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B 0630pe paccMoTpeHa cynb6a rurore3sl MMyHHoOro raHaukarna (I'MT) — ogHoit n3 Hauboee MOITyIsIp-
HBIX B 3BOJIIOLIMOHHO KOJIOTUM U 3KOJIOrMYeCcKoil usznonornu 3a nouyTtu 30 JIeT ¢ MOMEHTA e¢ MOsIBIe-
Hus. OOCYXIAI0TCsI €€ UCTOKU U pe3yJIbTaThl MHOTOUMCIEHHBIX IPOBEPOK, CMEXHBIE U aJIbTEPHATUBHEIE
runore3nl. CornacHo I'MTI', oOycioBieHHast TECTOCTEPOHOM UMMYHOCYIIpECCHsI AejlaeT HEBO3MOXKHBIM JIJIsT
CaMILIOB HU3KOIO FeHETUYECKOTO KaueCTBA UMETh MOBBIIIEHHYIO 3KCIIPECCUIO0 BTOPUUHBIX MOJIOBBIX IIPH-
3”HakoB (BIIII), He cTaBs moa yrpo3y COOCTBEHHOE 3M0POBbE U OyIyIIMiA penpoayKTUBHBIN ycrex. B pe-
3yJIbTaTe TOJILKO CaMI[bl BLICOKOI'O FEHETUUECKOr0 KauecTBa (C BPOXKIEHHBIM XOPOIIUM 3I0POBbEM) MOTYT
MO3BOJIMTh ceOe MOAIepPKMBATh BHICOKME YPOBHU TECTOCTEPOHA, HEOOXOAUMBIE MIJISI PAa3BUTUS CIIOXKHBIX
OpHAMEHTOB U neMoHcTpauuii. KimoueBas poiib, KoTopyto orBoawia [T TectocTepoHy, onpenenuia u
HaIllpaBJieHHEe TIPOBEPOK TMIMOTE3bl, KaK 3KCIIEPUMEHTAbHBIX, TAK U HAIPaBJICHHBIX HA MOUCK KOPpPEJsi-
LM MEXIY YPOBHIMM aHAPOTreHa U COCTOSIHMEM UMMYHHBIX (DYHKIIMI, AKTUBUPOBAHHBIX U B COCTOSIHUU
MOKOSI Y pa3HbIX BUIOB IO3BOHOYHBIX >KUBOTHBIX B IIPUPO/JIe 1 B Jabopatopuu. B 0630ope o0cyknaroTcs pe-
3yJIbTaThl METa-aHAJIMTUYECKUX MPOBepoK BanmaHocTu [T u orpannyenust noaxona. HeonHo3HauyHbBIE
pe3yJibTaThl IIpoBepokK npenckazanuii YT v pacTyliiee moHMMaHKUE CJIOKHOCTH HEIpO-TyMOpabHbIX B3a-
UMOIEUCTBUI B PETYJISIIUM UMMYHHBIX OTBETOB, Pa3IMuKii B peaKl1sIX Ha TECTOCTEPOH Pa3HbIX BETBEM 00-
1Ieil cucTeMbl UMMYHUTETA BbI3BAJIM MHTEPEC 3BOJIIOLIMOHHBIX 9KOJIOTOB K MOJIEKYJIIPHBIM MpolieccaM B
KJIETKE U B €€ OpraHesulax, B YaCTHOCTU B MUTOXOHAPHUsIX. [TOCIyXUT i1 BHUMAHUE MOCAEIHUX JIET K MU-
TOXOHAPUAIbHBIM OMOXUMUYECKUM TPACKTOPHUSIM KJIIOYOM K MOHMMAHHUIO CJIOKHOM CHUCTEMbl CBSI3eil
MEXY TTOJIOBBIMM CTepoUIaMu, GU3NIESCKUM COCTOSTHUEM OCOOM U UMMYHHBIMU (DYHKILIMSIMU, U TI03BO-
JIUT JIM 3TO PELIUTH MPoOJIeMy HEYECTHOTO CUTHAJIa U MMMYHHOTO TaHIMKalla KakK CIiocoda ero uCKiIoJe-
HU, IOKaXeT BpeMsi. 3a npoiueaine noutu Tpu necsaruiaetust [T 6buta KOHKpeTU3UpOBaHa M0 pa3HbIM
HaIpaBJieHUsIM, Obl1a ITOATBEPKIeHA €€ pab0TOCIIOCOOHOCTh, OHA BHIMTPHIBAET MO Pe3yJIbTaTaM MPOBEPOK
10 CPAaBHEHUIO C APYTMMU MPEIIOXEHHBIMU 00bsicHeHUsIMU 3BoJionu BITIT nox aeiicTBueM MeXIoio-
Boro otoopa. Tem He meHee 'MIT" ocTaeTcst yacTHOM TMITOTE30M, ITpeasiaraloleit JUIIb OJUH U3 HECKOJIb-
KX BO3MOXHBIX clieHapueB 3Boouuu BITIT.

DOI: 10.31857/50044459621020056

VY KaxXaoro KMBOTHOT'O CYIIECTBYET HEMHOTO BhIPA3UTEIBbHBIX YEPT WJIM OCOOEHHOCTEN,
KOTOpBIE€ C TOTOBHOCTBIO IIPUBJIEKAIOT U ITPUKOBBLIBAIOT BHUMAaHUE [ITapTHepa];

¥ HEKOTOPbIE CPeIN HUX, BIIOJTHE BEPOSITHO, OYAyT 60Jiee 3aMETHBIMU Y 3IOPOBHIX,
aKTUBHBIX U OMOJIOTUYECKU ITOJTHOLIEHHBIX 0CO0EH, B TO BpeMsl KaK Jpyrue
0COOEHHOCTU 00JIee 3aMETHBI Y TEX, KTO MEHEE 310POB U 0op.

B 1975 r. AMoc 3axaBu, usydaBuuii B U3pauie
KOMMYHAaJIbHBIX NTUIl — apabCKuUX APO3MTOBUIHBIX
Tumenuit (Argya squamiceps), onyoIuKoBagI TUMIO-
Te3y, KOTOpasi B CBOUX KJIIOUEBbIX MMOJOXEHUSIX OT-
Jinyajgacb OT TIPOYHO YTBEPAUBIIEWCS MOJEIU
MexmnoJjioBoro otoopa ®umepa (Fisher, 1915,
1930), oOGbsicHsOIIEl SBOJIOLIMIO BTOPUYHBIX T10-
JnoBbIX npu3HakoB (BIIIT) meiicTBueM mexaHM3Ma

83

R.A. Fisher, 1915

MOJIOXKUTEJILHOI oOpaTHOU CBs3u (“runaway mo-
del” mnu “Fisherian process”) u OCHOBaHHOI Ha
ujaee TeHeTUYEeCKOro, a cjeloBaTeJbHO CHUTHallb-
HOTO U TIEPLEIITUBHOTO SMMHCTBA CAMIIOB I CAMOK.
Mogenb 3axaBu U3BECTHA KaK “TUnoTe3a raHauKa-
na” (crapToBoii (ophwl, 34eCh — OOpPEMEHEHUSI)
(Zahavi, 1975, 1977). OcHOBHbIE €€ TOJOXEHUS
clIemyIoIIne:



84 POTOBUH,

1. OT60p mommep:KMBacT MPU3HAK, €CIN OH yKa-
3bIBacT Ha JIyylllee KayeCTBO, JIYYIIYIO TOTeHI[UAIb-
HYIO IIPUCIIOCOOJIEHHOCTh TIOTOMKOB;

2. DKcTpaBaraHTHBIE NpPU3HAKM caMmlla HE CIIy-
yaiiHbl. OHU CIIyKaT CUTHAJIaMHU JJisl BBIOOpa XOpo-
muX (TeHETUYEeCKM) CaMIIOB CAMKOIA;

3. OT6op momIep:KMWBaeT TaKue IPU3HAKH, He-
CMOTPS Ha MX BBICOKYIO CTOMMOCTb;

4. CurHaj OOJKEH OBITh YECTHBIM, a €ro CTOU-
MOCTb — BBICOKOI1. /lemeBr3Ha OyaeT IVoauTh “00-
MaHIINKOB”, HO 0OMaH HaKa3zyeM OTOOPOM;

5. CaMKa — aKTUBHBIN NTPOK, OHA BEIOMpAET JTyd-
1IIero caMila, OPUEHTUPYSICh Ha €ro YeCTHBIE CUTHAJIBI.

ITo 3axaBu 0OoJjiee MHTEHCUBHbBINA CUTHAJ JEMOH-
CTPUPYET CHOCOOHOCTh caMIla TPATUTh OOJIbIIIE pe-
CYpCOB Ha MOoJAJepKaHue TOTO CBOIICTBA, O KOTOPOM
camMmell CUTHaJIu3upyeT camke. Mnen 3axaBu mosroe
BpeMsI He IPUHUMAIM BCEpbe3 3a MX BHEIIHUIT aH-
TponoMOpU3M ¥ MEXaHUCTUYHOCTh (HaIpuMep,
Getty, 2006). DTo mpoIOIKAIOCH IO TEX ITOP, MOKa
I'pacden (Grafen, 1990a, b) He NpewTOXUIT UM MaTe-
MaTUYeCcKoe OOOCHOBaHME, IIOC/IE 4Yero TrUmoTe3a
clenajach BechbMa MOIYJISIPHOM, XOTS M aKTHUBHO
kputukyemoii (Bullock, 1999; Eshel et al., 2000; Kok-
ko et al., 2003; Getti, 2006, u op.).

