOJIMYECTBEHHOI OLIEHKH 3aMeJICHUSI CTajia OTBeTa KOJIOOUKM Ha BCTIBIIIKY CBETa HUC-
xonsiasi aza oTBeTa anmpoKCMMUPOBaaCh 3KCMOHEHIIUAIbHOU GyHKIMel (puc. 3).
IMocTostHHAst BpeMeHU CIiajia OTBETa YBeJIMUMBajIach Mo IeiicTBUEeM (hOpCKOIMHA Goee
JeM B IBa pasa (Tabim. 1).

Ananus addexra popcKoarMHa Ha KUHETUKY BOCXOs11eli (pa3bl HEHACBIIIIEHHOTO OT-
BeTa MPOBOOWJICS IO YCPEOHEHHBIM JUISI BCEX aHaJIU3MPYEeMbIX KJIETOK OTBEeTaM Ha
BCITBIIIKY OJHOI M TOM K€ MHTEHCUBHOCTH JI0 M MOCJIe BO3ICHUCTBUS UCCIEIyeMOro Be-
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Puc. 5. lnarpaMMbl CpaBHEHUsI U3MEHEHHUsI MapaMeTPOB IOl BO3ACUCTBUEM BEILECTBA OTHOCHUTEIbHO KOH-
TPOJIBHOI TPYIIIbI KJIETOK, # — KOJMYECTBO KOJIOOUEK B rpyrre: A) i3BMeHeHrue aMIUTUTYAbl TEMHOBOTO TOKa;
B) nu3amMeHeHVe YyBCTBUTEIIBHOCTH 1O aMITIUTYIE HOPMUPOBaHHOTO 0TBeTa; C) U3MEHEHUE YyBCTBUTEIbHOCTH
1O CIBUTY KPHUBOI “OTBET—MHTEHCUBHOCTL”; D) cpaBHEHWE KMHETUKHU HACBIIIEHHBIX (DOTOOTBETOB IyTEM
orpeneeHusi BpeMEHU OTBeTa B HachillleHUH; E) cpaBHEHHE KMHETHMKHU BBIKJIIOUEHMsT (pOTOOTBETA IMyTEeM
onpeeeHNUST MOCTOSTHHOM BPeMEHU BBIKITIOUEeHUs (T). ¥ — mocTtoBepHble pasnuuust no U kputepuio MaHHa—
YutHu ¢ nonpaskoit Bondepponu (p < 0.025) Mexx1y KOHTPOJIBHOM TPYNIION KJIETOK U TPYNIIOi KJIETOK, MHKY-
OUpPOBABLINXCS B pacTBOpe ¢ GOPCKOIMHOM. JlaHHbIE BhIpAXKEHBI KAK MeIMaHa U KBAPTUJIU.

Fig. 5. Comparison of parameter changes under the action of a substance relative to the control group of cells, n is
the number of cones in the group: 4) change of the dark current; B) change of the sensitivity assessed by normal-
ized response amplitude; C) change of the sensitivity assessed by the shift of the “response vs. intensity” curve; D)
comparison the Kinetics of saturated photoresponses by determining the time in saturation; F) the Kinetics the
photoresponse turn-off by determining the time constant of the response decay (1). * — significant differences in
the U Mann—Whitney test with Bonferroni correction (p < 0.025) between the control group of cells and the
group of cells incubated in the solution with forskolin. The data presented as a Median and Interquartile range

1ecTBa. Y Kaxnoi WHAWBUIYTLHON KOJOOYKY TaKOW aHaIu3 He TIPEICTaBISIeTCS BO3-
MOXHBIM M3-3a IyMa (oTooTBeTa. CTereHb M3BMEHEHUSI CKOPOCTU aKTUBAIIMK KacKajaa
ObLTa OlIeHEeHA TT0 YCPEeTHEHHBIM TSI BCEeX KJIETOK OTBETaM, B HOpME M ITOCJIe MHKYOaIum
B (opckonauHe (puc. 2). YMeHbIIEHHBIN BCIEACTBUE YCPEOHEHUS IIIyM SKCIEPUMEH-
TaJIbHOM KleBOﬁ JCJIa€T BO3MO2KHBIM CPAaBHCHUEC NBYX KPUBBIX N ITOKA3bIBACT 3aMCIJIC-
HUE CKOPOCTU HapacTaHUsl OTBETa Mo AeiicTBreM hOopCcKOInHA.

Dopckorun ausem Ha 8pems HACbIUEHUS KOAO0YKU, HO He HA YYECIMEUMEAbHOCHb (hOmO-
omeema. VI3BeCTHO, UTO IOCTATOUHO SIpKas BCMBIIIKA CBETAa BbI3bIBAET TMAPOJIU3 CBOOOI-
Hoit hpakuMu BHYTpUKIEeTOUHOTO myna ul M® 10 ypoBHsI, TpU KOTOPOM 3aKPbIBAIOTCS
Bce I’ M®d-3aBrcrMble KaHaIbI MJIa3MaTUYeckKoili MeMOpaHbl. B pesyinbrate ul' Md-3a-
BUCUMBI (hOTOTOK TpeKpallaeTcs, v KJeTKa BXOAUT B COCTOSTHUE HACHIIIIEHUS, a BpeMst
npeObIBAaHUSI B HACBIIIICHUY 3aBUCUT OT MHTEHCUBHOCTU BCIIBIIIKUA U OT YYBCTBUTEIbHO-
cTM Kackaja ororpaHcayKimu. Takum od6pa3oM, BpeMs TIpeObIBaHUS KJIETKU B COCTOSI-
HUM HACBHIILIEHNST KOCBEHHO XapaKTepr3yeT YyBCTBUTEILHOCTh KJIeTKU. Hatm pesynbrarsl
noKa3ajiv, YTO MHKYOaIus B pOPCKOIMHE YBEJIMUYMBAET BpeMsl IpeObIBaHUSI KOJIOOUKY B
COCTOSIHUM HachIleHus B 2.2 pasa (tabu. 1, puc. 4).

W3MeHeHWe 9yBCTBUTEIBHOCTA OIEHMBAJIOCH MO M3MEHEHUIO BEIUWIMHBI HOPMUPO-
BaHHOTO (DOTOOTBETA Ha BCITBIIIIKY CTAHIAPTHON MHTEHCUBHOCTH WJIW TI0 U3MEHEHUIO TT0-
JIOXKEHUSI TIOJTyHACHIIIAIOIIet MTHTEHCUBHOCTY CTUMYJIa Ha KPUBOM “HOPMUPOBAHHBIN OT-
BeT—uHTeHCUBHOCTB” (puc. 1C). [TocnenHee siBisieTcst 601ee 0OBEKTUBHOM OLIEHKOM 4yB-

Taoauna 1. CBomHas Tabiuia pe3yabTaToB (CpeaHee 3HaueHne + cTaHIapTHasI OLIMOKa CPeaHETO
3HAYEHMUSI)
Table 1. Summary table of results (mean value * standard error of the mean)

OTHOLlIIEHNE MapaMeTpoB
parameters ratio (after action/before action)

4yBCTBUTEJILHOCTD
sensitivity

KMHETHKA BBIKITIOUeHUsI OTOOTBETA
kinetic of turn-off photoresponse

TEMHOBOI TOK

dark current

CpaBHEHUE aMILIUTY]L
amplitude of normalized

10 CABUTY KPUBOW
shift of “response—in-

TIOCTOSITHHAsA BpEMEHU
BBIKJTIOUEHU ST

BpEMs OTBETA
B HaACBIILICHUN

response tensity”-—curve time constant time of stay
P ¥ of falling phase in saturation
KonTponb 0.87 £ 0.06 0.98 +0.12 1.03 £ 0.02 0.83 +0.06 1.03 £0.02
control
Ponunpam 0.78 £ 0.11 1.00 £ 0.14 0.91 £ 0.11 1.12+ 0.09 1.21 £ 0.05
rolipram (10 uM)
DopckonuH 0.58 £ 0.05 .12+ 0.1 0.87 £ 0.07 2.05+0.26 2.23+0,.0

forskolin (2 uM)
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CTBUTEJILHOCTU, TaK KaK IPUHUMAET B pacyeT BEJIMYMHY HE OJHOIO, a HECKOJbKMX
OTBETOB KJIETKM Ha CTUMYJbl pa3HOW MHTEHCHMBHOCTU. OKaszajaoch, UTO YYBCTBUTEIb-
HOCTb CTAaTUCTUYECKM 3HAYMMO HE M3MEHSJIACh HU 110 OJHOMY M3 UCCJIelyeMbIX Mapa-
MeTpoB (puc. 5, Tadi. 1).

Poaunpam He srusem na geauMuHy memH08020 MOKA, YYBCMBUMEAbHOCIb U KUHemMUYe-
cKue napamempui homoomeema konbouku. BozsmoxxHoe Bnustnue nuruoutopa ®AD 4 tu-
rna — poJiMIpamMa Uu3y4yajiochb Mo MpoTOKOIIY, aHAJIOTUYHOMY MTPOTOKOJTY C UCITOJIb30BAHU-
eM ¢popckoarHa. CpaBHUTEJIbLHBINM aHaIU3 ITapaMeTPOB, ONMChIBAIONINX PabOTy Kackama
doTroTpaHCAYKIIMU, TTIOKa3aJl, YTO YPOBEHb TEMHOBOIO TOKa B pe3dyibrare 20-MHUHYTHOI
nepdy3un pacTBOPOM, COIEPKAIIIUM POJUMpaM, yMeHbImaercss Ha 22 + 11% (n = 8), uto
COIOCTaBMMO C BeJIMUYMHOM 13 + 6%, MONydeHHON B KOHTPOJIBHBIX 3KCIIEPUMEHTAX C
nepdysueii pactBopoM PuHrepa. UyBCTBUTEIBHOCTH IO, ACHCTBUEM poJIUIIpaMa yrnajia Jo
91 *+ 11% ot koHTpONBHOI (7 = 7, p = 0.71). BeiKTI04eHMEe OTBETa KOJIOOUYKH Ha BCTIBIIIIKY 32
BpeMs nepdy3uu ¢ poaunpamMom 3amemniioch B 1.12 + 0.09 paza (n =8, p =0.13) (8 1.3 paza
B KOHTPOJIbHBIX 3KCIIepUMeHTax). TakuM o0pa3oM, HUKAKKWe U3 OLIEHEHHbBIX MapamMeT-
poB paboThl Kackana hOTOTPAHCAYKIIUU HE AEMOHCTPUPYIOT CTATUCTUYECKU 3HAYMMOM
3aBUCUMOCTH OT allIJINKAUU pojuipama (puc. 5).

OBCYXIEHMUWE PE3VJIBbTATOB
Annaukauus ghopckosuna u nogbluleHue 8HympukaemouHol Konyenmpauuu uAM®D. Bin-

sHre (HOPCKOIMHA Ha ypoBeHb [HAM®],, B HapyXHBIX CErMEHTaX MaJOYKH JISITYLIKU
Rana ridibunda 6p110 HaMU paHee MMOKa3aHO 3KCIIEPUMEHTaIbHO [14]. MBI ycTaHOBWIIM,
YTO MHKYOAIIMsI U30JIMPOBAHHOM CETYATKM JISITYIIKU B TeyeHue 17 MyuH B pactBope PuHre-
pa, cogepxaiueM 2 MKM ¢dopckonnHa, yBennuusaeT [HAM®];, B Hapy>XKHBIX CerMeHTax
doTopenenTopoB, KOTOphIe MpeAcTaBiieHbl Ha 98% manoukamu, B 2.5 pa3a. B HacTosieit
paboTe Mbl He MPOBOAWIIN TIpsiMoe u3MepeHue [HAM®];, B Hapy>KHBIX cerMeHTax oTope-
LENTOPOB PHIOBLI, OMHAKO M3BECTHO, UTO Bo3aeiicTBue 1 1 10 MKM ¢opcKoimHa Ha M30JIM -
POBaHHYIO CETYATKy KypHlibl, B KOTOPOi, KaK U B CETYaTKe PbIObI, JOMUHUPYIOT KOJIOOY-
KU, BbI3bIBAJIO POCT ypoBHSI HAM® B ceTuatke B 2.1 1 2.3 pa3a cCOOTBETCTBEHHO [27].

Bauanue noeviwenua [UAM®];, na pabomy kackada ¢omompancOyKuuu 6 Koi004Kax.
OCHOBHOI1 BBIBOJI HACTOSIIIEN pabOThl COCTOUT B TOM, UTO peakiivs Kackaaa (hoToTpaHc-
IyKUIWH KOJIOOYEeK Ha ToBbIIeHNe [HAM®];, 3aMEeTHO OTIIMYaeTCs OT peakiuy Kackana
B nayioukax jisrymku. [lepBoe oTinune 3akiitodaeTcst B peakliui TEeMHOBOTO ToKa ¢hoTope-
Lenropa Ha yBenuueHue [HAM®];, — vy majodex JSTYIIKA OH TOCTOBEPHO HE MEHSIETC, a
y KOJIGOYEK PHIOBI yMEHbBIIIAeTCsl MOYTH B iBa pasa (puc. 14, B, Tabun. 1).

BTopoe oTiinuune COCTOUT B UBMEHEHUU CBETOUYBCTBUTEILHOCTH TTAJIOYEK U KOJIOOUEK
B oTBeT Ha yBesnueHne [HAM®]; .. C ogHoit cTOpoHBI, GOPCKOIUH yBEJIUYUBAET BpeMs
NpeObIBaHUS KOJIOOYKHU B HACHILLIEHHOM cOCTOsIHUM (puc. 4, Ta6:. 1) B 2.2 pa3a, 4TO NpU-
MEPHO COBIIAJIaeT C peaklueii majouyek Ha (opcKoyuH [14]. Bpemst npeObiBaHUS B HAChI-
IIEHUW OMpEAesieTCsl MHTErpaJioM (POTOOTBETa KJIETKU, KOTOPBI, KaK XOPOIIIO BUIHO
Ha puc. 4, 3HAUUTETLHO YBEJIMUUBAETCS MO/ BO3eicTBUEM (hOPCKOJIMHA.

VY nanouyku npu ysenndyeHuu [HAM®]; . He U3MEHsIeTCS CKOPOCTb HapacTaHUs OTBETa,
HO 3aMeUISIETCSI €ro BBIKJIIOUeHUe. BeieacTBue 3Toro oTBeT najoyky Ha CBET YBEJIUYU-
BaeTcs Mo aMIUIUTYyIe 6osiee ueM B Ba pasa [14]. ¥ koibodyek BuIK/IIOYeHE (POTOOTBETA
TakXXe 3aMeUIsieTCsl B IBa pa3a, OJIHAKO JOCTOBEPHOIO yBEJIWUECHUST aMILIUTYAbl OTBETA
HE TMPOUCXOAUT M3-32 TOTO, YTO CKOPOCTh HAapacCTaHUsI OTBETAa TaKXe YMEHBIIIAeTCs.
B pesynbrare 4yBCTBUTEIbHOCTD KJIETKU, OTIpeAessieMast 10 aMIIUTYIe HOPMUPOBAHHO-
TO OTBETa Ha HEHACHIIAIOIINI CBETOBOI CTUMYJI, HE U3MEHSIETCS.

MoXHO TIpeaIoXnTh clenayoliee 0ObsICHEHUE Pa3HUIIbl B peakiuu Kackana (hoTo-
TPAHCAYKIIMHU TTAJIOYeK U KooouyeK Ha [HAM®];,. ¥ naouex hOpCKOIMH 1 TTOBBIIICHUE
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[LAM®];,, NpUBOAUT K yBeIMUEHUIO B 1.6 pa3a BHyTPUKIIETOUHON KOHIIEHTPALUU KaJlb-
1M1, ofHaKo ypoBeHb [UI M@];, 1 TEMHOBOI1 TOK HE U3MEHSIOTCS M3-3a KOMIIEHCATOPHO-
ro BaussHuss TAM® Ha TeMHOBYIO akTUBHOCTE DJID6 (00bsicHeHus B [14]). K coxane-
HMIO, B KOJIOOUYKAX, M3-3a OCOOEHHOCTE KUHETUKN UX OTBETOB, OIPEACIMTh BO3MOXKHbIC
N3MEHEHUS [CaH]m TeM Ke crtocoOoM (IT0 KMHETUKE OOMEHHOI0 TOKa) He IPeaCTaBIIsI-

eTcsl BOSMOXKHBIM, OJTHAKO MOXKHO MPEATNON0XNUTh, uto [Ca’’], . Kak u B maaoukax, yBe-
JauuuBaeTcs. B Takom ciydyae, XOpoIlo M3BeCTHBINA 3(MEMEKT yMEHbIIEHUsI aKTUBHOCTU
'Ll o Bo3nmeiicTBMEM ITOBBIIIIEHHOTO [Ca2+]in [28, 29] 1 oTcyTCcTBHE Y KOJIOOYEK KOM-
MEeHCAaTOPHOTO YMEHbIIeHUsT aKTUBHOCTU DJID6 0OBSICHSET yMEHbIIEHUE TEMHOBOTO
ToKa. 3aMelJieHUe BBIKJIIOUEeHUsI (POTOOTBETA Y KOJOOUEK MOXET ObITh OOBSICHEHO, MO
aHaAJIOTUM C TTAJIOYKaMU, YBETUIEHUEM BHYTPUKIETOYHOM KOHIIEHTPAIIMM KaJIbIIUSI.

Takum 006pa3om, NPUHLMIUAIBHO Pa3IUUYHBIMU OCTAIOTCS pPeaKklMU Ha yBeJIUYEeHUE
[AM®];,, TeMHOBOI1 akTUBHOCTH PJID6 1 cKOpOocTH HapacTaHUs (HOTOOTBETA, a UMEH-
HO — TIOBBIIICHHBIN YypoBeHb [TAM®];, yMEeHbIIaeT TEMHOBYIO aKTUBHOCTH PJID6 B 11a-
JIOYKax, HO He B KOJIOOYKAaX, U MOBBIIIEHHBbIN YpoBeHb [HLAM D], 3amMeuIsieT HapacTaHUe
¢dorooTBeTa B KOJIOOUKAX, HO HE B Majouykax. MMeroliurecs: TaHHbIE HE MO3BOJISIIOT ClIe-
JlaTh OKOHYATEbHBIN BBIBOJ O IPUYMHE 3TOM Pa3HULIbI KpPOME OOLLETr0 apryMeHTa O TOM,
YTO Kackanbl (POTOTPAHCAYKIIMHU B MAJOUKAX U KOJIOOYKAX TMPENCTaBICHbI Pa3TUYHbIMU
Habopamu OEJIKOB, XOTSI U C aHAJIOTUYHBIMU (BYHKIUSIMU, HO JOBOJBHO Pa3IUYHBIMU
cBoiictBamu [22, 26]. HecoMHeHHO, OIHAKO, YTO OIMMCAHHOE MOBeIeHMe Kackanaa (oTo-
TPAaHCOYKIIMU KOJIOOUEeK MOXET MMeTh amanTtuBHoe 3HaueHue [29]. KonueHrtpauwms
HAM® B hoTopenienTope MOBHIIIAETCS BO BpeMsl TEMHOM (ha3bl CyTOYHOTO 1IUKJIa, KOTAa
YPOBEHb OCBEILIEHUSI HEJOCTAaTOUYEH JJIs paboThl KoJIOOYeK. B TakoM ciiyyae CHUKEHUE
YPOBHSI TEMHOBOTO TOKa M 3aMeJIJIEHME BCeX peaklnii Kackaaa (hoTOTPpaHCIYKIIUU MOX-
HO MHTEPIIPETUPOBATh KaK MEPEX0]] B PEXKMM METa00TNUECKO SKOHOMUU.

Poaunpam. UaKyGamms KonoodeK peIOBI C poJIUIIpaMoM B KOHMUrypanum “attached cell,
outer segment in” He TIPUBOJIWIIA K CTATUCTUYECKU 3HAUMMbBIM U3MEHEHUSIM HU OIHOTO U3
uccieayeMbix rnapaMeTpoB (POTOOTBETOB KoJOoueK. Ponurpam siBiAsieTCs CeeKTUBHBIM
uHruouropom D4, u Hanuume peakunn GOTOPELIENTOPHOM KIISTKI HA POJIUIIPAM MOT-
JIO OBbI CIYXXWUTb KOCBEHHBIM MoOATBepkaAeHUeM TpucytcTtBusi @JID4 B KOIOGOUKAxX PHIOHI.
Takue noka3zaTeabCTBa ObLIU MOJIyYeHbl HAMM paHee IS Majodyek JISSTYIIKM — MHKYy6a-
11151 U30JIMPOBAHHBIX MaJIoueK B KOoHdUrypauuu “inner segment in” B 10 MkM ponumnpama
BEI3BIBajia 3G eKThI, 0amn3Kue K 3¢ PekTy MHKyoaunu B 2 MKM ¢opckoanHa. Bo3amox-
HBIM OOBSICHEHUEM OTCYTCTBUS 3 peKkTa pojurpaMa B ciydyae Kojibodyek MOryT ObITh 1)
HEAOCTYIMHOCTb MUIlIeHU poJsiniipama, MJI1D4, n3-3a MHBEPTUPOBAHHON KOH(MUTypauu
pacriojioxkeHUsT KJIeTKN (Hapy>XKHbIA CEerMeHT KOJIOOYKU HAXOOUTCS BHYTPU MUIMETKU),
wim 2) orcyrctBue ®J1D4 B Konb6oukax. [TpoTUB 1epBOro MpearnoioXXeHUsI TOBOPUT TOT
dakT, 4TO APYrUe areHThbl, TAKXKE BO3AECUCTBYIOLIME HA MULLIEHU, HAXOASILLIUECS] B HAPYK-
HOM cerMeHTe oToperienTopa, B KOHDUTYpaluu “inner segment in” BbI3bIBAIOT CXOMHbBII
addekT, Kak 1 B KoHDUTrypaum “outer segment in” (popckonuH, [14]; IBMX, Heony6-
JIMKOBaHHBIE faHHBIe). [ToaTOMY G0sIee BEpOSITHO BTOPOE OOBSICHEHNE — KOHTYDP CUHTE-
3a-ruapoinsza HAM® B Ko16ouKkax, B OTJIMYME OT Iajouek, He BKiaouaeT OO 4 tumna.
Bo3MoxHO, B ero coctas BxondT apyrue TAM®-crieunduunsie OIID.

BJIIATOJAPHOCTHA

ABTODBI BbIpaxatoT O;1aronapHoctb Aniekcanapy FOpeeBuuy PotoBy 3a momolib B craTucTuye-
cKkoit 06pabotke u Bukropy Mcaesuuy ['oBapnoBckomy 3a MJIOJOTBOPHYIO TUCKYCCHUIO TTPY HaNu-
CaHMU PYKOITHUCH.
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Specificity of cAMP-Dependent Regulation
of the Phototransduction Cascade in Cone Photoreceptors

V. S. Sitnikova® *, L. A. Astakhova“, and M. L. Firsov*

4Sechenov Institute of Evolutionary Physiology and Biochemistry, Russian Academy of Sciences,
Saint Petersburg, Russia

*e-mail: viktoriya_sergeevna_sitnikova@mail.ru

Retinal photoreceptor cells, rods and cones, are capable of light adaptation in a wide
range of illuminations due to a set of regulatory mechanisms. Among them, the most
studied are calcium feedbacks, and they may account approximately 50% of actual regu-
lation of photosensitivity. There are other regulating mechanisms that contribute to ad-
justing photoreceptor reaction to light depending on the level of illumination, for exam-
ple, regulation of phototransduction cascade under circadian cycle. During the dark
phase of the circadian cycle, the level of cAMP increases and the sensitivity of rods also
increases, which can be considered as an adaptive effect. In cone photoreceptors, oper-
ating under high light intensities and losing their contribution in the twilight, rise of pho-
tosensitivity may not have adaptive significance. In present study we investigated how
the change in [CAMP];,, affect the function of phototransduction cascade in carp cones.
[cAMP];, in cones was elevated using adenylate cyclase activator forskolin. It has been
shown that in cones, forskolin slows down both rising and declining phases of photore-
sponse. As a result, in cones, unlike rods, forskolin does not increase photosensitivity but
causes nearly two-fold decrease of dark current. Thus, reaction of the cone phototrans-
duction cascade to an increase in cAMP level is distinctly different from reaction of rod
photoreceptors. For cones, this effect of [CAMP];, may also have an adaptive signifi-
cance, not in the sense of increasing sensitivity, but for the purpose of reduction of met-
abolic load on cells that do not function in the “dark” phase.

Keywords: cone, phototransduction, circadian rhythm, cAMP, rod
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GPCR-curHanbHblit Kacka B (hOTOPELIETITOPHBIX KJIETKAX CETYaTKU — MajlouKax U KOoJI-
6oukax — 0obecrieurBaeT BbICOKOE YCHIIEHHE CUTHAJIa U TTO3BOJISIET MaJIoYKaM HalexkHO
pearvpoBaTrh Ha OJMHOYHbIC KBAHTHI cBeTa. [1py 3TOM Majioyku COXpaHsIOT paboTOCO-
COOHOCTB MPU CBETOBBIX MOTOKAX 10 10° KBaHTOB B CEKYHITy, YTO MOJIePKUBAETCS BHICO-
K03 GhEeKTUBHOM cUCTeMO# cBeTOBOM amanrtauyu. CBeToBasi amarnTalys OCHOBaHa Ha
LISTISIX OTPULIATEIbHOM 0OpaTHOM CBSI3U, B OCHOBHOM 4epe3 UBMEHEHUSI BHYTPUKIIETOU-
HOI KOHIIEHTpAllMi MOHOB Ca?". Hanexwo WIEHTU(UIIMPOBAHBI TPU METIU Kalblle-
BOI peryJIsilii — YCKOPEHMUE BBIKITIOYeHMsT (hOTOAKTUBMPOBAHHOTO POIOIICUHA, YCKOpe-
Hue cuHTe3a Hl M@ ryaHuaaTHMKIIa30i U TToBbIIeHUe cpoacTBa Ll M@ -ynpaBiasieMbIX
MOHHBIX KAHAJIOB K HyKJIeoTUy. M3BeCTHO, OTHAKO, YTO CYIIECTBYIOT ellle OAWH WJIU 1Ba
BBICOKOA(DGhEKTUBHBIX MeXaHW3Ma anarnTtalid, OOWH U3 KOTOPBIX PEryaupyeT Bpemsi
JKM3HU aKTUBUPOBAHHHOI hocconmacTepasbl; Uisl BTOPOrO MUILIEHb PEryJIsIUNA HEn3-
BecTHa. Hen3BeCTHBI TaKKe MOCPETHUKM 3TUX peryisiuii. [1pu uccienoBaHuy 3TUX Me-
XaHWU3MOB Mbl OOHAPYXUJIW HOBbBIN (DEHOMEH, YITyIIIEHHbII B MPEabIIyIMX padoTax. Mbl
HAILLTK, YTO BOCCTAaHOBJIEHHE TEMHOBOI'O TOKA MaJIOUKU MOCJIE BBIKIIOUEHMSI HeHAChIIIA-
FOIIIETO aJanTupyloiero ceera Moxet 3aHuMarb 20—30 ¢. bonee Toro, mocie hopmaib-
HOTO BO3BpallleHHs] MEMOPAHHOTO TOKA K TEMHOBOMY YPOBHIO YYBCTBUTEIbHOCTh KJIET-
KU K TECTUPYIOLUM CTUMYJIaM OCTAaeTCsl MOHMKEHHOM elle B TeUeHUE OIHOU—ABYX MU-
HYT. MBI Ha3Bajli 3TO SIBJICHUE “‘alanTallMOHHON MaMsThI0”. AnanTalliOHHasT MaMsTh
HarnmoMuHaeT (heHOMEHOJIOTHIO MOC/IeA0BaTeIbHBIX 00pa3oB. [locTerneHHOe BO3Bpallie-
HUEe MeMOpaHHOIO TOKa K TEMHOBOMY YPOBHIO MOIJIO Obl COOTBETCTBOBATh 3aTyXaHUIO
TMOJIOXKUTEJILHOTO TOC/IeI0BaTeIbHOro oopasa. [nuTenbHoe MOHMXKEeHUE YyBCTBUTEb-
HOCTU (hOTOPELENTOPOB K J00ABOYHON CTUMYJISILIMM MOXET 00eCeurnTh BOZHUKHOBE-
HUE HeraTMBHOro obpasa. HackoyibKo Mbl 3HaeM, 3TO IepBasi 9KCIIepUMeHTaIbHast hu-
3UOJIOTMYECKasl EMOHCTpAlUsl BO3MOXKHOCTH T'eHepaluy MocjeoBaTeIbHbIX 00pa3oB
YK€ Ha YPOBHE OMMHOYHBIX (DOTOPELIENITOPOB.

Karouesvie crosa: potopenentop, najoyka, CBETOBasl aianTalus, KaibLKeBas oopar-
Hasl CBSI3b, alanTallMOHHAsI TaMSITh, MOCJIeIOBaTeIbHbIE 00pa3bl

DOI: 10.31857/S0869813920040068

WcxonHoii 11en1pt0 3T0i paboThl ObUIO UCCIENOBaHNE MEXaHU3MOB CBETOBOI amanTa-
MK Majioyek cetyatku. MoToperienTopHble KIETKU CETYATKN — MaJIOYKU U KOJIOOUKN — MC-
nonb3ytoT GPCR-curHanbHbIiM Kacka sl FeHepaluy 3JeKTPUYECKOro CUTHajIa B OTBET Ha
TOTJIOLLIEHUE CBETa MOJIEKYJIAMHU PELIENTOPHOTO OejIka — ponoINcuHa. JIByXCTyNneHYaThli
Kackaja (pepMeHTaTUBHOTO YCWIeHUsT ucnoiab3yeT ochoauacrepasy (OAD) ul MO kak
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addekTopHbIit pepMmeHT, a UMD Ciy>XKUT BHYTPUKIETOUHBIM MOCPEIHUKOM, PEryin-
pysl MIOHHYIO MIPOHUIIAEMOCTD IJTa3MaTUYeCKO MeMOpaHbl KJIeTKU. BbicoKoe ycuiieHue B
Kackajie To3BoJIsIeT NMajioyKam HalleskHO perMcCTpUpOBaTh OAMHOYHbBIE KBaHTHI cBeTa [1, 2].

HecmoTps Ha nipeaenbHO BBICOKYIO YYBCTBUTEIBHOCTD, TTAJIOYKU COXPAHSIOT paboTo-
CMOCOGHOCTD MPU CBETOBBIX MTOTOKAX 10 10° (DOTOHOB HA KJIETKY B ceKyHy. Takoil 1u-
POKUIi IMHAMUYECKUI AUana30H MOAIEP>KUBAETCS MEXaHM3MaMU CBETOBOM aJlanTallui,
KOTOpBIE PETyJIMPYIOT YyBCTBUTEJIBHOCTb U ObICTpOAEicTBUE Kackana. CBeToBas ananra-
LM 00eCIIeYnBaeTCsl OTPULIATEILHOM OOpaTHOI CBSI3bI0, OCHOBAHHOIM Ha U3MEHEHUSIX
BHYTPUKJIETOUHOI KOHLeHTpauuu noHoB Ca’’ mpu ocseruenuu (cM. puc. 1). TBepno
YCTAHOBJIEHbI TP MMILIEHM Kaybliusg. Bo-TIepBbIX, CBETOMHIYLIMPOBAHHOE MaJecHUE
[Ca"] yckopsieT BBIKIIOUEHHE aKTHBHPOBAHHOTO POIOIICUHA (R*), cHuxkast B UTore Ka-
TaTUTUYecKylo akTuBHOcTh DJID. Bo-Bropsix, noHuxkenue [Ca’t| akTuBHUpyeT ryaHu-
JIaTUMKIIa3y, YCKopsist BO3BpaT KoHleHTpauuu il M® kK TeMHOBOMY ypoBHI0. B-TpeTbux,
npy Hu3Koii [Ca?t] yeesmunBaetcst cponcto nl M@-yrpasnsieMbIX KaHanoB K il MD,
TaK YTO OHM YAEPXKMBAIOTCS B OTKPBITOM COCTOSIHUU TIpU 00Jiee HU3KOM KOHIIEHTPALIMY
nocpegHuka. Bce Tpu MexaHu3Ma CrocOOCTBYIOT BOCCTAHOBJICHUIO “TEMHOBOIO” COCTO-
gHUS oTopenenTopa U MPOTUBOAECHCTBYIOT HACHIIIEHUIO (OTOOTBETA MPU BBICOKUX
OCBEILLEHHOCTSX [3—6].

Br110, 01HAKO, ITOKAa3aHO, YTO MEXaHU3MBI CBETOBOM alanTalii He OrpaHUYMBAIOTCS
TpeMs yxXe u3BecTHbIMU. CyMMapHasi peryjisiiiisi 4yBCTBUTEIILHOCTH BCEMU U3BECTHBIMU
MeXaHU3MaMM HEeOCTaTOYHa IS OObSICHEHUS TIOJIHOTO Juana3oHa paboThl MaJIOUKH.
CyliecTByeT MeIJICHHBIHN (IEeCATKU CeKYH/1) MEXaHU3M afanTaliuu, KOTOPbIi obecrieum -
BaeT IOTIOJIHUTENBHYIO PEryJIUPOBKY UYYBCTBUTEIBHOCTU NPUMEPHO Ha MOPSAOK, U MU-
IIIEHX KOTOPOIo M y4acTBYIOIIME MOCPETHUKU MMoKa Heu3BecTHHI [7]. HemaBHO MBI Ha-
IIJTY, YTO BIOOABOK K YK€ M3BECTHBIM PETYJISILIUSM, B XOAE CBETOBOI ananTaiuu yCKOpsi-
€TCsl BBIKJTIOUEHHME CBETOMHIYIIMPOBAaHHOI akTuBHOCTU DJID, 4TO TakKXKe MPETsITCTBYET
HachImeHuio oroorBera [8]. [TocpemHUK, peryIUpYIOIINiA BEIKIIIOUeHNE aKTUBUPOBaH-
Hoit DJID, n BpeMEHHOM X0 3TOM PETYJISIIIMU TOXE HEU3BECTHBI.

M1 Hauanu neTaabHOE SKCNEPUMEHTaIbHOE MCClIeIOBaHME YIYIIEHHBIX MEXaHU3MOB
CBETOBOI1 amanTali U OOHAPYKUJIM HOBbI (heHOMEH, KaKUM-TO 00pa30oM He3aMedeH-
HBII B TIpeabIAYIINX paboTax. M bl HAIIUIU, YTO BOCCTAHOBJIEHHE TEMHOBOTI'O TOKA (= TeM-
HOBOr0 MeMOpaHHOTro MOTEHIIMaja) IMaJoYKMu IT10CJie BBIKJIIOYEHUS HEHACHIIIAIIIEeTO
amanrTupyloilero csera Moxet 3anuMath 20—30 c. bonee Toro, mocie ¢hpopMarIbHOIO BO3-
BpalleHus1 MEMOPAaHHOTO TOKa K TEMHOBOMY YPOBHIO UYBCTBUTEIBHOCTb KJIETKU K Te-
CTUPYIOLIUM CTUMYJIaM OCTaeTCsl IOHUXKEHHOI ellle B TeueHue 0ojiee MUHYThl. MBI Ha-
3BaJId 3TO SIBJICHUE “afanTallMOHHON MaMsIThio” .

[ToBeneHre MaAIOYKU MOCE BBIKIIOUYEHUSI CBETOAMANTUPYIOIIErO CTUMYJIa HATIOMUHAET
¢deHOMEeHOJIOTHIO TTocyenoBaTebHbIX 00pa3oB. [locreneHHoe Bo3BpallleHUe MeMOpaH-
HOTO TOKa K TEMHOBOMY YPOBHIO MOTJIO Obl COOTBETCTBOBATh 3aTyXaHUIO MOJIOXUTEIb-
HOTO ITOCJIeI0BaTeILHOTO o0pa3a. AauTenbHoe IMOHMKEHIE YyBCTBUTEILHOCTU (hOTOpE-
LIENTOPOB K JOOABOYHOM CTUMYJISILIUU MOXET 00eCcneYuTh BOSHUKHOBEHWE HEraTUBHOTO
obpaza. [To-BugumMoMy, 3TO mMepBasi dKCIEPUMEHTaIbHAsT (U3MOJOrMYecKass 1eMOH-
CcTpalusi BO3MOXHOCTHY FeHepalluy MocjieoBaTe/IbHbIX 00pa3oB y>Ke Ha YPOBHE OJIMHOY-
HBIX TTaJIOYEK.

[anHasi paboTa mocBsillieHa OMTMCAHUIO U TIEPBUYHOMY aHaJIM3y 3TOTo (heHOMeHa.

METOABI UCCIEJOBAHUA

DKCnepumMeHmanbHble HCUBOMHbIE U NOO2OMOBKA NPENnapamos

DKcnepuMeHThI ObLTY TTPOBEIeHBI HA 03€PHBIX JIATYIIKAX Rana ridibunda, oTioBiIeH-
HBIX B AcTpaxaHCKoii obactu. 2KUBOTHBIX conepkanu B BuBapuu MOPB PAH npu tem-
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Cytoplasm

membrane

Channel

R — Rhodopsin PDE — Phosphodiesterase
Ta, B, y — Transducin subunits GC — Guanylate cyclase

Puc. 1. Cxema BO30yXIeHUs M afanTalnM Kackaaa (oroTpaHcoyKuuu B ¢oToperienTopax ceTyaTKu MO3BO-
HouHbIX. R, cBetouyBcTBUTENbHBIN GPCR 6enok pononcuH. R*, doToakTuBupoBaHHbBI pomorncuH. T, rete-
porpumepHbiit [ T®-cBasbiBaoiumii 6enok TpaHcayuuH. PDE, docdoamnacrepasa nukimuyeckoro 'MO.
GC, ryanwnaruukiasa. Channel, u M®-ynpapisieMble KaTUOHHbIE KaHaJIbl MJ1a3MaTUYECKON MeMOpaHBbI.
Hexoropsle KOMITOHEHTHl Kackana (pOAZOTNICMHKMHA3a, appecTMH M pekoBepuMH B Ojoke “Inactivation”,
RGS9-GB5-kommieke BoikmoueHnss PDE, kampumii-uyBcrButensHbiii 6e1ok  GCAP, aktuBHpyrommii
GC, Na,K/Ca o0MeHHUK B TIa3MaTU4YecKoll MeMOpaHe) He TMOKa3aHbl, YTOObI HE 3arPOMOXKIATh PUCYHOK.
Crpenku 1, 2 1 3 MOKA3bIBAIOT HAIEXHO YCTaHOBIeHHBIE e Ca?" 06paTHOit CBsA3H, yeKopsiiolue hOTOOTBET U
yIpaBJisiiole cBeToBoit ananrauueil. LI TprxoBast cTpeiika IMoKa3bIBaeT MyTh peryasunu Boikmouenus: PDE [8],
MOCPEIHUK KOTOPOil HEM3BECTEH.

Fig. 1. A simplified scheme of activation and adaptation of the phototransduction cascade in vertebrate retinal
photoreceptors. R, light-sensitive GPCR protein rhodopsin. R*, photoactivated rhodopsin. T, heterotrimeric
GTP-binging protein transducin. PDE, cyclic GMP phosphodiesterase. GC, guanylate cyclase. Channel, cG-
MP-gated cationic channels of the plasma membrane. Some components of the cascade (rhodopsin kinase, ar-
restin and recoverin in the “Inactivation” block, RGS9-GfB5 complex of PDE turn-off, Ca?*-sensitive protein
GCAP that activates guanylate cyclase, and Na,K/Ca exchanger in the plasma membrane) are not shown to avoid

clutter. Arrows 1, 2, 3 point to firmly established pathways of Ca?* feedback that accelerates the photoresponse
and controls light adaptation. Dashed arrow points to the mechanism that controls the rate of PDE* turn-off [8]

whose messenger is unknown.

nepatype 15—18°C u ecTeCTBEHHOM LIUKJIE I€Hb—HOYb, 1 KOPMWIN MYYHBIMU YEPBSIMMU.
QOO0pallieHrEe ¢ 3KCIIePUMEHTAILHBIMY XUBOTHBIMU COOTBETCTBOBAJIO TpeboBaHUsIM -
pektuBbl CoBeta EBporneiickux coobiects 1986 r. 86/609/EEC u pekoMeHIausmM 61o-
stnyeckoro komuteta UODD®B PAH. INepen HauaioM 3KcreprMeEHTa XUBOTHBIE HAXOAU~
JINCh B TeUeHUE 12 4acoB B YCJIOBUSIX TEMHOBOM afanTaluuy. 3aTeM JISITyIIeK AeKATUTH -
poBaJiM, I1a3a W3BJEKalud W U3 [JIa3HOro OoKayia BblAeasiiM ceTyatky. M3 ceruaTku
TOTOBWJIM CYCITEH3MI0 (DOTOPEIeNITOPHBIX KJIETOK B pacTBope Punrepa. Bce MmaHummynsi-
LMY TIPOBOIWJIN TIPU CBETE KPACHOTO (hOHaPsI U MO KOHTPOJIEM CUCTEMBbI HAOJIOICHUST B
nH(pPaKpacCHOM CBETE.
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Pacmeop

st TpUTOTOBIIEHUS TIpenapaToB (OTOPELIENTOPHBIX KJIETOK M UX Mepdy3un BO Bpe-
MSI BKCTIEpMMEHTA MCITOJIb30Bav pacTBop PuHrepa mist amduouii. OH TOTOBHMIICS TIeper
KaXIbIM 3KcriepuMeHToM 1 conepxan (B8 MM): NaCl 90, KCl1 2.5, MgCl, 1.6, CaCl, 1,
NaHCO; 5, HEPES 5, rmokosy 10, EDTA 0.05, pH xoppektuposanu 1o 7.6 rugpokcu-

oM Hatpusi. Bce KOMnOHeHTHI pacTBopa ObUIM TpuodpeTeHbl y Sigma-Aldrich, CILA.

Peeucmpauuﬂ MOKO0OBblX omeemoe qbomopeuenmopﬁbtx Kaemok

Tok omMHOYHBIX (POTOPELIENITOPOB PEFUCTPUPOBAIIN TTPU MTOMOIIIY BCAChIBAIOIIEH Y-
neTku [9]. I1agouyku BcachbIBAIMCh B CTEKJISTHHYIO MUTIETKY HApYy>KHBIM WJIM BHYTPEHHUM
CEerMEHTOM BHYTPb, M X TOK PETUCTPUPOBAJICS MPU Pa3INUHBIX PeXXHMMax CBETOBOM CTH-
My, CucteMa CBeTOBOM CTUMYJISILIMU BKJTIOYasia B ceOsT Ba He3aBUCHMBIX KaHaja
HA OCHOBE MOLIHBIX CBETOANONOB C MAKCUMYM U3IYyICHUS Aoy 525 HM, HHTCHCUBHOCTD
3a7aBajiaCh TOKOM Uepe3 CBETOIMOIbI 1 HAOOPOM CepbIX HEUTPATbHBIX CBETO(DUIIBTPOB.
OTBeTHI MPOMYCKaIN Yepe3 aHAJOTOBBINM (MJILTP HU3KUX YAaCTOT C TPAHUYHOM 9aCcTOTOM
100 ' 1 3anMCHIBaIM C 9YaCTOTOM AUCKpPETU3aLNU 2 MC/TOYKY. 3axBaT JaHHBIX, BPEMS
MOJa4YY U JUTUTEIbHOCTb CTUMYJIOB, @ TAKXK€ MHTEHCUBHOCTb CTUMYJIOB KOHTPOJUPOBAIN
npu nomouu rmiat u nporpamMm LabView (National Instruments, Austin, TX). [1pu HeoO-
XOJIMMOCTH 3apEeTUCTPUPOBAHHbBIC OTBETHI MOTJIU AOIOJHUTEBHO TTOABEPTaThCs LIMGpo-
Boii INaycc-dunbTpanmu ¢ okHOM OT 5 1o 50 Mc. Bce pacyeTsl BBIMOJHSUIMCH B TTaKETe
MathCad 15 PTC.

DKcnepumenmanbHuiil NPOMoKon

TunuyHbI 3KCepUMEHTAIBHBINA MPOTOKOJI BKIIOYAI: a) PErucTpaluio OTBETOB Ha
CTUMYJIbI BO3pacTalollleil MHTEHCUBHOCTHU ISl OMpe/esieHusl pabodyero nuana3oHa KOH-
KPETHOM MaJIouku U 0) perucTpaiuio OTBETOB Ha COUYEeTaHUs IIUTEJIbHOUM (hOHOBOM 3a-
cBetku (10—40 ¢) mo ogHOMY KaHAJly ¥ MOAAaBaeMBIX C paBHBIM MHTEPBAJIOM KOPOTKUX
CBETOBBIX CTUMYJIOB JUIMTEJIbHOCTBIO 2 MC WJIM 2 ¢ M0 BTOpoMy KaHaiy. [Ipumep takoro
KOMOMHUPOBAHHOTO MPOTOKOJIAa CBETOBOM CTUMYJISILIMM TTOKa3aH Ha puc. 2.

CrieliuanbHO CJieflyeT OTOBOPUTh MPUHSITYIO 3[eCh (hOPMY TIPENCTABIEHUS] OTBETOB IMajlo-
YeK Ha cBeT. B cocTostHiM TeMHOBOI afanTaiiu, py BbICOKO# KoHLeHTparmu il M®, ka-
TUOHHBIE KaHaJIbl TJIa3MaTUYECKO MeMOpaHbl OTKPBITHI, U Yepe3 HUX TeUEeT BXOMSIINMI
ToK. IleTyisi Toka 3aMbIKaeTCsl yepe3 KajaueBble KaHajbl BHYTPEHHETO CerMeHTa. DTOT
TEMHOBOM TOK PerucTpupyeTcsi BcacbiBatolieil nmumnetrkoit. [Ipu ocBelieHMn KaHaIbl Ha-
PYXXHOTO CErMeHTa 3aKPbIBAIOTCS, TOK YMEHBIIIAETCS U TTPU JOCTATOYHO SIPKUX CTUMYJIaxX
nagaeT oo Hyns. TakuMm oOpa3om, oTBeT (poTopeleriTopa Ha CBET — 3TO YMEHBIIIEHUE
TeMHOBOro Toka. OmHakKo B OOJBIIMHCTBE (PU3MOJOTMYECKUX PabOT OTBET IIPUHSITO
1300paxkaThb Kak IMOJOKUTEAbHbIN curHal. [TosToMy Ha HalIMX pUCYHKAaX HYJIeBOil ypo-
BEHb COOTBETCTBYET TEMHOAIANITUPOBAHHOMY COCTOSIHUIO KJIETKM, T.€. MAKCUMaJIbHOMY
TOKY uepe3 KaHajlbl. YMEHbIIIEHE TOKA B OTBET Ha CBET Ha3bIBaeTCsI (DOTOTOKOM U U300-
paxaeTcsi OTKJIOHeHUEM BBepX. TakuM o0pa3zoM, MaKCUMaJIbHbIN (DOTOOTBET MPU SIPKUX
CTUMYJIaX COOTBETCTBYET HYJIEBOMY TOKY Yepe3 KaHallbl.

PE3VIJIBTATBI UCCIIEAOBAHUA

Puc. 2 nokassIBaeT pe3yabTaThl TUIIMYHOIO 3KCIIepuMeHTa. [lajjouka rmepuoanyecku
CTUMYJIMPYETCS KOPOTKMMMU BCIBIIIKAMHU, BbI3BIBAIOIIMMM OTBET, COCTABJISIOIINIA MTPU-
MepHO 30% ot HackileHHoro. ITocie mmepBoii BCIBILIKY, MOAAHHONW B COCTOSIHUM TEM-
HOBOI afanTaly, BKIIIOYAETCS CTAlIMOHAPHbBINA (DOHOBBII CTUMYJT JUTUTETBHOCTHIO 40 C.
OH BBI3BIBAET OTBET, KOTOPbII BHAYale 0JI1M30K K HACHILLIEHHOMY, a 3aT€M YaCTUYHO CIa-
aeT, IeMOHCTPUPYs MPOIECC CBETOBOI ananTaluuu. B TeueHre Bcero nepuona AeicTBUS
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Puc. 2. OTBeT MajoyKU JISITYIIKKA Ha MEPUOAMUYECKUE KOPOTKHE BCIBILIKHU, C HATOXEHHBIM 40-CeKyHIHBIM
aganTupyoimum ¢hoHoM. (4) — HenpepbiBHast 3anuch. [1oa KpUBoOii MoKazaHa OTMETKa CTuMyJa. Bembiiika /
rnofaHa B COCTOSIHUM TEMHOBO# agantauuu. OTBETbl Ha BCIBILIKY Ha afanTupyooiieM ¢hoHe He BUIHBI BCIEI-
CTBHME YMEHbIIIEHHOM YyBCTBUTEILHOCTU. Bembliika 2 oTMedaeT nepBbliii (poTOOTBET, BUAMMBIN B (hase BoccTa-
HOBJIeHUsI. Benibilika 4 COOTBETCTBYET MOMEHTY MOJTHOTO BOCCTAHOBJICHUSI TEMHOBOTO YPOBHSI ToKa. OHaKO
YYBCTBUTEILHOCTD K BCITBILIKAM OCTA€TCSl CHUXKEHHOI eliie B TeueHue 1.5 Mun (Benbiika /4). (B) — uameHe-
HUE aMIUIMTYbl U KWHETUKU OTBETOB Ha BCIIBIIIKH, BbIICJIEHHbIC U3 3anucu (4) B XoIe TEeMHOBOM afanTaluu.
(C) — amruiuTyna (OTHOCHUTCS K JIEBOM 1IKajie ) U BpeMsl 10 IMKa (OTHOCUTCS K MPaBOii 1IKaJie ¥) OTBETOB Ha
BCIIBILLIKU, BbIIEJIEHHBIE U3 3anucu (4). (D) — u3MeHeHUe BpeMEeHU UHTEerpupoBaHus (pOTOTBETa B XOJI€ TeM-
HOBOI1 afanTauuu. BemblKY IIMTeNbHOCTBIO 2 Mc, 0.7 hoToHAa MKM 2 3a BCIIBIILKY. 40-CeKyHIHAsl aTanTupy-
jomas oHoBas 3acBeTka 30 hoToHoB MKM 2 ¢~ Vepennenue 9 sanuceit, Fayce-dunbrpaus 50 Mc.

Fig. 2. Response of a frog rod to periodically applied short flashes with superimposed 40-s adapting background. (4),
continuous record. Stimulus timing mark is shown below the curve. Flash # 7 was applied in a dark-adapted state.
Responses to following flashes against the adapting background are not detectable due to greatly reduced sensitiv-
ity. Flash # 2 refers to the response that is first seen during the recovery phase. Flash # 4 marks full recovery of the
dark current. However, sensitivity to test flashes remains suppressed for extra 1.5 minutes, until the flash # /4.
(B) shows the changes of amplitude and time course of test flash responses in course of dark adaptation.
(C) shows amplitude (refers to the left y-axis) and time to peak (refers to the right y-axis) of flash responses
during dark adaptation. (D) shows changes of the summation time of the flash response during the adaptation.
Flash duration 2 ms, intensity 0.7 photon mm~2 per flash. Light-adapting background illumination of 40 s dura-

2

tion, intensity 30 photons mm~2s~!. Average of 9 scans, Gauss-filtered with 50-ms window.

¢oHa OTBETHI HA BCTIBIIIKN OTCYTCTBYIOT, TaK KaK YYBCTBUTEJIBHOCTh K HUM TTOAaBJIcHA.
[Tocne BoIKTIOYEHMST (hoHA (DOTOTOK BO3BpAILlACTCS K TEMHOBOMY YPOBHIO TPUMEPHO IO
SKCITOHEHTE ¢ TIOCTOSTHHOM BpeMeHM oKoJIo 6 c. [To Mepe BoccTaHOBJICHUST TEMHOBOTO TOKA
rpaiyajbHO BOCCTAHABIMBAIOTCS M OTBETHI HA BCIBIIIKK. OMHAKO Y B MOMEHT (hOpMaTTbHO
MOJIHOTO BOCCTAHOBJIEHISI TEMHOBOTI'O TOKA (IIOCTIDKEHMSI TEMHOBOIO COCTOSTHHMST) uepes 25 ¢
1ocJie BBIKIIIOYeHUs (POHa aMITIMTYIa OTBETAa Ha BCIIBIIIKY COCTABIISIET TOJIBKO IMTPUMEPHO
MOJIOBUHY OT UCXOIHOM TEMHOAAAIITUPOBAHHOM (BCIIBIIIKA 4 Ha TTaHesIX puc. 24, B). Ilom-
HOE BOCCTAaHOBJIEHME YYyBCTBUTEJIbHOCTU HE JIOCTUTAETCs Jaxke uyepe3 MOJTOPbl MUHYThI
TEeMHOBO afarnTaiuu (CpaBHUTE OTBEThI HAa BCbIIKY [ 1 14 Ha puc. 24, B).
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Ha nmanenu B puc. 2 moka3aHbl U3MEHEHUsI OTBETOB Ha BCHBIIIKU B XON€ aJanTallvM.
ITanens C puc. 2 moKa3bIBacT U3MEHEHNE aMIUIATYIBI OTBeTa (KPYKKM) ¥ BpeMeHU OO0 K-
Ka (TpeyroJbHUKN) B 3aBUCUMOCTH OT BPEMEHH IOCJIC BHIKJITIOUEHUST afallTUPYIOIIEro CTH-
mysia. O6e 3aBUCHMMOCTH YIAETCSl YIOBJIETBOPUTEIBLHO aIllPOKCUMHUPOBATH OJHO3KCITO-
HEHIIMAJIbHBIMU (DYHKIMSIMU C OJIM3KUMU TTOCTOSTHHBIMU BpEMEHHU (ILITPUXOBbIE KPUBHIE).

Puc. 2 neMOHCTpUpPYET U3MEHEeHHUE YYBCTBUTEILHOCTH KJIETKA K KOPOTKHUM BCITBIIII-
Kam cBeta. OJTHAKO MPU €CTECTBEHHBIX YCIOBUSX HAOIONEHUSI UBMEHEHUE OCBEIIEHHO-
CTU B KaXIOH TOYKE CeTYATKH MOXET COOTBETCTBOBAThH MOCTATOYHO MJIWUTEIbHBIM IO
BPEMEHM U3MEHEHMSIM MHTEHCUBHOCTHU. [103TOMY MBI TaK:Ke MPOBEIU SKCIIEPUMEHTHI C
HCITOJIb30BaHUEM TECTUPYIOIIMX CTUMYJIOB B BUAE CBETOBBIX CTUMYJIOB JUTUTEIHLHOCTBIO
2 ¢ (puc. 3). I1pu Takoit ctumynssunu 3P@eKT “aganTalMoOHHON maMsITH” oKazajcs 00-
Jiee BhIpaxkeHHBIM (cM. naHeau C Ha puc. 2 v puc. 3).

MpbI Takke uccienoBav 3(pdOeKT U3MEeHEHUs IMTEIbHOCTU agarThpyloero dhoHa
Ha BOCCTaHOBJICHME YYBCTBUTEIbHOCTU. Ha puc. 44 nBe 3anucu ¢ IJIUTEIbHOCTBIO (hO-
HoBoro ocBelieHus 10 1 40 ¢ cMeIeHBI BIOJIL OCH BPEMEHM TaK, YTO MOMEHT BBIKJTIOUE-
HUs (poHa Ha Kaxmoit KpuBoii coBnanaet ¢ 0. 3amuck mist doHa 10 ¢ cMeleHa 1o BepTH-
KaJIv, YTOOBI YMEHBIIUTD NEePEKPHITHE C 3aIMChIo 111 40-ceKyHIHOro (hoHa M O0JIETYUTh
X cpaBHeHUe. MIHTepecHO, 4To mpu KOopoTKoi (10 ¢) cBeTOBOi aganTaliiu BOCCTAaHOB-
JIeHUe TEMHOBOTO TOKAa HAUMHAETCS C 3a[Iep>XKKOM B HECKOJIBKO CEKYHII TIOCJIe BBIKIIOUE-
HU poHa (cTpenka Ha puc. 4A4). I1pu 40-cexyHIHOI CBETOBOII amaIrTalliii BOCCTAaHOBJIC-
HYE TEMHOBOI'O TOKA HAYMHAETCsI HEMEUIEHHO T10CIe BBIKJIIOUeHUS (DoHa. DTOT (heHOMEH,
HEe MMEIOIINIA MoKa oObsICHeHMsI, ObT OOHapy:keH paHee [7]. HecmoTps Ha 3T0 pasnu-
YyKe, BOCCTAHOBJIEHWE YYBCTBUTEIBHOCTH K BCIIBIIIIKAM Mocjie BbhikatoueHust 10- u 40-ce-
KYHIHOTO (pOHA MPOUCXOIUT IMPAKTUIECKU OOIMHAKOBO (pucC. 4B).

CrnoxHast heHOMEHOJIOTHSI CBETOBOM M TEMHOBOM ananTaiy He UMeeT MOKa OYeBUII-
HOTO OOBSICHEHUSI B paMKaX COBPEMEHHBIX 3HAHUI O KacKane (hOTOTPAaHCAYKIIMU U Tpe-
OyeT majnbHeHIero AeTalbHOTO McclienoBaHus. HekoTopble 0COOGEHHOCTU TOTYIeHHBIX
pe3yabTaToOB, ONHAKO, TO3BOJISIOT MPOBECTU MHTEPIPETALIMIO B TEPMUHAX M3BECTHBIX
MEXaHU3MOB M UX BO3MOXHOTO (DYHKIIMOHAIBHOTO 3HAYCHMSI.

OBCYXIAEHUE PE3VJIBTATOB

Mexanuszmot uzmenenus uyecmeumenbHocmu 6 Xo0e c6emoBoil U MeMHOBOLL adanmauuu

CpaBHeHME OTBETOB Ha KOPOTKYE BCITBIIIIKY CBETa B COCTOSTHUM TEMHOBOM amanTaiiuu
M B XOJIe BOCCTAHOBJICHUSI YyBCTBUTEJbHOCTHU T10CJI€ BBIKJIIOUEHUSI CBETOAAAITUPYIOIIS-
ro ¢hoHa TTOKa3bIBAET, YTO B XOJe ananTalluy KpyTu3Ha ()poHTa OTBETOB HE U3MEHSIETCSI.
HavanbHble y9acTKM BCceX KPUBBIX COBIMAAAIOT, a pa3IMYHasi aMIIMTYIa OTBETOB CBsI3aHa
C U3MEHEHUSIMU IJTUTEJILHOCTU (ha3bl aKTUBAIIMU, T.€. MOMEHTa JOCTUKEHUSI ITUKa U Ha-
Yajia BO3BpaTa K IIpe-CTUMYJILHOMY cocTosHMIO (puc. 2B, C). D10 mpenroaraet, 4To
MPU CBETOBOI1/TEMHOBOI aanTaluy He TTIPOUCXOIUT U3MEHEHUST KO DUILIMEHTa YCUICHUST
B Kackaje, T.e. CKOpOCTU akTuBaLuu B Liernouke R*—T*—PDE*—runponmu3 ul M®. Cseto-
Bas ajanTalusi KOHTPOJIMPYETCs MpolieccaMu, 00eCIIeuMBalOIIMMU YCKOPEHHUE BBIKJTIO-
YeHMsI aKTUBMPOBAHHOI'O KacKanaa. DTO MO3BOISIET (hoTopeLienTopy 3¢ HEeKTUBHO OOMe-
HUBaTh YyBCTBUTEILHOCTh Ha OBICTPONCICTBIE.

TemHoBas amanralysl B 3HAYMTEILHOI Mepe (HO HE MOJHOCTBIO) €CTh OOpalleHe
cBeToBOI amanTtauuu [10]. YBenuyeHue JIUTEILHOCTA OTBETOB Ha BCITBIIIKK MPHU BBIXO-
JIe U3 HACBIIICHUS MapaJlIeIbHO C YBEJTUUEHUEM X aMIUIMTYAbl O3HAYAET, YTO MPU TEM-
HOBOM aganTallii YBeIUMUYMBACTCs BpeMs MHTeTpupoBaHUs doToorBeTa (puc. 2D). Bpe-
Ms$I MHTETPUPOBAaHUS ¢; ONIPenesieTcst Kak

rae 7(f) — GOTOOTBET, Fpp,x — €70 MUKOBOE 3HaUeHUE, a T — MoJHasl JJIUTEJTbHOCTD.
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Puc. 3. BausiHre JUIMTETbHOCTH TECTUPYIOIIETO CTUMYJIa Ha X0 TEMHOBOM aganTaiuu. (4) — TOT 3Ke IMPOTOKOJ,
YTO U Ha PUC. 2, HO BMECTO 2-MWIIUCEKYHIHBIX BCIBILIEK UCIOIb30BAHbI 2-CEKYHIHBIC CTUMYJIbI C MHTEHCUB-
HOCTBIO 8 (hOTOHOB MKM 2 ¢\, AnanTupyiomast (hoHOBasi 3acBeTKa ITUTEIbHOCTHIO 50 ¢, 225 hoToHOB MKM 2 ¢,
OpuHouHasi 3anuck, [aycc-bunprpauus 50 mc. (B) — ¢popma oTBeTOB Ha TecTupylolue cTumysbl. (C) — cpaB-
HEHUE XoJa TEMHOBOM aganTalyuy Py TECTUPOBAHUM KOPOTKMMU BCIBILIKAMU U 2-CEKYHIHBIMU CTUMYJIAMU.
Juana3oH U3MEHEHUsI YyBCTBUTEIbHOCTU K 2-CEKYHIHBIM CTUMYJIaM 3HAYMTEJIbHO LIKUPE, YeM K BCIBIIIKAM,
BCJIEICTBUE U3MEHEHMST BpeMeHU MHTerpupoBaHus (puc. 2, naHenu B, C). CIUIolIHbIe KPUBbIE — OTHO3KCIO-
HEHLMAJIbHbIE alllIPOKCUMAlMU C MPAKTUYECKN OIMHAKOBBIMU MOCTOSIHHBIMU BpeMeHHU (39 ¢ 1Sl CTyIneHeK U
42 ¢ 17151 BCHBIIIEK).

Fig. 3. Effect of the duration of test stimuli on deduced time course of dark adaptation. (4), same stimulus se-
quence as in Fig. 2, but 2-s steps of light are used instead of 2-ms flashes as testing stimuli. Test step intensity was
8 photons um~2s~!. Intensity of adapting 50-s background illumination intensity was 225 photons um~2 s, Sin-
gle record, Gauss-filtered with 50-ms window. (B) shows the shape of responses to test steps. (C). Comparing the
time course of dark adaptation as tested by 2 ms flashes vs. 2 s steps. The extent of change of sensitivity to steps
markedly exceeds that to flashes, evidently due to changing summation time (Fig. 2B, C). Solid lines show single-

exponential approximations of the data. Time constants of the exponentials are virtually identical.

VBenuueHre BpPEMEHU MHTETPUPOBAHUS HOJDKHO MOMOJIHUTEIBHO IOBBIIIATH UYyB-
CTBUTEJILHOCTD K JJIUTEIbHBIM CTUMYJaM (CTylleHbKaM cBeTa). JIeiiCTBUTEILHO, OTBET
Ha 2-CeKyHIHbIe CTUMYJIbI U3MEHSIETCSI B XOJl¢ TEMHOBOI afganTauuu B 6oJjblieii Mepe,
4yeM OTBET Ha BenblKu (puc. 34—C).

CroxuBliieecsl ceifuac IpeacTaBIeHre O MEXaHM3Max CBETOBOI afganTaluy IIPUITAChI-
BaeT U3MEHEHUs YyBCTBUTEJIbHOCTU M CKOPOCTH (DOTOOTBETA KaJIbLIMEBOiI OOpaTHOM CBSI3U
(ctpenku 1—3 Ha puc. 1). O4eBUIHO, YTO CKOPOCTh TAKUX PETYJISILINI ONpeaessieTcsl CKOpPOo-
CThIO CBETOMHIYLIUPOBAHHBIX U3MEHEHUI KOHILIEHTPALlMM CBOOOMIHOTO IIMTOIJIa3MaTh-
yeckoro Ca?*. [penmnonaraercsi, 4YTo 3TH U3MEHEHUST IPUMEPHO COOTBETCTBYIOT KIHE-
TUKE OTBETa Ha BCHBIIIKU W YKJIANbIBAIOTCS B HECKOJBKO ceKyHI [3—8]. MaremaTuue-
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Puc. 4. BivsiHMe ATUTETBHOCTH aIaNITUPYIOLIEH 3aCBETKY Ha BOCCTAHOBJIEHUE YYBCTBUTEJILHOCTU B XOJIE TEM-
HOBOI1 anantauuu. (4) — ABe 3alKCU C ONMHAKOBOW MHTEHCUBHOCTBIO TECTUPYIOIIMX BCIBILLIEK U aalnTUPYIO-
mero ¢oHa. JAnurenbHOCTh oHOBBIX 3acBeToK 10 1 40 ¢. 3anucy CIBUHYTHI BIOJIbL OC BPEMEHU TaK, YTOOBI
MOMEHTHI BhIKJTIOUeHUsI hoHa mpuxonminch Ha 0 c. Kpusas mist 10-cekyHnHO# (pOHOBOI 3aCBETKM JOTIOTHU-
TEJIBHO CIBUHYTA BEPTUKAJIBHO [UISI MEHbBILETO TIEPeKPBITUS ¢ KpuBoit st 40 ¢ dona. CTpenika y KpUBOii 1uist
10-cexyHnHO# (HDOHOBOII 3aCBETKM YKa3bIBaeT Ha 3alepXKKy Hauala BOCCTAHOBJIEHUSI TEMHOBOTO TOKa TOCIE
BeIKITIOUeHUsI hoHa. [1pu 40-cexyHnHOI (POHOBOIT 3acBeTKe TaKOt 3aepXKKK HeT. (B) — BOCCTaHOBJIEHUE YYyB-
CTBUTEJILHOCTH Mociie ananTtauuu K 10- 1 40-cekyHIHbIM (POHOBBIM 3aCBETKaM MPOUCXOIUT O CXOIHOM KHUHE-
tke. MoHoBas 3acBeTKa 225 PoTOHOB MKM 2 ¢!, Bembika 2 mc, 0.88 (DOTOHOB MKM 2 3a BCIIBILIKY, YCPETHE-
Hue 10 3anuceit, [aycc-bunbrparmus 50 mc.

Fig. 4. Effect of the duration of the adapting steps on recovery of sensitivity during dark adaptation. (4), two re-
cords with identical adapting and testing intensities, but with the adapting durations of 10 s and 40 s. The records
are shifted along the time axis to place the background turn-off at 0 s. 10-s background curve is additionally shifted
vertically to reduce curves’ overlap. Arrow at the 10-s background curve points to a few-second delay between the
background turn-off and the start of the recovery of the dark current. The delay is absent at 40-s background. (B).
After either 10-s or 40-s light adaptation, the recovery of sensitivity follows the same time courses. Steps of
225 photons um~2 s~ Test flash duration 2 ms, intensity 0.88 photons (m~2 per flash. Average of 10 scans,
Gauss-filtered with 50-ms window.

CKHE MOJIEJIN BO30OY:KICHMSI 1 afalTalliy, ITOCTPOSHHEBIE HA OCHOBE 3TUX COOOpaXKeHUIA,
XOPOILIO ONMUCHIBAIOT KCIEPUMEHTAIbHbIE OTBETHI Ha BCIBIIKM [8, 11—13]. Onucanue
OTBETOB MaJIOYKM Ha OeNCTBUE IIUTEIbHBIX (IECITKN CEKYHI) CTUMYJIOB MEHEe YIOBIIE-
TBOPUTEJILHO M TpeOyeT BBeleHUsl ad hoc NOIOJHUTEILHBIX MEXaHU3MOB, BO3MOXHO,

KOHTposmpyeMbIX He Ca’", a IpyrMM TocpeIHMKaMHI CO CIIEHHAIBHO CKOHCTPYUPOBaH-
Hoii kuHeTukoit [14]. Kpome Toro, skcrnepuMeHTaJIbHO OOHApPY>KEHO, UTO CYIIEeCTBYET
MenJieHHas a3a peryJMpoBKU YyBCTBUTEILHOCTH MPU CBETOBOM amanTaluv, MeXaHU3M
KOTOpoii He naeHTuGUIMPoBaH [7]. MbI Tak:Ke IToKa3ajil, YTO B XOIe CBETOBOII amarira-
LM PETYIMPYETCSI BPEMSI XKU3HU aKTUBMPOBaHHON PJID — MeXxaHU3M, TaKXKe HE BKIIIO-
YEHHBIN B CYIIECTBYIOIIYIO cXeMy (IITPUXOBas CTpeJIKa C BOIIPOCUTEIbHBIM 3HAKOM Ha
puc. 1) [8].
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Haimum HoBble pe3ynbTaThl JOMOJIHUTEILHO YCIOXKHSIOT MPooieMy. Mbl OKa3bIBaeM,
qro 4yepe3 20—25 ¢ mociie BRIKJITIOUEHUS aallTUPYIONIeil 3acBeTKU TOK (hoTOopelierTopa
BO3BpalllacTcsI K TeMHOBOMY ypoBHIO (puc. 24). B cymecrBylomieit cxeme (puc. 1) ato
OJIKHO COOTBETCTBOBATh BOCCTAHOBIICHUIO “TEMHOBOI” KOHIIEHTPALI Ca?™u BO3Bpa-
IIEHUIO BCeX KOMIOHEHTOB KacKaga B TEMHOAIAIITUPOBAHHOE COCTOsIHME. B meiicTBu-
TEIbHOCTU YyBCTBUTEIBHOCTD ITAJIOYKN OCTAeTCSI MOHIDKEHHOI, a KWHETHUKA OTBETa Cy-
IIIECTBEHHO YCKOPEHHOM ellle B TeueHue 0ojiee MUHYTHI TIPU COXpaHEHUU CTaOUJILHOIO
TeMHOBOTO ToKa (puc. 2—4). Mbl Ha3zBau 3TOT 3hdheKT “amanTallMoOHHON MaMsThio”.
AnanTtallMOHHasl ITaMSTh IPEANojaraeT CyIIeCTBOBAaHUE JIMTEJbHONH MomuduKalu
KOMITOHEHTOB (DOTOTPaHCIYKLIMOHHOTO KacKana, BO3MOXKHO, 3aBucsLieii He ot Ca2™, a,
HarpuMep, oT pochopMIMpoBaHUS KaKUX-TO 0e1KoB. MimeHTnduKkanmus 3TUX MUIIEHER
M YYaCTBYIOIIMX ITOCPEIHUKOB JTOJDKHA OBITh 3aadueil TaJlbHelIIeil paboThI.

Aaanmauuomtaﬂ namamo u nOCAe008amMeNbHbIE 06pa3b1

IMocnenoBaTtenbHbie 0OO0pa3bl BO3HUKAIOT MOC/E AEHCTBUSI HA CETYATKY MHTEHCHUBHBIX
JIOKQJIbHBIX CTUMYJIOB. BBIKJTIOUEHME TAKOTO MHIYLUPYIOIIETO CTUMYJIa OCTABJISIET CBET-
JIo€ TISITHO, KOTOPOE MOCTENEHHO 3aTyXaeT U B KOHLIE KOHIIOB UCYE3aeT — MOJIOKUTENb-
HBIM MocenoBaTebHbIN 00pa3. [1py HATMYMK CTAallMOHAPHOTO OCBEIIEHUSI JOCTAaTOYHO
OOILIMPHOIT 00JIACTU 3PUTETBHOTO TI0JIsI, 32 3aTyXaHUEM TOJ0XUTEJIbHOTO 00pa3a BO3HU-
KaeT OTpUILATeNIbHBbIN 00pa3 — TeMHOE MATHO Ha cBeTyioM ¢oHe. [Ipu axpomaTnueckom
JIOKQJIbHOM CTUMYJIE €ro MOocjen0oBaTeIbHbIN 00pa3 Takxke axpoMatuieH. [1pu iBeTHOM
OCBELLIEHUY MOJIOXUTEIbHBINA 00pa3 UMEET TOT XK€ LIBET, YTO U MHAYLMPYIOLIUN CTUMYJI,
a OTpMlaTeJIbHbIA 00pa3 — MOMOJHMUTEIbHBIA K HeMy (Iapbl 3eJeHbIM—ITYypIypPHBI,
KpaCHBbIN—1IMaH, XeATHIA—CUHUI).

B camom 00111eM CMBICJIE, OCHOBA MOCJIEN0BATEIBHBIX 00pPa30B TOCTATOYHO OYEBUIHA.
Bo30yxxneHre Ha HEKOTOPBIX YPOBHSIX 3PUTEJIbHOUW CUCTEMbI HE MCue3aeT MTHOBEHHO
TocCJe BBIKITIOUEHUSI MHAYLIMPYIOIIEro CTUMYJIA, a 3aTyXaeT MOCTeNIEHHO, CO3aBasi 1MoJio-
KUTEJbHBIN TI0CIen0oBaTeNIbHbIN o0pa3. C apyroit CTOpOHBI, UHAYIUPYIOIIUN CTUMYJ
BBI3bIBACT JIOKAJIbHYIO CBETOBYIO alalTallhl0, CHUXKAasi YyBCTBUTEIbHOCTb cucTeMbl. [1o-
3TOMY MPU HAJIMYUU CBETJIOTO OKpyXKaroliero (oHa CTUMYJIMPOBaHHAsI 00JaCTh BBITJIS-
JIUT TEMHOM (OTpULIATEJIBHBIN 00pa3).

WccnenoBaHue CBOWCTB TMOC/ENOBAaTEIbHBIX 00pa30B U MEXaHU3MOB UX TeHepaluu
nuMeeT OoJiee YeM BEKOBYIO MCTOpUIO. M3BECTHO, UTO MCTOYHUKOM TIOCJIeTIOBATEIbHBIX
00pa3oB ciyxuT nepudepusi. Eciam akcriepuMeHTaIbHO OJI0KMPOBaTh Mepenady CUrHauia
U3 IJ1a3a B MO3T Ha BpeMsl JeUCTBUS MHIYLMPYIOILIETO CTUMYJa, a TIOTOM €€ BOCCTaHO-
BUTh, MOCJIENOBATEIbHBII 00pa3 Bce paBHO Bo3HMKaeT [15]. C mpyroit ctopoHsl, B ¢hop-
MUPOBAaHUU CYOBEKTUBHOTO BOCTIPUSITUSI MOCJIENOBATEILHOIO oOpa3a (LIBET, BPEMEHHOI
XOJI, 3aBUCMMOCTb OT OKPY>KEHMSI 1 T.11.) OOJIBIIYIO POJIb UTPAIOT LIEHTPAJIbHbIE MEXaHU3MBI.
Taxk, Hanpumep, TocyenoBaTeIbHbIe 00pa3bl UyBCTBUTEbHBI K KOHTEKCTHOMY OKpYKe-
HUIO B 3pUTEJILHOM T10JI€, B YACTHOCTU, K HAJTMUUIO OTYETIUBBIX KOHTYPOB Y UHAYLIUPY-
fo1mx cTumMysioB [16, 17]. TIpu paboTte co CTUMyJIaMU B BUIE MO3aWYHBIX MHOTOLIBETHO
OKpallleHHbIX MOBepXHOCTel (KapTuH MoHIpUaHa) IocjienoBaTe/bHble 00pa3bl, KaK U
peaibHble OOBEKThI, TEMOHCTPUPYIOT KOHCTAHTHOCTb BOCIIPUMHUMAEMOTO 11BE€Ta B 3HA-
YUTETbHON Mepe HE3aBUCUMO OT CIIEKTPaIbHOTO cOCTaBa ocBelieHus [18].

Tem He MeHee, BOIIPOC 00 MCTOYHUKAX TTOCIIEIOBAaTEeIbHBIX 00pa30B B IJ1a3y OCTaeTCs
HepeleHHBIM. DTO MOIJIM ObI OBITh caMU (hOTOPEIIETITOPHBIC KIETKU, KOTOPHIE TTPOIOJI-
>Kajii Obl CUTHAJIM3UPOBATh HEKOTOPOE BPeMsI IOCJIe BHIKJIIOUEHUS CBETa, U boJiee -
TEJIbHO COXPaHSITh MTOHWXXEHHYIO UyBCTBUTEJIbHOCTh U3-3a aAalTAllMOHHOM MaMsITU. DTO
MoOTJi1 Obl OBITh U HEMPOHHBIC CETU BHYTPEHHE CEeTYaTKU, €CIM Obl BO30YKIEHUE B HUX
MONIEPKUBAJIOCH U TOCJIE BBIKJIIOUEHUS CBETA, a aJlafTallMOHHbIE MEPECTPOMKU CoXpa-
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HSIJTUCh JOCTATOYHO JI0JIToe BpeMsl. PazymeeTcsl, 3TU IBe TMIOTE3bl HE UCKIIIOYAIOT APYT
npyra [19, 20].

Haim pe3yabTarhl TOKa3bIBalOT, YTO HEOOXOAMMBIE TSI TTOCeI0BaTEIbHBIX 00pa3oB
CBOICTBa OOHAPYKMBAIOTCS YK€ Ha CaMOM TIEpBOM YPOBHE — B BBIXOJIHBIX CUTHaJIaX (ho-
TopeuenTopoB. Maest o Tom, 4To nocienoBarebHble 00pa3bl BHI3BIBAIOTCS 00ECIIBEUMBaA-
HHUEM pOIOIICWHA, ObLIa BhICKa3aHa yxe maBHO [21—23]. PasymeeTcs, 3To0 0e3yCI0BHO
MPaBUJIbHO, MOCKOJbKY MEPBUYHBIM UCTOYHUKOM 3PUTEJIBHOTO CUTHAJIA SIBJISIETCS T0-
TJIOIIEHUE CBETa 3pUTEIbHBIM MUTMEHTOM. B paHHUX paboTax B OCHOBHOM He crieludu-
LIMPOBAJIOCh, KAKUM 00pa3oM oOecliBeurMBaHMe MMUTMEHTA BbI3bIBACT MOC/IEA0BATEeIbHbII
o0pa3, KOHEYHO, M3-3a OTCYTCTBUSI KOHKPETHBIX OMOXUMHUYECKUX Y (PU3MOTOTMIECKUX
3HaHUI1 0 pabore Kackana dhororpaHcayKiiuu. CoBpeMeHHbBIN YPOBEHb MCCIIETIOBAHHO-
CTM KackKajia MO3BOJISIET JOCTATOUYHO HAMEXHO MAESHTU(hUILIMPOBATh MOJIEKYJISIDHBIE Me-
XaHU3MBbI, OTBETCTBEHHBIE 3a 3aTyXaloIIyl0 CUTHAIM3AIMIO (MOJI0XKUTEIbHBINA 00pa3) u
M3MEHEHNE YyBCTBUTEJIILHOCTU (poTopenienTopa (oTpulaTeIbHbIi 00pa3s).

Tlpexne Bcero, MorjollleHUEe KBaHTa CBETa BbI3bIBAET CEPUIO peakliuii akTMBaLUU, a
3aTeM WHAKTMBAallUM CUTHAJIBHOTO KackKajaa, KOTOphbIe B MaJOUKax JISITYIIKM UMEIOT Xa-
pakTepHbIe BpeMeHa ot 1 10 5 ¢. B pe3ynbTraTe BhIxogHOI curHai potoperientopa (poto-
TOK WJIM MEMOpPaHHBII MOTEHIIMAal B CUHANTUYECKOi 00JIaCTM) B OTBET Ha KOPOTKYIO
BCITBIIIKY CBETa UMEET BUJ BOJHBI CO BpEMEHEM 3aTyxaHUs oKoJio 5 c. [Ipu yBennueHuun
WHTEHCUBHOCTU CTUMYJIa aMIUIMTYa OTBETA rpaayajbHO YBEJINYUBAETCS, a 3aTEM HAChI-
maeTrcsi. Bpemst HaxoxaeHusl B HachIIlleHUH MoxeT gocturath 30—50 ¢ 1 onpenessieTcs B
OCHOBHOM KMHETUKOI BBIKJIIOYEHUSI CBETOAKTUBUPOBAHHOTO poaoncuHa [10]. BaxHo
OTMETUTh, YTO TaKUE JUIUTEIbHBIE OTBETHI IOCTUTAIOTCSI TTIPU MHTEHCUBHOCTSIX CTUMYJIA,
obecupeunBaromumx okojao 10000 MoJieKys1 MUrMeHTa Ha IMajouky, T.e. MeHbie 0.001%
HaJU4HOTO pomoricuHa. [ToaToMy obGeciiBeunBaHUe KaK TaKOBOe (MOTEPsI POAOTICUHA)
MPeHeOPEeXXMMO U HE MOXKET ObITh PUYMHON MOHUKEHUST YyBCTBUTEIbHOCTU TOCTIE UH-
NYKLWU MMOCJe10BaTeIbHOrO 00pasa.

TToxazaHo, 4To AanbHeiilllee yBeTUYeHUE UHTEHCUBHOCTU CTUMYJIa Pe3KO 3aMeJIsieT
BBIXOJI MAJIOUKKM M3 HACBIIIEHUS 1 MOCJIeaylolllee BOCCTaHOBIEHUE TeMHOBOro Toka [10].
IMpu obecuBeunBanuu ~0.5% pomorncuHa, Mo-MpexXHeMY MPeHeOPEKMMOM B OTHOILIIE-
HUM CHUKEHUS TTOTJIOIIEHUSI, BBIXOJI M3 HACKIIIIEHWSI HAUMHAETCS Yepe3 S MUH, a TOJIHOe
BOCCTaHOBJIEHME TEMHOBOTO TOKa 3aHUMaeT 0oJbiine 20 MuH. MenjieHHOCTbh BOCCTAHOB-
JIEHUSI CBsI3aHA C HAKOTUJIEHUWEM U MOCJEAYIOIIMM PACIIaloM MPOMEKYTOUHBIX TPOAYKTOB
¢doTonm3a, KOTOphIE C HU3KOI BEPOSITHOCTHIO BO30YKIAOT KacKaa (pOTOTpaHCIYKIIUU.
HakoHell, BocCTaHOBJIEHUE YYBCTBUTEJIBHOCTH IOCJE 3HAYUTENBHOTO (IECATKU IpO-
LIEHTOB) O0ECIIBEUMBAHMSI POJOIICHHA (MOJTHASI TEeMHOBAs afarTalusi) TpeOyeT pereHe-
panuy 06eCIIBEUEHHOTO POIOTICMHA U Y YeJIOBeKa 3aHUMAaeT OOoJIblile Yaca.

Takum o6pa3om, TeMHOBas afanTaliusl IMajoyek, B 3aBUCUMOCTH OT YPOBHSI 00ecIIBe-
YyuBaHUSI, OOecCleYMBaeTCs OBYMsSI TpyIIiaMu MexaHu3MoB. breicTpas (“Omoxummye-
ckas”) ¢aza co3mgaeTcs TEMU Ke IPOoILeCCaMU BEIKIIIOUEeHMS KacKana (hOTOTPaHCIYKIINN,
4TO (POPMUPYIOT KUHETUKY OTBETA Ha KOPOTKME CTUMYJIbI YMepeHHOM sipkocTH (docdo-
PWIMPOBaHUE POIOTICHMHA, BBHIK/IIOUEHUE aKTUBMpoBaHHOI PJID, akTuBanus ryaHuIaT-
uukiiassl 1 1l M@-ynpasisieMbIX KaHaIoB). Pe3koe 3ameiieHre ananTaluy Py BBICOKUX
obecuBeueHUIX (“hoToxmMmmueckass” ¢asza) cBsg3aHa C mMOTepeil poAOIICHMHA Y HAKOILIE-
HHUEM ero (POTOIIPOMYKTOB, MIUTEIBHO cTUMYyIMpyoomux Kackazd [10]. OueBumHO, 4TO
TMPY pa3TUYHBIX YPOBHSAX 00ECIIBEUMBAHUS MOXET U3MEHSIThCS BKJa/ TepudepruaecKmnx
(boTopenieniTopsl) U LIEHTPATbHBIX (HEPOHHBIE CETU CETYATKU U 3PUTEIBHBIX LIEHTPOB
MO3ra) MEXaHM3MOB B reHepalluio U BOCIIPUSITUE ITOCIea0BaTeIbHbIX 00pa3oB. I1oaTomy
peaIbHOTO TIPOTUBOPEUUST MeXKIY (POTOXMMUUECKON U HEpBHOI Teopueil BOSHUKHOBE-
HUS TIOCJIeIOBaTEIbHBIX 00pa30B, BEPOSITHO, HET.

B Halmx sKCIiepMMeHTaX MCIOJIb30BalUCh YMEPEHHbIe MHTEHCUBHOCTU CTUMYJIOB,
HaxoJsIuecs B rpenesiax omoxuMmudeckoi dasnl ananraiyuu. CooTBETCTBEHHO, BOCCTa-
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HOBJIEHME TEMHOBOTO TOKa MOCJE BBIKJIIOUEHUS afanTupylollero goHa (3aryxaHue no-
JIOKUTEJIBHOTO MOCJIEN0BAaTEIbHOTO 00pa3a) MPOUCXOAUT JOCTATOUYHO OBICTPO U COOT-
BETCTBYET BBIKITIOUCHUIO aKTUBUPOBAHHBIX KOMIIOHEHTOB Kackana (pomoricuHa u OJ139).
B pamkax umerouieiics cxemsl (puc. 1), MOJTHOE BOCCTAHOBJIEHUE TEMHOBOTO TOKA TOKHO
03HayaTh IOJHOE BO3BpaLlEHUE KOMIIOHEHTOB Kackaja B MCXOLHOE TEMHOBOE COCTOSI-
Hue. Mbl, 0OQHaKO, MOKa3blBaeM, 4YTO I0OCJIE BO3BpaTa TOKa K TEMHOBOMY YPOBHIO UyB-
CTBUTEJILHOCTD MAJIOUKU OCTAETCsI TOHWXKEHHOH B TeueHue 1—2 MuH (puc. 2—4). YyBcTBU-
TEJIbHOCTbD MOJABJIEHa B PE3YyJIbTaTe MEIJIEHHO 00PaTUMBIX ITPOLIECCOB, YCKOPSIOIIUX BbI-
KJIIOYeHHME aKTMBUPOBAaHHOIO KackaJa Ha CBeTy (aganTalMOHHON  MaMsITH).
ApnanTanMoHHas aMsITb MOXET OTBeYaTh 32 BOSHUKHOBEHUE OTPULIATEIbHBIX MTOCIE10BA-
TEJIbHBIX 00pa30B.

NCTOYHUK ®PMHAHCHUPOBAHUWSA
PaGora BBITTOIHEHA B paMKax rocyaapcTBeHHoro 3amnanust Ne 075-00776-19-02.
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Light Adaptation of Retinal Rods, Adaptation Memory and Afterimages
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The GPCR signaling cascade in the retinal photoreceptor cells, rods and cones, provides
high signal amplification and allows rods to respond reliably to single photons. At the
same time, rods remain operational under light fluxes up to 10° photons per second,
which is supported by a highly efficient system of light adaptation. Light adaptation is
based on negative feedback chains, mainly through changes in the intracellular concen-
tration of CaZ" ions. There are three reliably identified loops of calcium regulation — the
acceleration of quenching of photoactivated rhodopsin, the acceleration of cGMP syn-
thesis by guanylate cyclase, and an increase of cGMP-controlled ion channels’ affinity
to the nucleotide. However, it is known that there are additional one or two highly effec-
tive adaptation mechanisms, one of which regulates the lifetime of activated phosphodi-
esterase; for the second one, the target of regulation is unknown. The messengers of
these regulations also remain unknown. While studying these mechanisms, we discov-
ered a new phenomenon that was not noticed in previous works. We found that the res-
toration of rod’s dark current after turning off the non-saturating adapting light can take
20—30 s. Moreover, after the membrane current formally returns to the dark level, the
sensitivity of the cell to testing stimuli remains reduced for one to two minutes. We called
this phenomenon “adaptation memory”. Adaptation memory resembles the phenome-
nology of the afterimages. The gradual return of the membrane current to the dark level
could correspond to the fading of positive afterimage. Long-term decrease in the sensi-
tivity of photoreceptors to an additional stimulation can create a negative afterimage. As
far as we know, this is the first experimental physiological demonstration of the possibil-
ity of afterimages generation already at the level of single photoreceptors.

Keywords: photoreceptor, rod, light adaptation, calcium feedback, adaptation memory,
afterimages
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B cTathe onrcaHbl CBOMCTBA 3pUTENIBHBIX TMTMEHTOB Y HECKOJIBLKUX BUIOB PhIO, 00J1ana-
IOIIMX YHUKATbHBIM (DU3UOJIOTMYECKUM MEXaHM3MOM M3MEHEHHUsI OKPACKM POTOBUIIbI B
3aBUCUMOCTU OT YpPOBHSI OCBelleHHOCTU. C MOMOIIBI0 MUKPOCHEKTPODOTOMETPUU
st 6yporo teprnyra Hexagrammos octogrammus U TISITA BUIOB pbIO oTpsiaa Tetraodon-
tiformes (pbIObI-byTy, UTJIOOPIOXU U AP.) MOJTYYEHBI CIIEKTPbI MOMIOLIEHUS] 3pUTENb-
HBIX MUTMEHTOB U CMEKTPaJIbHbIE XapaKTePUCTUKU POTOBULIBL. Y BceX BUIOB (hoTope-
LIENITOPbI CETYATKU CONEpXKaJlu cMech poporcuHa (Al) u nopduporicuHa (A2) B pas-
HbIX nponopuusix oT 0 1o 100%. CMellieHUe CMEKTPAIbHOTO MOTJIOIICHUST ABORHBIX
KOJIOOUYEK B JUIMHHOBOJIHOBYIO 00JIaCTh CIIEKTpa y phlO-(yTy Mo CpaBHEHUIO C 0OJIb-
LIIUHCTBOM JIPYTUX MOPCKUX MEJIKOBOIHBIX PbIO CBA3aHO, MO-BUAMMOMY, C HAJTUYUEM
JKEJITO-OPaHXEBbIX KaPOTUHOUAHBIX MEPEeMEHHbIX (DUJIBTPOB POTOBUIIbI. DKCIEPU-
MEHTBI C KOJIGOUKaMU B 6ECXJIOPHOI cpelie BBISIBUIN CMELIECHHE Ay, . HAPYKHBIX 4Jie-
HUKOB JIBOMHBIX KOJIOOUYEK B CTOPOHY KOPOTKUX UIMH BOJH (MOHOXPOMHBIH 2ddeKT),
YTO ITO3BOJISIET MPEAITOIOXUTh MPUCYTCTBUE OOTHOTO IMUrMeHTa [LWS-Tumna y peio-gyry
(Ayaxe = A2_567 um) 1 1Byx LWS-TIMrMeHTOB y Tepryra (A, = A2_625 u Al_560 Hm).

Kntoueswie crosa: puiobl, Tetraodontidae, Hexagrammos octogrammus, MUKPOCIIEKTPOGhO-
TOMETPUSI, 3pUTEIbHbIC TUTMEHTHI, MIOHOXPOMHBI 3 deKT, hU3noaornyecKas agarn-
TaLusi, OKpacka POTOBULIbI

DOI: 10.31857/50869813920040032

CeHCOpHBIE CHUCTeMBbI PHIO NEMOHCTPUPYIOT BHeYaTJISOlIee OOraTCTBO PEIICHMIA,
obecrneyrnBamIINX BbDKMBAHUE M BBOJIOLMOHHBINA YCIIEX 3TOro Kjacca MO3BOHOYHBIX
KUBOTHBIX. [IpeCHOBOIHBIE 1 MOPCKME PbIObI TPANUILIMOHHO HCITOJB3YIOTCS B KAU€CTBE
MHOTOYMCJIEHHBIX TTPUMEPOB U IKCMEPUMEHTAIBHBIX MOJIEJIei Mpu U3ydeHuu Mopdo-
GbU3MOIOrNYecKuX U OMOXUMUYECKUX anarnTaluil, B TOM YUCJIE U B UCCIEIOBaHUSX
aJanTUBHBIX CBOMCTB 3pUTEJIbHOM CUCTEMBI Ha Pa3HbIX YPOBHSIX opraHu3auuu [1].