OnHa 13 OCHOBHBIX TPYAHOCTEI B MoAesIsIx 3axa-
Bu—I'papeHa COCTONT B TOM, YTO Y BUZIOB, Y KOTOPBIX
caMKa aKTMBHO BBIOMpaeT IapTHepa (Harmpumep, y
BUIOB, (OPMUPYIOIINX B OpayHBII NEPUOI TOKA),
YCTOMYMBOE TIPENIIOUYTEHNE CaMKaMM IapTHEPOB C
“XOpolIMMU TeHaMu”’ TOJIKHO BECTHU K MaJcHUIO re-
HETUYECKOM WM3MEHYMBOCTA OTOMpAaEMbIX IIPU3HA-
KoB. B utore Beiroma, KOTOpyio U3BJIEKaeT caMKa U3
JIOPOTOCTOSIIIIEeTO BhIOOpA, MOJKHA B pe3yabTare OT-
0opa IIOCTEeNIEHHO yTpaunuBaThCsl. B aToM cocTout Tak
Ha3bIBaeMbI mapamokc Toka (lek paradox; Borgia,
1979; Taylor, Williams, 1982; Kirkpatrick, Ryan,
1991). MexaHu3M, OOBSICHSIONIUI, MoYyeMy IMapa-
JIOKC TOKAa He peain3yeTcs, NpemIoXmin [ aMunbToH
n 3yk (Hamilton, Zuk, 1982). IlonoBbie CUTHAJIBI
caMIlla MOTYT OBITh CBSI3aHBI C TeHAMU, KOTOPBIE KO-
IUPYIOT TOBBIIICHHYIO YCTOMYMBOCTD K Mapa3uTaM.
CorylacHO uX TUMOTe3e, TeHeTHuYecKass WU3MEHUYM-
BOCTb caMlia IOAAEPXKMNBAETCS IIOCPEICTBOM KOIBO-
JIIOIIMOHHOM “TOHKM BOOpYyXeHUi1”. 'eHbI, KOmupy-
IOIIIME XOPOIIIee 3I0POBbE, PACTIPOCTPAHSIOTCS B TTO-
OyJasdouy ~ XO3sgMHa  Mapasura (Bo3OymuTest
00JIe3HM), B TO BpeM:I KaK Mapa3uThl (BO30YIUTEIIN)
9BOJIIOLIMOHUPYIOT B HAllpaBJIeHUU YCUJICHUSI BUPY-
JIECHTHOCTU II0 Mepe YIy4JIlleHHs MEXaHM3MOB HM-
MyHHOM 3ammThl xo3suHa (Hamilton, Zuk, 1982).
OcHOBaHUEM IIJISI TUTTOTE3bl TTOCIYXXUIU JaHHBIE 110
ceBepoaMepUKAHCKUM BOPOOBMHBIM IITULIAM O CBSI-
31 ITapa3suTapHO Harpy3ku (3apakeHHOCTb KPOBU
MIPOCTEMIIMMU IISITU POAOB M ONHUM BHUIOM HEMa-
tox) ¢ akcrpeccueii BIIII (sspkocTh camiia, IIeCHS U
SIPKOCTb CAMKM).
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BACHUJIBEBA

JampHeitmee pa3putne uaes I'ammibsToHa 1 3yK
roJjryuusa B Beilenieii crrycts 10 jget cratbe @ob-
crama u Kaprepa (Folstad, Karter, 1992), xoTopsie
MIPEANOIOXKWIN, YTO MYXCKHE IIOJIOBBIE TOPMOHBI,
KOHKPETHO TECTOCTEPOH, 00ECIIEUNBAIOT CBSI3b MEXK-
JIy TIOJIOBBIMM CHUTHajJaMU U XOPOIIUM 3I0POBbEM
caMlia 4epe3 BIMSHHE TECTOCTEpOHA KaK Ha pa3BU-
THE CUTHAaJIa, TaK 1 HA UMMYHUTET. ['uroresa, nojy-
YMBIIAs Ha3BaHME “TUMOTE3a TaHAMKalla MMMYHO-
KoMmeTeHTHOCTH” (immunocompetence handicap
hypothesis), i B pyCCKOSI3BIYHOM BapUaHTE “TH-
noreza uMMyHHoro ranaukana” (I'MI'), okaszaiach
YpE3BbIYATHO IMPUBIEKATEIbHON IS OOBSICHEHUS
HEMOCPEeACTBEHHBIX (proximate) Npu4YrMH 3BOJIIOLUN
BTOPUYHBIX IIOJIOBBIX IIPU3HAKOB (LIBETOBBLIX U
CTPYKTYPHBIX OPHAMEHTOB M 3KCTpaBaraHTHBIX Ie-
MOHCTpAllMii) Ha OCHOBE IpPUHIMIIA TaHAWKarna
3axaBH, BO3POAUB €ro IJIsSI HOBOM XXU3HU.

B coorBerctBun ¢ I'MI', monoBbie yKpalueHUs
caMmila obecrieuuBaloT YeCTHbIE CUTHAJIbl O COCTOSI-
HHU UMMYHHOU CUCTEMBI UX BJlajieJiblia IO IPUYMHE
JIOPOTOCTOSIIIIET0 KOMITpoMucca (Tpeipodda) Mex-
Iy pa3BUTHEM OpHaMEHTa U UMMYHHbBIM 3[10POBbEM,
U 3TO OMNOCPENOBAHO MOAABJSIOIIMMU UMMYHUTET
3 PeKTaMu TeCTOCTepOoHa. DTO KII0UYEBOE ITOJI0XKE-
HuYe TuroTe3bl. OCHOBaHUEM [IJISI TAKOTO MPEAToJio-
JKEHUS TIOCIYXXWJIM CYIIIECTBOBaBIlIME K TOMY BpeMe-
HU SMIUPUYECKUE JaHHbIE O HETaTUBHOM BJIUSTHUU
TECTOCTepOHA Ha UMMYHHBbIE (DYHKIIMU JIIOIeH 1 Ja-
OOpaTOPHBIX (KUBOTHBIX, & TAKXKE CBUIETEILCTBA TOTO,
YTO IMapa3suThl CHUKAIOT MPUCIOCOOJIEHHOCTh X0351-
WHa, YTO YCTOWUYMBOCTD K 3apakeHUI0 4YacTo HacJe-
JIyeTCs, YTO IKCIPECCHS] BTOPUYHbBIX TTOJOBBIX TIPU-
3HAKOB 3aBUCUT OT COCTOSIHUSI 3I0POBbSI/TSIKECTU
3a00JieBaHUS M, HAKOHELl, YTO caMKa MpeArouynTaeT
3nopoBbix camioB (Roberts et al., 2004). Ha kakue
KOHKPETHO BETBU OOl CUCTeMbl UMMYHHOU 3a-
LIUTHI OpraHu3Ma pacrnpocTtpaHseTcs 3(pdheKT TecTo-
CTepoHa KaK UMMYHOCYIIpeccopa, TUIoTe3a He yTou-
Hsi1a. CorjlacHO TUIIOTe3e, OOYCJOBJIEHHAs TECTO-
CTePOHOM UMMYHOCYIIpEeCCUSs AeaeT HEBO3MOXHBIM
JUJISI CaM110B HU3KOT'O TeHETUYECKOTO KauecTBa UMETh
MOBBILIIEHHYIO 3KcIpeccuio opHaMeHToB (BIIII), He
CTaBsl MO yTPO3y COOCTBEHHOE 3[0POBbE U OyIyIIU it
penpoayKTUBHBIN ycriex. B pe3ynbTare ToIbKO caM-
1IbI BLICOKOT'O T€HETUYECKOI0 KayecTBa (C BpOXKIECH-
HBIM XOPOIIIMM 3I0POBbEM) MOTYT MO3BOJUTH cebe
MOJIEP>KMBATh BHICOKHME YPOBHU TECTOCTEPOHA, HE-
00XonMMBbI€ MJISI pa3BUTUSI CJIIOXKHBIX OPHAMEHTOB U
JEMOHCTpALIUIA.

Kurouesas ponb, KoTopyio otBoauiaa I'MI tecto-
CTEpOHY, ONpeacania U HarlpaBjJeHUE IIPOBEPOK TH-
MOTE3bl, KaK SKCIEePUMEHTAJIbHBIX, TAK W HaIlpaB-
JICHHBIX Ha TOMCK KOPPEJISILIUN MeXOy YPOBHSIMU Te-
CTOCTEpPOHA M COCTOSHUEM WMMMYHHBIX (DYHKIIWA,
KaK aKTUBUPOBAHHBIX, TaK U B COCTOSIHUM ITOKOS Y
Ppa3HBIX BUAOB [IO3BOHOYHBIX JKNBOTHBIX B IPUPOIC U
B J1abopaTopun. DKCIepUMEHTAIbHbIE IIPOBEPKHU I'-
MOTE3bl NPOBOIWJIMCH B IBYX HAIlPaBJICHUSX: IIyTEM
Ne 2
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MOMYJISILIAY YPOBHS TECTOCTEPOHA B OpraHU3Me 1 Ha-
OrofAeHUsT UBMEHEHUIT UMMYHHBIX peakIuii, a TaK-
XKe IIyTeM aKTUBAllMM MMMYHHBIX OTBETOB U pETU-
CTpallii YpOBHeM TectocTepoHa. Heckoabko mo3xke
MMPOOYIUJICS MHTEPEC 3KO-MMMYHOJIOTOB K HCCJIEIO-
BaHUSIM BIIMSIHUSI HA UMMYHUTET XXEHCKUX MOJIOBBIX
TOPMOHOB (3CTPOTE€HOB) Y Pa3HBIX BUIOB B IIPUPOIE
n nadopatopuu (Roved et al., 2017), a Takxke ponau
cTpecca B MOAYJISIIMYA MMMYHHBIX OTBETOB U YPOB-
Helt moioBbIx rTopMoHOB (Leary, Knapp, 2014; Moore
et al., 2016; Leary, Baugh, 2020).

HeonHo3HauHbIe pe3yabTaTbl IPOBEPOK MPENCKa-
3anuii ' u pactyimee moHWUMaHUE CIOXHOCTUA
HEUPOHAIBHBIX U TYMOPAJIbHBIX B3aUMONCUCTBUI B
PETYJISIUMU UMMYHHBIX OTBETOB, PAa3JiMuMil B peak-
IISIX HA TECTOCTEPOH Pa3HbIX BETBEIT 00OIIIEli crucTe-
MBI UMMYHUTETA BBI3BAIN B MOCJIECIHUE TOMBI TIPU-
CTaJIBHBIII MHTEPEC IKO-UMMYHOJIOTOB U 3BOJIIOLIU-
OHHBIX 9KOJIOTOB K TOCTUXEHUSIM OMOMETUITMHCKUX
HayK, 3acCTaBUJIM UccieaoBaTeseil o00paTUuTh BHUMA-
HUSI Ha MOJIEKYJISIPHBIE TIPOLIECCHI B KJIETKE U €€ Op-
raHejjlax B HaJeXAe, YTO UMEHHO Ha 3TOM YpOBHE
OpraHu3an OWOJOTUYECKUX TIPOLIECCOB OyneT
HaleH KoY K MOHUMaHUIO TOTO, KaK MpUpoaa co-
31aJ1a CTOJIb IUKOBUHHBIN XBOCT Y TTaBJIMHA.

OOCY:XIEeHUI0 ATUX HCCICAOBaHUI IIOCBSIIEH
npeajaraeMblii BHUMaHUIO 4yuTarteneii o63op. Ilo-
CcKOJIBKY cBsizaHHast ¢ 'UI' nuteparypa Ha ceromHs
IMMOMCTUHE OTPOMHa, Halll 0030p COCPEAOTOYEH B OC-
HOBHOM Ha 00O0O0IIAIOIINX U Mpeajaraloiinx HOBEIS
MOAXOAbI MyOauKalusx. 1 B 3TOM CMBbICJIE OH MOXKET
MIpeTeHI0BaTh JIUIIb HAa CTATyC OOOOIIEHMS UTOTOB.
PaccmarpuBas rmepceKTUBBL HallpaBiIeHMsI, MbI 00-
Jiee TToJIPOOHO 00CYKIaeM OTIAEIbHBIC COBPEMEHHEIC
KCCJIENOBAHMS, BBINOJTHEHHBIE HA TUKWX XXUBOTHBIX,
IIpUMepPHI pabOoT, KOTOPhIE, KAK HaM KaXXeTCsl, CBUIE-
TEJIBCTBYIOT O BO3MOXHOCTSIX 3KOJIOI0-(HU3U0JIOTU-
YeCKMX MCCJIEAOBaHUI 3BOJIIOIIMOHHOM HaIlpaBJIEH-
HOCTH B HACTOSIIIIEM U OYIYIIIEM.

TECTOCTEPOH: CUHTE3
N MEXAHU3M JEMCTBUA

TecTocTepoH — oaMH N3 BaXKHEUIITNX (PU3UOTOTH -
YECKUX PETYISITOPOB, TTOCPEICTBOM KOTOPOTO peasu-
3yI0TCs CLIeHapHUu XXn3HeHHoro 1mkia (Ketterson et al.,
1992). Hapsnay ¢ npyrumMu CTEpOMIHBIMUA U TUPPEO-
WIHBIMA TOPMOHAMM TECTOCTEPOH YYacTBYIOT B
SHEProeMKMX MEeTa0OJIMYEeCKMX IIpolieccax — pPocCTa,
pa3BUTHS, oOeciedeHUsI Ce30HHBIX PYHKIWNA M JIp.
(Nelson, Kriegsfeld, 2016). 'opMOH BeipabaThIBacTCsI
B OCHOBHOM B KJIeTKax Jleiimura ceMeHHUKOB Y caM-
IIOB U B MaJIbIX 03aX B IMYHMUKAX y camok (Burger,
2002). 1 y caMlIOB, U Yy CaMOK TECTOCTEPOH TaKXKe
CUHTE3UPYETCS B KOpe HaAOYeYHUKOB. B momoiHe-
HUE K KJIACCMYECKMM CTEpPOMIOIEeHHBIM OpraHam
(Posen, 1994; Dohle et al., 2003; Luetjens, Weinbau-
er, 2012) B Mo3re TakxXe IIPOUCXOOUT OMOCUHTE3 TE-
croctepoHa u Jpyrux crepounoB (Mellon et al.,
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2001). CuHTE3 B HOPpME OCYILIECTBISIETCS U3 XOJIECTE-
poJia yepe3 Takue CTepOuIbl, KaK Ae30KCUKOPTUKO-
CTEPOH U IIPOTeCTepOH. TecTOCTEpOH JIerKo ImpeBpa-
IIAaeTCsI B 3CTPAIMOJI C IIOMOIIbIO (pepMEHTa apoMa-
Ta3bl WJIM B JUTUIPOTECTOCTEPOH C IIOMOIIBIO
penykTasnl (Celec et al., 2015). KitoueBywo posb B
CHMHTE3€ TECTOCTEpOHA WIPAIOT MMUTOXOHIPUM, TIe
TpaHCITOPTHBIN 0e10K StAR (cTeponmoreHHBIN OCT-
pBII PETYISITOPHBINA OEJTOK) OOeCIeuynBaeT Mepeaavy
XO0JIECTEPOJia C BHEIIIHEI Ha BHYTPEHHIOI MUTOXOH-
JIpUaJbHYI0O MEMOpaHy, IIe XOJIECTEPOJ MOKET ObITh
Jajnee o6paboTaH COOTBETCTBYIOLIMMHU (DEpMEHTAMU
(Miller, Auchus, 2011; Luetjens, Weinbauer, 2012).
I'en StAR skcnpeccupyeTcsl UCKIIOUYUTEIBHO B CTe-
POMIOTeHHBIX TKAHSIX, B TOM yucie B Mo3re (Celec et al.,
2015). ITockoaBKY CTepOMIOTeHHBIE KJIETKH IMPaKTH-
YecKM He 00/1a1aloT CITOCOOHOCTRIO XPaHUTh TOPMOHEI,
YPOBEHb TECTOCTEPOHA KOHTPOJMPYETCS B IIEPBYIO
ouepenb Ha CTaIuU CUHTe3a B MUTOXOHApUsX (Bose
et al., 2002).

B3aumocBs3b TecTOoCTEpOHA (KaK M IPYTUX CTEPO-
WIHBIX TOPMOHOB U TOPMOHOB IIIMTOBUIHOI Xeje-
3bl) ¢ MHUTOXOHAPUSIMU OBYHAIpaBjlcHA: C OJHOM
CTOPOHBI, MUTOXOHAPUM WUTPAIOT BEOyIIyIO0 pPOJb B
OUOCHUHTE3¢ M KOHTpPOJIE CTEPOMIHBIX TOPMOHOB
(Bose et al., 2002), ¢ opyroit — MNOJOBBIE CTEPOUIBI
perymupyrot a3kcrpeccrnio JJHK, obecrneumBaronyro
okuciautenabHoe ¢ochopunupoBanue (Psarra et al.,
2006; Vasconsuelo et al., 2013). MuToxoHIpUU UMe-
IOT PELENTOPhl KaK aHIPOTeHOB, TAK U 3CTPOreHOB
(Psarra, Sekeris, 2008; Vasconsuelo et al., 2013). He-
JIaBHO TTOKa3aHO, YTO PELIENITOPbl AaHAPOTEHOB B MU -
TOXOHIPUSIX KOHTPOJIUPYIOT MHOTUE MUTOXOHIPH-
aJibHble (PYHKIMU U1 MUTOHYKJIEAPHYI0O KOMMYHMKa-
uuio (Bajpai et al., 2019). Takum obpa3oM, TOJIOBbIE
TOPMOHBI MOTYT HANpsSMYyI0 MEHSITb MUTOXOHAPU-
aJIbHyI0 aKTUBHOCTb [Jisl OOecrieueHUs1 dHeprueit
dusmonornueckux mnpoueccoB. LleHTpanbHasg ke
pOJIb MUTOXOHIPUII B TPOU3BOJICTBE TOPMOHOB Ta-
paHTUPYET, YTO DHEPreTUYECKU AOPOTUe MPOLIECChI
MOTYT OBITh 3aMYIIEHbI TOJBKO MPU aJeKBATHOM MU~
ToXOoHApUadbHOM obecriedueHun (Demonacos et al.,
1996; Gavrilova-Jordan, Price, 2007; Manoli et al.,
2007; Psarra, Sekeris, 2008; Du et al., 2009; Vascon-
suelo et al., 2013).

M3BecTHBI 1Ba MeXaHU3Ma IeHCTBUS TECTOCTEPO-
Ha. OCHOBHOI MeIJICHHBIN MEXaHNU3M — TeHOMHBIA,
CBSI3aHHBIN C aKTUBalLMEH SIIEPHBIX 1 MUTOXOHIPY-
aJIbHBIX TeHOB. Ilociie TpaHCc/IoOKauy B IMTOILIA3MY
KJIETKM TECTOCTEPOH CBSI3BIBACT PELEIITOP aHIpOre-
Ha, a 3aTeM II0oCJie TpaHCHOpTa CBS3BIBACTCS C BJie-
MEHTOM ropMoHajibHoro otBeta B JIHK, roe aktuBu-
PYET UM TOPMO3UT DKCIPECCUIO T€HOB U ITOCTIEIYIO-
muii cuHte3 6enka (Koch et al., 2017). [eiicTtBue
OBICTPOr0 HETEHOMHOI'O MeXaHM3Ma pa3HOoOoOpa3Ho,
HauMHas C aKTMBallUd MeMOpPaHHBIX PELIENTOPOB,
cBs13aHHBIX ¢ G-0eIKOM, WIM PELIENITOPOB IJIOOY/IMHA,
CBSI3BIBAIOIIETO TECTOCTEPOH, U 3aKAHYMBASI CTUMY-
JISILMEN pa3IMYHbIX IPOTEUHKWHA3 U IIPSIMOM MOy -
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JISIIMEe aKTUBHOCTU MOHHBIX KAHAJIOB U TPAHCIOPT-
HbIX 0es1KoB (Michels, Hoppe, 2008).

CHHTE3 TEeCTOCTEPOHA, KaK W JPYrMX ITOJIOBBIX
TOPMOHOB, KOHTPOJUPYETCS] TOHATOTPOITMH-PHUIN-
suHr-ropMoHoM (I'PI'), xoToprlit BeIpabaTbIiBaeTCs
TUITOTaJIaMyCOM M CTUMYJIMPYET TUnodus K BblAeIe-
HUIO (hOJUIMKYIOCTUMYJIMPYIOIIETO U TIOTCUHU3UPY-
oiiero ropmMoHoB (JIIN); mocnenHwuii yBeIMuuBaeT
akcrpeccuio 6enka StAR B kinerkax-muieHsx (Ubu-
kaetal., 2014). OnHako a¢pdexTt konuuectBa JII' B oT-
HOILIEHUM TOHAJ HEOMHO3HAYE€H, M ITOBBLIIICHHBIA
CUHTE3 TEeCTOCTepOoHa KiieTkamMu Jleinaura MOXKeT,
IIO-BUAMMOMY, IIPOMCXOOUTH 3a CYET BPEMEHHOTO
YBEIUYCHUST YyBCTBUTEIBHOCTH CeMEHHUKOB K JIT
(Chichinadze K., Chichinadze N., 2008). Cexkpeuus
I'PT" mynscupyer. ¥ moneit oHa HanboJsee BHICOKA BO
BpeMsI CHa C ITOCJICOYIOIIMMM CaMBIMM BBICOKMMU
MMKaMU TECTOCTEpOHA, IPUXOSIIMMUCS Ha paHHUE
yrpeHHue yackl (Lord et al., 2014). YpoBHU TecTOCTE-
pOHAa IIOCTEIIEHHO CHIKAIOTCS C BO3PacTOM, IJIaB-
HBIM 00pa3oM M3-3a UCTOLICHUS KieToK Jleitnura u
3aMenjieHus1 reHepauuu Beiopocos I'PI B runorana-
myce (Celec et al., 2015).