B 3putenbHoOil cuctemMe pbid ObLIM OOHAPYXKEHBI pa3HOOOpPa3HbIe, B TOM YMCJIe — YHU-
KaJIbHbI€ MEXaHU3MbI, PETYJIMPYIOIINE KOJUYECTBO U CHEKTpalbHbI COCTaB CBeTa, MO~
MaaarolIero Ha ceTyaTky 1iasa [2]. Cpenyu HUX U3MeHsieMasi OKpacka pOTrOBUIIbI, BIIEPBbHIE
OIMCaHHasl y MOPCKOI pbIObI, Oyporo tepriyra Hexagrammos octogrammus [3]. IameHeHue
OKpacKU POTOBUIIBI OOPATUMO, PETYJIMPYETCSI YPOBHEM OCBEIIIEHHOCTU OKPYXalollleii cpe-
IIbl ¥ B AMANa30He OT MAaKCUMAaJIbHOM 10 MAKCUMAJIbHOM TJIOTHOCTU 3aHMMaeT oT 1 10 1.5 4
[3, 4]. OHO sgBisieTCsl CAEACTBMEM MUTPALIMM XKEIAThIX U OpPaHXEBbIX KapOTMHOMIHBIX
MUTMEHTOB B CIEIMAIM3UPOBAHHBIX XpoMaTtodopax, Tejaa KOTOPbIX PaCIlONOXEHbI 10
nepudeprun pOroBUIILI, a JUIMHHEIE OTPOCTKY ITEPEKPHIBAIOT €€ LIEHTPAIbHYIO 30HY [5—S].
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Hekoropeie Bunbl Tepryroeix (Hexagrammidae) MMeloT B COCTOSSHUM CBETOBOMA
ajanTaluy, IMO-BUAUMOMY, HaubOoJiee ONTUYECKU TUIOTHBIE POTOBUYHBIC (DUIBTPHI.
Kpome Toro, y omHOro u3 HuX, Oyporo Tepryra, KoJ0OYKHU cofiepKaT HauboJiee JITMHHO-
BOJIHOBBIE 3pUTEIbHbIE TUTMEHTBI, U3BECTHBIE JJISI MOPCKUX PbIO, comepKallue B Kaue-
ctBe xpoModopa 3-aeruapopetuHais [9, 10]. [Iiss murMeHTOB Tepryra XapakTepHO He-
OOBIYHOE TTOBEIECHME: COCTaB CMeCel pOIOIICMHA U MopduporcruHa B oTopeenTopax
BCEX TUIIOB CITOCOOEH MEHSIThCSI B 3aBUCMMOCTU OT MPOJOJLKUTEIbHOCTA HENpPepbIBHOM
CBETOBOI1 WJIM TEMHOBOM afanTtaiuu (HECKOJbKO He/le)Ib): Ha CBETY B ceTyaTKe Mnpeobiana-
et nopduporcuH (A2), a B reMHOTe — pofornicuH (Al). CiaemnyeT OTMETUTh, YTO 3TH U3Me-
HEHUS y TepIyra IIPOTUBOIOJIOXHEI OOBIYHO HaOIIOOaeMbIM Y IpyTuX BUAOB phIo [10, 25].
‘YKazaHHbIe CBOMCTBA 3pUTENIbHON CUCTEMBI JeIal0T TEPIYTOB 0COO0 MHTEPECHBIMU 00b-
eKTaMU JJIs1 UCCIIeIOBAaHUS CTPYKTYPbl POTOBMIIbI, PA3JIMUHBIX aCMEKTOB (hU3MNOJOTnYe-
CKOI1 peryisiiiiu poroBUYHbIX XxpoMaTodopos [4, 5, 11, 12], 1 CBOMCTB 3pUTEJIbHBIX MUT-
MeHTOB [9, 13].

CKpMHUHT Ha HAJIMYME MEXaHU3Ma MEPEMEHHOI OKPAaCKU POTOBUIILI CPEIU PBIO Ipy-
THX CEMEICTB BBISIBUJI €TO €l1lle Y HECKOJIBKUX JIECATKOB BUAOB. Hanbonee NHTEHCUBHBIE
JKEJITO-OpaHXeBble M3MeHsieMble (WIBTPbl POTOBUIIBI (KPOME TEpPHIYroB) MMEET Dsifl
npencraButelieii cemeiictB Tetraodontidae (peiObI-dyry, uriiodpioxu u ap.), Stichaeidae
u Cottidae [4, 7, 14—18].

BrioJjiHe MOHSITHO, YTO 1IBETHbIC (DUJIBTPHI ONTUKY IJ1a3a, OTpe3asl CYIIeCTBEHHYIO KO-
POTKOBOJTHOBYIO YaCTh BUAMMOTO CMIEKTPa, HEU30EeXKXHO JOJKHbBI BIUSITh Ha PE3YIbTUPY-
IOLIYI0 CIEKTPAIbHYIO YYBCTBUTEJILHOCTh (hoTOpelenTopoB. PaHee Mbl oOHapyXunu,
YTO YeM BbIlIE ONTUYECKAas! MJIOTHOCTh POrOBUYHOro (UIbTpa, TeM Oojiee CMEIIeH B
JUIMHHOBOJIHOBYIO 00J1aCTh CIIEKTpa AUara3oH 3HAaYeHUI MaKCUMYMOB YyBCTBUTEIbHO-
CTU KOJIOOYEK ceTyaTKu y TeprnyroB [13]. OgHako 10 cux mop HesicHa MPUHAIIEKHOCTh
3pUTEJIbHBIX TTUTMEHTOB 3TUX PbIO K OMpeAeIeHHOMY ~MOJIEKYISIPHO-TEHETUYECKOMY
tuy” (LWS, RH2, SWS2, SWSI1 [19]). CBeneHus o crieKTpax 3pUTEIbHBIX TUTMEHTaX
po16 13 otp. Tetraodontiformes, HacuuThIBaromero 6onee 400 BUIOB, OTpaHUYMBAIOTCS
TAHHBIMU O Ay, Y CEMH TPOITMIECKUX BUIOB, 6€3 yKa3aHUsT Ha TUITBI XpPOMOGOPOB U OTI-
cuHoB [18, 20]. Pacmmpenue cnircka BUIOB ¢ U3BECTHBIMU 3PUTEIIbHBIMU ITUTMEHTAMU
TMPEeACTaBJISIET UHTEPEC [JIs1 OLIEHKU TOTO, HACKOJILKO OTMedaeMasl “ToACTpoiiKa” poro-
BUYHOTO U CETYATOYHOTO MEXaHU3MOB YHUBEpPCaJIbHA U XapaKTepHa HE TOJbKO AJISl Tep-
MyTrOB, HO U JJISI APYTUX PBIO, a TAK3KE JIJIsI TOHUMAaHUsI TOr0, KaK1e 3pUTeIbHbIe TUTMEH-
Thl B 9TOM 3aJ1€iiICTBOBAHBI.

M3-3a ype3BbIUailHO KOMITAKTHOTO T'eHOoMa [21] pbIOBI-(yry M UTIJIOOPIOXU IIpel-
CTaBJISIIOT OOJIBIIION MHTEPEC KaK “MoJieIbHbIe” 00BEKThl MOJIEKYISIPHO-TEHETUUECKUX
WUCCJIeIOBAHUN TTO3BOHOYHBIX XXUBOTHBIX MO MHOTUM HallpaBl€HUSIM, BKJtouass Gu-
3MOJIOTUIO aalTaluii U 3BOJIOLMIO 3pUTEJbHBIX MUTMEHTOB [22]. OnHaKo UX CIeK-
TpajJibHbIe CBOMCTBA HEU3BECTHBI JaXke Y BUIOB, JaBHO BBEICHHBIX B JIJAOOPATOPHYIO
akBakynbTypy (Takifugu rubripes 1 TpeCHOBOIHBIE UTJIOOPIOXM ),

OCHOBHOI1 3a1aueit JaHHOTO UCCJIeNOBaHUs ObLIO OIpenesieHUe CIEKTPOB MOTJIoNIe-
HUS U JPYTHUX CBOUCTB 3pUTENIbHBIX TIMTMEHTOB Y MOPCKUX U TIPECHOBOIHBIX TETPAAOH-
ToB (npeacrtaButeneil Tetraodontiformes). B ¢BsI3u ¢ TeM, 4YTO COOTBETCTBUE MEXKAY MO-
JIEKYJIIPHOM CTPYKTYpPOiIl X OTICUMHOB U JTAHHBIMU O CIIEKTPaJIbHOI YyBCTBUTEJIbHOCTU
MOKa He YCTAHOBJICHO, Mbl OLICHUJIM BO3MOXHYIO TTIPUHAJIEXKHOCTh OOHAPY>KEHHBIX 3p1-
TeJIbHBIX MUTMEHTOB K OIpeJe/IEHHBIM MOJICKYJIIDHBIM TUITaM C TIOMOIBIO COMOCTABJIE-
HUS C HEKOTOPBIMU TAHHBIMU JINTEPATYPHI U C TOMOILIBIO MIOHOXPOMHOTO 3 dekra — u3-
MEHEHMUs CIEeKTpa MOIJIOIIEHUsI B Cpelle, JIMIIEHHON MOHOB XJI0pa, XapaKTepHOIo IS
nurmMeHToB LWS-1tuna ¢ oco60ii opranuzaliveii CBSI3M MEXIy OIICMHOM U XpoMOodopoM
[23, 24]. DTOT 3(hheKT TakKe MCHONIB30BAIM IS TTOJYYSHUST TOTOJHUTEIbHBIX CBEIe-
HUi1 0 MpUPO/JIe 3pPUTEbHBIX TUTMEHTOB OypOTro TepIyra, OTJUYAIOIIMXCSI 0COO0M MTTUH-
HOBOJIHOBOIT YyBCTBUTEIBHOCTHIO [9].
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Tabauna 1. MakcHMyMbI CITIEKTPOB MOMJIOLIEHUSI U XPOMOGOPHBI COCTaB 3pUTEIbHBIX TUTMEHTOB
(hOTOPELIETITOPOB ceTYaTKU Oyporo Tepiryra 1 peio oTp. Tetraodontoidei

Table 1. The maximum absorption spectra and the chromophore composition of the visual pigments
of the photoreceptors of the retina of brown rasp and fish neg. Tetraodontoidei

J1BoitHbBIE KOJIOOUKH
Bun Manouxy | OMHOUHbIE Double cones
. n KOJI604YKN
Species Rods Single cones
MW MW_CI™ LW LW_CI™
Bypblit Tepryr 9 - - 543 (15) 523(16) 582 (18) 547(12)
Masked greenling 525 & 562 560 & 625
Hexagrammos octogrammus 0.4/0.6 0.4/0.6
Bypbrii Tepryr 3 502 505 530(22) 520 (21) 565(12) 520 (21)
Hexagrammos octogrammus; 500 & 525 500 & 525 525 & 562 560 & 625
TMocne 1 Mecsiia conepx)xaHust 0.85/0.15* 0.7/0.3* 0.6/0.4 0.8/0.2
B TEMHOTE
Masked greenling after 1 month
of dark adaptation
Takifugu xanthopterus 5 502 A1(33)| 448 A2(31) | 525(54) 525(11) | 567_A2(41)| 550 (11)
520 & 555
0.76/0.24
Takifugu rubripes 2 505 (10) 445 (19) 524 (21) - 567_A2(19) -
502 & 527 | Al_A2-7? 520 & 555
0.78/0.22 0.73/0.27
Takifugu chinensis 1 502_Al1(5) | 445_A2(11) 523 (15) — 566_A2 (16) —
520 & 555
0.84/0.16
Thamnaconus modestus 3 495_Al (4) 409 (17) 486 (16) - 523_A2(12) -
Al1_A2?? 478 & 494
0.46/0.54
Dichotomyctere 2 519_A2 (8) | 463_A2(8) [ 555_A2(21) - 610_A2 (17) -
(Teraodon) fluviatilis
Pao (Tetraodon) leiurus** 6 530_A2 530_A2 570_A2 — 630_A2 —
* [13]. ** [37].
1 — YUCJIO U3YYEHHBIX pbI0; MW — cpeiHEBOJIHOBBIN 1 LW — IJIMHHOBOJHOBBII YJIEHUKU JBOMHBIX KOJIOOUEK;
MW CI™ u LW CI” — To ke camoe B 6ecxiopHoii cpene. KypcuBoM BblaeeHbl MAKCUMYMbI TIOTJIOIICHUST TSI

cMeceit murMeHToB. CyMMa IByX 3HaUeHU I MAaKCMMYyMa YKa3bIBaeT Ha HAJTMYKME CMECH IBYX TUTMEHTOB (POIOT-
cuHa Al u nopduporicuHa A2), 1011 KOTOPbIX MPUBEIEHO HIXE; B CKOOKAaX — KOJIMYECTBO CHSTBIX CIIEKTPOB.
JlaTMHCKME Ha3BaHUSI BUIIOB IIPUBOISTCS 10 COBPEMEHHOI HOMEHKIaType [26].

n is the number of fish studied; MW — medium wave and LW — long wave segments of double cones; MW CI~ and
LW CI are the same in a chlorine-free medium. Italics highlighted absorption maxima for pigment mixtures. The
sum of the two maximum values indicates the presence of a mixture of two pigments (thodopsin Al and porphy-
ropsin A2), the proportions of which are given below; in parentheses is the number of spectra taken.

METOAbI UCCIEJOBAHUA

OObeKTaMM HCCIEA0BAaHUSI OBLIM MOPCKME M TIPECHOBOJHBIC PbIOBI M3 CEMEICTB
Tetraodontidae, Monanacanthidae, Hexagrammidae (ta6u. 1, [26]). [IpeCHOBOIHBIX aK-
BapuUyMHBIX Uria06ptoxoB Dichotomyctere (Tetraodon) fluviatilis u Pao (Tetraodon) leiurus
npuodpeTanu B TOProBoii ceTu. MopcKux peid OTJIaBIUBaIU B Mae—uioJe B 3al. BocTok
(zan. Ilerpa Benukoro, SAlmoHcKoe MOpe) MOHHBIMU JIOBYIIIKAMM WJM CTAaBHOM CETHIO.
DKCIepUMEHTHI ObUIM MTPOBEJEHBI Ha PhIOAX, OTJIOBAEHHBIX HEe O0Jiee YeM 3a HeJeIo 10
OIBITOB, YTOOBI M30€XKaTh U3BECTHOTO BIUSIHUSI JJTUTEJIbHOTO COMEPKAHUST B UHBIX YCJIO-
BUSIX Ha COCTaB 3pUTEJIbHBIX MUTMeHTOB [ 10, 25]. [1epen akcriepyuMeHTaMU MOPCKHUX PbIO
coJiepKaJii B BaHHAX C MPOTOYHOM Bomoii nmpu temmeparype 10—15°C npu ocBelieHUN
ceBeromnogHbiMu ocBetutestMu CIHO-5 (FATO Group, KHP; uBeToBas temmeparypa
6500 K), cyTounblii cBeToBOM pexxuM 12 : 12. OcsenieHHOCTh (0K0J10 6000 1K) KOHTPO-
spoBanu Jiokemetpom FO-116 (Mammnpu6opuHTtopr, Mocksa). JdauTeabHasi TEeMHOBAsT
afganraius (B HEOOXOIMMBIX CiIydyasix 10 OJHOTO Mecsila) AOCTUTajach COAep>KaHUEeM
pbIO B BAHHAX, ITOCTOSTHHO 3aKPBITBIX CBEPXY HEMPO3payHbIM MaTEPUAJIOM.
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Cnermpbl nO2A0ULeHUSA pO2oBULUbL

ITocnie 5—6 4 cBETOBOI amanTauru pbIO 00E€3ABUXKUBAIN, TTOMELIas B pacTBop MS222
(Sigma Co., CIIIA), 3arem nekanuTupoBaiu. st MI3rOTOBJICHUS MperapaTa pOroBUIIbI
PBIO MCMOJIB30BAJIM METOM, OITMCAHHBIN paHee [7]. PoroBully BeIIeIsIM U3 TJ1a3a, IOcie
Yero MoMeniaiy oA IMOKPOBHOE CTEKIIO B HECKOJIBKUX Karliax docdatHoro Gydepa.
CrieKTphl TIPOITyCKaHMUST Ha OTOEIbHBIX Y9acTKaX IEJI0N POTOBUILIBI U3MEPSIIU C TTIOMO-
mpio ciekrpomeTpa USB2000+ (Ocean Optics Co.) [13]. s moaBeneHus: U OTBEASHUS
CBETa UCITOIb30BAIN CBETOBOIBI C AraMeTpoM 0.6 MM M UCTOYHUK C raJIOTeHHOI JIaMITOM
HL-2000 310i1 ke GupMBEIL.

Mukpocnekmpoghomomempus

MeTtonuka MUKPOCHEKTPO(POTOMETPUYECKOIO UCCIeA0BaHUS (POTOPELIETITOPOB CET-
YaTKW TTOAPOOHO M HEOTHOKpATHO Obula omucaHa paHee [27, 28]. s u3aMepeHunit uc-
MOJIb30BaJI MUKPOCIIEKTPODOTOMETP OPUTUHAIBHON KOHCTPYKILIMU [29] ¢ 3anuchlo pe-
3yJAbTaTOB B (haiiIbl HAa TIEpCOHAIBHOM KOMIIbloTepe. PerucrpupoBanu cieKTpbl MOTJIo-
IICHUS Hapy>XKHBIX CETMEHTOB M30JIMPOBAHHBIX (OTOPeenTOPOB (25 pri0, 470 y4TeHHBIX
CIIEKTPOB). 3anucu 00pabaThIBAJIM C MIOMOIIIBIO KOMIIbIOTepHOI ITporpamMmMmbl MSP-PRO,
nepenaHHoi Ham ee aBTopoM B.U. T'osapnosckum (MDDB PAH, Cankr-IletepOypr), u
MIPUHLMITBI pabOTHI KOTOPO# ObLIM omnucaHbl paHee [27]. [Iporpamma annmpoKCUMUPYET
JMaHHBbIE U3MEPEHUI B MPEAIIONOXKEHNU, YTO Pe3yJIbTaT MPEICTaBIIsieT CO00I CynepIio3un-
IO CTIEKTPOB Mapbl TMTMEHTOB B OIpe/e/IEeHHON NTPONOPIUNHT, MOCTPOSHHbBIX U3 OJHOTO
M TOTO K€ OTICHMHA 1 pa3HBIX XpoMO(dopoB — petrHas (Al) mwim 3-mernnpopetuHais (A2).
Takum obOpa3oM ObLIM OIpeneaeHbl COCTaB 3PUTEIbHBIX MUTMEHTOB (Al-pOaONCHUHEI,
A2-1op¢pUpPONCUHBI WM UX CMECh) U CpedHUE BEeJIWYMHbI MaKCMMYMOB ITOTJIOILICHUS
(Myaxe)- CTaHAAPTHOE OTKIOHEHUE Ay VTS BCEX TUIMOB (POTOPELIENITOPOB COCTABIISIIO
2—5 HM.

Hcrnonb3oBanu aBa Buaa MpocThIX pusnonsorndeckux pactsopos (pH 7.2—7.4): onuH —
cta”HaapTHbIN, comepxamuit moHbl Cl~ B popme NaCl B 0ObIYHOIN KOHLIEHTPALIKW IS
MopckuX (0.9%-ubriit vutn 170 MM) v ipecHoBOAHBIX (0.6%-HEbIit) pBIO, a Ipyroi — 6e3
noHoB Cl~, B KOTOPOM MCITIOJIb30Baiach OMAUCTUIIIMpOBaHHas Boaa, u riue NaCl 6b11 3a-
MeHeH Ha NaNOj B Toif ke KoHLeHTpauuu (170 MM). DKcrieprMeHTHI ¢ BIUsIHUEM Oec-
XJIOPHOM Cpeabl MPOBOAMIIN TOJBKO C CETYATKOM MOPCKMX pbIO crycTs 1 4 mocie BbIMa-
YMBAHMS CETYATKU B 3TOM pacTBope npu 2—4°C. [TocKOIbKY M3BECTHO, YTO MOHOXPOM-
HBI 3PP eKT MPosABIISIeTC Ha 3pUTeIbHBIX NUrMeHTax thia LWS [23, 24], ero Hanu4ue
TMIPOBEPSITIOCH TOJIBKO Y IBOMHBIX KOJOOYEK, UMEBIINX Hanbojiee IJIMHHOBOJIHOBBIE TTUT-
MeHTHI. [IpoIoIKUTEeNIBHOCTD KaX/I0TO SKCIIEPUMEHTA C 3aMCSIMU CTIEKTPOB HE MPEBbI-
11asa 2 4, BO BpeMsl KOTOPBIX MOJHOCTbIO COXPaHSLIACh LIEJIOCTHOCTh HAPY>XKHBIX CETMEH-
TOB (POTOPELICTITOPOB.

YcnoBus 3KCNIEPUMEHTOB COOTBETCTBOBAIM MpaBujaM paboOThl ¢ KUBOTHBIMHU, yCTa-
HoBJleHHbIMM KomuTteToMm no 3tuke HalmoHaibHOTO HAyYHOTO LIEHTPAa MOPCKOI OMO-
norun uMm. A.B. ZKupmyHckoro JIBO PAH.

PE3VJIBTATbBI UCCIIEJOBAHUA

Cnexmpbot no2aouweHus poeosuybl U homopeyenmopos
8 00bIMHOM PU3UON0UHECKOM pACmBope

Ilocne comepkaHus ppIO Ha CBETY B TeUSHUE 2 4 ONTUYECKASI TUIOTHOCTh POTOBUIIBI Y
T. xantopterus, Takifugu chinensis v D. fluviatilis nocTuraga MakCMMaJabHO BO3MOXHbBIX
3HavyeHuii ot 0.5 1o 2 yior. enuHuIl (TTOJIHast CBeTOBas amanraius). [lepecyeT CrieKTpoB B
BUE KPUBOI MPOITyCKaHUS CIVIAXKUBAET MaKCUMYMBI, XapaKTepHbIE JJIs1 KAPOTUHOW/IOB,
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1 TTI0Ka3bIBACT, UTO Ha SIPKOM CBETY 3TH POTOBUIIbI MAKCMMAaJIbHO MOIJIONIAIOT CBET OT 40
110 99% B nuanaszoHe 420—500 uMm (puc. 14, D)

VY Bcex McClIenoBaHHBIX 6 BUIOB TETPAJOHTOB MMEIOTCS MHOTOYMCIICHHBIE TOHKUE
(mraMeTpoM MeHee 2 MKM) HaJIOYKM, a TAaKKe OMMHOYHBIC M ABOMHBIE KOIO0OYKMU. Tpu
Mopckux Buaa poaa Takifugu (pbiObI-(yry) MMenan MOYTH OOUHAKOBBIM COCTaB MUTMEH-
TOB, HE3HAUYUTEJLHO pa3InyasiCh JUIIb COCTABOM cMeceit ponoricuHa (Al) u mopdupomn-
cuHa (A2), cyns mo pesyjbTaTaM allpoKCUMalMKU CTaHIAPTHBIMU KPUBBIMU (Tadid. 1;
puc. 1A4). JlaHHbIe 111 OTUMHOYHBIX KOJI00o4eK 7. rubripes He ynajioch TPaKTOBaTh OJHO-
3HAYHO, TI09TOMY MBI TIPUHSLIIH [UTS A, 5, CPEHEE 3HAYCHUE 445 HM MEXITy KpallHUMHU Be-
JIMYMHAMM, COOTBETCTBYIOIIMMU JIMOO POIOIICUHY J1160 nopduponcuny (447—442 um).

3puTenbHbIE TUTMEHTHI ciuHopora Thamnaconus modestus (Monacanthidae) otiinua-
JICh IPYTOil 0COOEHHOCTHIO: BCe TUMBI (hOTOPELIETITOPOB OKa3alnuch 0ojee ’KOPOTKO-
BOJIHOBBIMM” TIO CPaBHEHUWIO C HAWJIEHHBIMU y Npyrux BuaoB. Haubosbliiee 3HaUeHUE
Ayiaxe 3PUTEIBHBIX TTUTMEHTOB CITMHOPOTa 3a(MKCUPOBAHO TSI OHOTO M3 WIEHWKOB
NBOMHBIX KOJIOOUYeK — Bcero 523 HM (tabu. 1; puc. 1C). [TurMeHTHI ipeAcTaBieHbl KaK
POIOIICMHOM (MAJIOUKH), MOPGHUPOINICMHOM (JUIMHHOBOJIHOBBIN, LW — WiIeHUK IBOMHBIX
KOJIOOYEK), TaK 1 MX CMEChIO B cpenHeBOIHOBOM (MW) wieHnKe TBOMHBIX KOJIOOYEK.
Kaxk u B ciyuae ¢ T. rubripes, It A,y OMMHOIHBIX KOJOOUEK OBLIO TIPUHSITO CPEIHEe
3HaueHue 409 HM Mexxy KpallHUMU BETUYUHAMU 151 TTapbl pOAOTICMHA U TTOp(hUPOTICU -
Ha (406—412 um).

JIBa MpecHOBOAHBIX BMJA UIJIOOPIOXOB MMETU 0oJiee KPACHO-UYBCTBUTEJIbHbBIC TUT-
MEHTHI 10 CPaBHEHUIO C APYTMMM pbidamMu oTpsiaa (tadsa. 1). Haubonbliue 3HayeHUs
Ayaxe XapakTepHBI Ul TauJIaHACKOro urnobpioxa Pao (Tetraodon) leiurus, y KOTOPOro
OIIMH M3 KOMITOHEHTOB JBOWHBIX KOJIOOYEK UMEET Ay, = 630 HM. Cysist 1o pesyabraTam
anmpoKCHUMAalIMM CMEKTPaIbHbIX JAHHBIX, BCE TTUTMEHTHI Y 3TUX PBIO SIBJISIOTCS MOpDU-
poricuHamu (tuir A2) (puc. 1D).

VY T. xanthopterus TIpy WCITOJIB30BAHUM GECXJIOPHOM CPEIbI CABUT A, HA 17 HM Ha-
GJ1r01a]I1 TOJBKO 11t L W-ujieHrKa ABOMHBIX KoJIoouyek (550 HM mpotuB 567 Hm). CriekTp
noryonieHuss MW-ujieHrKa B HOpMe XOpOIIIO COBMaAa C MoKa3aTessMy TOTJIOIIEHUS, U3-
MEPEHHBIMM B OECXJIOPHOM Cpele MO BCeMy IJIMHOBOJIHOBOMY ILIeuy crekrTpa (puc. 1B).
Tak kxak Bce MCIOJb30BaHHbIE B paboTe phIOLI-(PYry MMeIn MPaKTUIeCK OOUHAKOBBIM
Ha6op 3PUTCJIbHBIX IIMTMCHTOB, TO OIIbITHI C APYT'UMHN BUAAMU HE NMPOBOANJIN.

HoHoXpoMHBIit 3hdeKT y 6yporo Tepryra OTYETIMBO MPOSIBIISIICS B TOM, UTO Ay Y
L.W-41eHUKOB IBOMHBIX KOJIOOUYEK CMEIIAJICSI B CTOPOHY KOPOTKUX BOJIH Ha 35 HM (¢ 582
1o 547 uM), a y MW-uneHukoB — Ha 20 HM (¢ 543 no 523 um) (tabu. 1, puc. 24). Takas
KapTHMHa Habjofalach B KOJOOUKax JIETOM, KOrJa B ceTyarke npeobdianan nopduporn-
cuH [9].

Cepust 9KCIEPUMEHTOB C TTPOAOKUTEIIbHBIM COJIEp>KaHUEM PhIO B TEMHOTE ObLIa Ha-
MpaBJjieHa Ha BBISIBJIEHME BKJaga B MOHOXPOMHBIN 3(DdEKT OTAETbHBIX KOMIIOHEHTOB,
BXOJSIIIMX B COCTAB CMECU 3pUTENbHBIX MUTMeHTOB. [locne minTenpHO HenpepbIBHOM
TEMHOBOI agarnTtaunuu (LLO OAHOIro MCCHLla) COOTHOLUEHUE MUTMEHTOB B CETYATKE U3ME-
HWJIOCH B cTOpoHY ponornicuHa (10, Ta6:a. 1). B pesynbraTe, B 6eCXJIODHOM pacTBOpE ObLIO
oOHapyXeHO cMellleHrue MakcuMyMa norjomeHust LW-ujneHrka npuMepHo Ha 45 HM, a
MW-unenuka Ha 10 aM (puc. 2B).

OBCYXIEHMUE PE3VYJIbTATOB

Cnelcmpa/szbte ceolicmea 3pUMENbHBIX NUSMERMOE U PO20BUY

MuKpoceKTpoOTOMETpUUECKOe MCCAeNOBaHUE TMOKa3ajo, YTO TPpU OJIM3KOPOI-
CTBEHHBIX BUIA PBIO-DYry MMEIOT eTMHOOOPAa3HBI COCTaB 3pUTEIbHBIX MUTMEHTOB C
Miaxe = 502—505 am (Tanoukm), 445 HM (OMUHOYHBIE KOJIGOUKK) U 524/567 HM (1BOii-
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Puc. 1. MukpocnekTpodoToMeTpursi KOJIGoUYeK 1 poroBuil psi6 oTpsina Tetraodontiformes. CpeaHue 3HaYeHUS
TOJIOKEHUST MAaKCUMYMOB KPUBBIX, COCTaB cMeceil Al/A2 1 KOJUYeCTBO U3MEPEHUI MpeCTaBIeHbI B TAOJIMIIE.
KpuBbI€ 1151 TUTMEHTOB IMOJIyYEeHbI TI0CIIe HAWJTYYllIel anMmpoOKCUMAaLMKM CTAaHAAPTHBIMU KPUBBIMU JUTst Al, A2
ninu ux komouHauuu (Al + A2) [27]. A — Pwiowi-dyry. Takifugu xanthopterus: KOpPOTKHl INTPUX — OAMHOYHbBIE
KOJIOOUYKHU, JUTMHHBINA TpuX — MW-ujieHuK, critomnHas JuHust — LW-wreHuk. [IpaBas ock opauHaAT — mpo-
MyCKaHWe JOpCaTbHOI YaCTH POTOBUIIBL: TYHKTUD — 1. chinensis; iTpux-nyHKTUp — 1. xanthopterus. B — J1Boii-
HbIe KOJIOOUKY pHIObI-DyTY 7. Xanthopterus B HOpMaJIbHOM pacTBOpPE (3aJIMBKA) U B GECXJIOPHOM cperie (OTKPBIThIC
cuMBOJBl). 1, 3 — LW-unenuku; 2, 4 — MW-uneHuku. YepHble KpuBble — anmpoKCUMAaLMsl, cepasi KpuBasi —
CIIaXXUBaHWE SKCIEPMMEHTATbHBIX JaHHBIX METOIOM cKojbasieit cpenHeit. C — CrmmHopor Thamnaconus
modestus. 1 — LW-4j1eHUKY OBOMHBIX KOJI604eK; 2 — MW-ujIeHMKU IBOMHBIX KOJIOOUEK; 3 — OMUMHOYHBIE KOJI-
6ouku. Kpusast mnst 1 — A2, xpusast uist 2 — KomOuHaimst Al/A2. LltpuxoBast KpuBast 1151 3 — KOMOMHALIMS
50% Al + 50% A2. D. KonGouku u poroBuiia uriobpioxa Dichotomyctere fluviatilis. ATIIpoOKCUMAIIUsI CTaH-
JapTHOM KpuBOii 1y1s1 mopduporicuHa: 1 — LW-uieHuKr IBOMHBIX Koibouek; 2 — MW 4jieHUKH IBOMHBIX KOJI-
6ouek; 3 — ONMHOYHBIE KOJIOOUKU. 4 — MPOITyCKaHKE POTOBULIBI B COCTOSIHUM MaKCUMAJIbHOI CBETOBOM aaar-
Tal1, OTHOCUTCS K MpaBoii mkaie Y.

Fig. 1. MSP data of absorbance spectra of cones and corneas of some species from Tetraodontiformes. Mean
Amax Value of the pigment mixtures and its components, corresponding A1/A2 ratio of the components and the
number of cell measured are presented in the Table. Smooth curves for the pigments are the best fits of the nor-
malized data using templates for Al and A2 pigments [27]. A — Fugu-fish. Takifugu xanthopterus: short dash —
single cones; long dash — MW member of double cones; solid line — LW member of double cones. Right Y-axis—
transmittance of the dorsal part of the cornea: dotted line — 7. chinensis, dash-dotted — T. xanthopterus. B —
Double cones of the puffer 7. xanthopterus in normal solution (filled symbols) and Cl-free medium (substitution
of NaCl for NaNOj3, open symbols). 7, 3 — LW-members, 2, 4 — MW-members. Black curves — template fit-

ting, grey curve — smoothing of the data by the method of running average. C — Filefish Thamnaconus modestus.
1 — LW-members of double cones; 2 — MW-members of double cones; 3 — single cones. Curves for / and 2 data —
template fits for A2 and A1/A2, correspondingly. Short dash — superposition of templates for 50% Al + 50% A2.
D. Cones and cornea of the pufferfish Dichotomyctere fluviatilis. Best fit by the A2-templates: /—LW-members of
double cones, 2 — MW-members of double cones, 3 — single cones. 4 — corneal transmittance after maximal light

adaptation (refer to the right Y-axis).
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Puc. 2. CriekTpbl IOMIONIEHYSI TUTMEHTOB B WIEHUKAX ABOMHBIX KOJIOoueK Oyporo tepniyra Hexagrammos octo-
grammus. CIUIOIIHBIE U IUTPUXOBbIE KPUBBIE — PE3yIbTaThl alllPOKCUMAllMU CTAHAAPTHBIMU KPUBBIMU YCPEI-
HEHHBIX JaHHBIX 1151 LW- 1 MW-ujleHKOB B HOpMasIbHOM pacTBope. A — CBeXXeBbUIOBJIEHHBIE PHIObI U3 MOPSI,
OOBIYHBIC YCIIOBUS ColepKaHUs. Pe3ynbTaTel UBMEHEHUsI CIIEKTPOB B OecxJIopHoii cpene: I — LW-wieHuku, 2 —
MW-unenuku. B — PvIOBI uepe3 Mecs mocjie conepkaHusl B TeMHOTe B OacceitHe. CMBOJIBI Ha naHenu (B)
COOTBETCTBYIOT MOMJIOLIEHUIO, U3MEPEHHOMY B OECXJIOPHOM PacTBOpPE B OOOMX WICHHUKAX.

Fig. 2. Normalized absorbance spectra of visual pigments in LW- and MW-members of doubles cones of green-
ling, Hexagrammos octogrammus. (A) Fish from the sea. Solid and dashed curves are the results of fitting of mean
data for LW- and MW-members, correspondingly. Absorbance in the Cl-free medium: 7 — LW-members, 2 —
MW-members. (B) Fish after | month of dark adaptation in the water tank. Symbols on panel (B) correspond to
equal absorbance in both members of double cones in the Cl-free medium.

Hble KOJOOUKM) (puc. 14). 3HaueHus IS ajgoyeK U OMMHOYHbBIX KOJOOUYEK BMOJHE CO-
OTBETCTBYIOT BEJIMUYMHAM JUIs1 OOJIBIIMHCTBA MPUOPEXHBIX pbIO SITOHCKOTO MOpSI C Tiepe-
MEHHBIMU (MJIBTpaMU POTOBUIILI, M3ydeHHBIX Hamu paHee (503 * 2, 450 £ 5 uM), HO
Ayiaxe BOMHBIX KOJGOUYEK Y PHIO-(YTY OTIMYAINCH B GOJIBIIYIO CTOPOHY IO CPaBHEHUIO
CO cpemHUMU I apyrux pei6 (520 £ 5, 553 + 8 um) [28]. [Toutu Bce 3pUTENbHEBIC TIUT-
MEHTBI PBIO-(QYTY SIBIISIIOTCS UCKIIIOYUTEIBHO MopduporncuHaMu (0COOEHHO B KOJI0O0Y-
Kax), JIM0O MpeACTaBIeHbl CMEChIO MOPMUPOINICUHA U POIOTICUHA B PA3HOI MPOIOPIUUN
(taba. 1). Hamuuue A2 xpomodopa B cetuatke 7. rubripes 6610 HOATBEPXKASHO TaKXKe C
roMolibio xpomatrorpapuu [30].

ITurmMeHTHBIE (PUIBTPBI POTOBUIIBI 3TUX PbIO B COCTOSIHUM MAaKCUMAaIbHOM TNIOTHOCTU
JIMIIb YaCTUYHO OTPAHUYMBAIOT YPOBEHb CPETHEBOJTHOBOTO U3JIydeHUs1. Bo BCSIKOM city-
Jae, “CMHEYyBCTBUTEIbHBIC” OMMHOYHBIC KOJIOOYKU Y 3TUX PBIO MOTYT OBITh (DYHKIINO-
HaJIbHO 3HAaYMMBIMM B muana3oHe 440—500 HM gake IIpU ITOJIHOI CBETOBOM agamnTalluy
POTOBUYHOTO (DWIIBTPA. 3eCh Mbl HAXOAUM aHAJIOTHIO C HEKOTOPBIMU BUIIAMU TEPITYTOB
B CJIy4asix, Koraa Ipu HEMOJIHOM CBETOBOU aganTalliy IJIOTHOCTh pOTOBULIBI Majia [13].

3pUTeabHbIE MUTMEHTBI KOJIOOUEeK criuHopora Thamnaconus modestus UMEIOT Ha 35—
45 HM MEHbIINE BEJIMIUHBI A,y IO CPABHEHUIO C TUTMEHTaMU pbio-dyry (tad. 1, puc. 1C).
DTO coryacyercsl CoO CBOMCTBAMY IMTUTMEHTOB IPYTUX BUIOB CITMHOPOTOB U MHOTHX PBIO C
KOpaJIJIOBbIX prudOB, Tae Boaa 6ojiee yucras [18]. Cyns 1o pe3yabTaTam arnmnpoKCUMaluu,
pa3HbIe YWICHUKU JTBOMHBIX KOJOOUEK CITMHOpPOTa CoAepXaT paBHOE KOJUUECTBO MOpGhU-
poricuHa. [TpuMeuaresieH KOpPOTKOBOJIHOBBIM CITEKTP TTOMJIOIIEHWSI OMMHOYHBIX KOJIOOUEK
y 91010 BUAA (Ayac = 409 HM), XOTSI CyIUTH O IPUPOJIE XPOMOGhOPa B HUX 3aTPYIHUTEIBHO.
OnTuyeckue cpeibl I1a3a, BKIOYasi pOroBully, y CIIMHOPOTra COBEPIIIEHHO OECIIBETHBI U,
MO-BUAMMOMY, HE OTPAaHMYMBAIOT TOCTYIT CBETAa C IJIMHOM BOTHBI >400 HM K ceTyaTke.
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doToperienTOpbl UTJIOOPIOXOB COAEPKAT YUCTHINM TTopduporncuH (puc. 1D), 4yTo TH-
MWYHO 11 MHOTUX TPECHOBOIHBIX pbIO. ObOpailiiaeT Ha ce6s1 BHUMaHUE OOJIbIIIOE CXOJI-
CTBO Habopa IMOopdUPOIICUHOB B KOJIOOYKAX y MPECHOBOITHOTO P. leiurus 1 TUIIMYHOM
MOPCKO# pbIObI, OypOTO TEpIIyra, JETOM WJIM TIPU JIMTEIbHON aganTauuu K ceety [9]:
Avaxe = 330 1 525 1M, 570 1 562 HM, 630 1 625 HM COOTBETCTBEHHO U OTCYTCTBUE “O0BIY-
HBIX” JJIsI TPUOPEXKHBIX MOPCKUX PbIO CMHEUYBCTBUTEJIbHBIX KOJOOYEK C MAKCUMYMOM
noryoeHust okojio 450 HM. Takoe CXOICTBO CUCTEMATUYECKU M DKOJIOTUYECKH OYEHb
NAJIEKUX BUIOB MOXHO OOBSICHUTh HAIMYMEM OUYE€Hb TUIOTHBIX KEJITO-OPaHXEBBIX (DUITb-
TPOB POTOBUIIBI, AeNalolMX Tak1e hoTopelenTopbl HeAMdOEKTUBHBIMU TIPU TTOUYTH MO -
HOI1 “Oyiokane” CHMHe-3eJIeHOI YacTU CIieKTpa Npu JHEBHOM ocBellieHuM [9, 13]. Ocraercs
HESICHBIM, OIHAKO, MoYeMy B ceTyaTKe OJiM3kopoacTtBeHHoro Bupa D. fluviatilis imeroTcst
KOJIOOYKH C Ay e = 463 HM, MONATAIONIMME B 00IACTh MUHUMAITBHOTO TIPOITYCKAHMSI 3TOTO
MJIOTHO OKpalleHHoro ¢wibTpa (puc. 1D)? Bo3M0OXHO, 3T0 MOXHO OOBSICHUTh OCOOEH-
HOCTSIMU 3KOJIOTUM (BBIOOP MECTOOOUTAHMUSI, CyTOUHAs] aKTUBHOCTD MPU Pa3HbIX CBETO-
BBIX YCJIOBUSIX U JIP.) KOTJA NMUTMEHTHBIN (DWILTP B POTOBUIIE HAXOMUTCSI TIPEUMYIIe-
CTBEHHO B HEITOJIHOM CBETOANANTUPOBAHHOM COCTOSTHUU.

Tunot 3pUMENIbHbIX NUSMEHMO06

Pesynbrarsl, mojiydeHHBIE C TTOMOIIIBIO MOHOXPOMHOTO 3¢ @deKTa, KaK 1 MUKPOCHEK-
TpoOTOMETPHUUYECKHUE TaHHbIE, HE MOTYT CIY>KUTh OKOHYATEIbHBIX YKa3aHUEM Ha MoJie-
KYJISIPHBIM TUM 3PUTEbHBIX MUTMEHTOB. JIJIs 3TOr0 HEOOXOAMMBI JOTOIHUTEIbHbBIE MO-
JIEKYJISIPHO-TEHETUYEeCKUE U UMMYyHOJIOTnYeckue uccieqoBanusi. Criocod ornpeneneHust
Aaxe ATTPOKCUMAIIMEN CTAHIAPTHBIMU KPUBBIMU [UTSI MUTMEHTOB Al u A2 mMeer u3-
BECTHbIE OrpaHUYEHUST 110 TOYHOCTHU [27], TOATOMY 0Oo0Jiee TOUHbIE CBEASHMSI O HaJIu-
YUY MMUTMEHTOB C pa3HbIMU XpoModhOopaMu OOBIYHO MOJIYYalOT C MOMOUIbIO XPOMATO-
rpacduu [30]. I[IpuHsAITHE BO BHUMaHME TOJLKO MaKCHUMyMa ITOTJIOIIEHUSI MOXET IIPU-
BECTH K OILIMOKAaM, TaK KaK HEpeIKO B OJHOM Hapy>KHOM CETrMEHTE COIEPXUTCS CMECh
HECKOJBbKMX MUIMEHTOB [31], a cneKTpajabHble TMANa30HbI IS pa3HBIX MOJIEKYJISIPHBIX
TUIIOB MUTMEHTOB MepekpbiBatoTcs. HanpumMep, u3BeCTHbI ciiydyau HaXOXAEHUs BeCbMa
“KOPOTKOBOTHOBBIX” LWS-tUrMeHTOB (A5 = 509—516 HM y HEKOTOPBIX MJIEKOIHUTAIO-

X [32]; Ayaxe = 512 HM y siTOHCKOTO aHvoyca [33]).

Tem He MeHee B OTHOILIEHUN MN3Y4YCHHbBIX HAMU 00BEKTOB MOXHO ClleJIaTh OInpeacjaCH-
HbIC 3aK/IIOYCHMA, COIIOCTaBUB HAlllM JAHHBLIC C HEMHOIOYMCICHHBIMU pPE3yjabTaTaMN
MOJIEKYTIAPHO-TCHETUYCCKNX MCCJIEIOBAHU ONICUHOB Y TETPAaOHTOB.

TTockobKy MIOHOXPOMHOE CMEIleHNEe XapaKTepHO JuLb 1t LWS-nmurMeHToB U Ha-
0110 JI0CHh TOJIBKO Y OJTHOTO YJEHMKA JBOMHBIX Kojbouek 1. xantopterus, UMEIOIIETO B
HOPME A, = 567 HM (puc. 1B), ToO MOXHO moJjiarath, 4to y Gyry uMeercsi BCero oauH
nurmMeHT LWS-tumna. Tak Kak Bce BUIbI PHIObI-(DYTYy UMEIU NPAaKTUUYECKU UASHTUYHBIN
Ha0Op MUTMEHTOB, TO 3TOT BLIBOA MOXKHO OTHECTU U K HUM. DTO COOTBETCTBYET PE3YyJib-
TaTaM MOJICKYJISIDPHO-TEHETUYECKUX MCClIeNOBaHU pbIObI-pyry 7. rubripes, OmMHOTO U3
00BEKTOB HaIIeTO UCCJIeIOBAaHMSI, Y KOTOPOil ITOKa3aHO HAJIMYME BCETO OJTHOM KOMUU Te-
Ha LWS-orcuna [22]. DTu ke aBTOpbl He HaUUM reHa SWS1 Hu y peIOBI-(yTy, HU Y UT-
snobproxa Tetraodon nigroviridis, 4TO TIOATBEPXIAETCS HAILIMMU pe3yJbTaTaMu 00 OTCYT-
CTBUU YJAbTPaUOJETOBBIX 3pUTEAbHBIX TUTMEeHTOB. [TurmMmenTel MW-ujieHrKa ABOMHBIX
KOJIOOUEK C Ay = Al_520 u A2_555 HM, MOCTPOEHHBIE HA OHOM U TOM Xe€ OINCHHE,
OYEBUIHO, COOTBETCTBYIOT €IMHCTBEHHOMY (byHKIIMOHaNbHOMY TeHy RH2, ycranoBneH-
HOMY 151 Gyry 1 urjiobproxa [22].