NMMMYHHAA CUCTEMA ITO3BOHOYHbIX

Y NO3BOHOYHBIX XKMBOTHBIX UMMYHHasl CUCTeMa
BeCbMa KOHCEpBaTHMBHA U MpPeACTaBleHa ABYMS BET-
BSIMU. BpoXmeHHBbII WMMYyHUTET — 3TO CHCTeMa
OBICTPOrO UMMYHHOTO OTBETa Ha MH(pEKIIUN, OCHO-
BaHHasl Ha pacloO3HaBaHUW KOHCEPBATHMBHBIX, YHU-
KaJIbHBIX U151 TTAaTOTeHOB MPU3HAKOB. JIpyrasi BETBb —
aJanTUBHBIA UMMYHUTET — O0eCIieunMBaeT aHTUTEeH-
cnennduyecKkue OTBEThI, KOTOpblE aKTUBUPYIOTCS
npu MHbeku. Beicokas crieunUIHOCTh U THO-
KOCTh aJalTUBHBIX UMMYHHbBIX peaklMii OCHOBaHa
Ha crienpUYIeCcKMX perenTopax aHTUreHoB Ha T- n
B-nmumdpouutax (Poitit u ap., 2000; Cooper, Alder,
2006; Murphy, Weaver, 2016). KileTouHBIil My
BPOXJIEHHOTO MMMYHUTETA MpeICTaBIeH MOHOLIUTa-
MU, Makpodaramu, 1eHApUTHBIMU KieTKamu (1K),
rpa"yJouuTaMu (HEUTPOGUIBI, 303MHOMUIBI, Tyd-
HbI€ KJIeTKA U 0a30(1ibl), HATYpaJIbHBIMUA KUJLIEP-
HbiMU KJIeTkamMu (HK), TpoMGoumtaMu u sHIOTEIM-
aJIbHBIMU KJIeTKaMu. B3aumoneiicTBue Mexay BpoxX-
JNEHHOM M aJanTUBHOW HWMMYHHOI CHUCTEMaMU B
3HAYUTEJBHON CTETIEHU OIIOCPEIOBAHO PETYJISITOP-
HBIMU MOJIEKYJIaMU — [IMTOKWHAMU, KOTOPble KOOp-
JTUHUPYIOT AEWCTBUS Pa3IMUYHBIX UMMYHHbBIX (DYHK-
LM, HalleJIMBasi UX Ha KOHKPETHBIE BUIBI TATOTEHOB
(Poiit u op., 2000; Abbas et al., 2014).

AnanTvBHas MMMYHHasl cUCTeMa MO3BOHOYHbBIX
BKJIIOYAET KJIETOUHBIM U TyMOpPaJIbHbIA UMMYHUTET.
KieTouHble UMMYHHBIC peaKlIMM OPUEHTUPOBAHBI
Ha O00pbOYy C maToreHamMu BHYTpU KieTok. Mx ocy-
LIECTBJISIOT LIUTOTOKCHUUYeckKue T-mumMpouuTsl (Min
nutorokcuueckue T-knetku, CD8+); oHu yousator
MHOULMPOBaHHbBIE KJIETKU X03siMHa. Jlpyrue T-num-
¢ouutsl (T-xennepsr, CD4+) cTUMyInpyoT MakKpo-
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darnm K YHMUYTOXECHUIO MHUKpOOOB. B rymopairHOM
afarTUBHOM MUMMYHUTETe 3 (HEKTOPHBIMU KJIETKA-
MU SBJISIFOTCS B-muMdounTs! (in B-kiieTku), KoTo-
pble ctumyaupyrorcs apyrumu CD4+ xennepHbIMuU
T-xnerkamu. B-kiaeTku TmpoayuUMpPYIOT aHTHUTENA,
KOTOpPHIEC CBSI3bIBAIOT BHEKJIETOYHBIC ITATOTEHBI U
obecrieunBaloT ux ooe3BpexuBanue (Murphy, Weaver,
2016). YeTbIpe OCHOBHBIX (PYHKIIMOHAIBHBIX TPYITIIHI
xeanepHbIx T-kimetok (CD4+) m3BectHbl Kak Thl,
Th2, Th17 u Treg (T-perynsaropHbie KieTtkun) (Mur-
phy, Weaver, 2016). Kitetku Th1, Th2 u Th17 ununu-
HWPYIOT TPU Pa3IUYHBIX TUIIA aJallTUBHBIX UMMYyH-
HBIX OTBeTOB. Th1-0TBeT BKIIIOYaeT B OCHOBHOM aK-
TUBALIUIO MaKpodaroB 1 IIUTOTOKCUYECKUX KJIETOK,
Th17 — BbIPabOTKY BOCHAJMUTEIbHBIX LIMTOKWHOB,
Th2-otBeT cTuMynmpyeT B-KiieTKn K IpOu3BOICTBY
aHTUTeJN. Treg-KJIeTKU Yy4acTBYIOT B PETy/ISLIUU UM-
MYHHBIX OTBETOB, IIpeAOTBpaIliasi, HapuMep, UMMY-
Hormatonoruu (Murphy, Weaver, 2016). I1pu Thl-ot-
BeTe BelaeasseMbrid Thl-nmuMdponmramu nHTepdepoH
Y (IFN-y) aktuBupyer Makpodaru K yHUUTOXEHUIO
MHUKPOOOB, IIMTOTOKCUYECKNE KJIETKN K YOMIUCTBY
MHOUIMPOBAHHBIX KJIETOK; y yegoBeka Thl-kieTku
TakKKe CTUMYJIMPYIOT HpPOM3BOACTBO B-KileTkamu
IgG3 anturen (Murphy, Weaver, 2016). UMMyHHBII
orBeT Th2-Tuma HampaBiaeH Ha aKTHUBALIAIO TYMO-
paJIbHOTO0 MMMYHUTETA, Yy JIOAci CEeKpEeTUPYIOIIe
IL-4 n IL-5 Th2-xneTku cTuMyIupyioT B-kneTtku
MpoayuupoBaTh Apyrue kiaccol aHtuten (IgA, IgE,
IgG1, 1gG2, 1gG4) (Murphy, Weaver, 2016). Ilpu
Thl7-orBete kitetku Th17 mponylpyloT HUTOKWHEI,
KOTOpbI€ BBI3BIBAIOT CUJIbHBIE BOCIAJIUTEIbHBIE pe-
akuun (ocobeHHo IL-17 m IL-22) u B OCHOBHOM
Y4acTBYIOT B 00pb0Oe ¢ MH(MpEKIMSIMA Ha CIM3UCTBIX
noBepxHocTsax. Kinerku Thl7 Takxke paboTaloT BMe-
cTe ¢ KiieTKaMu Treg, odecrneuynBasl yBeIM4eHUE CEK-
peum antuten IgA B ipocBeT KuiredHuka (Cao et al.,
2012).

IIpu MHULIMALIMY BPOXIEHHOTO UMMYHHOTO OT-
BeTa CUTHAJbl LIMTOKMHOB, BBHIACISIEMBIX MaKpoda-
ramMu 1 ASHAPUTHBIMY KJIeTKaM1, UHAYLIUPYIOT T1ud-
depeHuumanmio HauBHbIX CD4+ T-ximeroxk B Thl,
Th2 wnm Th17, TeM caMbIM UHULIAUPYSI ONpeae/ICH-
HBIIA THN aganTUBHOTO MMMYyHHOIro oTBeta (Zhu,
Paul, 2008; Murphy, Weaver, 2016). Llutokunst IL-12 u
IFN-y unnyuupytot nubdepenuuposky Thl, nuro-
kunbl 1L-2 u IL-4 unnynupyior Th2, a nnddepeH-
nupoBka Thl7 uHaynupyeTrcss UMTOKMHAMU TGF—B,
IL-1, IL-6, IL-21 u IL-23 (Murphy, Weaver, 2016).
IIuTOKMHOBBIE CUTHAIbI YCUJIMBAIOTCS TTOJIOXUTEIb-
HBIMU OOpaTHBIMU CBSI3SIMU OT AU epeHLIUPYIO-
muxcs T-xenmepoB. OoQHAKO CUTHAJIBI HUTOKWHOB,
CBSI3aHHBIX C OOHUM THUIIOM T-XeINepHBIX KIJIETOK
(Hanpumep, Thl), momasnsiioT audbEpeHIIUPOBKY
apyrux TtunoB (Hampumep, Th2 wmm Thl7).
B pe3ynbraTe 3TUX KOHKYPEHTHBIX OTHOILIEHUI
aJanTUBHbIE UMMYHHBIE OTBETHI TOTO UJIU MHOTO TH-
I1a MOTYT CTaTh IIpeo0JIanalolIuMU, OyAyIr OTHAKIBI
3anyleHHbIMU (Murphy, Weaver, 2016).
Ne 2
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TECTOCTEPOH, BIIIT U ITOBEAEHUE

V caM1I0B IT03BOHOYHBIX JKMBOTHBIX TECTOCTEPOH
HeoOXoAuM JJis1 TPOM3BOJICTBA CIEPMATO30UIOB,
OCYIIECTBJICHMUSI IIOJIOBOTO aKTa, IJIs pa3BUTHUS U
OKCIPECCUU MHOTHX BTOPUYHBIX MOJOBHIX IIPU3HA-
KOB, JIeJIalOlIMX caMlia TIPUBJIEKATEIbHBIM JIJISI CAMKHU
(Ketterson et al., 1992, 1996; Owens, Short, 1995;
Saino, Mgller, 1995; Enstrom et al., 1997; Ketterson,
Nolan, 1999; Ardia et al., 2010). MU3BecTHO Tak:Ke, UTO
He Bce BIIII, B ToM yncie moBeneHYEeCKUE, KOHTPO-
mmpyotces TectoctrepoHoMm (Wingfield, Farner, 1993;
Kimball, Ligon, 1999). TecTtocTepoH ycuiIMBaeT Mpo-
siBJIeHUue TeppuTopraibHocTy (Moore, Marler, 1987;
Hau, 2007), ¢ HMM CBSI3BIBAIOT BHYTPUIIOJIOBYIO
arpeCcCMBHOCTb CaMIIOB U KOHKYPEHTOCIIOCOOHOCTD
B 60pbOe 3a obyianaHue caMmkoii (Salvadoret al., 1997;
Hau, 2007; McGlothlin et al., 2007, 2008; Ardia et al.,
2010; Bartos et al., 2012).

B coorBercTtBUM ¢ “rmmote3oit BeizoBa” (chal-
lenge hypothesis) (Wingfield et al., 1990, 2001), cta-
OWJILHO BBICOKMIA ypOBEHb TECTOCTEpOHA UMEET
JIe3agalTUBHBIE MOCIencTBUsa. [loaTomMy BBICOKUE
YPOBHHU T'OPMOHA JOJKHBI OBITH OTPaHNYEHBI IIEPHO-
JaMU XXU3HEHHOTO LIMKJIA C BBICOKUM PEMPOTYyKTUB-
HbIM ycuineM. IlpenckaszaHus rumore3bl B 1I€JIOM
MOAIE P>KUBAIOTCS pe3yIbTaTaMU MHOTHUX UCCJIEI0BA~
Huii (Archer, Carré, 2016; Carré, Archer, 2018). Ypo-
BEHb TECTOCTEpOHA BBICOKO M3MEHYMB U Ha Oojee
KOPOTKMX BpPEMEHHBIX WHTepBajiax (CyTOYHBIA
PUTM, COUMAJIbHBI KOHTEKCT U UHAWBUAYAIbHBIS
ocobeHHOCTU pearupoBaHust) (Archer, Carré, 2016).
DTO OOBSICHSIET, II0YEMY YIIOBUTH CBSI3b MEXIY TOp-
MOHAJILHBIM ()OHOM U OTHOCHUTEJIbHO CTaOMJIbHOM
skcnpeccueii BIIIl ymaerca nmajleko He Bcerma
(Weatherhead et al., 1993; Evans et al., 2000; Stoehr,
Hill, 2001; McGlothlin et al., 2008, u ap.). BaxxHo
TaK>Ke UMEThb B BUIY, YTO KOPPEISILINY MEXKIY TOPMO-
HOM U PeTyJIMpPYeMBIM IIPU3HAKOM MOXKHO HaOJIIO-
JIaTh TOJBKO TIPU KOHLIEHTPALIUSIX HUXXE YPOBHS Ha-
CBIIIIEHUSI HA KPUBBIX 103a-3(hheKT. DT ypPOBHU MO-
TYT pa3IMyaThCs IJISI pa3HbIX aHIPOTeH-3aBUCUMBIX
MIPU3HAKOB.

TecTocTepoH, IMO-BUAMMOMY, OKa3bIBaeT HEIIO-
CpelCTBEHHOE BiIMsiHME Ha (yHKIIMU Mo3ra. M3BecT-
HO €Tr0 BJIMSIHME HAa KOTHUTUBHBIE CITOCOOHOCTU U
smoumu y yenoBeka (Celec et al., 2015). 3HaunuTeaIb-
Hasl 9acTb OMOMENWIIMHCKUX WCCIIeTOBaHUI TIOI-
TBEPKAAET €ro aKTUBHOCTb KaK aHKCHUOJIMTUKA U aH-
THIENpeccaHTa, ero CIIOCOOHOCTBb YIydIaTh IIPO-
CTPAaHCTBEHHYIO OpHEHTAIlMI0 — CIIOCOOHOCTH,
KoTopble ocyiabeBaoT ¢ Bo3dpacTom (Celec et al.,
2015).

TECTOCTEPOH U UMMYHHBIE ®YHKLINU

HMMMyHOCYIIpecCUBHAs pOJIb TECTOCTEpOHA W3-
BectHa gaBHO (Cohn, 1979; Folstad, Karter, 1992;
Marsh, 1996; Klein, 2000; Moshkin et al., 2000; Skau,
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Folstad, 2004, u np.). OgHako 3¢ HEeKTh 1 KOHKPET-
HbIE MEXaHU3MBbI €T0 JSUCTBUS Ha pa3Hble BETBU 00-
e cucTeMbl MMMYHHOI 3allIUTHl OpTaHM3Ma OTHO-
CUTEJIbHO OTYCTIMBO HAYMHAIOT BBIPUCOBBIBATHCS
Juilb K Hacrtosiiemy BpemeHu (Koch et al., 2017;
Roved et al., 2017; Taneja, 2018). HanGomee momy-
JIIpHOE OOBSICHEHHWE WMMYHOCYMPECCUBHOI PO
TECTOCTEpOHA COCTOUT B CHIDKCHHU BEPOSITHOCTHU
ayTOMMMYHHOI aTaKy pPa3BUBAIOIIMXCS CIIEPMAaTO-
3ouaoB (Skau, Folstad, 2004). [Tpor3BoaCTBO BbICO-
KOKa4eCTBEHHOTO 3SKYJISATA CBA3aHO CO 3HAYUTEIb-
HbIMM 3aTparaMM. lariougHbie CHepMaTO30MIbI
BOCTIPUHUMAIOTCSI UMMYHHOI CHCTEeMOI KakK JyxkKoe
1 TIOJBEPraloTCsl ayTOMMMYHHOI aTake yxKe B I0JIO-
BBIX OpraHax camiia. DTO CHIDKAeT Ka4yeCTBO CIIEPMBI
M, CJIeNOBaTeabHO, e (PepTMIBbHOCTL. TaknuM oOpa-
30M, YCIIeX camlia 3aBUCUT OT CLIOCOOHOCTU CEMEHHU-
KOB BBITIOJTHATH GaphepHYIO (DYHKIIMIO B OTHOIIICHUH
COOCTBEHHBIX aHTUTEN. MeTa-aHalIu3 pe3yIbTaToOB
JIeYeHUs KOPTUKOCTEPOMIaMU MYXKCKOTO OecIio-
ST, HATIPABJICHHOTO Ha MMMYHOCYTIPECCHIO, TTOKa-
3aJl, YTO JieYeHHEe CHUXXAJIO YPOBEHb aHTUCTIEpMaJlb-
HBIX aHTUTEJI, YIYIIIAI0 MTOIBIKHOCTE CIIEPMaTO30-
WIOB U MX KOJUYECTBO, a TAKXKE COKpAIlajao Bpems
3auaTtus (Skau, Folstad, 2004).

HeratuBHast pojib TeCTOCTEpOHA B OTHOIICHHUU
OTHEJIbHBIX UMMYHHBIX (DYHKIIMIT MOXET OBITh CBSI3a-
Ha C ero poJiblo B 00ecreyeHUU TrepepacipeacacHust
TUTACTUIECKUX M DHEPTETHYECKUX PECYPCOB MEXKIY
WUMMYHHOH 1 reHepaTuBHOI cuctemamu (Wedekind,
Folstad, 1994). TecTocTepoH BBICTYIIaeT B KaueCTBe
perynsaTopa GyHKIIMiT BHYTPU UMMYHHOM CHUCTEMBI,
OITHAKO €TO BIMSHME Ha MEXaHU3MbI BpOXKICHHOTO 1
amarITMBHOTO UMMYHUTETa HEOMHO3HAYHO.

DKCIIepUMEHTAIBHO J00aBICHHBIN TECTOCTEPOH
OKa3bIBaeT HEraTUBHOE BIMSTHUE Ha KJIETOYHBINA UM-
myHuteT (Foo et al., 2017). OgHako mogpoOHOe nc-
cliefoBaHMe OMOMEIUIIMHCKON JUTepaTyphl CBUIC-
TEJBCTBYET O TOM, UTO TECTOCTEPOH B OCHOBHOM II0-
JaBJIsIeT adalNTUBHBIE MMMYHHBIE OTBeThl Th2- u
Th17-tunoB nyreM moaaBiaeHUsT GYHKLUI, CBSI3aH-
HbIX ¢ tuddepenumanmeit Th2 u Th17 (Roved et al.,
2017). B 1O Xe BpeMsi, TOMUMO UMMYHOCYIIPECCUB-
HBIX 3(p(PeKTOB, OH TaAKXKe MOXET YCUINBATh KJIETOY-
HBIIA UMMYHUTET Thl-THUIa; caMIIbl B IIEJIOM UMEIOT
0oJjiee BBICOKOE COOTHOIIEHUE IUTOKMHOB Thl/Th2,
yem camku (Girén-Gonzalez et al., 2000). Heomno-
3HAYHBI TAKXKE U PE3YJIbTAThI UCCIICTIOBAaHUIA BIUSTHUS
TECTOCTEpOHA HAa WHAYKLIUIO AIuddepeHINpPOBKIA
Thl-xnerok, 060061IeHHBIE B 0030pe PoBena ¢ coaBrT.
(Roved et al., 2017). OTMeuasioch KaK YMEHbIIEHUE
nponykumu Thl-uHaynupoBaHHoro uutokuHa [FN-y
(Kissick et al., 2014), Tak U OTCyTCTBHE TaKOro 3@-
dekra (Girén-Gonzilez et al., 2000; Posma et al.,
2004). B nesomM HampaBJI€HHOCTb AEUCTBUSI TECTO-
CTepOHAa IIp UMMYHHEIX oTBeTax Thl-Tua ocraercst
HeBbIsicHeHHOI (Roved et al., 2017).
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TecrocTepoH obiamaeT HEraTUBHBIM IeICTBUEM B
OTHOILIIEHUN TYMOPAJIbHOM KOMIIOHEHTHI adanTUB-
HOro UMMYHMTETA, YMEHbIIIasd KaK aHTUTEI000pa30-
BaHUE, Tak 1 nponudepanuio B-kinerok (Foo et al.,
2017).

B oTHOLIIEHUH BPOXAEHHOTO UMMYHHUTETA TECTO-
CTEePOH, MO-BUANMOMY, UMEET AeMITUPYIOLIN 3h-
dekrT, XoTs1 neicTBUE ero He BMOJHE OJHO3HAYHO
(Roved et al., 2017). B MoHOLIMTaX TECTOCTEPOH yBe-
JuuuBaeT BbIpaboTKy Thl nurokuHa IL-12 (Posma
et al., 2004), XoTsI OH OKa3bIBaeT pa3IMUHBII 3 deKT
Ha [IUTOKUHBI, UHAYLMpytole Th17-oTBeT; oH mo-
npasiseT npoaykuuo IL-6 (O’Connor et al., 2007),
HO yBenuuuBaeT Ipoxykumio IL-1 (Posma et al.,
2004). B meHOpUTHBIX KJIETKaX, KOTOPbIE HIpaioT
BaXHYIO POJIb B KAU€CTBE aHTUTEHIIPE3eHTUPYIOIINX
KJIETOK TYMOPaJIbHOTO WMMYHMUTETa, TECTOCTEPOH
WHTUOMPYET WIN YMEHBIIaeT MpoayKimio Th2 mmuro-
kuHoB (IL-4, IL-10 u IL-13) (Hepworth et al., 2010),
Th17-unayuupyromux uutoknHoB IL-1 wm IL-6
(Corrales et al., 2009), a Takxke MOXET IOJABISATh
BKCIIPECCUIO PELIETITOPOB TJIaBHOTO KOMILIEKCca T'U-
crocoBMectuMmocTu (MHC) kxiacca 11 n Ko-ctumynum-
pyromux Monekya (Koh et al., 2009; Hepworth et al.,
2010). HMccnemoBaHus BIWSIHUSI TECTOCTEpPOHA Ha
IrPaHyJIOLMTHI MPEennoaaraloT, YTO OH YCUJIMBAET aK-
TUBHOCTb HEUTPODUIIOB U TYUHBIX KJIETOK, HO OMHU-
CaH W MHTUOMpYIoMUi 3(pHeKT B OTHOIICHUU HEli-
tpocdmnos (Roved et al., 2017).

E1ire onyH BaxXHBIM aCeKT, CBSI3aHHbIN C IIEpBOii
JIMHUEN 000POHBI OT MH(EKIINIT — 3TO 3aXKUBIICHUE
paH. 31ech UcceNoBaHUs TTOKa3bIBAIOT, YTO TECTOCTE-
POH YCUJIMBaET arperauuio TpoMooLuToB (Ajayi et al.,
1995; Li et al., 2007), koTopast CHOCOOCTBYET 3aXKIB-
JICHUIO paHbl M MOBPEXIEHHBIX TKaHE. DTO 0COOEH-
HO MHTEPECHO, IIOTOMY 4TO OBbLIO BBICKA3aHO IIpE.I-
MMOJI0KEHNE, YTO YBEIMUYEHNE CKOPOCTH 3aKUBIICHUS
paH (ogHOBpeMeHHO ¢ ycuiaeHueM Thl-peakuuii
KJIETOYHOIO MMMYHHUTETAa) HOJDKHO OBITH agalTHUB-
HBIM y CaMIIOB M3-3a 00Jjiee BEICOKOIO PHCKA TPaBM
BO BpeMsI KOHKYPEHTHOI OOpbOBI 32 TOMWHAHTHBIN
panr u mpu 3amurte Teppuropum (Zuk, Johnsen,
1998; Hasselquist, 2007).