Y Oyporo Tepnyra Mbl UMeeM 00Jiee CJIOXKHOE TPOSIBJICHUE MOHOXPOMHOTIO0 3 deKTa B
CBSI3U C T€M, YTO KOJOOUYKHU COAepXaT CMECh IBYX MUTMEHTOB. B oTCyTCTBHE HaHHBIX O
TUITaX OTICMHOB TepIyra Mbl M3HAYAJIBHO TpEenrnojarajiv, 4YTo B KaXIOM W3 WIEHUKOB
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NIBOMHBIX KOJIOOYEK TEPITyra MUTMEHThI OCTPOEHBI HA OCHOBE OJHOTO OTNICUHA, HO UMe-
10T pa3Hble XpoModopbl. Pe3ynbTaThl, ony0IMKOBaHHbIE paHee, ITOMY He TPOTUBOpEYaT
[9, 10, 13]. B nutepaType UMEIOTCS CBEIEHUSI O KO-3KCIPECUN PAa3HBIX MOJIEKYJISIPHBIX
TUNOB IMTMEHTOB B OHOI KOJIOOUYKE: HAIIpUMEp, Y SIMOHCKoro aH4yoyca [10], rynmu n
mblimu [32]. OgHaKo MBI HE pacCMaTpUBaeM TaKyl0 BO3MOXKHOCTD IJIsI TEPITyra BBUIY OT-
CYTCTBUS B HACTOsI1lIee BPEMSI HAIEXKHbBIX MOJIEKYJISIPHO-T€HETUYECKUX TaHHbIX.

CHBUT Ay, INTMHHOBOJHOBOTO YWJICHHMKA IBOHBIX KOJIG0UYEK Ha 35 HM (puc. 24) MOX-
HO OOBSICHUTb TOJBKO TeM, 4yTO npumeHeHne NaNOjz B OecxJIOpHOIi cpele MPUBEIO K
CMEILEHUI0 MaKCUMYyMa TIOTJIOIIEHUS KaXI0Tro U3 KOMIIOHEHTOB CMECU B KOPOTKOBOJI-
HOBYIO CTOpPOHY (00bI9HO OT 18 1o 44 HM 111 pa3HbIX MUTMeHTOB [23]). Eciii OBI B aTOM
CMeCH U3 IBYX IMUTMEHTOB OBbLI TOJBKO OAUH LWS-nurMeHT ¢ A, . = 625 HM, TO TIpU
IpUMEPHO PaBHOMI [IOJIe ColIepxKaHMsI KOMIIOHEHTOB (Tabi. 1) ciemoBano Obl OXWOATh
CMellleHre MaKCMyMa TTOTJIONIEHUs CMeCH 1I0 3HaUYeHUs 6osee yeM 560 HM. OmHaKO MbI
MMEEeM CMEIIEHHBIN CIIEKTP ¢ MaKCMMyMOM 0KoJio 540 HM, 4TO yKa3bIBaeT Ha TO, YTO U
BTOPOM KOMITOHEHT C Ay = 560 HM TaKkXe MPOsIBIISIET MOHOXPOMHBIE CBOMCTBA U, Clie-
NIOBaTEIbHO, sABJsieTcs TurMeHToM LWS-Tuma.

OTOT BBIBOI AOIOJHUTENbHO MOITBEPXKAAETCS pe3yJbTaTaMU 3KCIIEPUMEHTa Mocye
JUTUTESILHOTO COIEP>KaHMsI PhIObI B TEMHOTE (OKOJIO OTHOTO Mecsilia) B MapasuiesibHOM ce-
puu akcriepuMeHTOB [10]. B atux ycnoBusx B LW-ujeHuKkax copepxkajcs MperMyliie-
CTBeHHO MUTMeHT Al_560, 4TO MPUBEJIO K CABUTY MaKCUMyMa MOMIOIIEHWS] CMECU TTUT-
MeHTOB Ha 45 HM (puc. 2B).

MeHee onpenesieHHO MOXHO CYIMTh O MOJIEKYJISIPHBIX TUIIaX MUTMEeHTOB B MW-ujie-
HUKE TBOMHBIX KOJOOYeK Oyporo tepriyra. MOHOXpOMHBIN CABUT MPOUCXOAUT, HO OH
MeHble (20 HM) 1O CpaBHEHMIO ¢ pe3ysibTaToM it [LW-ujieHMKOB. DTO MOXHO 00bsIC-
HUTb TEM, YTO, KaK ObIJIO OTMEUEHO B TIpeablAyIleM ab3alie, AJisl pa3HbIX TUTMEHTOB Be-
JIMYMHA CABUTA MOXeT pasnuuarbesi. [locne miutenbHOM TEMHOBOI amanTaliuu, Mpu
yMeHbllleHUH coaepkanust A2 562 B MW-unenuke 10 40% (ta6:. 1) 6bL1 3apMKCUpOBaH
elle MeHbIIni caBur — Bcero 10 HM, 4To NpubaMXKaeTcss K TOUHOCTH OIpeaeIeHUsT MaK-
CHMYMa MOTJIOIIEHUS Ha CIIEKTPaIbHOM KPUBOM.

[Tpu 3TOM 3KCTIepUMEHTaNIbHBIE NaHHbIe T LW- 1 MW-ujieHuKa B 6ecXJIOpHOIi cpe-
Il Hepa3JTUUYMMbI U TIPAKTUYECKU COBMANAIOT C INIMHHOBOJIHOBBIM TLIEUOM CITEKTPasib-
HOM KpUBOI1 TTorIomeHust it MW-djieHrnKa B HOpMaJIbHOM pacTBope (puc. 2B).

Ecnu npenmnoioXXuTk, 4To B 0ECXJI0PHOM cpene MaKCUMYyMBbl TTOTJIOIIEHHMS KaX/A0To U3
MMMTMEHTOB-KOMIIOHEHTOB cMecu B MW-ujieHuKe caBuraroTcsi, kKak U B LW-ujeHuke,
npuMepHo Ha 40 HM, TO CJIe0BaJIO ObI MPEATNOI0XUTh, YTO MIOHOXPOMHBI CIBUT IMTPOUC-
XOAUT TOJIBKO ISl MUTMEHTA C Ay, = A2_562 HM. Ho 310 03Hawano Obl, 4TO APYroi
KOMIOHEHT CMECHU MPUHAJIEKUT K APYTOMY MOJIEKYJISIPHOMY TUMY. DTO BO3MOXHO, HO
TpeOyeT JOMOTHUTEIbHBIX BECOMbIX 10Ka3aTeNbCTB. TaKuM 00pa3oM, YUUTHIBASI JOBOJIb-
HO MPOTUBOPEUMBBIE TAHHbBIC, Y HAC HET YBEPEHHOCTU B TOM, YTO KaKOW-TM00 U3 3pUTEJTb-
HBIX IIMTMEHTOB ceTYaTKU Oyporo Tepmyra u3 MW-wieHuka otHocurcs K LWS-tury.

Dusuonoeuneckas poas Guibmpos po2osulibl

Bo3MozkHast pusznonornyeckast pojb KapOTUHOUIHBIX (PUJIBTPOB POTOBUILIBI O0CYXKIa-
JlaChb HEOJTHOKPATHO, OJTHAKO JI0 CUX TOp HET HalEXHbIX SKCIIEPUMEHTAIbHbBIX TaHHBIX,
MOATBEPXKAAIOIINX KaKylo-11n00o u3 runore3 [16, 34, 35]. HecoMHeHHO, YTO IIpUBJIeUYE-
HHUE MakKCHMMyMa CBEIEHHI O CBOMCTBaX 3PUTEIbHBIX IIMTMEHTOB U CHEKTPaJIbHBIX Xa-
PaKTepUCTUKAX POTOBUIIBI B COYETAHMM C JAHHBIMU IO 3PUTEIbHON 3KOJIOTUHY MHOTHX
BUIOB PBHIO OyAyT CIOCOOCTBOBATH IIPOSICHEHUIO 3TOI ITpobieMbl. MOXHO Hpeanoiao-
>KUThb, YTO, KaK y JJIs TEPIYTOB, IEpeMeHHbIE (PUIBTPhl POTOBUIIBI Y MEJIKOBOIHBIX THEB-
HBIX MpPeACTAaBUTEEH TETPaIOHTOB BBIMOJIHSIIOT POJb 3allIMTHI OT sipkoro ceera [13], B
0COOEHHOCTU — OT BJIMSTHUS ybTpacduonieTa. B To ke BpeMst y pbIO-dyry CABUT MaKCU-
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MYMOB TOTJIOIIEHUSI MUTMEHTOB B JUIMHHOBOJHOBYIO 4YacTh CIIEKTpa W3-3a HaJIW4Us
GUIBTPOB POTOBUIIBI, “KOMIIEHCHUpYIOIlee” MOTepIo OOl YyBCTBUTEILHOCTH CETYaT-
KM, 0Ka3aJIoCh MEHbIIIe, YeM y TepIyroB. OHO ObUIO BBIPAKEHO TOJIBKO Y IBOMHBIX KOJI-
00YeK, OYEBUIHO U3-3a CPABHUTEIBHO HEBBICOKO ONTUYECKOU MJIOTHOCTU POTOBUIIHI.

[MpucyrcTBue mopduporncuHa B ceTyaTke neaet oosiee 3POEKTUBHBIM MTOMIOIIEHUE
JUTMHHOBOJIHOBOTO U3JTyUYE€HUSI, TIOITOMY 3TOT (haKT CUUTAETCS afanTalureil K OCBOCHUIO
pbidaMU TIPECHBIX M COJIOHOBATHIX BOJOEMOB, UMEIIUX WHOW CIIEKTP paclpeneieHus:
9HEPrum cBeTa 1o cpaBHeHUIo ¢ MopeM [30]. Takum o6pa3om, ¢ OOHOIM CTOPOHBI, HAJIH-
yue nopduporncuHa B (poTopeuernTopax 00JbIIMHCTBA BUAOB PHIO C 3KEJITO-OpPaHKEBbIMU
poroButiamu [9, 13] MOXHO cuMTaTh aganTalueil K U3MEHEHMIO CIIeKTPaJIbHOTO COCTaBa
cBeTa, Tronagarniero Ha ceryarky. C Apyroit CTOpoHbI HESICHO, KaKoe MPeuMYyIIeCTBO
MOTYT aTh KOJGOYKH € MOPHOUPOTICUHOM TIPH A,y = 523 HM Y CIMHOPOTA — TUITUYHOU
Mopckoii peiokl (puc. 1C)? MHTEpeCHO OTMETUTD, YTO Y 4X IPYruX BUIOB CITMHOPOTOB U3
TOTO Xe CeMelCTBa, OOMTAIOIINX Ha KOPaJUIOBBIX pudax, uMeeTcs KejTas poroBuiia ¢
rnepeMeHHOM okpackoii [14, 16, 18, 20], omHaKo quana3oHbl 3HAYEHU CITIEKTPaIbHOMN YyB-
CTBUTEIBHOCTH MX KOJIOOUEK COBITAIAIOT C TIOJIOKEHUEM A, 5, KOJIOOUEK CIIMHOPOTA, OTTH-
CaHHBIX HAMU (Ao = (398—407) u (476—492)/(510—522) M niporu 409 u 486/523 Hwm).
OueBUIHO, 3TO OOBSICHSIETCS OJIM30CTHIO CUCTEMATUYECKOTO MOJ0KEHUS BUIOB, a TAKXKe
HE3HAYUTEbHBIM BJIMsSIHUEM (DUIBTPOB HU3KOM TJIOTHOCTU Ha pe3yJibTUpyloliue 3¢h-
(beKTUBHBIE CIEKTPBI 3pUTEJILHBIX MUTMEHTOB. PacueT nist cnuHopora Rhinecanthus acu-
leatus moka3zajy, 4TO POroBHUIIA JUIIb CJIeTKa MOAU(MUIIMPYET IOTJIoIeHUe, “cpe3asi” B
OCHOBHOM 0€Ta-MoJIOCHI CIIEKTPOB 3PUTEIbHBIX MUTMEHTOB, U HE BJIMSIET Ha CIIOCOO-
HOCTb PbIO UCMOJIb30BaTh LIBETOBOE 3pEHUE B MOBEIeHUYECKUX onbiTax [20].

HecmoTpst Ha xopolilee KauecTBO PErMCTPUPYEMBIX CIIEKTPOB, MUKPOCTIEKTPO(hOTO-
MeTpUYecKue JaHHble HEOOXOAMMO B OymoyllleM MOAKPENUTh C MOMOIIBIO XpoMaTorpa-
buu u npyrux metoaoB. Eciu nopduporcruHbl (BKII0Yasi KOPOTKOBOJHOBBIE) Y MOPCKUX
Tetraodontoidei AeiiCTBUTEILHOCYIIIECTBYIOT, TO HE €CTh JIM 3TO CJIEACTBUE KAKUX-TO 060-
Jiee TIyOOKUX, POICTBEHHBIX (T€HETUYECKUX) CBSI3el MeXIy BUIAMU 3TOTO OTpsiaa, Je-
KalIUX B OCHOBE OOIINX OMOXMMUYECKUX U (hPU3MOTOTUYECKUX MEXaHU3MOB, afalTUB-
HOCTb KOTOPBIX He Bcerma sicHa? MoXHO HanesiTbCsl, YTO 3Ta rpyrmna pbid, Graromapst
YHUKaJIbHBIM CBOMCTBaM MX reHoMa, OyAeT yCIeIIHO UCIO0JIb30BaThCsl B KauecTBe Iep-
CNEKTUBHOW MOJEU JJIs1 UCCIIEIOBAHUM MO 3BOJIIOLIMU CEHCOPHBIX CUCTEM U (DU3UOJIO-
ruu aganranuii [22, 36].
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Diversity and Adaptive Properties of the Visual Pigments
in Fish with Changeable Corneal Colouration

S. L. Kondrashev*

Zhirmunsky National Scientific Center of Marine Biology, Far Eastern Branch,
Russian Academy of Sciences, 690041 Vladivostok, Russia
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The properties of the visual pigments in several fish species that possess a unique physio-
logical mechanism of changing the corneal colouration depending on the intensity of
ambient illumination are described in the present paper. The absorbance spectra of the
visual pigments and the spectral characteristics of the cornea have been measured in
masked greenling Hexagrammos octogrammus and five fish species of the order Tetra-
odontiformes using microspectrophotometry. In all the species, retinal photoreceptors
contain a mixture of the rhodopsin (Al) and porphyropsin (A2) pigments in different
proportions, from 0 to 100%. The experiments with double cones in a chloride-free me-
dium have revealed a shift of A,,,, in some of the pigments to the shortwave region (ion-
ochromic effect). This suggests that pufferfishes have one pigment of the LWS type
(MAmax = A2_567 nm), while greenling has two LWS-pigments (A, = A2_625, and
A1_560 nm). The shift of the spectral absorbance of double cones towards the longwave
region in pufferfish, as compared to that in most other shallow-sea fishes, is probably ex-
plained by the presence of a changeable yellow-orange carotenoid corneal filter.

Keywords: fish, Tetraodontidae, Hexagrammos octogrammus, microspectrophotometry,
visual pigments, ionochrome effect, corneal colouration, physiological adaptation
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PeructpupoBaiy 3KCTPaKJIETOYHO MMIYJIbCHYIO (DOHOBYIO aKTMBHOCTb OJMHOYHBIX
TaHTJIMO3HBIX KJIETOK OT OKOHYAaHUI MX aKCOHOB B TEKTYM OINTUKYM XXUBOI 00€31BU-
XeHHo priObl. Pa3zmepsl peuentuBHbiX noieit ON- u OFF-a1eMeHTOB ¢ hoHOBOI ak-
TUuBHOCTBIO (DMA) coctapiisiv 4°—5° 1 ObLIIM COMOCTABUMBI C TAKOBBIMY JAETEKTOPOB
MPpU3HAKOB. /11 BOBHUKHOBEHUsI UMIYJILCHOTO pa3psina DMA HeoGXonMMO Haau4yue
KOHTpacTa MEXIy LIEHTPOM M nepudepueit pelienTUBHOrO MoJjisi. B oTcyTcTBUE KOH-
TpacTta UMITYJIbCHAsl aKTUBHOCTb HE BO3HMKAaeT. BesnunHa peakiimy MOHOTOHHO 3aBU-
ceJia OT crereHu 31oro Kourpacra. DPA kak ON-, tak u OFF-tura cBsg3aHbl ¢ TpeMst
tunamu kojoouek (L, M, S). Kak B ieHTpe, Tak ¥ Ha nepudeprn pelenTUBHOTO MOJIs
oOHapyXeHa 1[BETOBasi ONMIMOHEHTHOCTb, TPUYEM LIEHTP U TNepudepust peuenTUBHOIO
TOJISI OIIMOHEHTHBI 10 3TOMY Npu3Haky. MHbiMu cioBamMu, DDA SIBASIOTCS MBaKIbI
OINIMOHEHTHBIMM U, CJIEI0BaTeJIbHO, MOTYT NMPUHUMATh y4acTHEe B LIBETOPA3JIUYECHUU.
CoBMecTHast paboTa 1eTeKTOPOB MPU3HAKOB U FAHIIMO3HBIX KJIETOK C (DOHOBOM aK-
TUBHOCTEIO, pa3neiieHHoi mo ON- u OFF-kananam, npeacraBiieHHass pETUHOTOIIMYE-
CKM, MOXKET 00eCTIeUnTh HEMPOHBI TEKTYM ONTHUKYM HEOOXOIMMOI MH(MOpMALIE O 3pu-
TEJILHOM CLIEHE /151 OCYIIECTBIEHUs ero (DyHKLMU — KOHTPOJISI BHELLIHETO BHUMAHUSI.

Knroueswie crosa: 3penne, Carassius gibelio, TaHTTNO3HBIE KJIETKU, 3KCTPAKIIETOUHBIE
peaklMu, pelUenTUBHOE IOJie, KOHTPACTHAasl YyBCTBUTEIBHOCTb, TEKTYM ONTUKYM,
LIBETHOE 3peHue

DOI: 10.31857/S0869813920040044

IToBemenune pui6O Bo MHOTOM ompeneisiercsa 3peHueM [1]. BpoxXmeHHbIE 3pUTEIBHO
yrpasisieMble (popMbl TTOBeneHUs: (POTOTAKCUC, ONTOMOTOPHAS Peakiivsi, OXOTHUYbE
noBeaeHue (prey-catch) u o0opoHUTENbHBIN pediiekec — nzderaHue (avoidance) HaGJII0-
AIOTCS YK€ Y YETBIPEXIHEBHBIX MAILKOB M COXPAHSIIOTCS BO B3POCJIOM COCTOSIHUM [2, 3].
B opranu3zanuu Bcex 3TUX pa3HbIX (DOPM TTOBEACHUS YYaCcTBYeT TeKTyM onTukyM (TO) —
TJIaBHBIN TMEPBUYHBIN 3pUTENIbHBIN LIEHTP pbIO [4]. Ynanenue TO unu ornpeneseHHBIX €70
HEWPOHOB MPUBOAUT K YCTPAHEHUIO WJIM HAPYIIEHUIO 3TUX MOBEIeHYECKUX peakiuii |3,
6]. Heitporsl TO UMEIOT Ae/0 yKe ¢ pe3yJibTaTaMUu NePBUYHOI 00pabOTKU N300paKeHUs
BHEIITHETO MUpa, GOPpMUPYEMOTO ONTUKOM Tj1a3a Ha MaTtpuile OTOPELENTOPOB. DTa 00-
paboTKa OCYIIECTBJSIETCS Tapajjie/lbHO aHCaMOJsIMUA OUMOJSPHBIX, TOPU3OHTAILHBIX,
aMaKpMHOBBIX KJIETOK U 3aBepllaeTcsl Ha IeHAPUTAX raHrIMo3HbIX KieTok (I'K) — BbI-
XOIHBIX HeWpoHax ceTyaTku. B ceruarke pbriO omucaHo ABa jecsitka MOphodyHKIIUO-
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HaabHbIX TUITOB 'K, KaXab1ii M3 KOTOPBIX CHOPMUPOBAH CIIELIM(UIECKUMU CBSI3SIMU €T0
NIeHIpUTA ¢ BXOAHBIMU HelipoHamu [7, 8]. denaputHbie Mmo3auku 'K kaxmoro tvna moJ-
HOCTBIO TIOKPBIBAIOT BCIO NMOBEPXHOCTh CETYATKM Ha CBOEM YPOBHE cTpaTUdUKAIUU
BHyTpeHHero cuHantudeckoro cyios (BCC) ceruarku, mpakTUYECKU HE MEPEKPHIBASIChH
(tatinuur) [9—12]. Tak, cOOTBETCTBEHHO KOJMYECTBY MOPHhO(GYHKIIMOHATBHBIX THUIIOB
T'K yxe B ceTuatke (pOpMUPYIOTCS OKOJIO IBYX JAECITKOB pa3HBIX “ONMCAaHUI” KapTUHBI
BHEIIIHEro Mupa. DTu “onucaHus’” B BUAe UMNYJIbCHBIX peakiuii 'K rmocrymnator no 3pu-
TeJIbHBIM BOJIOKHAaM B 10 mepBUYHBIX 3pUTEILHBIX LEeHTPOB [13, 14]. ¥V pri6 98% akcoHOB
I'K npuxomut B TO. AKCOHBI BXOIST B POCTPaIbHBIN OTAEN KOHTpasiatepasibHoro TO,
pacrpenessitoTcsi peTUHOTONMYECKN U OKAHUYMBAIOTCS Ha pa3HbIX YPOBHSIX PETUHOPEIU -
nueHTHoro cios (Stratum Fibrosum et Griseum Superficiale — SFGS), roe koHTaKTHpY-
IOT C IeHApUTaMM HelipoHoB coocTtBeHHO TO [4, 8, 15—18].

MeTtonoM MUKPO3IEKTPOTHON 3KCTPAKIETOUYHOM PETUCTPALIMM OT OKOHYAHUM aKCO-
HoB 'K B TO xuBoii pp1Obl OOHapyXKe€HBbI peaKIIu1 TPUHAIIATU Pa3HbIX TUIIOB AETEKTO-
POB IPU3HAKOB. DTO peakLMM IIECTU TUTIOB AUPEKIIMOHAIbHO n3bupaTeabHbix 'K, miun
JIETEKTOPOB HAIlpaBJIEHUs JBVWXKEHMUS; IBA TUIIA JETEKTOPOB OPUEHTUPOBAHHBIX JTUHUA
(rOPM3OHTAJIBHOTO U BEPTUKAJIBHOTO Kpasi); IETEKTOPbl MaJIOTO OEJIOro 1 YEPHOTO TMSAT-
Ha; uBeTo-onrnoHeHTHbie ['K (omHOro TMMa M3 MHOTMX, ONMMcaHHbIX B ceTyaTke) u 'K
ON- u OFF- tunos c nabuibHo# (poHOBOI aKTUBHOCTHIO [ 19—22].

Oxonvanus 'K, nerexTupyoommx pa3Hble IIPU3HAKN N300paXkeHNSI, 00pa3yioT peTH-
HOTOINMUWYECKHWE KapThl BBIIEISIEMOTO UMM TPU3HAKA, KaXIbI TUM Ha CBOEM YpPOBHE.
O1ieHEHO 1 B3aUMOPACHOJI0XEHNE OMUHOYHBIX UCTOYHUKOB 3TUX PETUHAJIBHBIX peak-
LIV IpYT OTHOCUTEJILHO JApyra U HeiipoHoB cooctBeHHO TO [21]. Habop (KoMIuieKT) 13
HECKOJIBKMX KapT NMPU3HAKOB (TaKMX KaK 3HAK KOHTPAcTa CTUMYJIa OTHOCUTEIbHO (DOHa,
€ro pa3Mmep, HarpaBJIeHUE IBUKEHUS, ODUSHTALINS ), PACTIONIOKEHHBIX CTOTIKOM APYT IO/
JIPYTOM COCTaBJISIIOT PETUHO-TEKTAIIbHYIO KapTy 3HAUMMbIX MPU3HAKOB (saliency map).
Cuuraercs, uro B TO mo kapTe 3HAYMMBIX IIPU3HAKOB MPOUCXOIUT BHIOOP INIABHOTO
0o0beKTa, BUIMMOIO B IoJjie 3peHus1 (pop-out stimulus), u mepekaoYeHe Ha HEro BHU-
MaHus [6, 23—28].

Hab6ntoneHue 3a cBOOOAHO IMJIaBaloUMKU (U YACTUYHO 00Ee3IBUKEHHBIMU) MaJIbKaMU
JlaHuo (B BO3pacTe OT 4YeThIpeX M0 JBEHAIllaTh JHEil Mocje ONJIOJAOTBOPEHUs) IaeT
MpeacTaBJieHUEe O TOM, peaklMi Kakux crienuain3nupoBaHHbix ['K — gerekropoB mpu-
3HAKOB, OMMCAHHBIX BBIIIE, UCTIOIbL3YIOTCSI B MOBENEHNU. B 0XOTHMYbEM TTOBENCHUN —
3TO NETEKTOPHI MAJIBIX IISITEH M OAUpeKLroHaabHO m3oupartenbHbiX ['K. O0BbeKThI, MEHB-
1ue 5°, MHTePIPETUPYIOTCS KaK MUIIEBbIE, U BHI3BIBAIOT OXOTHUYbE MOBEIEHHUE; OObEKTHI,
npesbiinatonye 10°, BBI3bIBAIOT peakivio uzbderanus [2, 29]. Peakunu 1eTeKTOpoB opu-
€HTUPOBAaHHBIX JIMHUI (BEPTUKAJTBHOTO U TOPU3OHTAJIBHOTO Kpasi), BEPOSITHO, NCTIONIb3Y-
10TCs1 B onrtoMoTopHO# peakiu ([ToBeneHue priObI B ONITOMOTOPHOM OapabaHe — 3KcIie-
PUMEHTAJIbHBIN BapuaHT cTaifHoro mmoBeneHus) [30—33].

JJ1s1 I TOCTHOTO BOCIIPUSITUS 3pUTETbHOM CLIEHBI XKUBOTHOMY HEOOXOIMMBbI CBEICHUSI
HE TOJBKO O MOTEHLUATbHBIX XUIIHUKAX U MUILIEBbIX 00bEKTaX, KOTOPbIE MOCTABISIOT
NIETEKTOPBI MPU3HAKOB. OCBEILIEHHOCTh 00CTAHOBKU, PABHOMEPHOCTb WJIK HEOAHOPOAHOCTh
3TOr0 OCBEIIEHUSI, Er0 MHTEHCUBHOCTD, LIBET — BaXKHbIE (DAKTOPhI BHEIIIHEH cpeabl. Takoii
nH(bOPMALIMM HU TUPEKIIMOHAIbHO n3bupateabHbie ['K, HU 1eTeKTopbl OpUEeHTUPOBAH-
HBIX IMHUI, HY IETeKTOPHI MSTHA, IPEIOCTaBUTh HE MOTYT, TaK Kak pabOTalOT MpaKTH-
YeCKH MO MPUHIIUITY “BCE WIM HUYETo” B IIIMPOKOM JMara3oHe OCBEIIEHHOCTEl BHE 3aBU-
CMMOCTH OT UX YPOBHSI, pearupysi TOJIbKO Ha “cBou” ctumyJibl [22, 34—36]. Boiee Toro, ne-
TEKTOPbI MPU3HAKOB BOOOIIIE HE pearupyroT Ha odlliee U3MEHEHNE OCBEILIEHHOCTH.

CeneHust 00 ocBeleHHOCTU MOryT ItocTaBisaTh B TO 'K, oGnagaroiimne HEKOTOPHIM
JIaOUJIbHBIM YpOBHEM (DOHOBOI aKTUBHOCTHU. ¥ OJHUX U3 HUX OH rpagayajbHO MOBbIIIA-
€TCsI Ha CBETY U TOPMO3UTCS 3aTeMHEHMEM, Y IpYTUX, HATIPOTUB, YCUIIUBAETCSI B TEMHOTE
M TOPMO3UTCS cBeToM [21, 37].
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Hacrosias pabora nocssiiieHa ndydeHuto ¢cBoiictB OFF- u ON-31eMeHTOB ¢ OoHO-
BoOli akTUBHOCTBIO (DMPA) — cTpykType peuenTuBHbIX Tojeil (PIT), KoHTpacTHOI uyB-
CTBUTEIbHOCTHU, CBSI3U C pPA3HBIMU TUTTAMU KOJIGOUEK — JIJISI OTBETA Ha BOIIPOC O TPEIITO-
naraemoit pyakunu 3tux I'K.

METOAbI MCCIIEAOBAHUA

OCHOBHBIM OOBEKTOM HCCIIeIOBaHUS OblT cepeOpsiHblil Kapach (Carassius gibelio).
OnbITH cTaBWIM Takke Ha Kapnax (Cyprinus carpio), 1uiotBe (Rutilus rutilus), okyne (Per-
ca fluviatilis). TIpoBeaeHbI OIbITHI HA BOCBMU KapIiax, ABaALlaTH AEBITU Kapacsx, YeThl-
pex IUIOTBUILIAX M JIBYX OKYHsIX. PaboTa mpoBoauyiach Ha KOMMBIOTEPU30BaHHOM ycTa-
HOBKE COOCTBEHHOM OPUTMHAJIbHOUW KOHCTPYKIIMU, MO3BOJISIONICH MPEABSBISTh Pa3HO-
o0pa3Hble 3pHUTENIbHbIE CTUMYJbI W 3alliChIBAaTh OTBETHBIC WMITYJIbCHBIC PEaKIIMU B
pasHbIX (popmaTax. CTaHTAPTHBIE SKCTIEPUMEHTAIBHBIE TTPOIIEAYPBI, UCTTOTb3YeMble IPU
ctumyssinu (oomep PII, KkoHTpacTHass 4yBCTBUTEJIBLHOCTh U Ap.) O(OPMJIEHBI B BUIIE
MPOTrPaMMHBIX MHCTPYMEHTOB. YCTaHOBKa CONEPKWUT YCUJIUTEIb IMEePEeMEHHOTO TOKa
(rmonoca niporntyckanust 100 I'i—3.5 kI'), aHanoro-1ugpoBoii mpeodbpazoBaTeb (4acTo-
Ta nuckpetusaunu 25 K1) u cucremy U3 Tpex B3aMMOCBSI3aHHBIX 1 CUHXPOHU3MPOBAH-
HBIX KOMITBIOTEPHBIX Moaysieit. OHa Obljia MOAPOOHO ONMMCcaHa B HAIIIMX MTPEAbITYIINX pa-
o0ortax [38—40]. Pe3ynbrars! orbiToB 1 nx offline 00paboTka 3aHOCIIIMCH B 0a3y JaHHBIX.
B nporecce onbiTa KapTUHY UMIYJIbCAallMM HAOIIOOAIM Ha 3KpaHe ocuwiorpaga C1-73
U MPOCTYIINBAIN Yepe3 TPOMKOTOBOPUTEb.

PrI0y, 06e3aBikeHHyI0 TyooKypapruHoM (0.3 mr Ha 100 r Macchl Tejia), ITOMEIIaIn B
€CTEeCTBEHHOM ITOJIOKEHUM B aKBapMyM M3 TIEKCHTIIAca, Yepe3 MPOo3pavHyro CTEHKY KO-
TOPOI0 OHAa CMOTpeJIa IIpaBbIM I71a30M Ha 3KpaH MoHuTopa (LG Flatron 775 FT) ctumy-
JIMpylolero KoMIblotepa. PaccTtossHue peiObl 10 a3KpaHa 0bL10 0Koji0 30 cMm. PriOy mep-
Gby3rpoBaIM a3puUpyeMoit BOJOM yepes KaOpbl. YPOBEHb BOJIbI B aKBApUYME MOAACPKU -
BaJICsl TIOCTOSIHHO Ha TaKOM YPOBHE, YTOOBI Ijla3a HaXOAMJIUCH TI0J BOJOI, HO BOJa He
3aJMBaJlach B MO3T. B ombiTe mupkyanposaio puMepHo 10 1 Bomgsl. PaboTanu B OCHOB-
HOM B OOKOBBIX TTOJISIX 3pEHUSI.

st noctyna K 3puTe/IbHBIM J0JISIM TEKTyMa Y pbIObI C JIEBOI CTOPOHBI Ueperna, KOH-
TpaJlaTepaJibHO OTHOCUTEJIbHO “pabouero” mpaBoro riasa, yaaiasii TEeMEHHO-3aThLIO0Y-
HYIO KOCTb, YOUPaJIU XKUPOBYIO KJIETYATKY M BCKPBIBAIM MSITKYIO0 000J7109Ky Mo3ra. C pbI-
OamMm oOpalmanuch B cooTBeTcTBUM ¢ aupekTuBoii European Communities Council ot
24 HOs10ps 1986 T. DKCIIepUMeHTabHBIE MTPOLIETYPhl OB 0TOOPEHBI STUYECKUM KOMM-
tetom UTITTU PAH (ITpotokon Ne 1 ot 24 anpens 2018 r.).

OTBeThI TAaHIJIMO3HBIX KJIIETOK PETUCTPUPOBAIM OT OKOHUYAHWM MX aKCOHOB B PETUHO-
penuneHTHOM citoe — stratum fibrosum et griseum superficiale (SFGS) TO camonenbHbBIMHA,
3aKITIOYEHHBIMU B CTEKJIO METAJUIMYECKUMU TIIATUHUPOBAHHBIMU MUKPOSJIEKTPOAAMU C
MJIATMHOBOM LUISANKOM AuaMeTpoM 3—5 MM u conpotusieHreM 200—500 kOM Ha yacToTe
1 xT'1; [41]. TTom xoHTpoJieM 6uHOKYysipa (Olympus SZ51) ¢ moOMOIIIbI0 MUKPOMaHUITY-
nsitopa (MP-225, Sutter Instrument) mogBoaAMJIM MUKPOBJIEKTPO/ K MHTEPECYIOIIEeit 00-
JIACTU MOBEPXHOCTU TEKTyMa COTJIACHO PETMHOTONMMYECKOI mpoekunu [15]. OcTopoxxHO
rnmorpyxast MUKpPO3JIEKTPOII, JOOMBAIMCh CTAOMIBHOTO OAWHOYHOTO OTBEIEHUS, O YeM
CYIIAJIUA 10 OMHAKOBO# BETMIMHE UMITYJILCOB, 3HAYUTEBHO MPEBBIIIAIONIEH IIIyM, U UX
3By4yaHu10. [J1yOMHA perucTpupyeMbIx peaklii OlieHMBalaCh OTHOCUTEJIbHO MTOBEPXHO-
ctu TO 1o nokazaHUsSIM Ha 3KpaHe MUKPOMAaHMITYJISITOPA.

Turmmunabie pa3mepbl PIT peTMHaNBHBIX 2JIEMEHTOB OOBIYHO COCTABJISIIOT SIVMHMIIBI
TPaxycoB, MO3TOMY B XOJie OTIBITOB HE OBIJIO HYXXIbI ABUTATh CTUMYJIBI TTO BCEil MOBEPX-
HOCTH 3KpaHa (pazMepom 45° X 35°). O6jacTb CTUMYJSILIMU OOBIYHO OrpaHUYMBAIU
KBaapaTOM CO CTOPOHOI okojo 11°. Ha ocranbHOI YacTH 3KpaHa MoaaepKuBajach He-
U3MEHHasl IpKOCTh. B aKcriepuMeHTaX, ONMMCAaHHBIX B HACTOSIIIEH CTaThe, UCTOIb30Ba-
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JIMCh KaK axpoMaTMYecKue, TaK U LIBETHbIE CTUMYJbI (O YeM paccka3aHo IoJapoOHee B
COOTBETCTBYIOILIUX pa3fieax CTaTbu).

H3zmepenue peyenmugHwvix noseii

ITonoxenue u pasmep PII (TouHee, ero Bo30ynIMTEIbHOI YacTU — reactive receptive
field) ouenuBanm metomom “uraxmatHoi mocku” (“random checkerboard”). [locnenona-
TEJIbHO B TICEBIOCTYYaiiHOM MOPsIIKEe Ha 9KpaHe B Mpejeiax KBaapaTHOH 00JIacTh CTU-
myasiiuy 11° X 11° mpeabsBAsIM BCIBIXMBAMOIIME TMSTHA (KBaapaTHbIE) HEOOJBIIIOTO
pa3mepa (1.5°) 1 3anuChIBAJIM BEJTUUYUHBI peaklivii (KOJMYECTBO CMAMKOB 3a CTaHAapT-
Hoe BpeMs1). Kak npaBusio, BeiOupanu 7 X 7 = 49 noyoxxenuii ctumynos. [1pu o6paboTke
JMIAHHBIX 3aBUCUMOCTb BEJIMYMHBI OTBETA OT MOJIOKEHUS CTUMYJIa B 00JIaCTU CTUMYJISILIMY
TMpeACTaBJIsIIA B BUIE ABYMEpPHOIi rayccuaHbl. st onpeneseHus ee mapaMeTpoB Io To-
JIYYEHHBIM 3KCIIEPUMEHTAJIbHBIM JAHHBIM PACCUMTHIBAJIM MOMEHTBI pacripelefieHus —
MaTeMaTUYecKue OXUAaHUs, NUCTepCcUuu M KoBapuauuto. [lonyyeHHble MaTeMaTuye-
CKHE OXUIaHUS XapaKTepUu3yIoT ToJjioxkeHue HailneHHoro neHTpa PII kietku B o6nactu
CTUMYJISILIUM, a JUCTIEPCUN U KOBapuallUsl XapaKTepu3yloT pa3Mmep U (Gopmy BoO30yIu-
tenpHO yactu PII. I'panmiieit Bo3oynurenbpHoM yacTu PI1 cuntanm smric, SiBastonumiics
TepeceyeHuEM PaCCUMTAHHONM JBYMEPHOIA rayCCUaHBI C TUIOCKOCTBIO f = fi.. /€, THE fiax —
MaKCHUMYM TaycCoBOI (yHKIIMU, € = 2.72 — OCHOBaHUE HaTypaJibHOro jorapudma. I1pu

STOM JUIMHBI GOJIBIIOI U MaJIoil OCeil STOTO 3JUIUIICA ITOTYJalOTCsl PAaBHBIME 22 OT pac-
CUMTAHHBIX [IJISI TAyCCUAHbl MAaKCMMaJIbHOTO U MUHUMAIBLHOTO CPEIHEKBAIPATUYECKUX
OTKJIOHEHMIi. 3a pazMep Bo30ynurtenbHoit yactu PI1 mpuHumanu cpenHee reomeTpuue-
CKO€ OT JJIMH OCeil 3Toro asuiunca. Pe3yabrarsl 00pabOTKM MPEACTaBISIIU B BUAE KAPThl
B reorpa¢uyeckoi najurpe.

Konmpacmﬂaﬂ yyecmeumnesabHocnlb

st cucrteMaTM4eckoro M3MepeHUs] KOHTPACTHOUM UYyBCTBUTEJIBHOCTU TPUMEHSLICS
crnielMalibHBIN MpoTrpaMMHBIN MHCTpyMeHT. Ha (poHe HekoTopoit 3amaBaeMoil aKcrepu-
MeHTaTopoM sipkocTu B LieHTpe PIT Bnepemexky nmpenbsiBIsiIUCh CTUMYJIbI (IBUXKYIIIUE-
Cs1 TPaHULBI MU BCITBIXMBAIOLIUE MSATHA) PA3HBIX IPKOCTE U CTPOUIUCH TpadUKU 3aBU-
CHUMOCTH CpelHero KojaudecTBa uMmnyibcoB B 3aime 'K ot spkoctu ctumyna [38]. Ilpu
M3MEPEeHUM KOHTPACTHOM YyBCTBUTEIbHOCTU Ha mnepudepuu PII sipkocTh M3MeHsIach
cpa3y 1o Beeit nepudepun (IIpyu HEM3MEHHOM sipKocTH B LieHTpe PIT).

PE3VIJIBTATHI UCCIIEAOBAHUA

Obuwue ceoiicmea

Peakiiuu aneMeHTOB ¢ (hOHOBOI aKTUBHOCTBHIO (DMA) perucTpupyloTcsl Ha TIyOuHe
190—200 MKM OT MOBEPXHOCTH, TJIyOXe IIECTU TUIIOB IUPEKIIMOHATbHO U30UpaTelb-
HBIX 'K, IByX TUIIOB OpMEHTAIITMOHHO M30MpPATEIbHEIX 3JIEMEHTOB U IBYX TUIIOB JETEK-
TOpOB msATHA (puc. 1).

OnmHu U3 HUX aKTUBUPYIOTCS B TeMHOTe U TopMo3sitcs cBetoM (OFF-tum), npyrue,
HaIIPOTHB, aKTUBUPYIOTCS Ha CBETY U TopMo3sTcs 3ateMHeHueM (ON-tumn). Kak nmpaBu-
JI0, CyMMapHasi akTUBHOCTb T€X U APYTUX perucTpupyercs: omHoBpeMeHHo. [1pu aTom Ha
CJIyX, TI0 BBICOTE 3BYKa, OTUETJIMBO PA3IMYalOTCS CTIAKU 2JIEMEHTOB C TEMHOBOI aKTUB-
HOCTBIO, 3BYK Y KOTOPHIX HIDKE, UYeM Y DJIEMEHTOB CO CBETOBOII aKTUBHOCTEIO. 1o cyOBh-
€KTUBHOM OIIEHKE Ha CIyX HE BBI3BIBAET COMHEHMI TO, 4TO (POHOBASI aKTUBHOCTD, YCH-
JIMBAOIIAsICS IIPY MMOCBETICHUU, PETUCTPUPYETCS TTy0XKe TEMHOBOIA, T.€., YTO T€HEepaTo-
pbl 3TOil aKTMBHOCTM — TepMuHaiu akcoHoB 'K — pacrioysaraioTcs 4yTh TyOxKe
TeHepaTopoOB TEMHOBOI (POHOBOI akTUBHOCTU. OHAKO MO Pe3yJibTaTaM U3MEPEeHUIl TITy-
onHbl peructpaun DPA ON- n1 OFF-tumioB oka3sBaloTcsl B OMHOM Kjactepe (puc. 1).
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Puc. 1. Tpu knactepa B peTHHOpeUNUeHTHOM cioe TO, rie aKCTpakIeTOTOUHO oTBoAsITCsl peakuyu ['K — ne-
TEKTOPOB Pa3HbIX MPU3HAKOB OT OKOHUaHUI X akcOHOB. [TpumeHeH kputepuii Kpackena—Yosuca nipu p < 0.05.
JlaHHBIE TIpECTaBIEHBl B BUJe MeIuaHa + MHTepKBapTWIbHBIN pa3Max. [1psMoOyroJbHUKaMM BbIIEJIEHBI TPU
KJactepa, MeXay KOTOPbIMU €CTh CTATUCTUYECKU 3HAYMMBble pazanyusi. CieBa — IUPEKIIMOHAIBLHO U30Hpa-
TenbHble ['K; B LIeHTpe — neTeKTOopbl OpPUEHTUPOBAHHBIX JIMHUM, JETEKTOPBI MasibIX TisiTeH; cnipaBa — 'K ¢ ¢do-
HOBO akTUBHOCTBIO (DPA) ON- 1 OFF-tunos. O6o3uavyenust: rDSU c|r, rDSU d|v, rDSU v|d — peTnHaibHBIE
MAPEKIINOHATIbHO-U30UPaTEIbHBIE 2JIEMEHTBI KayI0-POCTPaIbHOTO (41 3;1eMeHT), 10P30-BEHTPATILHOTO U BEH-
TPO-I0P3aILHOIO MPEANOYTUTEIBHBIX HAMPABICHUI COOTBETCTBEHHO (B cymMMe 25 ajieMeHTOB); rSD — peTu-
HaJIbHBIE JETeKTOPbI MaJbIX TsITeH (29 anemeHToB); rOSU — peTHHaJIbHbIE OPUEHTAlMOHHO-N301paTeIbHbIe
aneMeHTHI (15 amemenToB); rdSust u rISust — DDA OFF- u ON-TUI0B COOTBETCTBEHHO (45 1 13 271eMEHTOB CO-
OTBETCTBEHHO).

Fig. 1. Three clusters in retinorecipient layer of TO; the responses were recorded extracellularly from the axon termi-
nals of retinal ganglion cells (GCs). We used Kruskal-Wallis test with p < 0,05. Data are presented as median * inter-
quartile range. Three statistically different clusters are indicated by rectangles. From left to right: DSGCs; group
formed by OSGCs, spot detectors; sustained GCs (SGCs) of OFF- and ON-types. Designations: rDSU c|r, rDSU
vld, rDSU dJv — retinal direction-selective units of the caudo-rostral (41 unit), ventro-dorsal and dorso-ventral pre-
ferred directions, respectively (25 units in total); rSD — retinal spot detectors (29 units); rOSU — retinal orientation-
selective units (15 units); rdSust and rISust — SGCs of OFF- and ON-types (45 and 13 units, respectively).

BrInesieHne oqfMHOYHOI (371eMeHTapHoiT) peaku DMPA 13 o0I1Iero xopa IJIsIeiics ak-
TUBHOCTU TpeOyeT OMpeeIeHHOIO HaBbIKa U BBIMIOJIHEHO HaMU BriepBhie. Iloka3zaTeaeM
OIMHOYHOCTHU OTBeIeHUS (KpOME OLIEHKM Ha CIyX U OMMHAKOBOCTU aMILIUTYIbI CIIAKOB
B paspsifie) CJIYKUT OTCYTCTBUE UMITYJILCOB B Mepuo pepakTepHOCTU MPU 3alIUCHU pe-
aKIIMM Ha XIyleil pa3BepTke (puc. 2).