BnusitHue TtecTtocTepoHa Ha BAHIOTEIUATbHbIE
KJIETKM HEOJJHO3HaYHO. McciienoBaHus nal0T OCHO-
BaHUS TIPEATIOJNIOXUTDL KaK yCUJIEHUE, TaK U MOJaB-
JIeHUe aAre3uy U MUTpalluu JeUKOUMUTOB, JIMOO OT-
cyrctBue addekra (Roved et al., 2017). bouio Takke
oOGHapyKeHO CHIDKeHHe aKkcnpeccun 1L-6 u perrern-
TopoB TLR-4, 4yT0o yKa3piBaeT Ha NPOTUBOBOCHIAIM -
TeJIbHOE JefiCTBUE TECTOCTEPOHA HAa DHIOTEIUATb-
Hble KiteTkH (Norata et al., 2006). BoustHue TectocTte-
pOHa Ha AEHAPUTHbIE KJIETKM W SHIOTeJUajbHbIe
KJIETKM HaXOAUTCSI B COOTBETCTBUU C €T0 MOJaBJISIO-
UM BiIusiHUeM Ha nuddepeHuposky Th2 u Thl7
(Roved et al., 2017).

Takum 06pa3oM, UCCaeAOBaHUsI NeACTBUSI TECTO-
CTepOHa Ha pa3Hble BETBU OOIIEil CUCTEeMbl UMMYH-
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HOM 3allIMThI OPTaHM3Ma CBUACTEILCTBYIOT O €TI0 He-
OJHO3HaYHBIX 3 dekTax. [TogaBieHre agaITUBHOIO
MMMYHUTETA MOXHO CYUTATh IOATBEPXKICHHBIM
JIVIITH B OTHOIIEHN U KJIETOUYHBIX oTBeTOB Th2, Th17 1
rymopajibHoit KoMImoHeHThl Th2, Ho He Thl-oTBe-
TOB. B oTHOIIIEHMM peaKlInii BpOXKIAEHHOTO UMMYHU -
Teta 3(P@PEeKT TecTocTepoHa paszmudeH. Pasmmunas
poJib pa3Horo tuna kjetodHbix (Th) oTBeTOB B 3aBU-
CUMOCTH OT YCJIOBUI XWU3HM, CTAIUU XU3HEHHOTO
IIKJIa, COCTOSIHUSI OpTaHU3Ma — Pe3yJIbTaT agalTUB-
HOM sBomouuu. Ycuiuenue Thl, HanpuMep BeCHOI,
B MepUOJ TOHa, Ha (hoHe TtonaBieHust Th2 1 ryMopaiib-
HOII MMMYHOPEAaKTUBHOCTH MOXET pacCMaTpHBAThLCS
Kak BIIOJIHE allalTUBHAS peaKIIUs ¥ CBUIETEIbCTBO TO-
IO, 4TO peajibHasl lieHa aganTaly (pOpMUPYETCs Ha OC-
HOBaHUM 00JIee CJIOXHBIX KOMIIPOMUCCHBIX PELICHMUIA,
Hexxenu 31o nipeniaraetes ['UI (Hasselquist, 2007).

IMPOBEPKHU T'Il', OCHOBAHHDbIE
HA AHAJIM3E KOPPEJIAALIMN
(CPABHUTEJIbHBIN ITOAXO/M)

B cootBerctBum ¢ I'MI', nMMyHHBII TaHOWKAIT,
00YyCJIOBIMBAIOIINIA YeCTHOCTh CUTHAJIa, MOXET JIeii-
CTBOBAaThb, €CJIM YBEJIMWYEHHE YPOBHSI TECTOCTECPOHA
BBI3bIBACT CHWKEHUE WHAWBUIYATbHOM WMMYHO-
KOMITETeHTHOCTU. OIHAKO NOJOXUTEJIbHBIE CBSI3U
MEXKy Ka4eCTBOM CUTHAJIa, TECTOCTEPOHOM U UMMY-
HOKOMITETEHTHOCTbIO HE MOTYT pacCcMaTpuBaThCS
kak mnpotuBopeydaiie I'MIT (Roberts et al., 2004;
Getty, 2006). [TomoxuTenbHas CBSI3b WA OTCYTCTBUE
CBSI3U MOTYT CYIIIECTBOBAaTh B TOM CJIy4ae, €CJIU OCO-
OM BBICOKOIO T€HETHYECKOTO KauyecTBa CIIOCOOHBI
CIIPABIISIThCS C O0YCIOBIIEHHBIM TECTOCTEPOHOM IT0-
JaBJeHeM UMMYHHOU (pyHkiu. Hanpotus, oTpu-
LaTeJbHasl CBSI3b MOXET CBUIETEILCTBOBATh O TOM,
YTO 3I0POBBLIE OCOOM XKEPTBYIOT CBOECH MHIMBUIY-
aJIbHOM TIPUCHOCOOJEHHOCTBIO. DTO MOXET OBITh
MPUYUHON MPOTUBOPEUYUBBIX PE3YJbTAaTOB MCCIIEIO-
BaHUii. Hanpumep, y My>XXK41H IIpOCiIeKeHa ITOJIOXK -
TeJIbHAsI CBSI3b MEXKAY YPOBHEM TECTOCTEPOHA, MPHU-
BJIEKATEJIbHOCTDIO JUIIA JJIs1 KEHIIMH U UMMYHOpE-
AKTUBHOCTBIO HA BakKUMWHY IPOTUB TIelaTuTa
B (Rantala et al., 2012a). I[TpuMep oTCyTCTBUS CBSI3U
JIal0T KpaCHOKpBUIbIe Tpynuaiabl (Agelaius phoeni-
ceus), y KOTOPBIX afallTUBHAsS TyMOpaJibHast UMMYHO-
KOMIIETEHTHOCTh B TPU Pa3HbIX IEpUOIa TOHOBOIO
LIMKJIa HUKaK He ObLja CBsI3aHa ¢ (pU3MOJI0TMYECKUMU
nmokasaTejisMu ypoBHS TectocTepoHa (Hasselquist
et al., 1999).

TeopeTuecKi MMMYHOKOMIIETEHTHBIE CaMIIbI,
Kak 0oJiee 300pOBhIC, MOTYT BbIIEPXKUBATH OOJIBIIYIO
napa3uTapHyl0 Harpy3ky, 4yeM 0ojiee MMMYHOJIOTH-
YecKU cyadbie caMiibl. B 3TOM cMbICIIe aKIIEHT Ha Ma-
pa3uTapHOI Harpy3kKe Kak I1oKa3arejiec MMMYHOKOM-
METeHTHOCTU (OTpMILIaTeJIbHAsI CBSI3b) MPU TECTUPO-
BaHuu ' IT" manonpoayktuseH (Getty, 2002). Tem He
MeHee IIPU MEKBUIOBBIX CPaBHEHUSIX BBICOKAS 3apa-
KEHHOCTb Mapa3uTaMy 4acTO ObIBajia CBSI3aHHOM C
Ne 2
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MMOHIDKEHHOM MMMYHOKOMITETEHTHOCTBIO 1 ICTIOJIb-
30Bajlach B KadecTBe ee mokasaresss (Poulin, 1996;
Schalk, Forbes, 1997; Klein, 2000, u ap.). IToxoxu-
TeJIbHAsI KOPPEesIus MeXIy 3apakeHHOCTBIO KJIe-
11aM1, YPOBHEM TECTOCTEPOHA 1 Pa3MePOM KpPaCHBIX
BIIOJIET HA KPBUIbSIX ObLIa OOHapyXeHa y KpacHO-
KPBUIbIX TpyluanoB. OOHAKO B3aMMOCBSI3b MEXIY
TECTOCTEPOHOM, 3apaXeHHOCTBHIO APYTMMU I1apasu-
tamu 1 TakuMu BIIIT, Kak mecHs1 u oO1IMIA LIBET Orle-
penus, orcyrctBoBana (Weatherhead et al., 1993).
Pa3zMep poroB y 6eJI0XBOCTOTO OJIEHS MOJIOKUTETBHO
KOpPEIUPOBaj C ypOBHEM TECTOCTEPOHA, HO BOIIpe-
KM OXMIAHUIO OTPUIIATEIIFHO — C 3apakKeHHOCTBIO
HemartonaMu. [1pu 3ToM KOppensiiuu MeXIy TeCTO-
CTEPOHOM U 3apakeHHOCTBIO IeJIbMUHTaMU He OBLIO
(Ditchkoff et al., 2001). OouH 1 TOT Xe B ITapa3uTa
MOXET IT0-pa3HOMY BJIMSTbH HA UMMYHHBIE€ (DYHKIIUH,
a pa3HbIe BUABI ITapa3UTOB MOTYT OKa3hIBaTh pPa3HOE
BJIMSIHUE Ha OOHY U Ty Xe UMMYHHYI0 hyHKIuio (Foo
et al., 2017). 310 MOXET OBITH CBSI3aHO C Pa3HOIi CTO-
MMOCTBIO JIJISI OpTaHM3Ma pa3HbIX BUAOB apa3nUTOB.
Tak, y KpacHBIX IT0JIEBOK B IIPUPOIHOM 0OCTAaHOBKE
3apaxXeHHOCTh 1iectonamu (Arostrilepis horrida) 3Ha-
Y1MO BJIMsIJIa HA YPOBEHb 0a3aIbHOrO MeTaboJm3Ma,
OOHAKO MMMYHM3alWsI OapaHbMMU 3PUTPOLUTAMU,
3apaXk€HHOCTb TaexXHbIM KiienoMm (Ixodes persulca-
tus) u HeMartonoi (Heligmosomum mixtum) caMmoCTOS -
TEJILHOTO BJIWSHUSI Ha 0a3albHBIM MeTaboIu3M He
okasbiBaiid. BmecTe ¢ TeM KpacHble MOJEBKM — HO-
CUTEJIM HeMaTo — I10CJIe UMMYHU3ALUN 3PUTPOLI-
TaMH JEMOHCTPHMpPOBAJIM 3HAUYMMO OoJiee HU3KMIA
MaKCHUMaJIbHBIM YPOBEHb ITOTPEOICHUS KUCIOpOoaa B
TECTE OCTPOIO OXJIAXKIAEHMS IO CPpaBHEHMIO C 3apa-
KEHHBIMA HEMAaTOIOM II0JIEBKAMM, WHBEIIMPOBAH-
HBIMU pusnosornyecknm pactsopom (Novikov et al.,
2015).

Ecin 3apaxxeHHOCTb MapasuTaMi OTPULIATEIBHO
CBsI3aHA ¢ MMMYHOKOMIIETEHTHOCTBIO, a T€CTOCTe-
POH IIOABJISIET UMMYHHbBIE (DYHKIIUM, TO 3apakKeH-
HOCTh ITapa3uTaMM CaMIIOB TEOPETUYECKU IOJIKHA
OBITH OOJIee BRICOKOM, YeM caMOK. JlaBHO m3BeCTHO,
YTO KEHILIMHBI OOJIbllIe CKIOHHBI K ONpeaeeHHbIM
ayTOMMMYHHBIM pacCTPOMCTBaM, a My>KUMHBI TOKa-
3BIBAIOT OOJIBIIYIO BOCIPUMMYMBOCTH K ITapa3nuTaM u
MUKpOOHBIM MHPekusaM (Grossman, 1990; Klein,
2000). OnHako npoBeneHHbIE MakKapnu ¢ coaBTo-
pamu (McCurdy et al., 1998) meTa-ananu3 33 uccie-
JMIOBaHWI NTUIL MTOKAa3aJl, YTO 3apakeHHOCTh Haemo-
proteus (Iapa3suT KpoBH) OoJiee pacpoCTpaHeHa cpe-
I CcaMOK, KaK BHE 3aBUCHUMOCTH OT CHUCTEMBbI
CIapyBaHMIi, TaK 1 B IpeliesiaX TOJIbKO IMOIUTUHHBIX
BuaoB. [Ipyu 3TOM CylIeCTBYIOT 3HAYUTEIbLHEIE pa3-
JINYUST MEXAY BUAAMU B BOCOPUMMYUBOCTA OTHUX U
TeX XKe Mapa3uToB U B 3 PeKTax, OKa3bIBaeMbIX pa3-
HBIMUA BuaaMu napasutoB (Moore, Wilson, 2002).
DTHU pe3yabTaThl, OCHOBAHHBIC Ha perucTpaium Qo-
HOBBIX MOKa3arejieii UMMYHUTETA, MOJOBBIX TOPMO-
HOB U 3apa>k€HHOCTU MapasuTaMu TPYIHO WHTEpP-
MPETUPOBATh €llle¢ U IOTOMY, YTO ITOBeAeHYECCKUE
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OCOOEHHOCTH TIOJIOB MOTYT OOYCJIOBJIWBATh MUX pa3-
HYI0 TIOABEpPKEHHOCTh atakaM mnapasutoB (Klein,
2000). IMoBeneHne caMia OTIINYACTCSI OBBILLIEHHOM
aKTUBHOCTBIO M MOJBMKHOCTBIO, YTO ITOBBIIITAET Be-
pOSITHOCTH 3apaxkeHus (Zuk, Stoehr, 2002).

OrpaHuYeHHbIE BO3MOXHOCTH CPaBHUTEJIbLHOTO
KOPPEJSITUBHOIO Moaxoda mis TectupoBanus 'MT
XOPOIIIO BUAHBI U3 LIMPOKO LIUTUPYEMOIO 3JIeraHT-
HOTO CpPaBHUTEJBHOIO aHajiu3a poOJIM Mapa3uToB B
M0JIOBOM OTOOpe y MiiekonuTtaoimux (Moore, Wil-
son, 2002). ABTopaMm ynajaoch BeCcbMa yOeOUTEIBHO
MPOJIEMOHCTPUPOBATL HAJIMYKE TMOJOXUTEIbHOMN
CBSI3U MEXIY BEJIMYMHOU nuMopduiMa B pazMepax
TeJla U YPOBHEM 3apakeHHOCTHU Mapa3uTaMu caMIlOB
B CPABHUTEJbHOM DSy TAKCOHOB MJIEKOTIUTAIOIIUX.
CucremMa criapyuBaHMI B 3TOM CpaBHUTEIbHOI pabo-
Te ObLIa MCIIOJIb30BaHA KaK MoKa3aTe/b MHTeHCUB-
HOCTHU JIEUCTBHS MOJOBOrO OTOOpa B DBOJIIOLIUM TaK-
coHoB. OkaszajloCh, UTO TakKasl e ITOJIOXKUTEIbHas
CBSI3b MPOCJIEKMBAETCS MEXY Mapa3uTapHbIMU Ha-
rpy3KaMu UM IOKa3aTejleM CTEeNEHU BbIPaXKEHHOCTHU
nojuruHuu. CMEpTHOCTD CPeyr CaMIIOB ITO CpaBHE-
HUIO C caMKaMMU Obl1a BbIIIIE B TAKCOHAX MJIEKOITUTA-
IOIIUX C OOJBLUIMMU Tlapa3uTapHbIMU Harpy3KaMu.
DTOo HcclenoBaHue MMoKa3aao, 4To Mapa3uThl MOTJIU
UTPaTh BAXKHYIO POJIb B DBOIOLIUY MJIEKOMUTAIOIIUX,
B T€X TAaKCOHAaX, KOTOPbI€ HAXOJIUJIUCH MO CUJIbHBIM
JIaBJICHMEM I10JI0BOTro oToopa. OaHAKO CpaBHUTEIb-
HbI aHAJIM3 KOPPEJISILIMI He 1aeT BO3MOXHOCTb 00b-
SICHUTb HEMOCPEACTBEHHbBIN MEXaHU3M BbISIBJIEHHbBIX
TPEHIOB. OTU TPEHALI MOIJIM OBITH OOYCJIOBJICHBI
UMMYHOCYTIpeccreil Moa BIWSIHUEM MOBBIIIIEHHBIX
YPOBHEU aHAPOTEHOB Y CAMIIOB Y BUIIOB C BbIPaXKeH-
HBIM TTOJIOBBIM TUMOP(MU3MOM U UCITHITABIIIUX MOIII-
HOe JaBjieHue MoJjioBoro orbopa. OnHaKO BKJaj mna-
pasuTapHoOii MH(MEKIIMM B COMAaTUYECKUE MHBECTU-
IIMM MOT OBbITh HE MEHEE BEPOSITHBIM TaHAWUKAIIOM,
yeM MMMYyHocyIpeccust aHnaporeHamu (Moore, Wil-
son, 2002).

Cpenu BHeEIIHUX (PAKTOPOB, 00YCIOBIMBAIOIINX
BO3MOXHOCTb pPa3HOHAMpPaBJIEHHOCTU KOppeasiuit
Mexay aHaporeHamu, BITIT u mMmyHuTeTOM, OCO-
Oy10 POJIb UTpaeT JOCTynHOCTL KopMa (Ohlsson et al.,
2003; Strandin et al., 2018). ObecneyeHHOCTh KOp-
MOM BJIMSIET HA UMMYHUTET, YPOBEHb aHAPOTEHOB U
BIIII yepe3 3HEPreTUKy M KakK MCTOYHUK BaxKHENi-
ILIMX CYOCTPATOB, TAKUX, HATTPUMEDP, KaK KAPOTUHOUIbI
(Blountetal., 2003). C npyroii CTOpOHBI, BHyTPEHHEE
COCTOSIHUE OpraHM3Ma, MEeHSIoIIeecs] MO XOAy XKU3-
HEHHOTO 1IMKJIa, TAaKXKe CYIIECTBEHHO BJIMSIET HAa Ha-
MpaBJICHHOCTH CBsI3eil MeXK1y UMMYHHBIMU (PYHKIIV-
SIMA Y aHIPOTeH-3aBUCUMbIMU TIpusHakamu (Zuk,
Stoehr, 2002). Ha pa3HbIx 3Tanax nuKJiIa MeHsIETCS HE
TOJIBKO YPOBEHb TECTOCTEPOHA, HO M BEJIMYMHA €TO
noza-addekra Wi pasIuyHbIX aHIPOTeH-3aBUCH-
MbIx mmporieccoB (Wingfield et al., 1990). Dto moxer
OBITh CBSI3aHO C BEJIMUMHOI pe3yJabTUPYIOLIETo (-
¢exTa pa3HOHAMNPaBJIEHHO BO3AEUCTBYIOIINX HA UM~
MYHUTET TOPMOHOB TMIOTalaMO-TUINIOMU3aPHO-TO-
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HagHoI cucTeMbl. Eciiu TeCTOCTepOH MoJaBisieT UM-
MyHHBIe (YHKIMU, TO TOHAZOTPOITMH-PEIU3UHT-
TOPMOH, HAa000pOT, cTUMYIUPYeET (Jacobson, Ansari,
2004). banaHnc 3TUX TOPMOHOB MOXET MEHSTHCS I10
XONly XXU3HEHHOTO 1IMKJa B 3aBUCUMOCTU OT 3heK-
TUBHOCTU MEXaHU3MOB CTEPOUIOTEHE3a, CBSI3bIBAIO-
et eMKOCTU OalHIWHT-MPOTEUHOB, AKTUBHOCTHU
CHUCTEM, METAOOJIU3ZUPYIOIIMX AHIPOTEHBI.

Ha6op ob6cyxknaeMbix ¢akTOpoB, KOTOPBIE CIO-
COOHBI OOYCIOBIMBATL PAa3HOHAIIPABICHHOCTDL CBSI-
3eit Mmexxny anaporeHamu, BITIT 1 uMmMyHUTETOM IpU
npoBepkax I'MI' Ha ocHOBe Koppeasuuii, MOXHO
MPOAOIKUTh, HO 3TO JIMIIIb YBEIUIUT I'POMO3IKOCTh
Haiero o63opa. BaxxHo, omHaKO, OTMETUTh, YTO IPU
CpaBHEHMM HAO0OpPOB BHUIOB IIpU KOPPEISITUBHOM
MOAXOJE BIAMSHUE Pa3HBIX (PaKTOPOB, B TOM UHUCIIE
BOAOCHEU(PUIHBIX, OLIEHUTh KpaifHEe TPYAHO, €CIIU
BOOOIIIE BO3MOXKHO.