Peuenmuenuie noas snemenmos c gponosoii akmusrnocmoro OFF- u ON-munos

DDA pearupyloT He TOJBKO Ha U3MEHEHUE OOIIEro OCBEIeHMSI, HO U Ha JIBUXCHUE
IrpaHULbI WIN MSITHA B UX TOJie 3peHus1. PearnpyioT OHU M Ha MeJIbKarollee MITHO He-
0o0JIBIIOrO, IIpUMepHO 1.5°, pazMepa. DTo MO3BOJISIET KAPTUPOBATh UX PEIEIITUBHOE T10-
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Puc. 2. Kputepun ofMHOYHOCTH 9KCTPAKIETOYHOTO OTBeAeHUsI. CBEpXy — IUIsIIIAsiCsl UMITYJIbCHAsl aKTUBHOCTD
DDA ON-tuna, ormedeH mopor (250 MkB) 1j1s1 aMIIMTYIHOM AMCKPUMUHALIMMI; BHU3Y — 3aMMUCh AKTUBHOCTHU
Ha Xayuieit pa3sepTke (HabIo1aeTcs OTCYTCTBUE CaiikoB B pedpakTepHblil nepuon). Ciesa — KOHbUrypauus
crumyia (pa3mep 6estoro nsitTHa cocrasisier 11°).

Fig. 2. The criteria of single unit response recorded extracellularly. The maintained response of an USR of ON-type;
the threshold (250 uV) for amplitude discrimination is marked by horizontal line; below — the same discharge repre-
sented in spike driven extended sweep. The stimulus configuration (11° white spot) — on the left.

Jie, a TOUHee ero eHTpaIbHYI0 BO30yIuTEIbHYIO 001acTh (reactive receptive field), cran-
IapTHBEIM METOIOM “IIaxMaTHOM mocku” (cM. “MeTtonbl ucciaemoBanus”) (puc. 3).

IIposeneno xkaptupoBanue PII 112 OFF-31eMeHTOB YepHBIMY MSTHBIIIKAMU Ha Oe-
oM ¢oHe u 77 ON-351eMeHTOB OeJIBIMM IISITHBIIIKAMM Ha yepHoM ¢oHe. Pacmpenene-
Hue pa3mepoB PIT npencrasieHo Ha puc. 4.

3asucumocms peaxyuu IPA om xapakmepa océeujeHus

PIT 6onpbimHcTBa 'K MMEIOT LIeHTpaibHO-TIepUdepUUEeCKYIO OTIMOHEHTHYIO OpTaHU-
3alMIo. 3aTeMHEHHWE WM OCBellleHWe Tepudepri CKa3biBaeTCsl OOBIYHO Ha BEJIMYMHE
neHTpanbHoM peakmu 'K, HO caMo 110 cebe He BBI3bIBACT peaKIuu KiIeTKU. OTImau-
TEeJbHBIM CBOMCTBOM DDA SIBIAETCS TO, YTO CTUMYJISILIVS TOJIBKO Tieprcheprm 1moJist (pu
HEU3MEHHOM LIEHTPE) BhI3bIBACT OTYETIMBYIO peakiinio. Tak DDA ON-Tuna pearupyror
Ha ocBelieHue 1ieHTpa PIT u Ha 3atemHeHue nepudepun. DPA OFF-tumna orevyaoT Ha
3areMHeHMe LieHTpa PIT u Ha ocBetnieHue nepudepun. HenmpeMeHHBIM yCIOBUEM BO3-
oyxxneHust DDA sgBisieTcs HAIMYMe KOHTpacTa eHTpa u nepudepun PIT (puc. 54, 6A).
Camas MolinHasg mrsiasics: peakuust Tex u apyrux (ON- u OFF-D®A) Bo3HukaeT npu
YCIIOBUY MaKCMMAaJIBHOTO KOHTpacTa lieHTpa 1 nieprudepnn ux PI1. Dra uMItyabcamms mpe-
Kparmaercst (M1 CUIbHO ociadeBaeT), ecnm nepudeputo PI1 caenars HEOTIMIMMOL 110 KOH-
Tpacty ot HeHtpa (puc. 5B, 6B). HeoxkugaHHO GbUIO BIIEPBBIE YBUAETh, YTO Ha 3aTeMHE-
HHUE BCero noJisi 3peHus (3kpaHa MoHUTOpa 45° X 35°) oTcyTcTBYeT (MJIM MPEeKpaIaeTcs)
peakuusa DDA OFF-tuna. Takkxe u DDA ON-Tuma He oTBeYalOT Ha pABHOMEPHO OCBe-
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Puc. 3. PeuentusnHbie nonst DDA OFF-tuna (cieBa) u ON-Tumna (crnpaBa), KapTUPOBAHHBIE METOAOM “ILIax-
MAaTHOI 1ocKu”. DJutnrcaMu 0603HaYeHbl OLIEHKY IPAHULL BO30OYAUTENIbHBIX 30H PELIENTUBHbBIX MOJIEH.

Fig. 3. Receptive field (RF) maps of the USRs of OFF- and ON- types (left and right, respectively), measured by
the random checkerboard method. Ellipses indicate the estimated borders of the reactive receptive fields. Below is
a scale in the geographic palette.
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Puc. 4. T'ucrorpaMMbl pacripeieJieH!s] pa3MepoB pelieNTUBHBIX rosieit 189 DMA. PasMepsl npeicTaBlieHbl B
BUJE: cpeaHee T cpenHekBaapaTUyHOe OTKIoOHeHue. CiieBa — cymMmmapHasi Bbioopka u3 189 DMA o6oux TUIOB
(5.0° £ 1.13°), B ueHtpe — Boibopka u3 112 remHoBbIX DDA (OFF-tum) (4.8° + 1.19°), cnpaBa — BeIGOpKa U3
77 cBetoBbIX (ON-TH) (5.2° £ 0.99°).

Fig. 4. Histograms of the distribution of USR RFs by size. On the left is the total sample (189 USRs): 5.0° £ 1.13°
(mean £ SD); OFF-USRs in the center (112 USRs): 4.8° & 1.19°; ON USRs on the right (77 USRs): 5.2° £ 0.99°.

IIEHHBIN 3KpaH. DTO TOBOPUT O TOM, YTO MPOLIecChl BO30ykneHust B ieHtpe PIT u Top-
MOXEHUs ¢ Teprdepuu Tak ypaBHOBEIIEHBI, YTO OMHOBPEMEHHAsI OMHOPOIHAsT CTUMY-
JISIUMST TOW U npyroit obmacteit PI1 He IpUBOIMT K TeHepallMy MMITYJIbCHOTO pa3psiia
(puc. 5B, 6B).

IMosiBeHe MUHMMAJILHOIO KOHTpacTa Mexay neHtpoM PIT u epudepueii cpasy BbI-
3bIBacT OTBETHYIO peakiuio DDA, KoHTpacTHYIO 4yBCTBUTEILHOCTh M 3aBUCUMOCTh Be-
JIMYMHBI PEaKIIMKU OT CTEIIEHW KOHTpacTa CTuMyJia 1 oHa B rieHTpe PIT usMepsuiu nBymst
Crmoco6aMu: IBMXYIIEHCs] KOHTPACTHOM rpaHUILIeH MO0 HeU3MEHHOMY (hOHY MJIU MeJIbKa-
IOIMM B LIEHTPE MOJIsI MSITHOM, TI0 pa3Mepy GJIM3KUM K pa3Mepy LieHTpa PIT.

IIpoBeneHo McclienoBaHNE 3aBUCUMOCTHU BEJIMYMHBI peakKy (KOJIUYEeCTBA CIAKOB)
oT sipKocTH LieHTpa u nepudepun PI1. Ha 114 DDA OFF-tuna n 60 D®A ON-tumna
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Puc. 5. Ycnosue BosHukHoBeHMs peakin DDA OFF-tuna. Beepxy (4) — ycTaHOBMBILASICS UMITYJIbCHASI pe-
akuusi DDA OFF-tuna npu 3aremHernHom ueHtpe PIT u Gosnee cBetsioit nanbHeit nepudepun; BHU3Y (B) —
MOJIHOE TOPMOXEHHE PeakIMKU 3TOTO JIeMEHTa MPU 3aTeMHEHHOM nabHeil iepudepun (OTCYTCTBUM KOHTpa-
cra 1eHTpa U okpyxeHwust). CiaeBa — KOHMDUTYpaLIUsi CTUMYJIOB.

Fig. 5. Maintained spike activity of the OFF-type USR observed when the center of its RF is darker then far sur-
round (above), and absence of the activity when far surround is dark too (in the absence of contrast between the
center and the surround). The stimuli configurations are shown on the left.

MPOU3BENEeHbl M3MEPEHUS] KOHTPACTHOI YYBCTBUTEJIBHOCTM TPU U3MEHSIOLIECS
sgpkoctu B LieHTpe PIT u HeusmeHHoit sspkoctu nepudepun. Ha 35 DDA OFF-tuna u
23 DDA ON-Tumna npoBeAcHbl U3MEPEHUS MPU U3MEHSIIONICHCST SIPKOCTU nepudepuu u
Hen3MeHHOM sipkocTu B LieHTpe PII. Puc. 7 unmoctpupyeT pe3yabTaThl TAKOTO OITbITa Ha
DDA OFF-tuna.

NHorna npyu 0aJHOM MOJOXEHUHU 3JIEKTPOAAa MOXHO 3apeTMCTPUPOBATh OJHOBPEMEH -
HO omuHouHble peakuun ON- u OFF-D®A [21]. ITonoxenus PIT Takux 3j1eMEeHTOB
MPaKTUYECKU COBIManalT. MoxHO aymarh, uyTo Takas mapa ['K KoHBeprupyer Ha onuH
TeKTaJIbHbIII HEMPOH, KOTOPBI MO COOTHOIIEHUIO MOIIHOCTH WMITYJIbCAIlMU ITUX 3Jie-
MEHTOB COCTaBJISIET CBOE MPEICTaBIeHUE 00 OCBEIIIEHUH B JAHHOW 00J1aCTU MPOCTPAHCTBA.

V pbIO YeThIpex BUOOB HAOIIOMASTCS COBIIAIEHME TaKMX XapaKTEPUCTUK UCCIeI0BaH-
HBIX KJIETOK, Kak pa3Mmepbl PII, 3aBUCHUMOCTb MOILIIHOCTU pEaKIIUM OT UHTEHCUBHOCTHU
ctumyJia B ueHtpe PII 1 3aBucruMocTH peakiiuy OT KoHTpacTa nepudepuu u uentpa PII.

Lleemoevie ceoiicmea DDA ON- u OFF-munos

PbIObI B MOBEAEHUM IEMOHCTPUPYIOT Xopollee lLiBeTHoe 3peHue [42]. B ceruartke
B3POCJIBIX Kapaceil M KaproB MMEETCs TPU TUIla KOJIOOUYEeK ¢ MAKCMMyMaMM 4YyBCTBU-
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Puc. 6. Ycnosue BosHuKHOBeHUsT peakin DDA ON-tumna. BBepxy (4) — ycTaHOBUBLIASICS UMITYJIbCHASI peak-
uust DDA ON-tuna npu ceemiom LeHTpe PIT u 6osee TeMHO# nanbHeil nepudepun; BHU3Y (B) — 3HAYUTETBHO
CHUXXEHHas! UMITYJIbCHAasl aKTUBHOCTb MPU OCBEILIEHHOM AanbHei nepudepuu PIT (oTcyTcTBUM KOHTpacTa LieH-
Tpa 1 oKpyxeHust). CieBa — KOHOUTYpaLMsi CTUMYJIOB.

Fig. 6. Maintained spike activity of the ON-type USR observed when the center of its RF is brighter then far sur-
round; significantly reduced spike activity in the absence of contrast between the center and its surround. Other

conventions are the same as on the previous figure.

TeJbHOCTH 623, 535, u 454 uMm [43—45]. BoraTblii HAGOP LBETOOIIIOHEHTHBIX KJIETOK B
cetyatke (OUTOJISIPOB, TOPU3OHTAJIBHBIX M TAHTJIMO3HBIX KJIETOK) CBUIIETEILCTBYET O CO-
OTBETCTBYIOIIIEI T 06paGOTKE CUTHAIOB OT KOJIOOYEK pa3HbIX TUIOB [46—53]. B 1O Xe Bpe-
M1 TOKa3aHO, YTO MHOTHE TUIIbl TAHTJIMO3HBIX KJIETOK, Mpoeuupyomuecs B TO, Oynyuu
CBSI3aHbl CO BCEMM TpeMsl TUMaMM KOJOOYeK, He 00JIalaloT LIBETOPA3TUYUTEIbHBIMU
CMOCOOHOCTSIMU U IEMOHCTPUPYIOT MPUHLIMIT YHUBAPUAHTHOCTH [54—56]. MBI ITocTapa-
JINCh BBISICHUTDB, KAaKOBBI 1IBETOBBIC cBOMicTBa DMA. B cBeTe rumore3bl O TOM, YTO OHU
¢dhopMUpYIOT TIpencTaBieHre 00 OCBEIIEHHOCTU OOCTaHOBKH, LIBETOpa3jinyeHue ObLIo
ObI BeCbMa MOJIE3HO.

KpuBble cnieKTpajibHON YYyBCTBUTEIbHOCTU KoJIOoueK (L — MIMHHOBOJTHOBBIX, M —
CPEIHEBOJIHOBBIX, S — KOPOTKOBOJHOBBIX) MepeKpbIBaloTCs. Beaencraue 3Toro Bo3oy-
IUTb OTHEJIbHbIE TUIBl KOJOOYEK HACBIIIEHHBIMU Y3KOIOJIOCHBIMU CIEKTPAIbHbIMU
CTUMYJIaMU OT TEMHOTBI HEBO3MOXHO. MOXHO, OIHAKO, OT HEKOTOPOI'O ODOILETO YPOBHS
BO30Y>XIEHUS 100aBUTh WM YOABUTh BO30YXXIE€HWE OJHOTO BHIOPAHHOTO THIA KOJIO0UEeK
(unu nByx). Takre MUHKpeMeHTHbIE (+) U AeKpeMEHTHbIe (—) CTUMYJIbI ObUTH paccuuTa-
Hel 1 L, M, u S kosnbouek kapacsi, ucxonsi u3 BoamoxHocteit monuropa (LG Flatron
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Puc. 7. 3aBucumoctu peakunii DDA OFF-tuma ot KoHTpacTta ctumysia u ¢hoHa B tieHtpe PIT u or KoHTpacTa
LieHTpa U oKpyxkeHusi. CiieBa — peaklusi Ha BcrbixuBalolee B LieHTpe PIT nsitHo pazmepom 11°. TTo ocu abe-
LIMCC — SIPKOCTh CTUMYJIA (B MOHMTOPHBIX M SHEPreTUUECKUX BEJIMYMHAX), TIO OCH OPJIMHAT — YUCIIO UMITYJIb-
COB B OTBETE KJIETKM 3a BpeMsi Bcrbliiku (700 Mc). BepTukanbHOil 1ITPpUXOBOiT TUHUE 0003HAUEHA SIPKOCTh
¢ona. CrnipaBa — peakLysl Ha U3MEHEHUE APKOCTH JaJIeKOro okpyxkeHust (60 X 40 yrjoBbIX rpaaycoB) MpPH OT-
CYTCTBUM M3MEHEHMIA B LIEHTPaAJIbHOM 00J1acTH (cepoe msiTHO pasmepoM 11°). TTo ocu abeumce — sipKoCTh ajie-
KOTO OKPY>XEHMS (B MOHMUTOPHBIX M DHEPreTUYECKUX BEIMYMHAX), IO OCU OPAUHAT — YKUCIO UMITYJILCOB B OT-
BeTe KJIETKU 3a BpeMsl BCHBIIIKMU AanbHel repudeprn (700 Mc). BepTukaabHOM IITPUXOBOM JIMHUEH 0003HA~
YyeHa SIPKOCTh LIEHTPAIIBHOTO TMSATHA.

Fig. 7. Dependences of the responses of the OFF-type USR on the contrast of the stimulus and the background
in the center of the RF and on the contrast of the center and surround. On the left is a response to a big spot (11°)
flashing in the center of the RF on the grey background. On the abscissa axis is the stimulus brightness (in moni-
tor and energy values), on the ordinate axis is the number of spikes in the unit discharge during the flash (700 ms).
The vertical dashed line indicates the brightness of the background. On the right is the response to a change in the
brightness of the far surround (60 X 40 angular degrees) in the absence of changes in the center of the RF (gray
spot 11° in size). On the abscissa axis is the brightness of the far surround (in monitor and energy values), on the
ordinate axis is the number of spikes in the unit discharge during the flash of the far periphery (700 ms). The ver-
tical dashed line indicates the brightness of the central spot.

775FT) [55, 56]. UccnemoBaHue LBETOBBIX CBOMCTB DMA mpu ITOMOIIU CEJIEKTUBHOM
CTUMYJISIUM Kaxaoro u3 tpex Tuios (L, M, S) konbouek npoBeneHo Ha 176 ajeMeHTax
D®A OFF-tuna n Ha 59 amementax DPA ON-tuma. (IIBetoBbie cBoiicTBa DMA MbI
U3y4yasiu TOJbKO Ha ABYX BUIAaX — Kapace U Kapre, T.K. KpUBbI€ CIIEKTPaJIbHON YyBCTBU -
TEJIbHOCTH KOJIDOUYEK OKYHSI U TIJIOTBbI B TOUHOCTH HEM3BECTHHI).

C IMOMOIIIBIO 3TUX CTUMYJIOB ITOKa3aHO, YTO U TEMHOBBIE, M cBeTOBbIe DMA cBA3aHBI
CO BCEMHM TpeMsI TUTIAMU KOJIOOUEK, MpUUeM He eIMHO00pa3Ho. Y TeMHOBbIX DMA Bbiae-
JIEHO TPY OCHOBHBIX TUIIA CBsI3eit: 1) musuasicst peakuus Bol3biBaeTcs ctumyiaamu (L+ —,
M—, S+); 2) npyrue pearupytot Ha ctumyJibl (L—, M+ —, S+); 3) TpeTbu — Ha CTUMYJIbI
(L+ —, M+ —, S+ —).

To, yTo yMeHbllIeHe BO30YKAEHUS 0000 TUMa KOJ0oUeK (IeKPEeMEHTHBIE CTUMYJIbI)
BbI3bIBaeT peakinio B DDA OFF-tumna oxugaemo 1 HopMmanbHo. Ho Hanmume ON-peakiiym
Ha yBeJIndeHHUe BO30YyKIeHMsI 1o KakoMy-11u60 u3 kKaHasioB (L, M, S) B D®A OFF-Ttuma ka-
KeTcs MapagoKcaabHbIM (pucC. 8).

ITpu moMo1M CTUMYJIOB, TIpeabsiBiasieMbix B ieHTpe PII, Bo30y>knaroliux pa3anyHbie
TUITBI KOJIOOYEK MTOMapHO, 0OHAPYXEHO TOPMO3HOE U (B PEIKUX CIIyvasiX) YCUIUTEIbHOE
B3aMMOJICICTBME€ CUTHAJIOB OT pa3HbIX TUITOB KoJIOoUYeK. Peakiiusi Ha COBMECTHOE BO3-
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Puc. 8. PactpoBoe npencrasienue peakunit DDA OFF-Tumna Ha 1BETHbIE CEJICKTUBHbBIE CTUMYJIbI, BKJIIOYAE-
mble B ueHTpe PIT npu Hem3meHHoit cepoii nepudepnn. Cepast rosioca 0003HavaeT BpeMsl IeiCTBUSI CTUMYJIA.
Kaxapiit cTUMYJT IPeAbSIBISUICS 1IeCTh pa3. LBeTa celeKTUBHBIX MHKPEMEHTHBIX (+) M IEKPEMEHTHBIX (—)
CTUMYJIOB MpeCTaBIeHbl OYKBaMHU, COOTBETCTBYIOILMMU TUITY BO30YXIaeMbIX UMU Koji6oueK. OOpaTuTe BHU-
MaHMe Ha MapaoKCcaJbHYIO PeaklUIO Ha BKItoYeHue L+ ctumyia.

Fig. 8. Raster plot of OFF-type USR responses to central flashes of selective colors on the grey background. Grey
bar indicates the stimulus presentation time. Each stimulus is presented six times. Selective increment (+) and
decrement (—) stimuli are marked by letters, corresponding to the cones which they excite. Please pay attention to
the paradoxical response of the OFF-unit to the L + stimulus.

oyxnenue crumyiiom (L+M++) Gpl1a Bcerma MeHbIIIe, YeM peaKIM Ha KaXXIblid U3 CTH-
myJsioB (L+ 1 M+) B otnenpHOoCcTH. [laxke B TOM ciiydyae, KOorma peakiys Ha ctuMyia M+
OTCYTCTBOBaJIa, a Ha L+ Obuia Gosbiasi, peakuus Ha ctumyd (L+M+) Obuta MeHblie,
yeMm Ha L+, a To 1 coBcem ucuesana (puc. 8). C y4eToM 3TUX ONITOHEHTHBIX B3aUMOJIEI -
CTBUiT MEXy BXOJJaMU CTAHOBUTCSI OOBSICHUMO, YTO MIPU aXpOMaTUUYECKHUX CTUMYJIaX OJl-
HOBpEMEHHOE YBeJINM4eHE BO30YyKIeHMs BceX TpeX BxonoB (L+M+S+) He BeI3BIBacT pe-
akuu TeMHOBBIX DMA. CroxXHbIe B3aUMOIECUCTBHS 1IBETOBBIX KaHAJIOB (B YaCTHOCTH,
OIMOHEeHTHOe B3anmoneiicTBue Mexay L u M KkaHaimaMu Tpyu MHKPEMEHTHOM CTUMYJIS -
LIMY 9TUX KAaHAJIOB U YCUJIUTEIbHOE MPU NEKPEMEHTHOM) HEBO3MOXKHbBI B YHUCTPATUDU -
mupoBaHHbiX OFF T'K.

CaetoBble DDA Takke pa3HOOOPA3HBI TTO MPU3HAKY 3aBUCMMOCTH BEJTMIMHBI PEaKIINU
OT ceJIeKTUBHOTO Bo30yxneHus1 L, M, S kom6odyek. OOBIYHO 3TO peaKIIMy Ha UHKPEMEHT-
HbII cTumyt st L v jekpeMeHTHbIe cTuMysibl it M u S konbouek (L+, M—, S—) (puc. 9).
MHorna orMevanach M peakiidsl Ha JIeKPEeMEHTHbIN cTuMyJ1 11t L-kKon6ouek. Hannune no-
CTaTOYHO BbIpaxkeHHOi peakiiun DDA ON-Tumna Ha yMEHbIIEHUE BO30OYXIEHUS 10 KaX-
JIOMY 13 TpexX TUIOB Koj1oouek (L, M, S) octaeTcs mapagokcaabHEIM (puc. 9).

C y4eToOM 3TUX ONIMOHEHTHBIX B3aUMOACHCTBUI MEXIy BXOJaMU CTAHOBUTCS OObBSIC-
HHUMO, YTO MpPH aXpOMaTUUYECKHUX CTUMYJaX OJHOBPEMEHHOE YBEJIMUEHUE BO30OYKICHUS
Bcex Tpex BxonoB (L+M+S+) He BbI3bIBaeT peaklimi TeMHOBBIX DMA, a yMeHbIIIeHUE
BO30YXIEeHHUS 110 BceM TpeM Tumnam Konoouek (L, M, S) He BbI3bIBaeT peakunu DDA
ON-tumna (y Hekotopbix DMA ON-Tuna HabaomaeTcss CHUXEeHHas (OHOBasi aKTUB-
HOCTBb B OTCYTCTBUE KOHTpacTa LeHTpa u nepudepuun PIT). TemHoBbIe 1 cBeTOBbIe DDA
MpU axpoMaTUUeCKoil cTUMyassuuu BbIISAAAT Kak OFF- u ON-sjnemeHThl (COOTBET-
CTBEHHO) U TIPEICTaBISLUIMCh HAM paHee KaK TaHTJIMO3HbIe KJIETKU, YHUCTPAaTU(DULIMPO-
BaHHbIE BO BHyTpeHHeM cuHantudeckoM cioe (BCC) cetuarku, nmoiydyaroniye BXOIHbIE
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Puc. 9. PactpoBoe npencrapieHue peakimii DDA ON-Tuma Ha IBETHbIE CEJIEKTUBHBIE CTUMYJIbI, BKIIOYAEMbIe
B eHTpe PI1. Habmonaercst He3aHaunTebHast POHOBast aKTUBHOCTH 10 MPeabsBIeHUS cTuMyJia. O603HaYeHUST
Kak Ha puc. 8.

Fig. 9. Raster plot of USR of ON-type responses to selective color stimuli flashing on the grey background in the
center of the RF. Slight sustained activity can be seen before the presentation of the stimulus. Other conventions
are the same as on the Fig. 8.

curHajibl, TeMHOBbIe — oT OFF-Tuma, cBetoBeie — oT ON-THITa OUITOISIPOB, B COOTBET-
ctBytomux crparax BCC. O6HapyXeHHbIe B TaHHOI paboTe CI0KHbIE B3aMOIAECTBUS
LIBETOBBIX KAHAJIOB B peakliusx DMA 3aTpyaHSIOT TaKoe ToJKoBaHue [57].

Hanuyure 11BeTOBOI OMITOHEHTHOCTH W B3aMMOICICTBUIT IIBETOBBIX KAHAJIOB, BBISIB-
JieHHBbIX B peakuusx B ueHTpe PIT DMA ON- u OFF-TUIIOB TOBOPUT O BO3MOXHOM y4a-
ctum 3tux 'K B iBeTOpazmmueHuu.

OnnoneHmMHOCMb YeHmpa u nepugepuu

Kak yxe roBopwjioch, TOMOT€HHOE OCBEIlIeHNE (WIM 3aTeMHEHHEe) OOJIBIION 001acTu
9KpaHa TOPMO3UT CIIOHTAHHYIO MMITYJbCAlMI0 KaK TEMHOBBIX, TaK U CBETOBbIX DDA.
BxirroueHue Tex e [BETHBIX CTUMYJIOB, KOTOPBIMM MCCJIEIOBaIU LICHTpalbHYI0 YyacTh PIT,
Ha Bceit nepucdepun PIT BoccraHaBiIMBaeT MIsIILyOcs akTUBHOCTD. [Ipuyem ata peakiusi,
BbI3BaHHAs CTUMYJIsIveii ieprudepun PI1, onmmoHeHTHA TOM, KOTOPYIO BBI3bIBAJIA 3TH CTH-
MYJIBL B LIIEHTpe. DTO XOpOIIo BUAHO Ha puc. 10.

B kosioHke cieBa pacTpoBasi 3anuch TeMHOBOro OMA (Toro xe, 4To M Ha puc. 8), B
KOJIOHKE CITpaBa — peaklivsi 9TOT0 Xe dJIeMeHTa Ha Bo30ykaeHue repudepuu ero PIT te-
MM XK€ CTUMYJIaMH. AHAJIOTUYHYIO KApTUHY MBI BUIUM U Ha puc. 11, rme mpeacTaBIeHbl
peakuuu ceetoBoro DMA Ha Bo30yxkaeHue LieHTpa u repudepuu ero PII. ¥ atoro cee-
ToBOoro DMA (TOro ke, YTo Ha puc. 9) TOMOTeHHOE OCBEIleHWE He TTOJTHOCThIO 3aTOpMa-
KMBAJIO JUISIIIYIOCSI aKTUBHOCTD. IlpenbsaBienue ctumyna (L+) B uentpe PII Bei3biBaio
MOBBIILIEHUE YPOBHS 3TOM aKTMBHOCTHU, a Ha niepudepuu PII cyliecTtBeHHO ee TOpMO3U-
Jj10. Takue e MpOTUBOIIOJIOKHBIE (OIMOHEHTHBIE) 3¢ heKThl HAGIIOIa0TCS IIsT BCeX 0e3
HUCKITIOYeHUS CTUMYJTOB. Takum o6pazom, DDA 1 ON- u OFF-TUIOB SBJISIIOTCS TBasKIbI
OIMOHEHTHBIMU I[IBETHBIMU KJIETKAMM.

ITo HamMM npeAcTaBISeHUSIM OINMOHEHTHOE BJIMSIHUE NAJeKOTO OKPYXKEHMST Ha peak-
o DDA obecrieunBaeTCsl ¢ TIOMOIIBIO TOPU3OHTAJIBHBIX KJIETOK. B ceTuaTke phIO cy-
IIECTBYET TPU TUIIA KOJIOOYKOBBIX TOPU3OHTAJIbHBIX KJIETOK. ['OpM30OHTaIbHBIE KJIETKU
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Puc. 10. LIBeToBasi ONMOHEHTHOCTH B LieHTpe U1 Ha nepudepun PTT DDA OFF-tumna. CieBa — pacTpoBoe Mpes-
CTaBJIeHUE OTBETOB 2JIEMEHTA Ha 1IBETHBIC CEJIEKTUBHbBIE CTUMYJIbI, BKIIouaemble B ieHTpe PIT npu Hem3meH-
Hoii nepudepun. CripaBa — pacTpoBOe MPEICTABICHNE OTBETOB 3JIEMEHTA Ha CEJICKTUBHbBIC NU3MEHEHUSI LIBETA
Ha Bceii nepudepun npu Hen3MeHHOM LieHTpe. OGo3HaYeHUsI KaK Ha puc. 8.

Fig. 10. Color opponency in the center and on the periphery of the RF of an OFF-type USR. On the left — raster
plot of central responses of the unit to the selective color stimuli. On the right — raster plot of unit responses to sur-

round flashes of selective colors with unchanged gray color in the center. Other conventions are the same as in Fig. 8.
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Puc. 11. LiBeToBasi ONMOHEHTHOCTH B LieHTpe U Ha nepudepun PIT DDA ON-tuma. CieBa — pacTpoBoe Mpei-
CTaBJICHUE OTBETOB 3JIEMEHTA Ha 1[BETHbIE CEJICKTUBHBIC CTUMYJIbI, BKJIIoUaeMble B LieHTpe PIT mpu HensmeH-
Hoit nepudepun. CripaBa — pacTpoBOe MpeACTaBIeHNE OTBETOB 3JIeMEeHTa Ha CEJIEKTUBHbIC U3MEHEHMUSI LIBETa
Ha Bceii epudepun npy HeM3MeHHOM LieHTpe. OG03HaYeHUsI KakK Ha puc. 8.

Fig. 11. Color opponency in the center and on the periphery of the RF of an ON-type USR. On the left — raster plot
of central responses of the unit to the selective color stimuli. On the right — raster plot of unit responses to surround
flashes of selective colors with unchanged gray color in the center. Other conventions are the same as in Fig. 8.
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KakJI0TO TUIA MO MPEUMYIIECTBY CBSI3aHbI C OMHUM M3 TUIIOB KoboueK. OObeIMHEH-
HbIe B HE3aBUCHUMBIE 3JIEKTPUYECKUE CUHIIMTUM IIEJIEBBIMU KOHTAKTAMU 3TU TOPU30H-
TajlbHble KJIETKU MepealoT CUTHANI O BO3OYXXIEHUN KOJOOUEK Ha ajleKue PacCTOSIHUSIL.
ITocpencTBoM 0O6paTHOM CBSI3W C TOPU3OHTAJIBHBIX KJIIETOK Ha KOJIOOUKU U OCYIIECTBIISI-
€TCsI ONMOHEHTHOCTD LieHTpa u nepudepus PIT I'K [58—60].

OBCYXIAEHMUE PE3YJIbTATOB

MBI peryisipHO perucTpupoOBaliv ITyOOKO B peTHHOpeuunueHTHOM ciaoe TO y pbeiO
yeTbipex BunoB DDA ON- u OFF-tunoB. HaGaiomaeTcst mojiHOe COBIaaeHUe TaKUX Xa-
PaKTEPUCTUK UCCIIEIOBAaHHbBIX KJIETOK, KaK pa3Mepsl PI1, 3aBUCMMOCTb MOIIIHOCTH peak-
IIMM OT UHTEHCUBHOCTHU cTUMYyJa B LieHTpe PI1 u 3aBUCUMOCTb peakllMy OT KOHTpacTa
nepudepun u neHtpa PI1. Bo MHOTHUX OTHOIIIEHUSIX 3TH 3JIEMEHTBI BBITJISIAAT KaK MO3M-
THB 1 HEeTaTUB.

DDA 6b11 oTMeueHbI paHee B TO u y aApyrux BuaoB pbi6 [19, 20]. dnsimasicst akTUB-
HOCTb, YCWJIMBAIOIIAsICS TIPU TIOTEMHEHUU, ONTMCaHa U Y JIATYIIKU Rana pipiens B T1y60-
kux cinosix TO [61]. TK aByx TumoB ¢ (poHOBOM aKTMBHOCTBIO (maintained activity) ¢ ana-
JIOTMYHBIMU CBOMCTBAMHU OIMCAHBI M B ceTdyaTKe MbIIM. D10 anbda-OFF n anppa-ON
I'K. Kyna, B Kakue nepBUYHBIC 3pUTEJIbHBIC LIEHTPHI ITpoenmpytoTcs 3th ['K Hen3BecTHO,
T.K. pabOTHI TPOBOAMIIMCH HAa U30JIMPOBAHHOIM ceTyaTKe [62, 63].

TemHoBbie 1 cBeTOBble DMA y pbIO MTPU aAXPOMATUYECKON CTUMYJISILIUU BBITJISISIT Kak
OFF- 1 ON-351eMeHTBI (COOTBETCTBEHHO) 1 paHee MPEACTABIISIJINCh HaM ToXe (KakK U 'y
mbim) Kak 'K, yancrparndunmposanabie B OFF- 1 ON- nmommmmactunax BCC cetuarku,
MOoJyJalolle BXOOHbIE CUTHAJIBI, TeMHOBBIE — OT OumnoisipoB OFF-tuna, cBeToBbie — OT
ounonsspoB ON-tumna B coorBeTcTBYytoIIMX cTpaTax BCC. OaHako mnapaaoKcajabHble
CBOIICTBA, Kacarluecst xapakrepa cBsizu 3Tux 'K ¢ konboukamMu pa3HbIX TUIIOB, OOHA-
pPYXEeHHBbIE B TaHHOI paboTe, TPOTUBOPEYAT TAKOMY TpecTaBIeHN 0. bbula npemioxkeHa
SMIMpPUYECKAs MOIEIb OpraHU3aluu KOHHEKTOMOB DDA [57]. DTo buctpatuduimupo-
BaHHble 'K, B0O30OyxXmeHue Ha KOTOpHIC IIepedaeTcss OT OMIIONSIpHBIX KiIeToK ON- u
OFF-tumnos, y KaXmoro u3 KOTOPBIX IIPUCYTCTBYIOT CBSI3U CO BCEMU TPEMSI TUITaMU KOJI-
00OUeK ITOCPEICTBOM pa3HbIX TUIIOB CHMHAIICOB (MOHO- M MeTaboTpoItHbIX). Bompoc o
Mopdoiorndyeckom cyocrpate DDA 060uX TUITOB HE MOXET OBITH pellleH SKCIIEPUMEH-
TaJIbHO Hallleil METOAMKON, OH TpeOyeT AalbHENIIIEero UCCIe0BaHUSI.

WHTEepecHO OTMETUTD, YTO Y 1IBeTOKOMUPYIomnX ON-371eMEHTOB JISITYIIKU, TTPOSIIUPY-
fommxcs B sinpo bennmoHuu, Toxke HabomaeTcs mapagokcaabHas peakius Ha YMEHbIIIEHUe
CBETA MPU BBEACHUM CUHETO (PUILTPa B CTUMYJIMPYIOLIMIA IMydOoK Oejioro ceera [64]. Dro
HartoMuHaeT peakuuu DMA ON-Tuma Kapacs Ha AeKpeMEHTHbI ctumyn (M—), yMeHb-
HIAIOIINI BO30YXKIEHWSI CPETHEBOJIHOBO-UYBCTBUTEIbHBIX KOJIOOYEK.

OnHO HECOMHEHHO, YTO TEMHOBBIE U CBeTOBbIe DMA SBISIOTCS ABAXKAbI OMIMIOHEHT-
Hbimu no uBety I'K. Hanuuue Takoro pona HelipoHOB B KAKOM-JIMOO OTAEs e 3pUTEIbHOMU
CHUCTEMBI SIBJISIETCSI PU3HAKOM HAJMYUS Y XKMBOTHOTO LIBETHOTO 3peHus [65].

DDA, nsyyaeMble B HaCTOSIIIIEl paboTe, OTIIMYAIOTCS OT ONMKMCAHHBIX HAMU paHee IIBETO-
OIMOHEHTHBIX 3j1eMeHTOB R/G Tuma, mpoeuupytomuxcss B TO pwid [66]. TTociaenHue
BCTpEYaIOTCs KpaitHe penKo Ha ToM ke ypoBHe SFGS, 4To neTeKToph! IsiTHA U 1€TEKTOPHI
OPUEHTUPOBAHHBIX JIMHUI, U HE UMEIOT (POHOBOI aKTUBHOCTU. DMA 06pa3yloT OTUETINBO
3Bydaluii MolIHbIN cioii B rmyouHe SFGS u monpasznensiiorcss Ha ON- 1 OFF-turmbi.
Panbl11e MBI MpeIonaraim, 4To y pbid OCHOBHas MH(MOPMAILIHsI O IIBETE U3 CETYATKU MTOCTY-
maeT He B TO, HO B HeKoe (HEM3BECTHOE HaM) CITELIMAIM3UPOBAHHOE SIIPO — aHAJIOT siIpa
Bemnonun y narymku [64]. Tenepb Mbl BUAUM, 4TO B TO pbI6 MOCTYMHAIOT CBEICHUS O LIBETE
OT TpeX TUIIOB ABaX1bl ormoHeHTHBIX 'K, mpoenmpyronixcs B pa3Hbie moaciaon SFGS.

B oiHOM Tpeke MUKPO3JIEKTPpOoa, ITOrpy>kaemMoro HopmMajabHoO K nosepxHoctu TO, PI1
MOCJe10BaTe/IbHO PErMCTPUPYEMBbIX 2JIEMEHTOB Pa3HbIX TUTIOB MOJTHOCTBIO UJIA YacTUY-
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HO TIePEeKPhIBAIOTCS M HaxoasdTcs B Ipeneyax (5°) o6sacTu, T.e. TepenaroT CUTHAIbI
MpaKTUYECKH 00 OJHOM 1 TOM Xe TToanke ¢horopeenTopos [21].

[MpuHLMIT 06pPabOTKM M300paXKeHUsI B ceTYaTKe YHUBEpPCAJIEH W BO MHOTOM CXOX VY
Pa3HbBIX XUBOTHBIX, TaJIEKUX KaK 3BOJIOLMOHHO (PBIObI, aM(PUOUM, PEeNTUINM, TITULIHI,
MJIEKOITUTAIOIINE ), TaK U 9KOJIOTUIECKY (XUIIIHBIE U TPABOSITHBIC, BOTHBIC M HA3¢MHBIC).
I'K, nerextupylolue Takue TMPU3HAKW BUAMMBIX OOBEKTOB, KaK pa3Mep, OpUeHTAIIS,
HarpaBJieHUe U CKOPOCTb ABWXKEHUSI, MPUOIMXKEeHNE, yIaleHue, LIBET, CTENeHb KOHTpa-
CTa OTHOCUTEJIbHO (hOHA, OMMCAaHbI B ceTYaTKaX HECKOJbKUX BUAOB PhIO, Y Uepenax, Mbl-
mreit, kponvka [12, 15, 19, 34, 67—74]. JloruyHo caeslaTh BBIBOI, YTO JETEKTHUPOBAHME
STUX MPU3HAKOB U300paKeHUsl SIBJIICTCSI OCHOBOM TSI Y3HABaHUSI BUIUMBIX OOBEKTOB.
DDA Tmepenalor cBelleHUs 0 HEpaBHOMEPHOM OCBEIIEHWH, 00 M3MEHEHWHN €ro MHTEH-
CMBHOCTH M 1IBETE, a ICTEKTOPhI MIPU3HAKOB IepenaloT CBeeHus 0 pa3Mmepe, hopMe, Ha-
MpaBJeHUN U CKOPOCTHU MepeMelleHUsI 00beKTOB Ha 3TOM (oHe.

TO — rnaBHbBII IEPBUYHBIN 3pUTEIbLHBIN LIEHTP pbIO — 00JIamaeT IMOJHOKM MH(pOopMalIeit
00 okpyxXalonieil Bunumoii cpene. 3nech GopMUpyeTCsl KapTa 3HaYUMMBbIX IIPU3HAKOB, COOT-
HeceHHas ¢ kapToit Tena. C yyactueM HelipoHOB TO M NPEeMOTOPHBIX SIACP BbIACISCTCS
[JIABHBIN 0OBbEKT BHUMAHUSI B TI0JIE 3PEHUS U BEIOMPAETCST TUIT IIOBEACHYECKOM peaKIuu.

SAKJITIOYEHUE

1. I3ydyeHBl CBOIICTBA CBETOBBIX M TEMHOBBIX 3JIEMEHTOB C (DOHOBOII aKTMBHOCTBIO
(D®A), npoenupytomuxcs B TO pei6. [TokazaHa BbICOKasi KOHTPACTHAsI UyBCTBUTE)Ib-
HOCTb, MOHOTOHHAasI (B HEKOTOPBIX IpeieiaXx) 3aBUCMMOCTb YaCTOThl UMITYJIbCAllUU OT
MHTEHCUBHOCTU OCBEIIIEHUSI LIEHTpPa T10JIsl TPU KOHTPACTHOM eMy nepudepun.

2. Pazmepnl PIT DDA cocraBisior B cpegHeM 5°, 4YTO COMOCTABMMO C TAKOBBIMU -
TEKTOPOB MPU3HAKOB.

3. INokazaHo, uto DMA kak ON-, Tak 1 OFF-TUIoB CBsI3aHbI C TpeMs TUIIAMU KOJIOOYEK.

4. PIT DDA uMeloT ABaxKAbl ONIIOHEHTHYIO IO LBETY CTPYKTYPY.

5. Hammume ciost mpoekuuii aBaxkabl onnmoHeHTHHIX 1o nBety 'K B TO cBumeTenb-
CTBYET O CYIIECTBOBAaHMUU LIBeTOpa3IndeHus Ha ypoBHe TO.

6. [pencraBieHHass pETUHOTOIIMYECKU, COBMECTHAsI paboTa AeTeKTOPOB IMTPU3HAKOB 1
DDA c onrcaHHBIMHU CBOICTBAaMU, MOXET 00ecreuuTh HeiipoHbl TO GoraToii Heo6Xoau-
Moii nHGOopMalIueii 0 3pUTEIbHOM CIICHE.

NCTOYHUK ®NHAHCHUPOBAHUA

Pa6ota BeImonHeHa 3a cueT rpaHTa PODOU Ne 16-04-00029 “Heiipodusnonornyeckue Mexa-
HU3MBI BOCIIPUSITHS XapaKTepa OCBELICHUS 3pUTEIbHON CIIEHBI B PETUHO-TEKTAIBHOM CUCTEME Ce-
peopstHOTO Kapacs”.
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Ganglion Cells with Sustained Activity of the Fish Retina and Their Putative Function

in Comprehension of the Visual Surround
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Extracellular spike activities were recorded from the axon terminals of single ganglion
cells (GCs) in tectum opticum (TO) of living immobilized fish. The layer of units with
sustained responses (USR) is located 190—200 um under the surface of TO (deeper than
every type of feature detectors). The sizes of the receptive fields (RFs) of both ON and
OFF USRs make up to 4°—5° which is comparable to the RF sizes of the feature detec-
tors. We’ve shown that minimal contrast between center and surround is crucial (obliga-
tory) to induce spike discharge in USRs; the intensity of discharge depends on the con-
trast gradually; spike activity does not emerge in the absence of contrast. We’ve also
shown that USRs of both ON- and OFF-types receive inputs from all three types of cones
(L, M and S). We have found that USRs demonstrate color opponency both in the center
and on the surround and moreover there is color opponency between center and surround.
This makes USRs double opponent cells and thus they might participate in color discrimi-
nation. TO — the main visual centre appears to get plenty of information from feature de-
tectors and USRs splitted in ON- and OFF-channels. Proper comprehension of the visual
scene allows TO to perform its primary role — the external visual attention control.

Keywords: vision, Carassius gibelio, ganglion cells, extracellular spike response, receptive
field, contrast sensitivity, tectum opticum, color vision

LHUTUPOBATD:
MakcumoBa E.M., Anunep A.T., JamsinoBuu M.3., 3aitunkoBa A.A., Makcumos I1.B. N'anriu-

O3HbBIE KJIETKH ¢ (DOHOBOW aKTMBHOCTBIO CETYATKH PBIO U MX BO3MOXHAs GYHKIMUSI B OLCHKE 3pU-
TeIbHOM clieHbl. Poc. dusuon. xypH. um. 1.M. CeueHoBa. 106(4): 486—503.

DOI: 10.31857/S0869813920040044

TO CITE THIS ARTICLE:
Maximova E.M., Aliper A.T., Damjanovi¢ 1.Z., Zaichikova A.A., Maximov P.V. Ganglion Cells

with Sustained Activity of the Fish Retina and their Putative Function in Comprehension of the Vi-
sual Surround. Russian Journal of Physiology. 106(4): 486—503.

DOI: 10.31857/S0869813920040044



POCCUMCKUI ®U3NOJIOTUYECKU XKYPHAJI um. .M. CEYEHOBA 2020, Tom 106,
Ne 4, ¢. 504—520

OKCIHEPUMEHTAJIBHBIE CTATbU

IHEPECTPOMKA AKTUBHOCTU HEMPOHHBIX CETEI IT'OJIOBHOI'O MO3TA
YEJIOBEKA ITPU JOCTUXKEHUUA ITOPOTA PACITIO3HABAHUU
OPATMEHTUPOBAHHBIX N30BPAXKEHUN

©2020r. K. IO.Ilenennu!, 0. E. ITenenun!> *

! Hucmumym cpuzuonoeuu um. U.11. Ilaerosa PAH, Cankm-Ilemepoype, Poccus
*E-mail: yshelepin @yandex.ru

IMoctynuna B pegakuumio 29.01.2020 r.
IMocne nopabotku 14.02.2020 r.
[MpuHsita k mybaukaunu 23.02.2020 r.

YcTraHoBJEeHBI 0011IME 3aKOHOMEPHOCTU MEPECTPONKHN HEMPOHHBIX CETEI BCEro rojioB-
HOT'O MO3ra 4eJjioBeKa MpU TOCTHXKEHUM Mopora pacro3HaBaHMsl U300pakeHUit B yclo-
BUSIX HEOTIPENIEJICHHOCTU. DTOT PE3yJIbTaT IOCTUTHYT C TIOMOILBIO COUYeTaHUs LIMPOBO-
IO CMHTE3a TMHAMUYECKUX U300paXeHMI1 1 MeToa KapTUPOBAHNsI aKTUBHOCTH T'OJIOB-
Horo mosra o BOLD (Blood-Oxygen-Level Dependent)-curnany ¢byHKIMOHaJIBHOMN
MarHUTHO-Pe30HaHCHO# ToMorpaduu. [TokazaHo, YTO NP TOCTUKEHUH MTOPOTa PACIo-
3HaBaHUs U300pakKeHUit OOBEKTOB YEJOBEKOM B OJHMX 30HAX FOJIOBHOIO MO3ra Mpouc-
xomut yBesinueHue BOLD curHana, a B Ipyrux 30Hax Mo3ra — CHUKEHUUM aKTUBHOCTU
HeWpPOHHBIX ceTeil. OnrcaHbl 30HBI MO3Ta, aKTUBHOCTb KOTOPBIX MaKCUMaJIbHA BO Bpe-
Msl, COOTBETCTBYIOLIEE MMOPOry pacro3HaBaHMsl, PELLEHUs 3allaud, a TakKe IMOKa3aHo,
YTO 3Ta aKTUBHOCTb MEHbIIE MPU TMOAMOPOTrOBbIX U J1aXe HAANOPOrOBbIX YCIOBUSIX Ha-
GITIONeHNS IMHAMUYECKUX N300paXkeHWi. BBISIBICHBI 30HBI, TIE 3Ta aKTUBHOCTh MUHU-
MajbHa. MIHTeprpeTalusi JaHHBIX MPOBEIEHa B paMKaX MHOTOKaHaJbHONH U MHOTO-
YPOBHEBOI MOJIEIM CUCTEMBI MPUHSATUSI PEILIEHUI O 3pUTEIbHBIX CUTHAJIAX.

Knrouesvie crosa: 3peHne, pacno3HaBaHUE 3pUTENIbHBIX 00pPa30B, HETIOJIHOE N300paxe-
HUE, TOPOT, MPUHSTHE PELICHUsI, HUTOAPXUTEKTOHMKA MO3ra, BU3YyaIM3alusl aKTUB-
HOCTH MO3ra

DOI: 10.31857/5086981392004007X

B naHHoIi paboTe Mbl UCCIIEIOBAIM HEMPOHHbBIE CTPYKTYPhI TOJITOBHOTO MO3Ta YeI0BeKa,
KOTOpbIE yYacCTBYIOT B PEIICHUU 3amad paciio3HaBaHWsSI M Kiaccudukamuu. Bo3Moxk-
HOCTb pellIeHUsI 3TUX 3a7a4 OTHOCUTCS K OOIIMPHOM 06JIaCTU MEXIUCIIUTUTMHAPHBIX MC-
cllefIOBaHUi, HaNMpaBJIeHHBIX Ha pellleHNWe THOCEOJOTMYECKUX TPOOJEM TMOCTPOSHUS
3PUTEHLHOM KAPTUHBI MUPA U KOTOPbIe UMEIOT NMPAaKTUUECKYIO HAMPaBJIeHHOCTh KaK Oa-
3a CO3JaHUs HOBBIX TCXHOJ’[OFVIVI, BOCTDC6OBaHHbIX INPaKTUYCCKU BO BCCX obJ1acTax nesi-
TEJIbHOCTH YeJIOBeKa.

Yxe GoJjiee cTa JIeT MHTEHCMBHOE U3yYeHUE JIOKaTU3allud MEXaHU3MOB, obecrieunBa-
IOIIMX MPOLECC MOCTPOCHUSI LIEJIOCTHOTO 3PUTEIBLHOrO 00pasa, Mo3BOJIMII YCTAHOBUTD B
CcaMBIX OOIIMX YepTax OpraHU3alIiio HEMPOHHBIX CETel, OCYIIECTBIISAIONINX PacTIO3HABaHNE.
K cepenmnne 20 Beka ObLIO BBISBIEHO, YTO JIOKATBHBIC Pa3pyIIeHHs] KOPBbI TOJIOBHOTO MO3Ta
MIPUBOMISIT K CAMBIM pa3HBIM HapyllIeHUIM 3puTeabHoro Bocpudatus [1]. K konimy 20 Be-
Ka MHTEHCUBHbIE HEMPOMDU3NOJIOTrMYECKIE NCCAEA0BAHUS 3pUTEIbHOI KOPbI MTO3BOJIMIN
MPEeACTaBUTb B CaMbIX OOIIMX YepTax HeMpodu3noJornueckre MexaHu3Mbl, obecrneymn-
Balollllie pacro3HaBaHWe 3pUTEJIbHBIX 00pa3oB [2].
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Cy111eCcTBYET OTPOMHOE YMCJIO MOJIEJICi 3TOro Mpoliecca, OAHAKO OOIIUM SIBJISIETCS TO,
YTO YK€ Ha MEepBOM 3Tare ONTUYECKOoe M300pakeHre 3amyCcKaeT Mpoliecc ajarnTtaiuuu 1
KOIUPOBaHUS 3pUTENIbHON MHGMOPMAIIMK B PELENTUBHBIX TOJISIX CeTYaTKU. BbIXOabI pe-
LIETITUBHBIX TOJIEN TAaHTJIMO3HBIX KJIETOK CETYATKU C pa3HbIMU MPOCTPAHCTBEHHO-Bpe-
MEHHBIMHU XapaKTepUCTUKAMU — 3TO BXOIbl Pa3HOOOPA3HBIX KaHAJIOB 3pUTEIbHON CU-
cteMbl [3]. B pellenTMBHBIX ITOJISIX CETYATKHU ITPOMCXOOUT MEKOPPESILUS CTaTUCTUYE-
CKHUX CBsI3eii B U300paxKeHusIX [4].

HeilipoHHBIE CETH TOJIOBHOIO MO3ra O0ECHeYrMBalOT BOCIPUSITUE U PaCliO3HAaBaHUE
N300paKeHUIi, ONPeneIsIoT IJI00abHbIe CTATUCTUYECKUE CBOMCTBA N300pakeHU, Bbl-
NeJISIIOT JIOKaJibHble MHMOpMaTUBHbIE TIpU3HaKu. [Ipobiema 3akiovyaeTcsi B TOM, MpU
pelIeHUM KaKuX 3a7a4 KaKoi M3 3TUX MeXaHU3MOB goMuHupyet. [lcuxobusnueckue u
HelpodU3nNoIOrnyecKre UCCaeq0BaHMs KaK JIOKAIbHOTO, TaK U TJI00aJbHOTO aHan3a B
3pUTEJIbHOM cUCTeMe MOTYT ObITh pa3/ieJIieHbl Ha ABE rPYIIbl: U3yYeHUE MPOCTPAHCTBEH-
HBIX MEXaHU3MOB 1 U3YYeHNE BpEMEHHbBIX XapaKTepUCTHK 3TOro mpouecca [5—13].

HccnenoBaHne MeXaHM3MOB U aJITOPUTMOB PEKOHCTPYKIIMU 1I€JIOCTHOTO OOBbEeKTa U3
¢bparMeHTUPOBAHHOTO SBJISIETCSI MHOTOOOCIIAIONIMM B PEllIeHUU MPpOOJIeMbl pacro3Ha-
BaHUS 3pUTEIbHBIX 00pa3oB. Hall monxo moctpoeH Ha OCHOBE TIPENCTaBIECHUM O Bblle-
JICHUU CUTHAaJIa 13 LlIlyMa B KaHajax NepBUYHON (UIbTpallMU, MOCTPOCHUS U paclio3Ha-
BaHUs 00pa3a coriacoBaHHOU (puiibTpalnv, BOCIPUHUMAEMOTO CUTHAIA U UHBApUAHT-
HOTroO OITMCaHWUsI, U3BJeKaemMoro u3 namsaTu [14, 15]. B nmocnenHue roasl coriacoBaHHast
duibTpalius peair3oBaHa B MHOTOYPOBHEBBIX CBEPTOYHBIX HEMPOHHBIX CETSIX TITyOOKO-
ro ooyuenwust [16—18].

WccnenoBaHre MexaHU3MOB CBSI3bIBAaHUSI ()parMEHTOB B €IMHOE 1IeJIO€ TMO3BOJISET
YCTAaHOBUTH: KaK OCYILECTBISIETCS MEPEX0/] OT ONTUYECKOTO OMMCaHUs U300paKeHU K
MPEICTABICHUIO 3TUX OOBEKTOB B 3pUTEIbHOI CUCTEME; KaK 3pUTeJIbHAS CUCTeMa paclo3Ha-
€T LIEJIOCTHBII 0OBEKT MpU HabMOAeHUU ero (hparMeHTOB; KaK 3puTeibHasl CUCTeMa Bblle-
JisieT hu3ndYecKue CBoicTBa (pparMeHTOB; Kakue Heipodru3nosoruueckrie MexaHu3mMbl B
3pUTEJIbHOM cHUCTeMe O0ecrneyrBaloT cpaBHEHNE (hparMeHTOB U OObEIMHEHUE WX B 1Ie-
JIOCTHBII 00pa3.

Wrak, Mbl paccMaTpuBaeM J1Ba MOAX0a K ONMUCAHWIO BOCTIPUSTUSI HEMTOJIHBIX U300pa-
JKEHUI: TOKaJIbHBIM — Ha OCHOBE JOKAJIbHBIX MPU3HAKOB, U IJIOOAJIBHBIM — Ha OCHOBE
CTaTUCTUYECKUX XapaKTEPUCTUK LIEJIOCTHOTO U300pakeHUsI.

MN3o06paxkeHue HabI01aeMOro oobeKTa IpeaCcTaBIeHO B MO3TY CUCTEMOM Tapalie)ib-
HBIX KaHAJIOB — PELEeNTUBHBIX MH(MOPMAIIMOHHBIX TToJieit. I BhlIeJieHUsI 00beKTa U
OMMCcaHUs LEJIOCTHOTO 00pa3a-reliTaabTa OTKIUKU 3TUX T0JIei NOJIKHBI ObITh CBSI3aHBI.
B nepBUYHOI1 3pUTENIHLHOM KOpe 3Ta B3aUMOCBSI3b HanboJiee BhIpaXkeHa MeXIy HelipoHa-
MU, BBIIEJSIIOLIMMU 3JIEMEHThl KOHTYpa C ONHOW opueHTauueil. iaMeHeHue opueHTa-
LMY HEMPEPBIBHOIO KOHTYpa U pa3pbiBbl KOHTYpa YCIOXHSIOT 3aaauy |8, 9].

[ns1 vccienoBaHysi IOPOroB BOCIIPUSITUST (hparMEHTUPOBAHHBIX (PUTYp MBI TIPUMEHSIEM
pa3IMYHbIe METOMIBI, U IEPBBIM cpeay HUX saBisercsa [ommuH-tect [19, 20]. l'ommuH-TecT
3aKJIIOYAETCs B MPEIbSIBICHUN KOHTYPHBIX NU300paKeHU I pa3IMYHOM cTerieHu ¢hparMeH-
Taluy ¥ UBMEPEHUHU TIOPOTOBOTO 3HAYeHUsI (hparMeHTALU, IIPU KOTOPOM MPOUCXOIUT pac-
no3HaBaHue ¢GopMbI TeCTOBOI1 purypsl. Ha puc. 1 moka3zan npuHLmIl popMupoBaHus (par-
MEHTUPOBAHHBIX N300paKeHMIA B cOBpeMeHHo Bepcuu ['omummH-Tecta [21—23].

Oco0bIii MHTEpEC MpeACTaBIsIeT pellleHue 3ada4u OIpeaecHUs JIOKaJIU3aluu Heil-
POHHOI1 CeTH, pe3KO U3MEHSIOIIEH CBOIO aKTMBHOCTb B MOMEHT JOCTMIKEHMSI TIopora,
COOTBETCTBYIOIIETO MOMEHTY (hDOPMUPOBAHUS 1IEJIOCTHOTO 00pa3a. DTOT MOMEHT JOCTH-
JKEHUSI TTOpoTa pacro3HaBaHUs (B YCIOBUSIX HEOIPENEIEHHOCTU) MOXET ObITh OTOXIIECTB-
JIEH C BOBHMKHOBEHMEM MHCcaiiTa, “BHE3alIHOIO 03apeHus”, 00eCIIeYBaIOIIero y3HaBaHIE
00BbeKTa B pa3po3HeHHBIX pparmeHTax [22, 23]. IIpouecc 1ocTUXKEHUST MHCAlTa MpoTe-
KaeT Heoco3HaHHO. HaGmonarenb, BUASIIMI (pparMeHThI, OKUIAeT YBUAETh OOBEKT, HO
He 3HaeT Kakoii. 3HaThb MOPOTM pacro3HaBaHUSI (PpParMeHTUPOBAHHBIX M300paxkeHUit
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Puc. 1. JluHaMuuecKkue TeCTOBbIE M300paskeHMUsI C YMEHBIIIEHMEM YPOBHS He3aBepPIIEeHHOCTH (OPMUPOBAHMUS
KoHTypa. Ha KapTrHKe M300paXkeHbl TOJILKO TPU YPOBHSI 3aITOJIHEHUSI KOHTYpa U300PakeHMsI TECTOBOTO 00b-
ekTa. BBepxy Hax 10% KOHTYpOM AaHbl BO3MOXKHBIE BADUAHTHI MBICJICHHOT'O 3aBEPIIIEHUsI KOHTYpA.

Fig. 1. Dynamic test images with a decrease in the level of incomplete formation of the contour. The picture
shows only three levels of filling the contour of the image of the test object. Above 10% of the contour are possible

options for the mental completion of the contour.

BaXXHO, HO HE MEHEe BAaXKHO 3HATh IJIe, B KAKUX HEMPOHHBIX CETSIX MPOUCXOIUT CBI3bIBA-
HUe (pparMeHTOB B 1LIeJIOCTHBIM 00pa3s.

Ilesab JaHHO# PAadOTHI — C TOMOIIBIO METOJA BU3yaIM3aLlMi PaGOThI TOJJIOBHOTO MO3ra
M3YYUTh pacrpeaesieHue aKTUBHOCTU KPYITHOMACIITAOHBIX HEAPOHHBIX CETei TOJIOBHO-
ro MO3ra 4YejioBeKa B MPOLeCcCe BOCIPUATHUS, a UMEHHO, Tiepepacripeie/ieHue UX aKTUB-
HOCTHU OO, ITPpU U MMOCJIC JOCTUXKCHU IMOpora pacrmio3HaBaHUs HCITOJIHBIX (bpaFMCHTl/lpO-
BaHHEBIX N300pakeHN TECTOBBIX OOBEKTOB.

METOAbI MCCIIEOAOBAHUA

JIln3aiid ucciaeI0BaHus COCTOSI 13 pa3pabOTKU CUCTEMBI TECTOB, TMHAMNYIECKOIO CUH-
Te3a TeCTOBBIX M300pa>keHMIi, COIJIaCOBAaHHBIX C METOJaMM BHU3yaJlu3alluM AMHAMMUKU
akTtuBHOCcTU 1o Blood-Oxygen-Level Dependent (BOLD)-curHany ¢yHKIIMOHaIBHOMK
MarHUTHO-pe30HaHCHOi1 ToMorpaduu (GMPT).

Cucmema mecmog u ncuxod)u3uqecxue uccnedosamus

IlpoBeneHHbIe MccienoBaHUS CIAEAYIOT MPUHLMIIAM XeJbCUHCKOUN NeKjiapauuu, u
ono0peHsl DtudeckuM Komurerom CIIBIY.

B kayecTBe mmHaAMUYeCcKUX M300paxkeHWil BbIOpAH KOMITbIOTEpU3UPOBaHHBIN [oJ-
JIMH-TECT, 3aIlyCK KOTOPOTO MPUBOJUT K MOCTENEHHO HapacTaloIeMy KOHTYPY U3 CIIy-
YyaifHO Bo3HUKatoluX ¢parMeHTOB [20—22]. MbI BBIOpaiv 3TOT METO/I OTIpeeIeHUS TT0-
pora y3HaBaHUs HEIOJHbIX (parMeHTUPOBAHHBIX U300paXKEHUI — KOMITBIOTEPHBII Me-
ton [oyutvH TecTa B ToclienHei Bepcuun, pazpaboraHHoit C.B. [IpoHuHbIM B UHCTUTYTE
dusuonoruu um. U.I1. TTaBnoBa Poccuiickoit akanemuu Hayk (puc. 1). [Tporpammy um-
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TaTeJb MOXKET CKayaTh ¢ caiita Onruueckoro xypHaja [22]. KomnbiorepHbiii MeTon I'oJi-
JIMH-TECT COACPXUT Habop (andaBuT) U3 72 KOHTYPHBIX CTUJIM30BAHHBIX N300pakeHUi,
00BEKTOB, 3HAKOMBIX KaXKJIOMY M3 MOBCEIHEBHOM X1U3HU. M300pakeHre KaxXaoro oob-
eKTa CTaHAapTU3UPOBAHO MO TOJIIIMHE KOHTYpa M paBHO 8§ muKcesnaM 3KpaHa. JimHa
KOHTYpa HECKOJIbKO BapbUpOBaJia OT U300pakeHUs OMHOTO 00beKTa A0 Apyroro. Tak Kak
CTUMYJIbl UMEJIU OJUHAKOBbIE pa3Mephl, TO JUTMHA KOHTYpa U3MEHsIa CJI0XKHOCTh U300~
paxeHuii. [IpumMeHeHue nzobpakeHuil 72 00beKTOB B HAOOpe HUBEIUPOBAIO 3TU pa3Jiv-
yus. 3agadya MCHBITYEMOI'O ObIJIa pacIio3HaTh OOBEKT B OJHOI CepUM MCCIIeTOBaHUWIA
MBICJIEHHO, Ha3BaTh e€ro, 1 KiaccuuimupoBaTh Ha OOBEKTHI XKMBOI 1 HEXKUBOU MTPUPOIBI
B Ipyroii. [IJist 3TOoro Hago ObUIO HaXKaTh COOTBETCTBYIOIIYIO JIEBYIO WJIM MPaBYIO KHOIKY
MyJIbTa UCIBITYEMOTO B MOMEHT Kitaccudukauuu [22, 23]. MHoroneTHss paboTa Io3BO-
JISIET YTBEPXKOATh, YTO [ OJTMH-TECT — 3TO OAMH U3 HanboJjee 3(pheKTUBHBIX METOIOB TE-
CTUPpOBAaHUsS MO3ra. 3TOT METO ABJISICTCS yﬂO6HbIM N HAOCXKHBIM. Panee namu ObLIO 11O-
Ka3aHo, YTO MOPOT pacro3HaBaHUS B CPEIHEM ITPU MTEPBOM TpeAbsBiieHUH paBeH 20%,
HO MEHSIETCS M 3aBUCUT OT CJIOXHOCTU PHCYHKA, 3HAKOMCTBA HUCITBITYEMOTO C JTaHHBIM
PUCYHKOM, C HAOOPOM M C YUCJIOM PUCYHKOB B Habope (pa3MepoMm andaBuTa CTUMYJIOB),
C METOIOM MCCJIeNOBaHUS, TEXHUKOW TIPeabsIBICHUS CcTUMYIOB. [loporu 3aBucsT u OT
COCTOSIHUS UCTIBITYEMOTO, OT €r0 Bo3pacra.

Ha puc. 1 nmokazaHo M3MeHeHHE BO BPEMEHHU TeCTOBOro curHana. M3obpaxkeHue
10% He3aBepIIECHHOCTH BBI3BIBAET COCTOSTHUE HEOTPEIEIEHHOCTH, U BOOOpaskeHNE MO-
JKeT co3/IaBaTh caMble pa3HooOpa3Hbie Gopmbl. Tak, MO AECSATH MPOLIEHTAM TOYEK KOH-
Typa U300pakeH’sl, HalIpUMep, MEIBEISI MOXKHO ITOCTPOUTD U OYOJIUK, U 30HTUK, U IPY-
rue oobekThl. M3o0pakenue 20% mMOporoBoro ypoBHS TTO3BOJISIET OOIBITMHCTBY JIIOnei
YBEPEHHO PACIO3HATh NMPEIbSBISIEMbII OOBEKT.

B nicuxodusnuecKux UcClIeTOBaHUSIX OINpeIesIsiivi MOpPOoT pacro3HaBaHUSI B 3aBUCH-
MOCTHM OT IpPOLIEHTa 3aloJHEHUSI KOHTypa m3obpaxeHuii. B dMPT wuccnegoBaHusx
BEpXHSISI TpaHULA MpeabsaBlIeHUss Obuta orpaHudeHa 45% (He 100%, xak Ha puc. 1).
OrpaHnuyeHue HakJaablBajia HEOOXOAWMOCTb HE MpPEBBIIIATh CyMMapHOe Bpemsi 0e3-
OIacHOTO TpeObIBAHUS UCIBITYEMOTO B MAarHUTHOM moJie. BeiOop naHHOrO Tecta — Au-
HaMUYECKUil CUTHaJ (ITOCTeNeHHOEe BO BPEMEHHU 3allOJIHEHUE KOHTYpa Pa3IMYHbIX KOH-
TYPHBIX M300paXeHUU XUBBIX U HEXKUBBIX 00BEKTOB) ObLT OOYCIOBJIEH BO3MOXHOCTbHIO
KOHTPOJIMPOBAaTb YCJIOBUSI CTUMYJISALMU. DTOT METOJ TO3BOJMJ TMOCIeA0BaTEIbHO
MPEABIBISATH MOANIOPOTOBbIE, TOPOTOBbIE Y HANTIOPOTOBBIE CTUMYJIbI. 3aMOJTHEHUE KOH-
Typa MPOUCXOIWJIO TI0 clay4YaitHoMy 3aKoHy. KomrbloTepusnpoBaHHas iporpaMma mo3-
BOJISIET PETYJIMPOBAaTh CKOPOCTh HapacTaHUs 3allOJHEHUS] KOHTYpa, Mbl U3MEHSIJIU CKO-
POCTb 3aMOJIHEHUsI KOHTYpa. DTa BO3MOXHOCTb TTO3BOJIMJIA HAM COIJIACOBaTh CKOPOCTh
3aroJIHEHNsI KOHTYpa co cKopocThio ndMeHeHrst BOLD curnana. EctecTBeHHO, mopor
pacrio3HaBaHUsI HACTYIaJl B pa3HOe BpeMsl OT Hauajia ctTuMysisiiinu. beiia mogo6paHa ta-
Kasi CKOPOCTb IIpeIbsBICHUS (parMeHTOB KOHTYpa, YTOOBI BpeMs pa3Butust BOLD-cur-
Haja 1 BeJIMYMHA 3aTI0JIHEHUSI KOHTYpa YUCJIEHHO ObLIU PaBHBI.

Memoobr 6usyanrusayuu u uzmeperust aKMUSHOCMU M032a

Mertoabl 11MppPOBOTro CUHTE3a TMHAMUYECKUX TeCTOB ['oJuiMHa OBbUIM MCITOJIb30BaHbI
TSI UCCJIETOBAHUSI aKTUBHOCTHU KPYITHOMACIITAOHBIX HEMPOHHBIX CETEM MO3ra yeJioBeKa
B YCJIOBUSIX TIOPOTOBOTO pacrio3HaBaHus. JJisi u3MepeHusl akTUBallul MO3Ta B MOMEHT
TMPEAbIBICHUST CTUMYJIOB Mbl MPOBOAMIN (DYHKIMOHAJIBHYIO MarHUTHO-PE30HAHCHYIO
ToMmorpaduio (PMPT), KoTopast T03BoJIsSIET BU3yaIU3UPOBATh aKTUBAIIMIO pa3HbIX 001a-
CcTell Mo3ra Ha ocHoBaHUM usMepeHusit BOLD-curHanza — uaMeHeHusl JIOKaJabHOIO Kpo-
BoToKa. CyliecTByeT B3aMMOCBS3b MEXIy KPOBOTOKOM M aKTMBHOCTbIO HEHPOHOB U
iy, Meron BU3yalin3alMi akTUBHOCTU YeJIOBEUYeCKOro MO3ra, B COUeTaHUU ¢ pa3pabdo-
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TaHHLIMM HaMHW BPEeMEHHBIMU U MPOCTPAHCTBEHHBIMM XapaKTepUCTUKaMU LIMGpPOBOro
CUHTE3a TECTOBLIX CUTHAJIOB, TMTO3BOJISIET PEIIUTh ITOCTABJICHHYIO 3a1a4y.

IlndpoBast 06padboTKka M300paxkeHUid TOJTOBHOTO MO3ra OblIa CMHXPOHU3UPOBaHA C
pa3BopayMBaHUEM IT03JIEMEHTHOIO IIPEeIbSIBICHNE TECTOBBIX M300pakeH . CUHXpPOHU -
3a1Msl TTO3BOJISIET BBISIBUTh aKTUBHOCTH KPYITHOMACIITAOHBIX HEHPOHHBIX CETeil B MOJ-
MOPOTOBEIX, TOPOTOBEIX M CBEPXITOPOTOBBIX YCIOBUSAX. Mepoii KOJIMYSCTBEHHOM OLIEHKH
aKTUBHOCTH 30H 00J1aCTeil TOJIOBHOTO MO3Ta, MbI BEIOpaiu n3mMeHeHre BeamdnHbl BOLD-
CUTHaJIa, CHHXPOHU3UPOBAHHOM C M3MEHSIOIIMMCS YMCIOM BJIEMEHTOB CTUMYJIOB. Jlis
Ka4eCTBEHHOM OLIEHKU COCTOSIHUSI MO3Ta ObLJIM ITOCTPOSHBI KapThl pacipeaesieHHOMN akK-
TUBHOCTH HEMPOHHOI CETU MPU CUTHAJIE U OTHOCUTEIbHO aKTUBHOCTU COCTOSIHUM, pac-
cMaTpUBaeMbIX B paMKax 6a3zoBoro pexxuma mosra (REST).

Ob6pabomika danuvix MPT

I1poBomunu pacyer GLM, contrast vectors. BepositHocTh BEIOpanu Ha ypoBHe p = 0.01.
Wcnonb3oBanu yHUBepcanbHBIN 12-KaHambHBI DMX-512 KOHBepTOp CUTHAJIOB (Ipaii-
Bep SPM-12) mist 06paboTKM BUPTYaJdbHBIX Cpe30B Mo3ra nmo naHHeIM GMPT u nmpoBo-
WA JOTIOJTHUTEIbHYIO CTATUCTUYECKYIO OOpaOOTKY.

Perucrpanusi ncMX03MOIMOHANBHON PeakUuu B TIEPUOJ 10 BO3SHMKHOBEHMUS MOpoTa, B
MOMEHT MOpora 1 TocJjie BO3HMKHOBEHUS MOPOTa OCYILIECTBIsIaCh MPU MOMOILIU caMO-
TECTUPOBAHUSI UCTIBITYeMOTO, 3jieKTpo-3HI1edanorpadpuun (DDI) u anekrpomuorpaduu
(OMTI) nuneBbix MbllIL. Takke PerucTpyMpoBaIUCh WU3MEHEHUsS OUaMeTpa 3padyka U
MUKPOTPEMOD IJ1a3.

PE3VJIBTATHI UCCIIEAOBAHUA

B ncuxodusznyeckux uccaeqoBaHus MPU pa3HO CKOPOCTU TIpEeabsBIeHUS (hparMeH-
TOB OblJla YCTaHOBJIEHAa B3aMMOCBSI3b ONTHYECKUX CBOUCTB HEMOJHBIX ((hparMeHTUpPO-
BaHHBIX) N300pakeHUI1 M MOPOroB IICUX0(pU3NIECKOTo pacno3HaBaHusl. [IpenbsaBieHue
MOCTOSIHHO HapacTalllIero 4rcjia 3JeMEeHTOB KOHTYpa OCYIIECTBIISIIA C 3allOJTHEHUEM
koHTypa ot 0 10 45%.

Ha puc. 1 npencraBieHbl OTASAbHbIE KaAPhl U3 CEPUU TECTOBBIX M300paKeHUM TecTa
TomnmuHa. Yposenb 10% 3amojiHEHUST KOHTYpa HAMHOIO HUKE MOpOora pacro3HaBaHUs
oobekra. IlpencraBieHue 3arojHeHUs] KOHTypa npubausutenasHo B 10% (ot 0 no 15%
MpeAcTaBJIeHUSI KOHTYpa) CO3/1aeT ISl HabJroaaTe sl HeolpeaeJIeHHOCTh. DTa Heolpeae-
JIEHHOCTb, TPEUMYIIIECTBEHHO B TIEPBOM UCCJIEIOBAHUU B PACITIO3HABAHUY Y B TIPUHSITUN
pelreHnii 06 n300pakeHUM, IO3BOJIsIeT HAaOI0AaTeIIO JUIb ragaTh 1 BOOOPa3UTh JIIO-
oy durypy. Ha ypoBHe okosno 20% 3amosiHeHUsI KOHTypa Mpu MepBOM HaOIIOAEHUU
JMaHHOTO Habopa CTUMYJIOB BO3HMKAET paclio3HaBaHUE, T.e. KOHTYD, 3allOJTHEHHBIN (B
cpenHeM) Ha 20% CHUMaeT HEOMNpPeaeeHHOCTD.

MN3MmeHeHne HapacTaHUsI MPOLIEHTA 3allOJHEHUS! KOHTYpa MPOUCXOAUT MEMJIEHHO U
coriacoBaHHoO ¢ udMeHeHueM BOLD-curnana Bo BpeMeHU. Mbl TTIono0Opaiu BpeMsl 3a-
MOJIHEHUST KOHTYpPa TakK, YTOObI OHO ObLJIO YMCJIIEHHO PaBHO IPOLICHTY 3alTOJTHEHUS KOH-
Typa, HEOOXOIMMOTO ISl pacro3HaBaHusl. [lopor pacno3HaBaHUSI Mbl OTOXAECTBUIIU C
MOMEHTOM BO3HMKHOBEHUSI BHE3aITHOTO 03apEHUs] — UHCAWTOM, TaK KaK 9TOT MOMEHT
COMPOBOXIAETCSI BCEMU XapaKTEPHBIMU JLJISI 9TOTO COCTOSIHMSI peaklUsIMUA OpraHu3Ma.
Busyanuzauuio akTuBallMd HEMPOHHBIX CETEl, B OTBET Ha MpPEIbSIBIEHUE MEIJIEHHOTO
HapacTaHUs 3allOJIHEHUsI KOHTYpa, MbI TipoBesiu B ucciaenoBaHusix GMPT. Tlocnenyio-
11Iee HapalllMBaHWe 3aloJIHEHUS KOHTYpa TECTOBOIO M300pakeHUsl He MPUBOIUT K Hapa-
IIMBAHMUIO OTKJIMKA, a IPUBOIUT K €r0 MOCTEIIEHHOMY YMEeHbIIeHUIO [22, 23].

Ocob6eHHocth GMPT-u3MepeHrit COCTOUT B TOM, YTO MHTEPEC MPEACTaBIsIET He ab-
cosiotHoe 3HaueHue BOLD-curHana, a pa3zHuiia MeX1y ero 3HaueHUeM B pa3HbIX COCTO-
sTHUSIX uctibiTyeMoro. [Ipu BbITIOIHEHUM pacrio3HaBaHusi [OJIMH-TecTa MCCea0BaIu
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KapThl pacrnpeaeaeHuss MO3roBoii akTuBHOCTHU 1o BOLD-curHany B MOMEHT IpeabsiBiie-
HUS CTUMYJIa — JUHAMUYECKOTO U300pakeHUs] OTHOCUTEJILHO pacrpeieieHHOM aKTUB-
HOCTU HEMPOHHOI CeTH 6a30BOro pexXxuMa Mo3ra. Mbl CpaBHUBAJIM U300paxkeHUsl, OTpa-
JKAIoIIMe aKTUBHOCTh Pa3HbIX 30H MO3ra (OTKJIMK MO3ra) OTHOCUTEJIbHO COCTOSIHUS TIPU
OTCYTCTBUU cTUMYJIsIK (yciaoBHoro mokosi, REST), u kak pa3Huily akTUBHOCTH B MO-
MEHT IOCTUKEHUS TTIopora pacno3HaBaHUsl (OTHOCUTEbHO 10 MOPOTOBOT0 COCTOSIHUS),
1 B MOMEHT JIOCTUKEHUSI TIopora pacro3HaBaHUsl (OTHOCUTEIBHO TOC/Ie TIOPOTrOBOro CO-
crostHust Mo3ra). CpaBHeHUeE “BUPTYaJIbHBIX Cpe30B Mo3ra” (1o naHHbIM MPT) ocytiecTs-
JISUTM HA OCHOBAHWM CTaHIAPTHBIX METOMOB CTAaTUCTUYECKON OOpabOTKM M300pakeHUil B
cpene MatLab 1 SPM12. MbI cpaBHUBAJI OTHOCUTEJIBHEIC BEJIMIYMHBI OTKJIIMKOB.

Bbl1 nmostydeHbl CTaTUCTUYECKU TOCTOBEPHBIE PA3TNUUs MAaKCUMaJIbHOM aKTUBHOCTH
MO3ra B MOMEHT JOCTUXKEHUS Opora, T.e. B MOMEHT, Koraa HabJiiofaTe b BHE3aIMHO BU-
IUT B CIy4aliHOM MaTTepHE TOYeK WiIK PparMeHTOB KOHTYpa LETOCTHbI OOBEKT.

B MoMeHT mocTuKeHusi mopora pacliio3HaBaHMsI M300pakeHUil 0ObEKTOB, Ha MOJY-
YeHHbIX HaMu ¢ ToMolbio @MPT “cpe3ax Mo3ra”, akTuBalivs 30H MO3ra Ha OCHOBaHUU
CTaTUCTUYECKOTO CpaBHEHUS OOJIbIIIE IO OTHOIIEHUIO K MMOKOIO U K BEJIMUYMHE aKTUBa-
LIMM TIPY CBEPX-TIOPOTOBOI U TIPE-TIOPOTrOBOM CTUMYISALMU. BakHO OTMETUTH, UTO B
MOMEHT JOCTMXEHUSI TIOpoTa pacrio3HaBaHMsI, HAOIIOAAETCS MAKCUMYM OOIIEro 4yucia
aKTHBHPOBaHHBIX BokcenoB GMPT-cpe3os.

PaccMoTpuM OTKJIMKM OTIEbHBIX 00JIacTeil TOJIOBHOTO MO3Ta B HAILIUX UCCJIEIOBaHU-
sx. OOBIYHO, MHEPLIMOHHOCTh METOJA HE IMO3BOJSIET ONpenessiTh AUHAMUKY Pa3BUTHUS
BOLD-curHasa Kak OTKJIMKa MO3ra Ha TECTOBBIA CUTHAJI B TOI W1 MHOI 00JIaCTU TOJIOB-
HOro Moara 4yejoBeka. Ho Mbl TpembsiBIIsUIN OTHEbHbIE (hparMeHThI CO CKOPOCTBIO OJTMH
dparMeHT B CEKYHAY, “3aMeIJTMIIM BpeMsl” CTUMYJISIINN. DTOT 3KCIIEPUMEHTAILHbBII TIpH-
€M TO3BOJIWJI YBUAETh NMHAMUKY u3MeHeHus1 BOLD-curnana uMeHHO mpu JaHHBIX YCJI0-
BUSIX CTUMYJISILIMU.

Peaxkiysi pa3nuuHbIX CTPYKTYp MoO3ra Oblia He onHOopoaHa. EcTh nmpuHUMIIMATBbHBIE
OTJINYUS B OTKJIMKAX PA3HBIX CTPYKTYP, U 3T OTJIMUYUSI pa3BUBAIOTCS B IPOLIECCE CTUMY-
sy, HarsigHo 3To TIposiBIisieTcsl ITpy HaOMoAeHUM JMHAMUKY u3MeHeHus1 BOLD-curna-
Jia BO BpEMEHU.

PaccMmoTpuM mnpencTtaBiieHHbIE Ha PUC. 2 OTKJIMKM OCHOBHBIX OOJIacTeil 3aThbUIOYHOM
KOpBI, B TaK Ha3bIBaeMoOi1 3puTeibHOI Kope. [lepBuuHas 3purtesibHasi Kopa Io KJjlaccu-
dukaumn bponmana — 3ona BA17. BunuMmerii Ha MOp(OIOrnIecKux cpe3ax KOphbl 4eT-
BEPTHIil CJIOI maj Ha3BaHUE 3TOM IEPBUYHOM 3PUTEIBHOI KOPHI KaK CTpUapHOi (11010~
caroit) oonactu. Crnenyroiue 3a Heil 30HbI BA18 1 BA19 nmonyuunu Ha3BaHue napa- u
Hepu-CTpUapHOI KOPbl COOTBETCTBEHHO [1].

Mbl BuauMm (puc. 1) CMHHXpOoHHOCTb u3MeHeHus1 BOLD-curHana rociie Hayana npeiab-
siByieHus1. Cpasy Tociie Havasia TIpeIbsBIeHU XapaKTEepHO TOPMOXKEHHE B MEPBUYHOI
3puresibHOM Kope B BA17, BA18. B 30Hax BA19 u BA37 BHauasie HabmomaeTcst OTCyT-
CTBUE peakluu, a 3aTeM B BA19 1 BA37 nnpoucxonut HeyKJIOHHOE HapacTaHWE CUTHaJIA.
B nepBuuHbIX ob6nacTsx 3puTeibHOit Kopel BA17, BA18, Bciien 3a TOpPMOXEHUEM TaKKe
npoucxonut HapactaHue BOLD-curnana. Ho 8 BA19 u BA37 atoT poct BOLD-curnana
0oJiee 3HAYUTEIbHBINA.

Maxkcumym otBeTa HabGmonaercs: B 30He BA37. BaxkHO OTMETUTB, YTO 3TOT MAKCUMYM
COBITAIaeT C MOMEHTOM pacIto3HaBaHUsI, OH paBeH 20% 3amoJIHeHUIO KOHTypa. Takum o6pa-
30M, OH COOTBETCTBYET NMCUXOMU3UIYECKUM JTaHHBIM BEJIUYMHBI 3aMIOJTHEHUSI KOHTYpa
MpU TTOPOTe paclo3HaBaHUS B YCIOBUSIX, KOT/IA UCIIBITYEMbI BIIepBble BUAUT TaHHBIN
andaBut (HA6OpP) CTUMYJIOB. DTO CpedHsIs BeJIUYMHA IJISI BCEM I'PYNIBI UCIIBITYEMbIX.
Bpems mo mikajne abcuucc Mo3jJeMeHTHOTO BbIBoJa (pparMeHTOB KOHTYypa Moao0paHo
SMIUPUYECKU.

M3MeHeHre OTKIIMKOB pa3HbIX 30H MO3ra Ha U3MEHEHUE BO BPEMEHM BXOIHOIO CUT-
Hajla OTpaXkaloT paboTy MO3Ta 1 MHOTME M3 HUX HAaXOASATCS B ONIMOHEHTHBIX B3aUMOOT-
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HoueHustx. Cyns o usMeHeHusim BOLD-curnana, npyu AOCTUKEHUM MTOpora pacrio3Ha-
BaHUsI 3aTbUIOYHBIE CTPYKTYPHI YBEJIMYUBAIOT CBOIO aKTMBHOCTh, a Apyrvue, HarpuMmep,
MenuaabHas TeMeHHass BA7M, CHUKaOT CBOIO aKTUBHOCTh. MI3MeHeHHe KPOBOTOKA BO
BpeMeHU B BA7 (IIpenkinnHbe — precuneus) TeMeHHOM KOpEl B BA37 3amHeBUCOYHOI KO-
pbl TIpencTaBieHbl Ha puc. 1. BumHbl BbhIpakeHHbIE ONMIMTOHEHTHbIE B3aMMOOTHOIICHUS
MEXIy 30HaMHU. 3aMeTUM, 4TO cpaBa OTKIMKY 30HBI BA37 u BA7 (nipenknuHbs) 6osee
BBIpAXXEHBI, YeM cJieBa. MHBIMM clIOBaMU, OTKJIWKHU PabOThl B 3aThLJIOYHO-3aHEBUCOY-
HOM Kope, Ha3bIBaeMoOii elle nmepucTpruapHoii Kopoii, BA37 BeayT ceGs1 ONMITOHEHTHO K
OTKJIMKaM B TEeMEHHOI Kope. MakcumyM oTkinKa B 30Hax BA19 u BA37, cooTBeTCTBYIOT
MOMEHTY pacrio3HaBaHusl. B ator moMeHT akTuBaumuu BA37 u BA19 npoucxoaut oTHO-
CUTEJIbHOE TOPMOXEHUE aKTUBHOCTU B TeMEHHOI kope BA7, mpeuMyliecTBEHHO B ee
MeIUajibHOM YacTU B TIPEAKIINHbE.

PoctpanbHee nosst 37 (BA37) pacnosioxkeHbl BaxKHbIE€ 30HbI CJIYXOBO# U “accounaTuB-
Hoi1” kKopel — BA21 u BA22 (puc. 3). Ha 3ToM Xe puCyHKe IIpeICcTaBICHBI OTKJIMKM 3a/-
Helt yactu tuMondeckoil Kopsl BA23 u BA38 — momoc BucouHoit Kopbsl. O61acts BA21
BUCOYHOI KOPbl TOJIOBHOTO MO3Tra YejloBeKa 00padaThIBaeT CIYXOBbIE U pEUEBbIE CUTHA-
abel. BA38 — camasi pocTpanibHasi 4acTh BUCOUHOII KOPbl UMEET CJIOKHYIO CETh CBSI3El C
obaactssMu BUCOUHbIX gosieit (BA21 u BA22), uto npearoaraert u ee yyacTve B CJIOXHOI
peueBoii (yHKIIUU, COTJIACOBAHUM CO 3pUTENIbHBIM omnucaHueM. M3BeCTHbI CBSI3U JaH-
HOM 30HBI CO 3pUTEIBHBIMMU obOmactamu ¢ BA37 m 3aTeimouHoii moinm mo3sra. OomacTh
BA20 y dJemoBeka B HMXKHE BUCOYHOI M3BMJIMHE KOPHI T'OJIOBHOIO MO3ra B 00paboOTKe
3pUTEIbHBIX CUTHAJIOB Y 3pUTEJIbHOI MaMSITH B CBSI3U CO 3HAUEHUE PACIIO3HABAEMOTO 00b-
ekrta 111 yenoBeka. Oomactb BA21 BUCOUHOI KOPBI UTpaeT CYILIECTBEHHYIO poJib B 00pa-
6oTke ciyxa u peun. Oosmacte BA23 (Ha cxeMe He BHUIIHA) pacroyiokeHa MeIualbHO, 3TO
3a/IHE TOSICHOI U3BUJIMHBI, IUMOUUYECKOU KOpBI. PaccMOTpUM OTKJIMKM 3THX 30H B Ha-
M1X ucciaeaoBaHmsIX. OTBET 3TUX 30H CIYXOBOM M “acCOLMAaTUBHOM” KOPBI COBEPIICHHO
JPYTOI IO CPAaBHEHMIO ¢ OTKJIIMKAMM 3aThTOYHOM KOpbl 1 BA37, ripencrasieHbl Ha puc. 3.

B 3THX 30Hax, KOTOpbIE OTHOCSTCS K CIyXOBO#, “acCOIMaTUBHON” 4acTH BUCOYHOI 1
K JMMOWYECKOI Kope, OTKIIMKN Mo3ra, peructpupyembie mo BOLD-curHaiy, passuBa-
JOTCSI B TeYeHME TIEPBBIX 15 ¢ TTocie Havaia CTUMYJISIIAM, T.€. 3a0JITO 10 TTIopora pacIio-
3HaBaHUs, paBHOTO 20% KOHTYpa. AHAJIOTMYHYIO (DOPMY OTKIIMKA B TIepBbIe 15 ¢ nmenn
M obysacTu TeMeHHOI1 yactu BA7, 3axBaThiBaloleil MeIualbHYI0 MTOBEPXHOCTh KOPHI (OT-
BETbl TEMEHHOI KOPbI 3[IeCh HE ITOKa3aHbl).

Otkiuku mo3sra (mo BOLD-curnaiy), npeacraBlieHHbIE Ha puC. 3, UMEIOT OOIITYIO
opMy, XOTSI 1 HECKOJIBKO BapbUPYIOT OT 30HBI K 30He. MHTepECHO OTMETUTD, YTO aKTUBA-
1Ms HauboJjiee BbIpaxkeHa MMEHHO Ha IepBble, ellle CIy4ailHO pa3dpocaHHbIe MO IKpaHy
TOYKU, — (pparMeHTHI Oyayiiero KoHtypa. Tojbko nocie 15% KOHTypa Ha4MHAET HESICHO
BBIPUCOBBIBAThCSI KOHTYP 00beKTa. [lepBOHauYaibHbIe OUepTaHUsI BbI3BIBAIOT Y HAOI01a~
TeJIs COCTOSTHUE HEOTIPEIeICHHOCTU B TIPUHATUY pellieHuii. M3 puc. 3 BUTHO, 4TO B MO-
MEHT HeoIIpeAeIeHHOCTH (I0 IToporoBhIii), B 30Hax BA21, BA22, BA23 u BA38 aktus-

Puc. 2. Usmenenue Bo BpemeHn BOLD-curHaia BaskHe X obacTeit 3aTbUIoYHOM g0 Mo3ra BA17, 18 u 19
no bponmany, o6;act BA37 HIDKHEBUCOUHOI KOPBI, pacriooKeHHON Ha TpaHuULIe C 3aThIJIOYHON U MeIrab-
HOIl TeMeHHO# Kopbl. 1o ocu abcuuce — BpeMsi 1 OZHOBPEMEHHO MPOLICHT 3aMOJIHEHUSI KOHTYPa, YUCIEHHO
paBHBII MOMEHTY npenbsiBieHus. [1o ocu opnuHat — BesinunHa BOLD-curHana B OTHOCUTENbHBIX €IMHULIAX,
Ha3bIBaeMasi Kak Z-oleHKa. L — jeBoe nonyuiapue, R — npaBoe nonyiapue.

Fig. 2. The time-dependent change in the BOLD signal of the most important areas of the occipital lobe of the
brain BA17, 18, and 19, according to Broadman, the region of VA37 of the inferior temporal cortex, located on the
border with the occipital and medial parietal cortex. On the abscissa axis is the time and at the same time the per-
centage of filling the circuit, numerically equal to the moment of presentation. On the y-axis — the magnitude of
the BOLD signal in relative units referred to as Z-score. L is the left hemisphere, R is the right hemisphere.
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Puc. 3. Usmenenust BOLD-curHana B BucouHoi goje bponmany BA21, 22, 38 u 3agHeit 1MMOMUYECcKoii Kope B
BA23. 1o ocu abcurcc — BpeMsi OT Havajla MpeabsiBIICHUs] CTUMYJIa M COOTBETCTBYIOIIEH €My YHUCIEHHO MPO-
IIEHT TIpeabsIBIeHUs KOHTypa. [1o ocu opauHat — 3HauyeHne BOLD-curHama B OTHOCUTENbHBIX eqUHUTIAX Z
OLIEHKHM TpebsiBiieHMs1. L — jieBoe nomyiapue, R — npaBoe nosyiapue.

Fig. 3. Changes in the BOLD signal in the temporal lobe according to Broadman VA21, 22, 38 and the posterior
limbic cortex in VA23. On the abscissa, the time from the beginning of the presentation of the stimulus and the
corresponding percentage of presentation of the contour. On the ordinate axis, the value of the BOLD signal in

relative units Z of the presentation estimate. L is the left hemisphere, R is the right hemisphere.

HOCTb MO3ra CYIIEeCTBEeHHO yBeauuuBaeTcs. OmHaKo, K MOMEHTY JOCTUXKEHMUS Topora
pacrno3HaBaHUs U B TTIOCT-TIOPOTOBBI TTEPUOJ CHUXKAETCSI.

Takum 06pa3oM, OTKIUK Ha (pOpMUPOBAHUE U3 CIAYyYaHBIX CKOTJICHUI TOYEK HEKOe-
ro nmarrepHa, Kak Mbl BUIIMM, pa3JIMYeH B pa3HbIX 00JacTsX. B oqHUX OH TposiBIIsieTCs
yBeJIMYEHUEM aKTUBHOCTH, Kak B BA37, BA19 (cM. puc. 2), a B Apyrux — CHUXXKEHUEM aK-
TUBHOCTH, KaK HarpuMep, B BUCOYHOM, JMMOMYECKON U TeMeHHOo obnactu BA7, tipe-
WMYIIECTBEHHO B € MeIUaIbHOM YacTh, B precunius.

PaccMoTpuM OTKIIMKU BO (ppoHTaIbHOI Kope. HelipoHHBIE ceTu B JIOOHBIX AOJISIX pa-
6orarT cBoeobpasHo. 3oHa BA9 u BA10 neMoHCTpupyOT ciiabble OTKIUKU, HO 3HAYM-
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Mbl€ OTJNYMSI. AKTUBHOCTb 30HbI BA9 He uaMeHsietcsi, a 3oHa BA10 ymMeHbIl1aeT akTUB-
HocTb. TopMokeHUe akTUBHOCTHY 30HbI BA10 J0OHOI KOpbl B MOMEHT Pa3BUTUSI TOCTH-
KEHUS TIOpora pacro3HaBaHUS 3HAUMMO CWJIbHEE B JIEBOM Tojyliapuu. Peakuuu 30H
J106HOoI Kopbl BA44 1 BA46 nipencrasieHbl Ha puc. 4. B 3oHe BA46 (cripaBa) pa3BuBaeT-
Cs BBIpaXXEHHAsi aKTUBALIMS BO BpEMsI pacliO3HaBaHUS 3pUTEJIbHOTO CUTHAJIA.

Ni3menenns BOLD-curHana B T06GHBIX JOISX OTJINYAIOTCS B JIEBOM U B IIPABOM ITOJTY-
mapusx. Tak, UMeHHO B mpaBoM mojyiapun BA46 akTUBUpPYeTCS 3HAUYMTEIBLHO CUJIb-
Hee, YeM B JIEBOM B TOT MOMEHT, KOT[a JIOCTUIraeTCs mopor pacno3HaBaHusi. Ha puc. 4
MbI BUAUM, YTO 3TOT OTBET BO3HMKAET HECKOJIBKO IO3IHEe cpabaTbiBAHUS KPYITHOMAC-
1ITaOHOIT HEeHPOHHOI ceTU, oOecIIieunBaloIleil pacno3HaBaHue, U BKIodaroleit BA37,
XOTsI 3Ta 3aJiep>KKa 3Ha4MMa, HO HaJI0 OTHOCHUTCS C OCTOPOKHOCTBIO, TaK KaK CaM METOL,
GMPT u pazsutue BOLD-curnama Bo BpeMeH! MHEPLIMOHHO.

OBCYXAEHME PE3YJIbTATOB

st pelieHus 3aauv BU3yasiM3aliMy Mpoliecca paclo3HaBaHUsl, MO0 U3MEHEHUIO aK-
TUBHOCTU Pa3INYHBIX CTPYKTYpP TOJJOBHOIO MO3ra 4yejioBeKa, ObLI pa3paboTaH HOBBIM 11~
3aiiH uccnenoBanus. M3-3a mHepimonHoctu Metoga GMPT Mbl paspabotanu MeToxd
“pacTtsarnBaHusl” Mpoliecca MpenbsBIICHUST 3pUTEILHOTO CUTHAJIa BO BpeMeHU. B mpoBe-
NIEHHBIX MCCJIEIOBAaHUS MOKa3aHa peaklusl MPaKTUIeCKu Bcex 0Opa3oBaHU KOPBI Io-
JIOBHOTO MO3Ta Ha TMEepPecTPOKy 3pUTEIbHOTO CTUMYJIa B COOTBETCTBUM C U3MEHEHUEM
TECTOBOIO CMTHaJjia BO BpeMeHHU. B aTux, “3aMemIeHHbIX” yCIOBUSIX MOILIArOBOTO U3Me-
HEHUsI CTUMYJIA, YIIOCh MTOKa3aTh LIEJIOCTHBIN MPOLIECC BOCITPUSITHSI. DTOT MPOLIecC Mo-
CTPOEHMSI TelTajbTa BOBJIEKAET B paOOTY MPaKTUYECKU BCE CTPYKTYPhl MO3ra, OJTHU U3
HUX aKTUBUPYIOTCS, APYrUe TOPMO3SITCs. Takoil pexXxuM paboThbl MO3BOJISIET COXPAHSITh
TMOYTH TTOCTOSIHHBIN CYyMMapHbIii KPOBOTOK IOJIOBHOTO MO3Tra, B pe3yJibTaTe nepepacripe-
JeJIEHUSI MO3TOBOTO KPOBOOOPAILIEHUSI.

ITo manubM m3MeHeHnnsst BOLD-curHanza MBI CMOTJIM pacCMOTPETh HEMPODU3NOIOTH -
YecKre MeXaHU3Mbl PeaKIIii MO3ra Ha M3MEHSIOIIMICS CUTHAI. Mbl CpaBHWIM BEJIMYUHY
OTKJIMKA B MOMEHT TOCTMKEHUSI TTOPOTa OTHOCUTETBLHO TTIOKOST, OTHOCHUTEJIBHO MOATTOPO-
TOBOI CTUMYJISILIMU M OTHOCUTEILHO HAAMOPOTOBOi cTUMYJsAIMU. [TokazaHO, 4TO MO-
MEHT JOCTHMXKEHMS TIOpora pacrio3HaBaHMsI HAOJIIOAAETCS] MAKCUMYM aKTMBUPOBAHHBIX
BokcesioB. Ha 35ToM 0OCHOBaHMM MBI IOITYCTWJIN, YTO TIOPOTY PacO3HABAHUSI COOTBETCTBYET
MaKCHUMyM aKTHBHOCTU, W PEIIMJIV MOCTaBICHHYIO 3a1a4y. Jlajiee Mbl yCTAHOBWIIA, YTO 3TOT
MaKCUMyM aKTHUBHOCTH HE TOMOTEHHO paclpelesieH 1Mo MO3TY, a COOTBETCTBYeT obJia-
cram BA19, BA37, pa3pyliieHre KOTOPbIX IPUBOAUT K arHO3uH [1]. MbI onpenenunu, 4To
rocJie TOCTHXKEeHUS TTopora pacro3HaBaHMSs MPU AajIbHEIIeM HapalllMBaHUM “3aroiHe-
HUSI” KOHTYpa B YCJIOBUSIX YK€ HAIMOPOTrOBOTO MPEIbSBICHUSI CTUMYJIA TTPOUCXOIUT CIaj,
aKTMBHOCTHM T10 CPaBHEHUIO ¢ MOMEHTOM T1Opora pacro3HaBaHUsI. DTO, Ka3ajoch Obl, ITPO-
CTOE YTBEepXKIeHUE, SIBHO BBITEKAlIOIIee U3 TTOJYYEeHHBIX TaHHBIX, TPEOYeT CITeIMaTbHOTO
obcyxnenums. [Iporiecc BHe3aITHOTO Y3HAaBaHUST JOCTATOUYHO OBICTPBIA. EcCii MpembsaBiasaTh
MTHOBEHHO MOSIBIISIIOIINICS CTUMYJI, TO Y3HaBaHUe ero Impou3oiimeT yepe3 100—250 mc 1mo-
ciie ero nosiBieHus. Eciu cTUMyJbI IJISITCS. OKOJIO OJHOM CEKYHIIbl WJIX TOJbIIE Mbl BU-
JIUM MO TaHHBIM KOTHUTUBHBIX BBI3BAHHbBIX ITOTEHIIMAJIOB, YTO UCTTBITYEMbIi HECKOJIBKO
pa3 MeperpoBepsIT CBOI BHIOOP, MPOSIBUBIIMIICSA HA’KaTUEM COOTBETCTBYIONIEH KJTaBUIIIN
Ha MyJbTe, KOTOpoe O0bIYHO mpoucxoauT yepe3 500—600 Mc rmociie MosiBJAeHUST CTUMYJIA.
DTa nepenpoBepKa BUIHA B AMIDIUTYIHBIX XapaKTePUCTUKAX IMTO3MHUX KOMITOHEHTOB KO-
THUTUBHBIX BbI3BaHHBIX TToTeHLIManax [24]. [Toatomy, Ha caMOM aejie Mbl U3MepsieM He
MTHOBEHHOE cpabaThIBAHUE 3JIEMEHTOB HEMPOHHOI CETH, KOTOPOE BUIVM B KOTHUTHUBHBIX
BBI3BAHHBIX TMOTEHIIMANIAX, a pa3BOpayMBaHME HEMPEPBIBHON lieJIeHATIPABICHHON Jesi-
TEJIbHOCTU MO3Ta B MPOLIECCe PEIIeHUS 3aa4M B YCIOBUSIX 3aMEIJIEHHOTO MPEIbSIBICHUS
CTUMYJIOB. AHAJIOT TaKOH JEATeIbHOCTH M3IIPEBJIE COMPOBOXKIAET UeOBeKa B YCJIOBUSIX



514 K. 0. IHEJEIWH, 0. E. IEJEIMWH

z z
03} | 03} — galo .
02h 0o2f  BAY

O.I—AN 0.1
O\|||| LT N_ 1 /1 1 1 TS 0

3\79 1521 27 33 45

_01 r ta S _01
—02L —02L
z z
0.25 , 025 pads .
0.20 | 0.20 -— BA44
0.15 | 0.15 |
0.10 0.10
0.05 0.05 /\/\
O 1 1 1 1 1 1 1 1 1 1 1 /| 1 ] 0 1 Im 1 1 1 1 1 1 1 /I
3 4 15 21 27 33 39\/45 N9 \1 21 27 33 39 45
—0.05 s —0.05f s
—0.10 | —0.10

Puc. 4. UameHenue Bo BpeMeHn BOLD-curnana B npedpoHTaibHoit Kope BA44, BA46 u BA10, BA9. o ocu
abCLIMCC — BPEMSI OT Havajia MPeIbsBIEHUS CTUMYJIa M COOTBETCTBYIOLLEI €My YUCIEHHO MPOLIEHT MPeIbsIBIIE-
Hus1 KOHTYpa. 1o ocu opanHat — 3HaueHre BOLD-curHana B OTHOCUTEIBHBIX AMHULIAX Z OLEHKHU TPEIbsIB-
sienust. L — nieBoe nosymapue, R — npaBoe nosyiiapue.

Fig. 4. The change in time of the BOLD signal in the prefrontal cortex BA44, BA46 and BA10, BA9. The abscissa
is the time from the beginning of the presentation of the stimulus and the corresponding percentage of the presen-
tation of the contour. On the ordinate axis, the value of the BOLD signal in relative units Z of the presentation es-
timate. L is the left hemisphere, R is the right hemisphere.
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OXOThbI WJIN OOEBBIX ZleﬁCTBMI}’I IMpU CJICKECHUMN 3a NBUXKYHIUMUCA O6’beKTaMVl, CKPbITBIMU
sucTBO. ['OJUIMH-TECT B ero 3aMeJIeHHOM BapuaHTe UIeaIbHO UMUTHUPYET 3TU YCIIOBUSI,
orpeaeauBIIe C(OOPMUPOBAHHYIO B BOJIIOLIMK KOHCTPYKIIMIO 3pUTEJIbHON CUCTEMBI Ye-
JioBeKa (ITpMMaToOB) M XUIITHUKOB. DTO XapaKTEPHO He ISl JII0OOTO NOCTKEeHUS TTIopora, a
TOJIBKO TOTO, TIPU KOTOPOM HAOJIOAEHUE TPOUCXOIUT B YCIOBUSIX HEOMPEIEIEHHOCTH.
TMonydyeHHBbIl pe3ynbTaT MO3BOJIMJI MOMEHT JIOCTUXKEHUS Mopora B yCJIOBUSIX HeoIpe/e-
JIEHHOCTHU TPEeUIOXUTh B KaUeCTBE MOJIeJIM “MHcaiiTa” [22, 23].

Ha ocHoBe aHanun3a COOCTBEHHBIX DPE3YJbTATOB MOIEJIUPOBAHUSI TOPU3OHTATBHBIX
B3aMMOAEUCTBUI B TIEPBUYHOM 3pUTEIbHOM KOpe Obljla IToKazaHa BO3MOXHOCTh BOCCTa-
HOBJICHUSI KOHTYpa 3a CYET BHYTPUKOPKOBBIX TOPU3OHTAIBHBIX CBsideit [8, 9]. OmHako
MpeIoXKeHHOEe 0ObSICHEHUE PACTIO3HABAHUS 33 CUET OPTraHU3aIUU CBSI3EH KOPOTKUX MEXK-
MOIyIbHBIX cBsideii BA17 BEI3BIBaeT Bo3paxkeHUs. ['opu3oHTaIbHAasT aKTUBHOCTh MOXKET
pa3BUBATHCS B Mpeieiax MPpeaCcTaBUTEIbCTBA OJHOTO MOJIYTIONS 3pEHUS B CTPUAPHOM KO-
pe BA17 KOpoTKUMM CBSI3SIMU, PACIPOCTPAHSIIONIMMMUCS 10 KOPe 1 MMEIOIIMMU TOPMO-
>)KeHUE B HAIIPaBJICHUSIX, OPTOrOHAJbHBIX K IPYTMM OpUeHTalusIM. [103ToMy HYXKeH ObLI
NPYroii Iu3aiiH uccieqoBaHusI, M MBI ero pa3padortanu [22, 23]. B pe3ynbraTe nmpoBeneH-
HOI1 paboThI yIaloCh MOKa3aTh, YTO ISl OObeIMHEHUSI (DPAarMEHTOB B €IMHOE 11€JI0€ B Te-
LITATLT U €r0 Pacrio3HABAHUS U KilaccuUKaIlMU, HEOCTAaTOYHA pab0oTa HEMPOHHOI CeTH
B3aMMOIEICTBYIOIINX MOJYJIeli MEPBUYHON 3pUTEIbHOI KOPbl. DTUM APYTUM MEXaHW3-
MOM MOXET CJIIYXHWTb 30Ha, oOecIieurBalollias 1eJOCTHOE BOCIPUSITAE B HUXKHEBUCOY-
Holi kope BA37. UTo MBI M BUIMM B HAlLIUX UCCIAEIOBAHMSIX.

TlepuctpuapHast kopa (KoTopasi BKJtoyaeT 30Hbl 110 bponmany BA19 u BA37) sasnsiercs
KJII0UeBOI 1J1s1 GOpPMUPOBAHMS LIEJIOCTHOTO obpas3a — remrtanbTa. [locieacTsus paspy-
meHust BA37 cOOTBETCTBYIOT KJIACCUYECKUM KIIMHUUYECKUM TIPEACTABICHUSIM 00 arHO3u-
sgx. Ha ocHOBaHMM KIIMHWYECKUX HAOMIONEHUI 1M (PU3MOIOTMYECKNX MCclIemoBaHmil [1]
Tpe/IoJiarajiv, YTo UMEHHO 3TU 30HbI MO3ra 00eCIieunBaloT POPMUPOBAHNE KOHKPETHOTO
o0pa3Horo MbulLIeHus [2]. YcraHOBIeHHBIE HAMU U3MEHEHUST aKTUBHOCTH 10, BO BpEMSI
U Tocje JOCTUXEHMS Mopora pacrio3HaBaHUsl, IE€MOHCTPUPYET KaK B3auMOIEHCTBUE
BA17—BA18 ¢ BA19—BA37 u ¢ npedpoHTanbHOI Kopoit BA46, oGecrieunBaeT pacro-
3HaBaHWE U IPUHATHE pelieHui (CM. puc. 5).

OTKJIMK Ha 3pUTEIbHBIN CUTHAJT Mbl HAOII0a]IM BO BCEM MO3T€, a HE TOJIbKO B CTPYK-
Typax, CBSA3aHHBIX CO 3pUTEIbHOI cucTtemoii. Ero perucrpupoBaiu U B COMaTOCEHCOP-
HOIi, 1 B IBUTaTeNIbHOU Kope. CoMaToceHCOpHasi Kopa pearupyer akTuBalueid B MOMEHT
pacrio3HaBaHUs, TaK Kak TOJIy4aeT CUTHAIbI OT HEMTPOU3BOJIBLHOTO HAIPSIXKEHUST MBbIIIIII,
B MEPBYIO oyepenp JulleBbiX. OOpaTUM BHUMaHUE YMTATEIs U HAa HEKOTOpbIE Apyrue
“mobouHble” n3MeHeHUs1 akTuBHOcTU BOLD-curHana, cBsi3aHHBIE C IIPOLIEAYPOM pac-
MO3HaBaHUS U UcciienoBaHus ¢ noMmolinbio GMPT. [Tociie Havyana CTUMYJISIUA, 3a00JIT0
10 MOMEHTA pacIio3HaBaHMsI, B HEKOTOPBIX 30HaX Bo3HUKaeT yBeanyeHue BOLD-curna-
Jia ¢ TMKOM OT 3 1o 15 ceKyHI OT Havasia nipeabsiiaeHus. Haubosee sipko 3TOT MUK mpo-
SBJISIETCS] B OOJIBILIMHCTBE 30H, KOTOPbIE OOBIYHO CBSI3BIBAIOT C yYacTHUEM B 00ECIIeueHU N
BHUMaHMs1. MBI TIpUBEJIM IPUMEPHI OTKJIMKOB BUCOYHBIX 30H (BA20, 21, 22, 36), numou-
yeckoil kopol (BA23) u menuanbHoit yactu (BA7) TeMeHHOM KOpPbI, aKTUBUPOBAHHBIX
caMMM MosIBJIeHWeM cTuMysia. B 3To Bpemsl HeolpeaeJIeHHOCTH, KOTJla COBCEM He SICHO,
Kakoe u3obpaxeHue OyAeT cpopMUPOBAHO M3 OTHEJBbHBIX, CIYYAHO TOSIBISTFOIIMXCS
TOYEK IT0 KOHTYPY (cM. puc. 1), akTuBrpoBaHa 1 ciayxoBas Kopa (BA22). UenoBek HacTo-
paxuBaeTcs. 3aTeMm, Tocie 15% KoHTypa, B 30HaX BHUMaHUsI, M B CJTyXOBOM KOpe HacTy-
naeT TOpMOXeHue. B aTo BpeMsl B 3pUTENIbHBIX 30HaX U B BUCOYHO-3aTBUJIOYHOM KOpe
(BA37), u B mo6HoI noje (BA46) HaunHaeTcst akTuBalus (CM. puc. 3). 3aMeTuM, 4To 00-
1I1e MPUHLMITBI MEXCEHCOPHOTO B3aMMOJIEHCTBYUS YCIIOBHO-pe(hIeKTOPHBIMU METO1a~
MU 6buTH TToKa3aHbl Briepsbie C.B. KpaBkoBsiM eliie B 30-X rogax mpoiuioro sexka [26].

[TepecTpoiika aKTUBHOCTH HEHPOHHOIT ceTH OOYCJIOBJICHA MepepacnpeieicHueM aK-
TUBHOCTHU ONIOHEHTHBIX KOPKOBBIX 00JIaCTEl MO3ra M TMOAKOPKOBBIX sIep, UTO OBLIO
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Puc. 5. U3menenne BOLD-curnana Bo BpeMeHH B ABYX BasKHeHIINX 30Hax BA37, pacrionoXeHHOit B BUCOYHO-
3aThUIOYHOI Kope 1 BA46 npedpoHTabHOI KOPHI cripaBa [23] ¥ cxeMa HUTOAPXUTEKTOHUYECKUX TOJICi KOPBI
TOJIOBHOTO MO3ra 4ejioBeKa 1o bponMaHy. BHU3y rokas3aH pe3yibTaT UCCIeI0BaHWIA TTO TPUHSTUIO PEIICHUN 1
MpoBeIeHWe TpaKTorpauu OTHOrO MCIBITYeMOro [25], IeMOHCTpUpYyIollieil CBSI3U MpedpOHTaIbHON KOPbI
(BA46) ¢ nepuctpuapHoii kopoii (BA37).

Fig. 5. The scheme of cytoarchitectonic fields of the human cerebral cortex according to Brodman and the change in
the BOLD signal in time in the two most important zones BA37 of the temporal-occipital cortex and BA46 of the
prefrontal cortex on the right [23]. Below is the result of other studies on decision-making and tractography of one
subject [25], demonstrating the relationship of the prefrontal cortex (BA46) with the third visual cortex (BA37).

YCTaHOBJICHO Ha ocHOBaHMM M3MeHeHus1 BOLD-curnama. OToT pe3ysbTaT HOATBEPKIACT
pe3yIbTaThl APYIUX HMCCeqoBaTeneii, IoKa3aBmmx, 910 ndMeHenne BOLD-curnama Bo
BPEMEHM KOPpPEIMpYyeT ¢ U3MeHeHHeEM cIieKTpa DDI' — cHIbKeHneM ab(da- 1 IMOBBIIICHM -
eM ramMmma-purtma [27].

Takum ob6pa3oM, aKTUBHOCTh B OHUX 00JIACTIX YMEHBIIIAETCSI M YBEJIUUNBACTCS B APY-
rMX. DT U3MEHEHMS ITPOUCXOIAT MMEHHO B IIPOIIECcCe ISMCTBUS CTUMYJIA: IO IIopora pac-
MO3HABAaHUs aKTUBHBI OOHU 30HBI MO3ra, B MOMEHT AOCTIDKEHMSI IIOPOTa paclo3HaBaHUs
NpyTHUe, a 3aTeM BCe 3aTyXaeT. XOTSI CTUMYJISILMS ellle MPOoAoJDKAeTCsl, HO HeoIlpeaeaeH-
HOCTb IMOCJIe JOCTVKEHMSI opora yxe ncyesna. ONMnmoHeHTHbIE B3aMOIECTBYS, HAITPU-
mep, BA37 B BucouHo-3atbuiouHoit 1 BA7 (ee MenunasibHasi 4acTb) B TEMEHHOI f0J1e, UIv
BA9 n BA10 Bo (ppOHTaIBHBIX 00IACTSIX TTOJTYIIAPUIL TOJIOBHOTO MO3ra OTPaXKaloT MHOTO-
YPOBHEBBII ITPOLIECC TPUHSITHS PEIICHUI 110 KOHMIMKTYIOIINM OILIEHKAM, CYIIIECTBOBaHNE
KOTOPHBIX OBUIO MpencKa3aHo paHee [28].

Takum obpa3oM, B pe3yJibTaTe aHaJIM3a pabOThl BCEro MO3ra HaMM YCTaHOBJIEH MaK-
CUMYM aKTHUBHOCTU OJHMX 30H B MOMEHT JOCTHKEHMsI TIOPOTOBOIO YPOBHSI MPEIbsIBIIE-
HUSI KOHTYpa M €T0 CHIDKEHME MOCJIe TOCTKEHUST 3TOro ypoBHS. B mpyrux 3oHax Mo-
MEHT TOCTIZKEHHS IIOPOra COBIIagaeT ¢ aOCOTIOTHBIM MIHUMYMOM aKTUBHOCTH. DTO IS
YCJIOBUI HETIPEPBIBHOM AeSITEIFHOCTHA BCEro MO3ra moka3aHo BoepBble. Hanuaue ormo-
HEHTHBIX B3aMMOOTHOILEHU! MpU BbIOOPE MOSBIISIIOLIMXCS W HMCYE3AIOLIMX CTUMYJIOB
MEXIY COCeTHUMHU 30HaMU B IIpedPpOHTAIILHOM KOope ObLJIO ITOKa3aHOo paHee, IpU pellle-
HUU UCIIBITYEMEBIM 3aJa4 paclio3HaBaHUs YIbIOKM [29]. Temeps ymajioch mokasaTh, 4TO
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obecrnieueHre OajaHca KpUTEPUEB MPU TIPUHSITUU PEIEHUS] OCYILIECTBISIETCS ITyTeM Te-
pepacripenesieHusI akTUBHOCTU MEXIy BceMM o0iacTsiMu Mo3ra. CTpyKTypbl MO3ra, Ko-
TOpble OOecIeunBaloT Haubosee BakHble KOTHUTUBHBIE (DYHKIIUU, U SMOIIMOHAJIbHbBIC
TMPOLIECCHI, UX COTPOBOXIAIOIINE, B3aUMOJIEUCTBYIOT CUHXPOHHO, HO MEXIy HUMU Cy-
1IECTBYIOT BO30OYIMTEIbHBIE 1 TOPMO3HBIE B3aMMONIEeCTBUS. B pe3ynbTaTe CTaHOBUTCS
BO3MOXHBIM peajin30BaTh pelIeHUEe MO HECKOJIbKUM KPUTEPUSIM U MPOTUBOPEUYUBBIM
OlLICHKaM COOBITUSI. IMEHHO 3TOT MPUHLIMIT B3aUMOACHCTBUSI 3JIEMEHTOB 00eCIIeYMBaeT
MpoLecC MPUHSTUS pellleHit. DTU caMble OOII1e TIPEACTABICHUS O MeXaHU3Me TIPUHSI-
TUU pellIeHUii, KOTOPbIil 0OecIieunBaeT 1ejeHalpaBIeHHOe, MOTUBUPOBAHHOE TTOBEIE-
Hue. [IpuHsTHE peleHnit — pe3yIbTaT MHOTOYPOBHEBOTO B3aUMOAECHCTBUSI U OOyUEHUS
HEWPOHHBIX CETei, OCHOBaHHBI I UMEHHO Ha OTIMOHEHTHBIX B3aMMOJENCTBUSAX, HAUMHAS
OT CeTYaTKH! M 3aKaHUYMBasl B3aMMOJEMCTBMEM KPYTHOMACIITAOHBIMU HEMPOHHBIX CETEN,
obecrneyrnBamIKX MJIaHUPOBAaHME U OPraHU3alMIoO IBUKEHU, OJKpEerUIsieMblX HaKa3a-
HUEM WM BO3HArpaxkKJaecHUEM.

SAKJIIOYEHUME

HoBble MeTonbl MO3BOMMIIM ITOKA3aTh pa3BopauyrBaHKe BO BPEMEHU OTKJIMKOB BCETO
MoO3ra Ha JOIMOPOIroBbI€, IIOPOrOBbIE U HAMOPOTrOBbIE NTMHAMUYECKUE 3PUTEIbHbIE CUT-
HaJipl. TToka3aHbl OTKJIMKM psiia 30H KOphl Mo BponMaHy Ha 3puTeNIbHbIe CUTHAIBI IPU
nepexone OT HeoNpelaeJeHHOCTH K pacno3HaBaHUIO. [1pu BceX yCIOBHOCTSIX IMIPUBSI3KH
maHHbIX MPT K IMTOapXUTEKTOHUYSCKIM O0JIACTSIM MO3Ta B 3PUTEIILHBIX, CIIYXOBBIX,
IBUTaTEJIbHBIX COMAaTOCEHCOPHBIX 1 B “aCCOLMAaTUBHBIX”, T.€. IIPAKTUYECKU BO BCEX 00-
JIACTSIX TOJIOBHOIO Mo3ra 4yejoBeka. PaHee HaMu BIiepBbIe MOKa3aHa AMHAMUKA U3MEHe-
Huss BOLD-curHasa ot moamoporoBoro, A0 IMOPOTOBOTO M HaAIIOPOTrOBOrO YPOBHS U
npuHsaTug pemieHuii [23]. ObecrieyeHre GajlaHca KPUTEPUEB IPU NPUHSATUM pPeIlIeHUS
OCYIIECTBIISCTCS IIyTeM IIepepacIpeacieHNsI aKTUBHOCTU MEXKIY 00JIaCTSIMU MO3Ta.

[TepecTpoiika aKTUBHOCTU HEHPOHHOI1 ceTU OOYCJIOBJIEHA MepepacnpeieicHueM aK-
TUBHOCTH OINITIOHEHTHBIX KOPKOBBLIX 00JAcTeii MO3ra M ITOJKOPKOBEIX SAEp, YTO OBLIO
YCTaHOBJIEHO Ha ocHoBaHuU m3MeHeHuss BOLD-curnana. OnnmoHeHTHEIE M3MCEHEHUE
BOLD-curnana B pa3HbIX 30HaX BO BpeMsl pacIlO3HABAaHUSI KOPPEIUPYET C OMIIOHEHTHBIM
M3MEHEHHMEM YaCTOTHBIX COCTaBJISTIOIMX DD — CHIxKeHueM aib(da- 1 MOBBIIIEHUEM IraM-
Ma-puTMa B IIPOLIECC PEIIeHUs 3a1a4, IIpU IIepexoie OT YCIOBUM HEeOoIpeneJeHHOCTU K
MOMEHTY pellleHNsI, a UMEHHO B HAIlINX MCCJIETOBAHMUSIX B MOMEHT pacrio3HaBaHus [27].

BepositHo, 30Ha BA37 — 3T0 06/1aCTh Y3JIOBOTrO ITepecedeHIs] HECKOJIbKUX HEPOHHBIX
CeTeil: TIepBOii, OCYILECTBISIONIE OLIEHKY 3HaUYeHHWsI OTTO3HAHHOTO 00beKTa 1151 HaOJI10-
maTelist M1 00eCIIeYBaIONIC CBSI3b C SMOLIMOHAIBLHOM chepoii, KOTopask BKII0YaeT HIK-
HEBHCOYHYIO KOpY, IIOOKOPKOBEIE sSiApa, X BTOPOI, 00eCIIeYMBAIOIICH IIepeXon U3 3pH-
TEJIbHOIO KOHKPETHOTO OMMCAaHUS B aOCTPAaKTHOE peuyeBoe. DTU COOOPaKeHUS MePeKIIn -
KaloTCs ¢ KJIMHUYECKUMMHU HAaHHBIMM KakK yxXKe CTaBIIMMHU KjaccudyeckKumu [1], Tak u
MOJIyYEHHBIMU B IMOCJIEAHUE TOABI, HA OCHOBE HOBBIX TexHoJioruit [30—33].

CTpyKTyphl MO3ra, obecreuyrBaloniye BaxKHeilie KOrTHUTUBHbIE (YHKIIUY U HeTlpe-
MEHHO COITPOBOKIAIOIINE X SMOIIMOHAIBHBIE ITPOIIECChI, B3aMMOIEHCTBYIOT CUHXPOH -
HO, MEXIy HMMM CYIIECTBYIOT BO3OYIMTEIbHBIE U TOPMO3HbIE B3aUMOIEUCTBUS. DTU
MPOLECCHI OMPEALSIISIIOT COCTOSTHIIE MO3Ta IO IOpora, IIpu MOopore paclo3HaBaHUS U M0~
cJIe TIopoTa pacrno3HaBaHUsS. MBI OTOXIECTBIIIM 3T COCTOSHUS C IPEeANHCANTOM, MH-
CaliTOM U COCTOsSIHHEM Itocie nHcaiiTa [23, 34]. C 3amo3gaHnueM NogoOHbIM MOAXoa Ha-
yaJiu pa3BuBaTh U Apyrue uccienoBatenau [35]. To ke KacaeTcss HAYaJILHOIO IIpoliecca
MBICIUTEJIbHOM AESATEILHOCTU pAacliO3HAaBaHUsI 3pUTEJbHOIO 00pa3a, BasKHEMIIIEro Ipo-
1ecca 3puTeJIbHOro KOHKPETHOTO MBIILIeHUs [2].

Kpowme Toro, nusBectHo, uto BA37 nMeeT 3HaYMMBIe CBSI3M C KPYyITHOMAcIIabHOM Hei-
poHHoI1 ceThio — default mode system, B KOTOPYIO BXOIST 00JIJACTH MeIUAIBLHOM ITpedpoH-
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TaJIbHOI KOpPBI, TMMOMYECKOI KOPBI, 1 MeIuaIbHOU TeMeHHoM objactu (precuneus). C de-
fault mode system ceTbio paboTalollei B XXKAYLIEM PEXUME PACCPENOTOYEHHOTO MbICIEH-
HOTO TTIOMCKa BBIXO/a U3 HEOMPEIeICHHOCTH, YTO BUIHO U3 TTOJTYYEHHBIX PE3yJIbTaTOB U
YaCTUYHO COTJIACYETCs ¢ mpeacTaBieHusIM 00 3toii (default mode system) cucreme, Kak
cucreMe, obecreyrBaollei 001y TOTOBHOCTh UCTBITYyeMoro [36, 37].

PacriozHaBaHMe MPOMCXOMUT 3a CYET COUETAaHUsI BO3MOXKHOCTEM apXUTEKTYpPhl U BO3-
MOXHOCTH O0YYEHMST KPYITHOMACIITAOHBIX M JIOKAJTbHBIX HEUPOHHBIX (HEMPOH-TIMAIbHBIX)
ceteil. O0yueHMe MPOMCXOINT 3a CUET HaKa3aHW WU Harpas, HalpuMep, B CYpOBBIX YCII0-
BUSIX TPV CBOEBPEMEHHOM WJTW TIPU 3aT103[1aJI0M paclio3HaBaHUM Bpara OT Jpyra.
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Pa6ora BbInojiHeHa B paMKax ¢hrHaHcupoBaHMs [IporpaMMbl GyHAaMEHTATbHBIX HAYYHBIX MC-
clIeIOBaHMI rocyaapcTBeHHbIX akageMuit Ha 2013—2020 rr. (I'T1-14, pa3nen 63), UHcTtutyT husmo-
sioruu uM. M.T1. T1aBnoBa.
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Reorganization of the Human Brain Neural Networks Activity
at the Uncompleted Images Recognition Threshold
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The general patterns of restructuring the neural networks of the entire human brain are
established when the threshold for image recognition in conditions of uncertainty is
reached. This result was achieved using a combination of dynamic images and brain dy-
namics according to BOLD (blood-oxygen-level-dependent) — signal, magnetic reso-
nance imaging. Indicators that when the threshold level of image recognition of objects
in humans in the brain is reached, an increase in the BOLD signal occurs, and in other
states of the brain, a decrease in the activity of neural networks. All areas of the brain
whose activation is maximal in time, and the corresponding recognition thresholds,
solutions, and tasks, also showed that this activity is less under subthreshold and even
subthreshold conditions for creating dynamic images. Identified areas where this activity
is minimal. Interpretation of data carried out in the framework of multichannel and mul-
tilevel models of the decision-making system for visual signals.

Keywords: vision, recognition of visual images, incomplete image, threshold, decision
making, brain cytoarchitectonics, visualization of brain activity
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DyHKUMOHATBHON eIUHULIEN BKYCOBOM CHCTEMbI MJIEKOITUTAIOIINX SIBJISIETCSI BKYCO-
Basi TOYKa, BKJIIOYAIOIIAsi TeTeporeHHyto momnyssiiuio 50—80 pa3auyHbIX KJIETOK, B
TOM uuciie, BKycoBble kiaeTku tuna I, I1 u 111. TTomuMo pacrio3HaBaHUST BKYCOBBIX MO-
JIEKYJI, BKyCOBbIE KJIETKU KOAUPYIOT CEHCOPHYI0 MH(MOpMaluio B (hopMe CTUMYJI-3a-
BUCUMOIi cekpelu adhdepeHTHOro HeHpOTpaHCMUTTEPA, CTUMYJIMPYIOILIETO BKYCO-
Boi1 HepB. AddepeHTHas Helipornepeaaya BO BKYCOBBIX KieTKax Tvna II mmeeT MHOTO
OCOOEHHOCTEM, CTaBSIINX UX OCOOHSIKOM B PSIILy SKCTEPOPEIIENTTOPHBIX KIIETOK, (DYHK-
LIMOHUPYIOIIUX B CEHCOPHBIX OpraHax Mmo3BoHOYHbIX. Tak, KieTku Tuma I1 B kauectse
HelpoTpaHcMuTTepa ucnoab3yioT ATP, BeicBoOOX1aeMblit yepe3 ATP-npoHuiiaembie
MOHHBIE KaHaJIbl. XOTsI BKYCOBBIE KJIETKM HE UMEIOT aKCOHOB, KieTku tuna Il amex-
TPUYECKU BO3OYAUMBI M TIPOLIECC CEKPELMM HEWPOTPAHCMUTTEPA KOHTPOJIUPYETCS
noTeHuuasom aeiictBusi. Hamu paspabotaHa MateMaTuueckasi Moaeab cekpeuuu ATP
yepe3 MoTeHIMra -3aBucuMbiii AT P-nipoHuiiaemMbliit MOHHBIN KaHaAI W TPOaHAIM3UPO-
BaHa MOTEHIIMA-3aBUCUMOCTb CEKPELIMU B CTALIMOHAPHOM CJlydae W NPy UMIYJIbCHOMN
CTUMYJISILIMM KJIETKU. BbISIBIeHHBbIE 3aKOHOMepHOCTU cekpeluu ATP mo3Bossiior
MPUNATH K 3aKJIFOYEHMIO, YTO IO CpaBHEHUIO C peryisiueii Boiopoca ATP rpamyanb-
HbIM PELIENTOPHBIM MOTEHILIMAIOM, 3JIEKTpUYecKasi BO30yIMMOCTbh BKYCOBBIX KJIETOK
paciupsieT AMHaAMUYeCKUi T1ana3oH BOCIPUHUMAEMbIX BKYCOBBIX CTUMYJIOB, 00ec-
TeYrBaeT OOJIbIIYIO HAIEXKHOCTh CMHANITUYECKOM Tlepeaayu U MpuaaeT eil KBaHTOBBII
XapakTep.

Karouesoie crosa: BKycoBble KeTKu, cekpenust ATP, ATP-npoHuiiaemMblit KaHasl, MaTe-
MaTUYeCKOe MOJESIMPOBAHUE

DOI: 10.31857/50869813920040020

DyHKIMOHANBHOM eaUHULICH TTepudepruecKoil BKYCOBOM CUCTEMbI MJICKOITUTAIOILIMX
SIBJIIETCSI BKYCOBasl 1ouka, ¢hopMHUpyeMasi TUIOTHO YITaKoBaHHOM rpyrmnoii uz 50—80 kie-
TOK YEThIpeX TUIMOB, BKItoUas BKycoBble KieTku Tuma I, II u I1I n 6a3anbHble KIETKU.
OTU KJIETKU OTIMYAIOTCS MOPGOJOTrnYecKu, (PyHKIIMOHAIbHO U Ha MOJIEKYJISIPHOM
ypoBHe. ba3zaibHble KJIETKM paccMaTpUBalOTCS KaK MPOTEHUTOPHBIE KJIETKU BKYCOBOM
MOYKH, crocoOHble nuddepeHIMPOBAaTHCS BO B3POCIIble BKYCOBBIE KJIETKM Pa3TUUYHBIX
tunoB. Knerku tumna | BHIMOJHSIOT MPEUMMYIIECTBEHHO TOIAEPXKUBAOIIYI0 DYHKIUIO
Moa00OHO MIMaJIbHBIM KJIeTKaM HepBHOIt cucteMsbl [1]. BKkycoBble kietku tumna Il siBisi-
IOTCSI OCHOBHBIMM X€MOCEHCOPHBIMU KJIETKaMU BKYCOBOI MOYKU, KOTOPbIE€ CIELMATU3U-
PYIOTCSI Ha paclio3HABAaHUU TOPHKUX U CIIAJIKUX CTUMYJIOB U CTUMYJIOB KAaTETOpUN yMaMU
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(aMUHOKWUCIIOTBI, puOOHYKJIeoTUIbI, menTuabl). Knetku tumna I11 nerektupyroT Kuchble [2]
¥ HEKOTOpPbIE COJIEHBIE CTUMYJIHI [3].

BxycoBasi TpaHCAYKIIMSI JOCTaTOYHO XOPOIIIO JeTalu3upoBaHa s kieTtok tumna II.
Cneuunduueckas XuMudeckast 49yBCTBUTEIbHOCTb 3TUX BKYCOBBIX KJIETOK 0OeCITeunBacT-
csl IBYMSI ceMeiicTBaMu TTOBEepXHOCTHBIX perientopoB T1R u T2R, npuHamiexamumx K
cyniepcemeiictBey GPCR (G-protein-coupled receptor)-petientopos [4]. I'pyrimy T1R 06-
pasyiot Tpu petenTopHbix 6enka T1R1-T1R3, koTopbie (hopMUPYIOT TeTepOAMMEPHDII pe-
menrrop cnankux coemuHenuii (T1R2/T1R3) n penenrrop ammHoxkuciaot (T1R1/T1R3) [4].
CewmeiictBo T2R BxuntouaeT nopsinka 30 GPCR-penienTopoB, crielIMan3upyrOIIuxcs Ha
pacno3HaBaHUM ropbKoro [4, 5].

st obecrieueHnsi OMHO3HAYHOTO KOAMPOBAHUS BKYCOBOW MH(MOpPMAIMU BKYCOBbBIE
kietku tuna Il dopmupyoT (GyHKIMOHAIBHO HelepeceKaloluecs CyONOImyJIsIiu,
KaxJasi U3 KOTOPbIX PACMO3HAET CTUMYJIbl TOJIbKO OIHOW BKYCOBOW MOAAJIbHOCTH, T.€.
JIM6O TopbKUe, TMOO ciaaakue, Tudo ymamu [1, 6]. B octaabHOM BKycoBast TpaHCAYKIIUS B
knetkax tuna Il yausepcanbHa. BkycoBbie GPCR-penientopbl comnpsi>keHbl Crieliuann3u-
poBanHbMU G-6eskamu ¢ docdomumnazoit CR2 (PLCP2) [1, 6], KoTopass KaTajiu3upyer
TUAPOJIN3 KJIIOYEBOTO PeryasiTopHoro/curHaipHoro jgunuaa PIP, (phosphatidylinositol
(4,5)-bisphosphate), npoayLupyst TeM caMbIM Ba BTOPUYHBIX MeauaTopa — [P; (inositol
1,4,5-trisphosphate) 1 DAG (diacylglycerol) [7]. Pons DAG B ¢u3noa0orum BKYCOBBIX
KJIETOK HeU3BecTHa, a IP; obecnieunBaet aktusauuio IP;-penenropos 3-ro tuna (IP;R3)
[8, 9], aBasrolnxcs, Kak U Bce 1P3-peuentopsl, BHYTpUKIeTOUHbIMU, [P3-akTuBUpye-
MbiMu Ca’’ KaHanmamu, (GpyHKIMOHUDPYIOIINMY B SHIOIUIA3MATUYECKOM PETUKYIyME U
OTBETCTBEHHBIMM 3a BbICBOOOXAECHUE IETTOHUPOBAHHOIO Ca?t [7]. BaxkHBIM YCUJIUTE b~
HBIM 3JIeMEHTOM B KileTKax Tuma I1 siestiorest Ca?t -akTUBHpyeMble KATHOHHBIE KAHAJbI
TRPMS [10, 11], koTOpble KOHBEPTUPYIOT CTUMYJI-3aBUCUMbBII BBIOPOC NEMOHUPOBAH-
Horo Ca’" B rpamyaibHBII peLeNTOPHBIN MOTEHIIMAN, ASIOIIPU3YIOMMil KIeTKy. [1o-
CIIeHMI MHULIMKAPYET aKTUBAaLMIO moTeHuuran-3asucumbix (I13) Na* kananos [12] u re-
Hepaluio cepun rmoreHumnanos neiicteus (IT1) [13].

AddepeHTHas Heliporniepenaya BO BKYCOBBIX KjeTKax Tumna Il mmeer MHOro ocobGeH-
HOCTE#, CTaBSIIIUX UX OCOOHSIKOM B PSILy SKCTEPOPELICTITOPHBIX KJIETOK, (PYHKIIMOHUPY-
IOIIMX B CEHCOPHBIX OpraHax Mo3BOHOYHBIX. TakK, B OTBET Ha CTUMYJISILIUIO XeMOCEHCOP-
Hble HEHPOHBI TJIABHOTO OOOHSITEJILHOTO SIUTEUS 1 BOMEPOHA3aJIbHOTO OpraHa reHe-
pupytotr IIJI, KOoTOpble pacrpoOCTpaHSIOTCS II0 aKCOHaM W BBI3BIBAIOT CEKPEIUIO
rIyTamMarta Imo 3K30IMTO3HOMY MEXaHM3MY B TJIOMepyJiax OOOHSTeILHOM JIYKOBULIBI [14].
cDOTO])CL[CI'[TOI:)HI)IC KJICTKM U BOJIOCKOBBIC KJICTKU B OpraHE KOpTl/l HE UMCIOT aKCOHOB,
9JIEKTPUYECKU HEBO3OYIMMbI M MCMOJB3YIOT IpaayaibHbIii pPeLenTOPHBINA MOTEeHLIMA
IUIs1 KOHTpOJIst Bxoaa Ca2™ u Ca2*-3aBucumoro sk3o1nTtosa ahdepeHTHOro HeifpoTpaHe-
muTTepa riyramara [15].

BkycoBble kineTku tuna II, B KOTOpbIX KJlaCCUYECKUE MPECUHANTUYECKUE CTPYKTYPhI
OTCYTCTBYIOT, KOMMYHULIMPYIOT ¢ ah(hepeHTHBIM BKYCOBBIM HEPBOM, MCITOJIb3Yysl HEKAHO-
HUYECKUiIT 1 BO MHOTOM YHUKAaJIbHBII MeXaHU3M Heiiporniepenaun. B kauecTse addepeHT-
HOro HeiporpaHcMuTrepa ucnonbdyercss ATP [16], KOTOpBIl CEKpeTUpPYeTCsT Ca?*-ne3a-
BUCUMBIM 00pa30M MpHU y4acTUU MOTeHIUAT-3aBUCUMBIX AT@P-TIpOoHUIIaeMbIX MOHHBIX
kaHasioB [17, 18]. KiroueBoii cyobennuuiieii 3roro AT®-nipoHMIIaeMOro KaHajia sBJIsieT-
cs1 KaHanbHbI 6etok CALHM1 [19], dynkunonupytoiuii B komruiekce ¢ CALHM3 [20].
Ha nanHbIit MOMEHT HESICHO, KaKM€ 3BOJIOLIMOHHbBIEC TPUYUHBI MPEIONPEAECTUIN BEIOOD
NaHHOTO MexaHu3Ma aghdepeHTHOI Heliporepenayr CEHCOPHO MHGOpMauu BO BKY-
coBoii kietke tuna II. B yactHocTH, HesicHa ¢u3noJiornueckas 1eJiecoo0pa3HOCThb I'e-
Hepauuu [1/] BKycCOBBIMU KJI€TKaMU, MOCKOJIbKY Y HUX HET aKCOHA, a 3HAaYUT HET He0O-
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XOIMMOCTU AWCTAHTHOM Mepenayu CEHCOPHOUM MH(pOpPMAalMKU K TaHTJIMO3HBIM HEWpo-
HaJIbHBIM KJIETKaM.

B Hacroseit pabote npencrtaBieHa Moaeiab cekpeuunu ATP depe3 ATP-nipoHuiiae-
MbIif MIOHHBIN KaHaJl, KOTOpasl OMMCHIBAeT MOTEHIIMA-3aBUCUMOCTh BbiOpoca ATP Bky-
COBBIMU KJIETKAMU U OOBSCHSET MPEUMYIIECTBA UMIYJIbCHONW CEKPELIMU, PEeTyIupye-
moii I1/1, B cpaBHEHUHM C TpaayabHOM, YIIPaBIsSIeMOI peleNITOPHBIM ITOTEHIIMAIOM.

PE3VJIIBTATBI MCCIIEHOBAHUA NX OBCYXKAEHUE

Monnpiii kaHai, npoHUIIaeMblil 1711 MoJeKyiabl ATP, noimkeH MMeTh BOOHYIO MOPY
OCTaTOYHO OoJsiblIOrO AuameTrpa. JelCTBUTEIbHO, OUEHKU MUHUMAJIBHOTO JUaMeTpa
MOpbl MOHHOTO KaHaja, (hopMupyeMoro KaHaibHbIM 0eikoM CALHM 1, nanu BeauuuHy
14 A [21], yTo cooTBeTCTBYET XapakTepHoii pa3MepHocT ATP. ITockosibKy Tpu Takoii
OTHOCHUTEJILHO OOJIbIIION MOpPe MOHHBIE MMOTOKM Yepe3 3TOT KaHaJl MOXHO CUMTATh He3a-
BUCUMBIMU, HAMU OBLJIO TIOJYYEHO CJIeAyIolee TPAaHCTIOPTHOE YpaBHEHUE IJIsI HECTallv-
oHapHoro notoka aHuoHoB ATP J,rp(V, f) (cM. IpuioxeHue):

v G,
"“Vy exp(V/Vy) -1
rae [ATP];, — BHyTpuKIIeTOUHas1 KOHLeHTpauust ATP, V' — tpaHcmeMOpaHHBLA OTeHLIMA,
Vo = RT/zF, G(V, t) — cymmapHas npoBoguMocTs ATP-npoHuiaeMbIx KaHaJIOB (majee
ATP-npoBomnMoCTh) B MOMEHT BpeMeHHU ¢ Ipu IToTeH1ane V, L — koHctanTta. CiaemyeT oT-
MeTuThb, uTo ATP MoxeT hopMrpoBaTh KOMIUIEKCHI C Pa3TMYHBIMUA COEAMHEHUSIMU, BKITIO-
yasi OCHOBHbIE MOHO- U IMBAJIEHTHbIE KATUOHBI LUTOIIa3Mbl. Tak, B ciaydae npocTeiiiero
BHYTPUKJIETOYHOTO pacTBopa, comepxaiuero 1 MM MgATP u 145 MM KCI, ipu pH 6.8 u
Temmeparype 25°C KOHLEHTpalmyi OCHOBHBIX ATP-monoB 6ymyt: [ATP~*] = 170 MxM,
[KATP3] = 270 mxM, [HATP~3] = 90 MxM u [MgATP~?] = 460 MmxM. Kax BunHo u3
MPUBEAECHHBIX OLEHOK, OCHOBHbIM ATP-aHMOHOM siBiisieTcst Komruieke MgATP 2. s
TMPOCTOTHI JaJIbHENIIIEr0 aHau3a OyaeM cunuTaTh, YTo ATP-nipoHuiiaemslii KaHa TpaHC-
noprupyet ATP B popme MgATP 2 [18]. B atom ciyuae B ypaBHeHuu (1) pist 7 = 2V, =
= RT/zF = 13 MB npu 25°C.

Jarp (V5 1) = L[ATP] (D

CTALIMOHAPHBIN CITYYAU
st yctaHoBuBIerocs rmotoka ATP TpaHcropTHOe ypaBHEHUE UMEET BUI:

1Y G (V)
"Vy exp(V/Vy) =1

B craiinoHapHOM COCTOSIHUM BEPOSITHOCTD OTKPBITOTO COCTOSIHUS KaK PYHKILIUS MEM-
OpaHHOTrO MOTEeHIIMala BO MHOTUX Cllydasix MOAYMHsIeTCsl ypaBHeHUIo bosibiiMaHa [22]

Po(V) = Pryax /(1L + exp(~<(W — QV)/kT)), 3)
rae Po(V) — BEpOSITHOCTb HAMTU KaHal B OTKPBITOM COCTOSIHMM NpU noteHuuane V, P, —
MaKCUMaJIbHasl BEPOSITHOCTb OTKPBITOTO COCTOSIHUSI, W — cBOOOIHAs SHEpTHs KaHalla B
OTCYTCTBUE 3JIeKTpUUecKoro mojisi, Q — 3ddekTuBHbIN BOpOTHBI 3apsin. [TocKoJbKY
HMHTerpaJibHast mpoBoguMocTb G = P Ny, rae N — 4uc0 KaHaJOB NPOBOAUMOCTH 7Y, TO
JUISL cTallMoHapHOI nposoauMocTu G(V) Kak GyHKIUY NOTeHLMala CIpaBedJINBO BbI-
paxxeHue

Jarp (V) = L[ATP )

Gs (V) = Go/ (1 +exp (= (V' = V) Vi) )

e Gy = PNy, Vo= W/Q, Vy = kT/Q. [lapameTpsl V, 1 V; ONPENENSIIoT MOI0KEHUE 3aBU-
CUMOCTHM Ha OCH ITOTEHLIMAJIOB ¥ KPYTU3HY Iepexona OT MUHUMAIBLHON K MaKCUMAaJIbHOM
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MPOBOAMMOCTU B 00JIaCTU (hM3HOJOTMYECKUX MOTeHIMaIOB. OLIeHKU Wi O, MOTy4YeHHbIe
IIJIS1 pa3JIMYHBIX KAHAJIOB BAPBUPYIOT B Mpeesiax oT 2 10 13 ajjieMeHTapHbIX 3apsinoB [22—24].
[Mockonbky kT/e =25.7 MB nipu 25°C, 1o V,, Bapbupyet B nipeaenax 2—13 mB. Takum 06-
pas3oM, I cTaimoHapHoro rmoroka ATP MoxHO 3amucaTh

G
Iro (V) = LLATP], L — 0 5)
Vo |4 V-V,
exp| — |~ lexp| —=£ | +1
Vo 20
B oTOM BbIpa)keHUM MHOXMTEb, Ha30BeM ero daktop Fonbamana F,
A — (6)

Vo exp [VKJ -1
0

HOJIy4YeH M3 BechbMa OOIIMX COOOpaxkeHMId, OTpaxkaeT IIPEeHEeOPEeKMMO MaJIblii ypOBEHb
ATP BoO BHEKJIETOYHOM PacTBOpPE M XapaKTepu3yeT TPAHCIIOPTHBIE CBOMCTBA OOJBIION
BOJIHOM TOpPOIi, KOTOpbIe (haKTMYECKM HE 3aBUCUT OT MOJICKY/ISIPHOMW OpraHu3aluu
OCTaJIbHOI YacTu KaHana. UHbIMU cioBaMu, Fg hakTruecku sasieTcs GU3NYECKUM UH-
BapUaHTOM U 3aBUCUMOCTb J,rp(V) OT MosekynsipHoit opranuzaiuu ATP-npoHuiiaemo-
To KaHaJia MposIBJISIETCS B BApUaOeIbHOCTU MapaMeTPOB BTOPOTO MHOXKUTEJISI, OTTUChIBA-
eMmoro ypaBHeHueM (4). CienyeT OTMETUTD, 9TO ypaBHeHUE (3) sSIBIISIETCS aleKBaTHBIM
MPUOIMXKEHUEM [IJISI BEPOSITHOCTU OTKPBITOTO COCTOSIHUS JIMIIb B YACTHOM CJy4yasi MOH-
HOTroO KaHaJia C IByMsI COCTOSIHUSIMU. TeM He MeHee, TPOM3BOIHOE ypaBHeHUe (4) XOpo-
110 amnMpOKCUMUPYET SKCIEPUMEHTAJbHYIO TTOTEHIIMAI-3aBUCUMOCTh WHTErPAIbHOI
MPOBOAMMOCTU, (HOPMUPYEMYIO CaMbIMU pPa3HOOOpPa3HBIMU MOHHBIMU KaHaJaMM.
B yactHOCTHM, cTallMOHapHas UHTETpajbHas TPOBOIUMOCTb M30JUPOBAHHBIX BKYCOBBIX
KJIETOK, onpenesisiemas B akcriepuMmenTe [ 18] (puc. 14, Kpy>ko4ku) B CpeTHEM afeKBaTHO
annpokcuMupyercs ypapHenueM (3) npu V, = 31 MB u V= 11 MB (puc. 1, yepHas kpu-
Bast). CieayeT OTMETUTh, YTO B YCJIOBUSIX TUan3a BHYTPUKIIETOUYHbIM pacTBopoM CsCl,
Beixopasiiue 13 Tokm B kierkax tumna Il (puc. 14) mpeuMyliecTBEHHO TEePEeHOCSTCS
ATP-nipoHuiiaeMeiMu KaHajiaMu [ 18], mosToMy nanee OyaeM cUuTaTh, YTO MHTErpaIbHas
I13-11poBOAMMOCTE SIBJISIETCS aAeKBATHBIM ITpubskeHreM st ATP-npoBonumocTtu.
Kak npownmoctpupoBaHo Ha puc. 14, daktop Fg (CUHSIS KpuBasi) yMeHbLIaeTcs, a
craumoHapHass ATP-npoBonumocte G, yBeauMyMBaeTcsl ¢ pocToM noreHuuana V. Ilpu
3HaueHusx napametpoB V, = 31 MB u V,; = 11 npoussenenue Fg u G naet KOJIOK0I1006-
Pa3HYI0 3aBUCUMOCTb, MPEACTaBIIeHHYIO YepHOil KprBoii Ha puc.lb. Ciienyer OTMETUTD,
YTO aKTUBHOCTH peKoMOMHaHTHOTO ATP-niponuniaemoro kanaima CALHMI1 cuibHO 3a-
BYICUT OT 3KcTpaKiIeTouHoro Ca’", Tak 4To B TepMHHAX ypaBHEHUs (4) mapaMeTphl HHTe-
rpagbHO# MpoBoanMocTH, netepmunupyemoit CALHMI, Bapeupytor ot V, = —76 MB u

Ve =40 MB B otcyrcrBue Ca®* 1o V, = 82 u Vo = 16 MB B npucyrcrsun 5 MM Ca?* [25].
IMTockonbKy B YCIOBMSIX TUIOTHO YMAaKOBAHHOW MOMYJISILIMM KJIETOK BKYCOBOW TTOYKU
9JIEKTpUYeCKasi aKTUBHOCTb KJIETOK MOKET MPUBOIUTH K 3aMETHBIM U3MEHEHUSIM KOH-
LEHTPAllMM 3KCTPAKIETOYHBIX HMOHOB, BKmMouasg Ca’’, To MOTeHIIMAaN-3aBUCHMOCTb
ATP-npoBonumoctu B KjieTkax tTuna Il Moxer 3aMeTHO BapbMpoBaTb. MBI MPOMILIIO-
CTPUPOBAJIM 3TY BO3MOXKHOCTb, MCITOJIb3YSI TPAHCIIOPTHYIO MOJie/Ib B hOpME ypaBHEHUSI
(5) ¥ BHOCSI OTHOCUTEIBLHO HEOOJIbIINE “Ca2+—MHuyuupyeMble” OTKJIOHEHUS TTapaMETPOB
ypaBHenust (4). Tax, nipu V, = 25 MB u V,, = 14 MB, a takxke V, = 40 MB u V,; = 9 MB,
ypaBHeHUe (4) maeT 3aBUCUMOCTH, OTOOpaXkKeHHbIE KPAaCHOM 1 3eJIEHOM KPUBBIMU COOT-
BeTCTBEHHO (puc. 14). 1151 aTux napameTpoB ypaBHeHue (5) maeT 1ist moroka ATP-3aBu-
CUMOCTH, TIpeACTaBJIeHHbIe Ha puc.l b KpacHOIi U 3eJIeHOM KPUBBIMU. DTU 3aBUCUMOCTH
MOKa3bIBaIOT, YTO, OTHOCUTEJILHO HEOOJIBIITNE IeBUAIIUY TTOTEHIIMAI-3aBUCUMOCTH TIPO-
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Puc. 1. 3aBucumocts axkropa F, craunonapHoit ATP-nposomumoctr n motoka ATP ot motenumana. A — Fg(V)
paccuuThIBANICA MO ypaBHeHUIo (6) npu V() = 13 MB n Hopmuposaiics Ha 3HaueHue dakropa rnpu V= —100 mB
(cunsas kpusas). CraunonapHas ATP-nposoaumocts Gy(V) paccuuThiBasach Mo ypaBHEHUIO (4) 1 HOPMHUPOBa-
Jlach Ha 3Ha4YeHUe rmpoBoauMocTH Tipu V' = 80 mB. UepHas kpuBas, moydeHHast Ipu Vg = 31 mMB, VgO = 11 MB,
YAOBJIETBOPUTEIBHO OMKCHIBAET IKCIEPUMEHTAIbHYIO 3aBUCMMOCTb (CMMBOJIBI). KpacHasi u 3eeHasi KpuBble
TeHEePUPOBAINUCH TIPU Vg =25MBu Vgo = 14 MB u npu Vg =40 MB u Vgo = 9 MB cootBetrctBeHHO. B — [ToTokK
ATP, HOpMMPOBaHHBI Ha MAKCUMAJIbHOE 3HAYE€HUE, PACCUMTBIBAJICA MO ypaBHEHMIO (5) Mpu pasnuyHbIx Gy(V),
MOKa3aHHBIX B (A).

Fig. 1. Factor Fg, steady-state ATP-conductance, and ATP efflux as functions of membrane voltage. A — Fg(V)
was calculated by using Eq. 6 at }{; = 13 mV and normalized on its value at V"= —100 mB (blue curve). The steady-
state ATP-conductance Gg(¥) was calculated based on Eq.4 and normalized on its value at /= 80 mV. The black
curve, which was obtained at Vg =31 mV, VgO = 11 mV, satisfactorily fits the experimental dependence (symbols).
The red and green lines were generated at Vg =25mVand VgO =14 mVand Vg =40 mV and VgO =9 mV, respective-

ly. B—ATP efflux normalized on the maximal values was calculated at variable Gy(V) shown in (A4) by using Eq. 5.

BOAMMOCTH 32 CYET KPYTOil 3aBUCUMOCTH (pakTopa F; OT moTeHLMana KOHBEPTUPYIOTCS
B CyLLIECTBEHHbIE UBMEHEHUSI TTIOTeHLIMAJI-3aBUCUMOCTU moToka ATP. B vactHocTu, mist
3aBUCUMOCTH, WLTIOCTPUPYEMOI 3eJIeHOIT KprBOii, HEBO3MOXeH BbIOpoc ATP B oGi1actu
GU3MOTOTUYECKUX TIOTEHIIMAIOB, a 3HAYUT PEryIsilusl CEKpPEelMH 3TOTO HelpoTpaHC-
MUTTEPA TpanyalbHbBIM PELICITOPHBIM MOTSHIIMAJIOM. DTH BBEIYUCIUTEIBHBIE DKCICPH-
MEHTBHI TI0Ka3bIBaIOT, YTO KBa3n-cTaunoHapHbiid MoToK ATP uyepe3 ATP-nponuiiaeMsbri
KaHaJ Bpsia JIM MOXET ObITh HaJIEXKHBIM HOCUTEJIEM CEHCOPHOU MH(pOPMAIINH.

HECTALMOHAPHBIN CJTYYAN

ITockonbKy B peaTbHOCTH BEIOpOC HeiipoTpancMmutrtepa ATP B kinetkax tuma 11 perynm-
pyeTcs ctuMyi-3aBucumoii cepueit I1/1, HIDKe B paMKaxX TpaHCHOPTHOro ypaBHeHus (1)
MBI PaCCMOTPUM HeCTallMOHAPHBIN ITOTOK 4Yepe3 ATP-mipoHnmaemMslii KaHal ¥ IIpoaHa-
JIM3UPYEM CBSI3b €ro0 KMHETUYECKUX MapaMeTpOB M ITapaMeTPOB MMIYJIbCHOM CTUMYJISI-
LI ¢ KOJIUYECTBOM cekpeTupyemoro ATP.

XapakTtepHoii ocooeHHOCThI0O ATP-TipoHMIIaeMBIX KaHAJIOB SIBJISIETCS MX MeIJICHHasI
aKTHUBalMs B OTBET Ha JEIOJSIpU3ALIAIO U MEIJIEHHAs AeaKTHUBALKs TIPU PETTONSIPU3aLNU
MeMm6pansbl [18, 25]. [TockoabKy BO BKYCOBBIX KjeTKax Tuiia Il mpenmyinecTBeHHO 3T
KaHaJibl OTBeTCTBeHHHI 3a [13 Bhixonsiue Toku [18, 19], Mbl HAa OCHOBE 3KCIIEPUMEHTOB,



526 KOJIECHUKOB

A B
50 mV 16
|
—10 mV
20 - 14
=)
16 - &
12
12 +

0 Il
—40-20 0 20 40 60 80 10
Membrane voltage, mV

Puc. 2. Kunetnueckue xapakTepucTUKU BoIxomsiux [13 TokoB. A — TunmyHoe ceMeiictBo [13 BeIXOASTIINX TO-
KOB, CTUMYJIMPYEeMBIX Aenoisipudanueii kierku tuna I 100 mc umnynscamu go —10... 50 mB. Penonsipuzanms
MeMOpaHbl K —70 MB mHMIIMKpYET XBOCTOBbIE TOKU, OOyCIOBIeHHbIE NeakTuBaumeil ATP-nipoHuiaeMbIx Ka-
HaJoB. YepHble KPYXKOYKU COOTBETCTBYIOT ypaBHeHMIO (7). B — MOTeHIMAI-3aBUCUMOCTD XapaKTEPHBIX Bpe-
MEH aKkTHBaluu 1 aeaktuBauru ATP-nipoHnnaembix kaHanioB. CUMBOJIBI — 9KCIIEPUMEHTAIbHbBIE TaHHbBIE U3
pab6ortsl (18), ToncTast M ToHKast IMHUY TTosTydeHbl U3 ypaBHeHUs (10) 1 (11) cOOTBETCTBEHHO.

Fig. 2. Kinetics of outward VG currents A — Typical family of VG outward currents stimulated 100-ms pulses de-
polarizing a type II cell from —10 to 50 mV. The membrane repolarization to —70 mV initiated inward tail currents
resulted from inactivation of ATP-permeable channels. The black circles correspond to Eq. 7. B — Characteristic
times of activation and deactivation of ATP-permeable channels versus membrane voltage. The symbols represent
experimental data from the work (18); the thin and thick lines correspond to Eq. 10 and Eq. 11, respectively.

npoBoAvBIINXCS paHee [18], aHaTu3MpoBaJIM aHATTUTUYECKN KUHETUYECKUE XapaKTepu-
ctuku ATP-nipoHMIIaeMBIX KaHAJI0B, OTBETCTBEHHBIX 3a Bhixodsdiue 113 Toku B KileTkax
tuna Il B ycrnoBusix auanmmsa BHyTpuKiIeTOUHBIM pacTBopoM CsCl (puc. 2). Jemnomnspusza-
1I1S1 3TUX KJIETOK, MoaaepKuBaeMbIX py —70 MB, BbI3bIBasia OICTPO MHAKTUBUPYIOIIHUECS
Bxomsmue 13 Na' Toku 1 MewIeHHO aKTHBUPYIOIINECs BRIXOISIIIE TokH [ 18] (puc. 24).
IMocnenHue ymoBaeTBOPUTEILHO alITPOKCUMUPOBATIUCH YPaBHEHHUEM (PUC. 24, KPYKEUKH):

IV, 0)=L(V)+ (V)= L(V))(1—-exp(-t/1,)),
L(V)=G(V -N), @
1 (V) =G, (V)(V - VVG),

rae /) v I, — TOK yTeuky U CTallMOHApHbIi Bbixoasmii I13 Tok cooTBeTcTBEHHO; Gi, U V| —
MPOBOIMMOCTb YTEUKHU U MOTEHLMANl PeBEPCUM TOKA YTeuku; G, u Vyg — cTallmoHapHas
13 npoBonumMocTs 1 noteHuman pesepcuu 13 Toka. Kak 6s110 onieHeHo [18], Vyg =4.2 £
+ 1.5MB (n=9)u Gy =55 £ 7HCw™M (n =9) 17151 cTallMOHApHOI MPOBOAMMOCTHU B YpaBHe-
Huu bonbumana (4) nis G,.

HeaktuBaims 13 Toka B OTBET Ha PeTOJIAPU3AIIMIO ObLJIa MMPAKTUIECKH MOHOIKCITO-
HEHIIMAJbHOM, ¥ XBOCTOBBIE TOKM (pHC. 24) XOPOIIIO allIPOKCHMUPOBaAach ypaBHEHUEM:

LV, 1)=L(V)+ Iy (V)exp(~1/14), 8)

e Iy (V) = Gy (V) ~ o).
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INonarast Gpusnoaoruyecku 1eaecooopasHbiM OoTCyTCcTBUE cekpeln ATP npu moteH-
11ajie mokosi, u3 ypapHenuii (7) u (8) cienyer, 4To MpU UMITYJIbCHONM CTUMYJISIIMU 9BO-
sounio ATP-TIpoHMIIaeMOCTH BO BpeMEHHM MOXKHO OITUCATh CJICTYIOIINM 00pa3oM:

0 npu <0,
GV, 1) =G (V)[1 —exp(-t/1,)] npu 0<7<T, Q)
G, (V)[1 —exp(-T/4)]exp (T —1)/tq) 1pm t>T.

OTMeTUM, 4TO XapakTepHble BpeMeHa aKTUBALIMU T, U JeakTuBauuu Ty [13 BbIxoms-
11IeTO TOKa 3aBUCEJIM OT MOTEHUMANa, U JUIsl NaJibHEeHIIero aHaan3a Mbl afnpoKCUMHUPO-
BaJIi 9KCIIEPUMEHTAIbHbIC JTaHHbIE aHAJTUTUYECKUMM 3aBUCHMMOCTSIMU. DKCIIEpUMEH-
TaJbHas 3aBUCUMOCTD T, (pUC. 2B, TPEyroJbHUKM) allMpPOKCUMHUPOBAIACh BbIpAXKEHUEM
(puc. 2B), ToyicTast TUHUS):

Ta (V) = Tao + Tar /(A + exp(V = Va)/Vao) (10)

rae 1,0 = 10 Mc, 1,1 = 15 mc, Vo = 12.7 MB, V, = 15 MB. AHajlornuHas aHaiuTu4yeckas 3a-
BucuMocTh (Fig. 2B, ToHKas JTUHUS) MCHOJIb30BAJIach IS alllIPOKCUMAIIUU 3KCIICPH-
MEHTAJIbHBIX 3HaueHUi Ty (Fig. 2B, xBanpaTsl):

T4 (V) = Ta0 — Ta1/A + exp(V = Va)/Vao) (11)
P g0 = 5.4 Mc, 14 = 4.0 Mc, Vyo = 12.7 mV, ¥, = 32 mV.

Wcnons3ys ypaBHeHUs1 1, 7—11 1pu yKa3aHHBIX ITapaMeTpax, MOXKHO BBIYMCIUThL KO-
maaectBo ATP, BeicBoOOXmaemoe KiieTkoit yepe3 ATP-mipoHnmaemMple KaHaJIbI B OTBET
Ha UMITYJIbCHYIO CTUMYJISILMIO TUTEIbHOCTBIO 7, AETOJISIpU3YIOLLYI0 MeEMOpaHy OT MO/~
JepKUBaeMoro noreHuuana v, no noreHuuana V. Cnemayer OTMETUTh, YTO B IIEPUOT, aK-
TUBAlLIMY KaHajla B OTBET Ha Jernoispusainio notok ATP getepmuHupyeTcs noreHima-
nom V. Ilocnennuit onpenenseT Kak KMHETUKY aktuBauuu ATP-mpoBogyumocTtu, Tak 1
nBrKyLyto cuty st ATP nmotoka, KoTopslii 3a BpeMst 7 iepeHocuT konnyectso ATP Q,.
B nepuon neaktuBanny KaHaljia, BBI3BAHHOM pernoisipu3aiueiit MeMOpaHbl K MOIIEPXKU -
BaeMoMy IoTeHuuany (puc. 24), cooTBeTCTByOIIMK MOoTOK ATP mpoucxoaut npu mo-
CTOSIHHOM ToTeHuMaie ¥}, BeicBoboxknast konudectBo ATP Q4. B pesynbrate ummyJibe-

HOI CTUMYJISILIMM O0LLee KOJInuecTBO BIOPOLIEHHOTO ATP Qurp = O, + O4, T

T -
0, = _[']ATP (t.V)dt, Q4= J.JATP (t,V)ad. (12)
0 T

KoM6unupys ypaBHeHUsI 7—12, MOXKHO MOJIYYUTH CJACIYIONIE COOTHOIIIEHNS:

v 1 Gy

"y V-V,
OGXP(Kj—lexp - E1+1
2 Veo
Qi (7. V)= L{aTP], > ] G
mn VO Vh V - Vg
exp|—*|—1exp| - +1
2 Veo
rae ¢akTopbl BDEMEHU CTUMYIIALUU K, (T) U K4 (T') ONpenensaiorTcs Kak:
K, (T)=T -1, (1-exp(-T/1,)), 15)
Kq(T) =14 (1-exp(-T/1,)). (16)

Q. (T, V)= L[ATP] Ka(T), 13)

Ky(T). (14)
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ITockonbKy ypaBHeHue (13) ¢ TouHOCTBIO 10 MHOXMUTENS K, (7) coBranaer ¢ ypaBHeHuUeM (5),
0.(T, V) aBasiercst Koa0KoJa000pa3Hoil pyHKuuMelt noreHunana V (puc. 34, B, KpacHble
KPUBBIC) TMPU JIFDOOI IIMTETbHOCTU cTUMYJISILIMKU 7. B TO Xe BpeMsi, B BBIpAXKEHUU LIS
Q.(T, V) nepeMeHHBIM MO V g4BISI€TCA MWL MHOXUTENb, OMUCHIBAIOIINI CTallMOHAP-
Hyto ATP-npoBoaumocTs, u B ueiaoMm Qy(7, V) saBnsieTcsi MOHOTOHHOI (yHKUMEl ¢ Ha-
ChlllIeHUEeM TuIla u3oTepmsbl JlIeHrMmiopa (puc. 34, B, cuHue Kkpubie). OTHOILIIEH1E

0,0, = Ve exp(V/Vo) =1 1q(1-exp(-T/1.))
Y Vexp(W/Vo) -1 T —1,(1—exp(-T/1,))

MOKAa3bIBAeT, UTO OTHOCUTEIbHBIN BKIaI ITOTOKOB ATP B nmporiecce aktuBanuu ATP-1ipoBo-
NUMOCTH U ee JeaKTUBALUU SIBjIsieTcsl (hyHKIMEeil TTOTeHMaaa U JUIMTEIbHOCTU CTUMY-
sgunn. [1py oTHOCHUTENBHO TPONOIDKUTENBHON cTuMyasauuu (1> T, > 14, O(T, V) no-
MUHUPYET MPU (PU3MOJIOTUYECKUX TTOTEHIIMAJAX, U 0011ee KOJINUECTBO BLICBOOOAMBIIIC-
rocsa ATP Qurp = 0, + Q4 ABIsIeTCS KonokonoobpasHoit dyHkuueit (puc. 34). I[Ipu
OTHOCUTEJIbHO KPAaTKOBpeMeHHOM ctumyasiuuu (7" < T,) MOIesb NPencKa3blBaeT 1OMMU-
HaHTHbI Bkaan Qy(7, V), u oduiee Qarp ABJISIETCSI MOHOTOHHOM (PYHKIIMEN moTeHLManta
(puc. 3B). Cnenyet OTMETHUTD, UTO 00a IIpeICcKa3aHusI MOJIECIIN ITIOATBEPKIAIOTCS B 9KCIIe-
pumeHTax (puc. 3C, D), B KOTOPBIX ITOTeHIIMAI-3aBUCUMOCTD cekpelinm ATP BKycoBbIMUI
xietkamu tuna Il nccaenmoBanace MeTogoM 6moceHcopa [18].

Teneps paccMoTprM HU3MOTOTMYECKUE TTOCTENCTBUS TTOTEHLIMAT-3aBUCUMOCTH CEeK-
peuun ATP nipu pasHbix ctumMyasiuusix. CiaeayeT OTMETUTh, YTO TTOTEHIIMAJ TTOKOST BKY-
COBBIX KJIETOK OLIGHUBAJICSI B HECKOJBKMX paboTax M IMOJyYeHHbIC BEJIMYMHBI JieKaT B
nurara3oHe —65...—45 MB [26, 27]. YuuTbiBasi 3JIEKTPUYECKYIO BO30YIMMOCTb BKYCOBBIX
kjetok Tumna I, dusnonorndyecku LenecooOpa3HoO NOAAEPXKUBATh MOTEHLIMAT oKos V.
He Bbllie —50 MB, 4TOOBI OGECTIEYUTH TOCTATOUHO OOJIBIIYIO (PpPaKIIMI0O HE MHAKTUBUPO-
BaHHBIX MoTeHIMan-3aBucuMbix (I13) Na™ kaHanoB. DTo Takxe Leecoobpa3Ho, YTOBE!
MUHUMU3UPOBaTh yreuky ATP u3 nokosiiuxcs kietok. [loaTromy B KauecTBe 10CTaTOU-
HO TMpaBaonogobHoi oueHKU npumem V., = —55 MB. Kak cienyer u3 anaiusa Beiopoca
ATP B oTBeT Ha 2-CeKyHIHYIO enojisipusaluio (puc. 44), UMUTUPYIOIIE eiicTBrE pe-
LIETITOPHOTO MOTEeHIIMAa, TpaayaibHas peryisiius cekpeiinu ATP co3naet psig mpobyiem
st apdpepeHTHOM CUHANTUYeCKOo nepeaayn. Bo-miepBbix, pelienTOpHBI MOTEHIIAAT BO
BKYCOBBIX KJieTKax tuna Il reHepupyeTcss mpu ydacTuu KaTMOHHBIX KaHaioB TRPMS,
MPUMEPHO B PaBHOI1 CTENEeHN poHuIaeMbIx 115 noHos Nat u K 1 mosromy notenu-
aJI peBepCcUU TeHepaTOPHOro ToKa 0JIM30K K HyI10 [28]. B cuity 3Toro penenTopHBIit IMo-
TEHILIMAJI MOXET JIeTIOJISIpU30BaTh BKYCOBYIO KJIeTKY He 0oJjiee uem o 0 MB (puc. 44), I1o-
TeHLMaJI-3aBUCUMOCTb cekpelinu ATP TakoBa, 4To B 00JIaCTU rpaayajibHbIX MOTEHIIMA-
joB —55..—30 MM oHa mpeHeOpexXMMO Majila, 3TO O3HayaeT, 4YTO pelenTOpHbIC
MOTEHIMAbI, BBI3BAHHbBIE MaJIbIMU 1 CPETHMMU MO MHTEHCUBHOCTH BKYCOBBIMU CTUMY-
JaMu (PaKTUYECKU HEe MOTJIM Obl MHULMUPOBaATh ahdepeHTHYIO TNepenayy CeHCOPHOM
nHpopmanuu. Kpome Toro, Kak yxe o0Ocyxnajioch Bhilie, moToK ATP, perymupyemsrit
rpaayajibHbIM MOTEHLIMAIOM, JOJKEH ObITh BeCbMa BapualesibHbIM MPU HE3HAUMUTEb-
HBIX CIBUTaX aKTUBALIMOHHOI KpuBoii ATP-npoHuliaeMoro KkaHaja, BbI3BAaHHBIX U3Me-
HEHUSIMU B MUKPOOKpYXeHUU (puc. 1).

Bosiee 1iesiecoobpa3HoOii BHITJISIAUT CTpAaTeTus KOAWPOBaHUSI BKYCOBOiI MHGbOpMaLuu
nocpenctBoM uMitysibcHoi cekpeunn ATP nipu yaactum I11. JleiicTBUTEIbHO, ITOPOT Te-
Hepaumu [1]] Bo BKyCOBBIX KJIeTKax JIeXKUT B odsactu —45 MB [18] 1 mosaTomMy moporoBo-
MY BKYCOBOMY CTUMYJTy JOCTaTOYHO CABUHYTh MEMOPaHHbBII MTOTEHIMA HAa BETUUYUHY 10~
psaka 10 mB. BaxxHoit ocobeHHocThIo T1/1-perynupyeMoii cekpelnu sIBasieTcsl TO, YTO T10-
TeHLIMaI-3aBUCUMOCTb BbiOpoca ATP omnuckiBaercst KpuBoii ¢ HackilieHueM (puc. 4B), ¢
ruiaTo B obyiactv XapaktepHbix BesuuuH [T [18]. s Takoit 3aBUCMMOCTU HEOOIbIIINE
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Puc. 3. 3aBucumocTb KosnndectBa cekperupyemMoro ATP oT BeIMUMHBI IEMOJSPU3YIOLIETO0 UMITYJIbCa U €ro
JUIUTENLHOCTU. A, B — uepHble KpUBbIE, TEOpeTUYECKOe 3HaueHue Oa1p = O, + O NpM JENONAPUIALMUHU B Te-
yeHue 2 ¢ (4) u 100 mc (B) nmnyabscoM noteHuuana ot —70 MB 1o —60... 90 MB; xpacHas u cuHsist Kpusble — O,
1 Q4 Kak GyHKUMHU AETOJIAPU3YIOIIero noteHuuana. Beanunnel Q, u Qg BBIYMCISIUCH C UCTIONL30BAHUEM
ypaBHeHwuit (13) u (14) cootBeTcTBeHHO. C, D — 3KCIIepUMeHTalbHO olileHeHHOe | 18] kommnuectBo ATP (cumBo-
JIbl), BBIOPOLLIEHHOE BKYCOBO# KileTKoit Tuna II npu naHHOM noTeHUMane Npyu UMITYJIbCHOM IeNoJsipu3aluuy B
TeueHue 2 ¢ (C) u 100 mc (D). B (C) TemHO-cepast mosioca 0603HaYaeT 00JIacThb ASTOISIPU3YIONINX MOTCHIINA -
J10B, B KoTopoii cekpennst ATP npeHedpeskumMo Maa.

Fig. 3. ATP release depending on a value and duration of a depolarizing pulse. A, B — Black curves represent
OaTp = Q4 + Qg calculated at 2-s (A) n 100-ms (B) depolarization from —70 mV to —60... 90 MB mV; the red and
blue curves represent Q, and Qy calculated at different membrane voltages by using Eq. 13 and Eq. 14, respectively.
C, D — Voltage dependence of experimentally evaluated [18] quantity of ATP (symbols) released by taste cells of
the type II upon 2-s (C) and 100-ms (D) pulse depolarization. In (C), the dark-gray strip highlights the range of
membrane voltages, wherein ATP secretion is negligible.
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CIIBUTM aKTUBAaLIMOHHOI KpuBoit ATP-npoHuIlaeMoro KaHaja nNpakTU4eCKu He CKaXKyT-
cs1 Ha cekpeunu ATP. Kpome Toro, B crity CBoeit KpaTKOBPEMEHHOCTH Y YHUBEPCAJIbHO-
ctu opmbl, Kaxablii [T nojskeH MHUIIMMPOBAaTh BBIOPOC JIMIIIb HE3HAYUTETBHOTO, HO
onuHakoBoro Koquuectsa ATP, netepMuHUpyst KBAHTOBBIM XapaKTep CEKpeluu Helpo-
TPaHCMUTTEPA, KaK 3TO UMEET MECTO B KJIACCMUECKUX XMMUUYECKHX cuHarcax. B stom
clIyyae ceHcopHas uHgopmanus Koaupyercs KommdectBoM I1JI, reHepupyeMbIX IIpo-
MOPUMOHAJIBHO MHTCHCUBHOCTHU BKYCOBOI'O CTUMY.JIA.

Takum oOpazoM, pacCMOTpEeHHBIE BhIINIE 3aKOHOMepHOcTH cekpeuun ATP depes
ATP-npoHuniaeMblii MOHHBIN KaHaJ MO3BOJSIOT OIPUNTHU K 3aKJII0YEHUIO, YTO IO CpaB-
HEHUIO C peryisiueit Bbiopoca ATP rpagyaJibHbIM pelieNITOPHBIM MMOTEHIIMATIOM, 2JIeK-
Tpuyeckasi BO30yIMMOCTh BKYCOBBIX KJIETOK oOecrieunBaeT 6ojiee HaIeXKHYI0 CUHATITHU-
YecKylo Trepenady u oosiee MIMPOKUN TMHAMUYECKUI TMara3oH BOCIIPUHUMAEMBbIX BKY-
COBBIX CTUMYJIOB.

IIpunoxncenue

WMoHHbII KaHaI, TpoHULIaeMbIi [UTs1 MOJieKyabl ATP, nomkeH uMeTh BOOHYIO MOPY,
IOCTAaTOYHO OOJIbIIOTO nuamerpa. JeiicTBUTENbHO, OLIEHKM MUHUMAJIbHOTO JUaMETPa
MOpbl MOHHOI'O KaHaja, ¢popMupyeMoro KaHaiabHbIM 6e1koM CALHMI1, nanu Benuuu-
Hy 14 A (21), uyTOo cooTBeTCTBYET XapakTepHoil pazmepHocTtu ATP. Ilpu Takoii oTHOCHU-
TEeJIbHO OOJIBbIION Mope MOHHBIE MOTOKM Yepe3 kKaHat CALHM1 MoXHO onuchiBaTh B
MpUOJIMKEHUU He3aBUCUMBIX MMOTOKOB, ucnoib3ys ypaBHeHue GHK (Goldman—Hod-
gkin—Katz):

2 I —
IS — PSZé FVv [S]m [S]out exp( ZSFV/RT) (11_[)
RT  1-exp(-z5FV/RT)

I'me R, T, u F — ra3oBas IIOCTOsIHHasI, abCOJIIOTHas TeMreparypa u uucio dapanes,
COOTBETCTBEHHO; /g — MOHHBII TOK NEPEHOCUMBIIt HIOHOM S, Pg — MPOHULIAEMOCTb KaHa-
JIa 7151 3TOTO MOHA, Zg — 3aps] MOHA, V' — TpaHcMeMOpaHHbIi noteHuuan, [S];, v [S]qy —

BHYTPMKJIETOUHAsI U BHEKJIETOUHAsI KOHIIeHTpalus noHa. C yuerom ypaBHeHus (111) Tok
aHuoHa ATP uepe3 onnHouHbIN ATP-mipoHUIIaeMblil KaHaT OyaeT UMETh BU/T

2 F?y [ATPly — [ATPloy exp (2FV/RT)
RT 1—exp(zFV/RT)

iatp = Patpz 5 (21IT)

Torna nis HectauroHapHoro notoka ATP Jurp(V, ) monyyaem cienyroliiee BelpaxkeHUE:

']ATP (V, t) = _[ATp/Ze = _iATpNP(V, t)/ze, (3“)

rne /yrp — BEJIMUMHA UHTErPAJIBHOIO TOKA, NEPEHOCUMOro aHuoHaMu ATP; e — snemeH-
TapHbIi 3apsia; Z — a0CoIOTHBIM 3apsia aHuoHa ATP, N — yucio ATP-npoHuiaeMbIX Ka-
HanoB; P(V, f) — HecTallMOHapHasi BEPOSITHOCTb OTKPBITOIO COCTOSIHUSI KaHaJjia Tpy TaH-
HoM 1toteHIMaze V. [TockonbKy npu pmsnoorndecknx ycnosusix AT P-aHnoHbI ItepeHoCs T
HeOOIBIIYIO (ppakimio noHHOro ToKa yepe3 ATP-nponmitaemere kaHambl, ypasHeHue (311)
npeoOpa3oBhIBAETCS K BUILY:

y 1—rexp(V/Vy)
"Vo exp(V/Vy) -1

rne L = PyrpF/Ye, Y — mpoBonuMocTb onnHoYHoro ATP-nponunaemoro kanana; V, =
=RT/zF; r = [ATP],,/[ATP];,, G(V, f) = yYNP(V, f) — uHTerpaapHass mpoBoaguMocTb N

Jarp(V, 1) = LIATP] G\, n, (411)
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ATP-npoHuIIaeMbIX KaHaJIOB. YUUTBIBasi, YTO BHYTPUKJIeTOUHass KoHIeHTpauuss ATP
MpeBbILIAET BHEKJIETOUHYIO Ha 3—4 nopsiaka, BennuuHa r = [ATP],,./[ATP];, 6auska k
HYJIIO, U MTOJIy4aeM CJIeAyIoLIee OKOHYATeIbHOE BhIpaxeHue [uist motoka ATP:

10.

11.

14.
15.
16.

17.

18.

19.

20.

v G (v, 1)

Jarp (V, 1) = LIATP],, :
are (V. 1) = L1 by exp(V [Vy) - 1

(511)
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Mathematical Model of ATP Secretion in Taste Cells of the Type I1
S. S. Kolesnikov*

Institute of Cell Biophysics, Russian Academy of Sciences, Pushchino, Moscow oblast, Russia
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The taste bud, a functional unit of the peripheral mammalian taste system, consists of
50—80 densely packed cells of several types, including taste cells of the type I-1I1. Apart
from identifying tastant molecules, taste cells encode sensory information in the form of
stimulus-dependent release of an afferent neurotransmitter stimulating the taste nerve.
The afferent neurotransmission in type II cells is rather peculiar compared to exterore-
ceptors operating in other sensory organs of vertebrates. In particular, taste cells of the
type II employ ATP as an afferent neurotransmitter and release it via ATP- permeable
ion channels. Although taste cells are axonless, type II cells are electrically excitable, and
neurotransmitter secretion is controlled by action potentials. Here we elaborated a math-
ematical model of ATP release with a voltage-gated ATP-permeable channel as a conduit
of ATP efflux. Based on this model, we analyzed a voltage dependence of steady-state ATP
release as well as transient ATP secretion stimulated by a voltage pulse. These computer
simulations revealed certain features of channel-mediated ATP secretion that led us to the
following inference. Compared to ATP release mediated by gradual receptor potential, the
electrical excitability of type 11 cells provides the higher reliability of synaptic transmission,
renders it quantal, and widens a dynamic range of detectable taste stimuli.

Keywords: taste cells, ATP secretion, ATP-permeable channel, mathematical modeling
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