OKCIHEPUMEHTAJIbHBIE ITPOBEPKU

DKCIIepUMEHTAJIbHbIE TIPOBEPKU HMEIOT 0Oe3y-
CJIOBHO€ MPEUMYIIECTBO II€pell CPpaBHUTEIbHBIMU
KOPPESILIMOHHBIMU MCCJIETOBAaHUSIMUA, TOCKOJBKY
Ial0T BO3MOXHOCTh I auddepeHInpoOBaHHOMN
OLIEHKM BIUSHUS OOHUX (DaKTOPOB MPH MCKITIOUE-
HUU BJIUSIHUS APYTUX. BB mMpoBeneHbl MHOTOUMC-
JIEHHbIE 3KCIICPMMEHTHI U Ha J1a0OpaTOpHBIX, M Ha
IUKWX BUAAX Pa3IMIHBIX ITO3BOHOYHBIX (B OCHOBHOM
MJIEKOITUTAIOIIME U TITULIBI), BKIIOYaBIIME KaK Ma-
HUITYyJIUPOBaHNE YPOBHEM TECTOCTEpPOHA ITyTeM Ka-
CTpallii, WCIIOJIb30BAaHUSI TECTOCTEPOHOBBIX WM-
IUIAHTOB U QHTAarOHWCTOB TECTOCTEPOHA, KOTOpPHIE
MOAABJISIIOT IIpoayLIMpoBaHue TecTocTepoHa (Ketter-
son et al., 1996; Roberts et al., 2004; Mills et al., 2009;
Foo et al., 2017), Tak 1 aKTUBaLIMI0O UMMYHUTETA Ma-
TOT€HHBIMM MUKPOOPraHM3MaMM 1 HEIIaTOTeHHBIMU
aHTUTEHAMM C OLICHKAMM WX BIMSHUS HAa YPOBEHb
anaporeHoB (Boonekamp et al., 2008). ITpoBepsiiuch
B 9KcIlepuMeHTax 3 @eKThl pa3HbIX yPOBHEN Iapa-
3UTapHBIX Harpy3ok (Hanpumep, Mills et al., 2010).
OIHUM U3 IYYIINX 9KCIIEPUMEHTaTbHBIX TIOIXOI0B K
nposepke ' IT" ObL10 CIOIB30BaHUE TUMHUMA XXKUBOT-
HBIX, IPOIIEAIINX CEJIEKIIMIO Ha pa3jIMdYHble YPOBHU
MMMYHOKOMITETEHTHOCTU. BepXxanbcT U COaBTOPHI
(Verhulst et al., 1999) oGHapyXuiau, 4TO caMIibl Kyp
(Gallus gallus domesticus), oToOpaHHBIE B Yepeae I0-
KOJIeHU I Ha HU3KUI YPOBEHb T'YMOPaJIbHOTO UMMYH-
HOro oTBeTa (IIPOAYKIIMS aHTUTEN), UMEIU OTHOCH-
TeJabHO Oonbire pa3Mepsl rpedHeit (BITIT) u Gomee
BBICOKUIT YPOBEHb TECTOCTEPOHA, YEM CaMIIbl, OTO-
OpaHHBIC HAa BBICOKUII YPOBEeHh MMMYHHOTO OTBETA
Ha aHTUTEHHYIO CTUMYJISLIMIO. DTO HCCICIOBaHUE
OCTaeTCsl OMHUM U3 Haubosiee yoeauTeIbHbIX JOKa-
3aTeJIbCTB TEHETUYECKOM CBSI3U MEXKIY TeCTOCTEPO-
HOM M UMMYHHOU (yHKIIMEi, KOTopass MOXET 00b-
SICHUTh UMMYHHBIN ranaukarn B pa3sutuu BIIII. Ce-
JIEKIIMOHHBIMA IIOoaXod OBLUT MCIIONb30BaH M B
9KCHEPUMEHTaX C AUKWMM PbDKUMM ITIOJIEBKAMU
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(Myodes glareolus), HO TUIIIbL B TOKOJICHUSIX POIUTE-
Jieit 1 X HEMOCPEACTBEHHBIX TOTOMKOB B YCJIOBUSIX,
MpUOIMXKEHHBIX K ecTecTBeHHBIM (Mills et al., 2010).
K coxaneHuro, HarpaBjaeHHAsI CeJICKIUS O MTPU3HAa-
KaM HHM3KOW M BBICOKOM MMMYHOPEAKTUBHOCTHU IO
OIHOMY WJIM HECKOJIbKMM HalpaBJIEHUSIM UMMYHHO-
r'o pearupoBaHUS MOXET BECTU K OBICTpOMY OcJiabiie-
HUIO IPYTUX CUCTEMHBIX QYHKIIUIA, BKITIOYas pernpo-
IyKTUBHYI. Tak, B HallleM 3KCIIEPUMEHTE C CelieK-
mueil xomssukoB Kommno6emta (Phodopus campbelli) B
TpeX MOKOJEHUSIX Ha BBICOKMI 1 HU3KUIA TyMOpaJib-
HBIA UMMYHHBII OTBET Ha BBEJEHUE SPUTPOLIUTOB
OapaHa, ITOBTOpHasd MMMyHM3auuns F2 TmokoneHMs
OTOOPAHHBIX XOMSIYKOB HE BeJla K pa3JIMUUsIM B yPOB-
He TECTOCTEPOHA KaK (POHOBOTO, TaK U Ha MUKE BTO-
PUYHOTO UMMYHHOTO OTBeTa. OOHAKO HU3KOMMMYH-
HbIe CaMllbl OTJIWYAIMCh MOBBIIIEHHBIM (POHOBBIM
YPOBHEM KOPTMU30Jia, ObLIM MEHEE arpeCCUBHBIMU, a
CaMKM B ITapax ¢ TaKUMH caMlIaMU UMeJIM MEHbIINE
o pa3Mepy BeiBoaku (PorosuH u ap., 2014). Jdanb-
HeliIas ke ceJeKLus Beja K ObICTPOMY YTHETEHUIO
penpOAYKTUBHOM (DYHKIIVH.

be3yciioBHO, NepCIIEKTUBHBIM ITOAXOOOM K 3KC-
epruMeHTATHEHBIM TTpoBepKaM I’ M T 1 cBI3aHHBIX ¢ TH-
TOTE30i BOIIPOCOB SIBJISIETCSI MCIIOJIb30BaHUE T€HETH-
YeCKM MOIU(MDUIIMPOBAHHBIX XXKMBOTHBIX. Tak, HOKAyT
o reHam uHrepneiikuda 1 — IL-1o/B (IL1-KO) — y
Mbliiei TuHun BALB/CA Ben K pocTy arpecCuBHO-
CTH U YPOBHS TECTOCTEPOHA, U3MEPSIBIIETocs B ¢e-
Kanusax y caMioB. I1pu 3ToM reHeTH4eCKM MOaur-
LIMPOBaHHbBIC MBILIM HE OTIMYAIKUCh OT KOHTPOJb-
HBIX BALB/CA 110 nTHaMuKe KOPTUKOCTEpOHa ITOCIe
KOHTaKTOB ¢ MoyionbiMu camiamu (Tamagawa et al.,
2007). Wcnonb3oBaHuEe HMMMYHOASGHUIIUTHBIX IO
Foxnl renam ayropenmnbpix CD-1 m MHOpemHBIX
BALB/c Mmbl111€#1 B 3KCIIEpUMEHTAX I10 BLIOOPY cam1ia
caMKaMM nokasajio, uto uHopeaHbie (BALB/c) cam-
KU TIPEOITOYNTAIN MOYY M 3KCKPET MpeIylraIbHBIX
XKeje3 300POBBIX, He MOAU(MDUIIMPOBAHHBIX CAMIIOB
(Zhang et al., 2010).

HawnbGomnpimmii mHTEpEeC MPEaCcTaBIISTIOT OMOMEIN-
LIMHCKUE UCCIIeAOBaHMsI C UCITOJb30BaHEM TeHETH -
YeCKM MOAU(PUILIMPOBAHHBIX MBIIICH ¢ HOKAYyTOM I10
reHaM, KOIUPYIOIIMM PELIENTOPhl aHAPOTreHOB. Tak,
HCCJIENOBaHUSI T'eH-MOAU(MUIIMPOBAHHBIX MBbIIIEH C
HOKAYTOM I10 CIEHU(PUIHOMY B OTHOIIEHUY UMMYH-
HBIX KJIETOK pelernTopy aHaporeHa (immune cell-
specific androgen receptor, AR) ydoenuTenbHO Ipojie-
MOHCTPUPOBAJIM, YTO AHAPOTEH U €ro pelemnTop
(A/AR) urpaioT BaxkKHYIO POJib B PETYJISIIMU Pa3HBIX
uMMyHHBIX ¢pyHKuMi (Lai et al., 2012). I'en AR pac-
IOJI0KEH Ha X-XpOMOCOME B TEHOME YeJIOBEKa U JT0-
MoBoit Mpnum. Kogmpyemblit mM penienTop I1ocie
CBSI3BIBAHUSI C JIMTAHAOM (T€CTOCTEPOH WU S-Iu-
TUIPOTECTOCTEPOH) TPAHCIOLUPYETCS B SIIPO, CBSI-
3bIBACTCS C aHAPOTeH-PEaKTUBHBIMU 2JIEMEHTAMU B
IIPOMOTOpaX WJIMW YCUJIUTEJSIX 1eJIEBbIX I'€HOB U
BKJIIOYAeT MX JKCIIpeccuio. Dkcrpeccuss AR ObLia
oOHapyXeHa B pa3JIMYHBIX ITOITYJISLUIX (JIMHUSIX)
Ne 2
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MMMYHHBIX KJIETOK, BKJIIO4Yasi HEUTpOMUIbI, TYYHBIS
KjeTku, Mmakpodgaru, B- u T-xnetrku (Viselli et al.,
1997; Mantalaris et al., 2001; Chen et al., 2010).

HMccnenoBanusi ¢ MCIOJIb30BAaHWEM HallpaBJieH-
Horo (conditional) Hokayta AR (ARKO), T.e. MbIlIei
¢ AR-HOKayTOM B OIpeneIeHHbIX TpyInax UMMYH-
HBIX KJIETOK, OMPEAEININ HOBbIE TIEPCIIEKTUBDI LIS
WICCJIENOBAHUSI HE CBSI3aHHBIX C PEIPOAYKIIUEH po-
neit A/AR, B YaCTHOCTH 1X y9aCTUSI B UMMYHHOI pe-
TYJISIIMUA; 9TU UCCIIeN0BaHUSI UMEIOT TaKXKe OOIbIION
MOTEHIIUAJ IS Pa3BUTHSI HOBBIX TE€pPANIeBTUUECKUX
TEXHOJIOTUI IJISI JJeYeHUsI 3a00JIeBaHUM MMMYHHOM
cuctemnl (Yeh et al., 2002; Altuwaijri et al., 2009).
C noMoIIbl0 METOAOB HaIpPaBJIEHHOIO HOKayTa ObLIO
II0Ka3aHO, YTO BO BPOXIeHHOM MMMyHuUTeTe A/AR
HEOOXOIM JIJIsI TeHEepalluy M PaBMJILHOTO (DYHKIIN -
OHUpOBaHUs HelTpoduioB; A/AR TakxKe peryiupy-
€T 3aKMBJIEHVE PaH C yuyacTueM Makpodaros U yepes
MPOAYKIIMIO  MPOBOCHAJIUTENbHBIX  ITMTOKWHOB.
B anantuBHOM MMMyHuTeTe A/AR OKa3bIBalOT IO-
JaBJistolee AeicTBUe Ha pa3BUTUE 1 aKTUBaLWIO T- 1
B-xnerok. Uckimrouenne adpdekra mogaBiIeHUsT Be-
JIET K YBEJIMYEHUIO TUMYCA U POCTY IKCIIOpTa HE3pe-
neix B-knerok (Lai et al., 2012).

CPABHUTEJbHbIN AHAJIN3
PE3VJIBTATOB MCCIIEJOBAHUU —
META-AHAJIUTUYECKHNU TTOAXO/

TepmuH “Mmera-aHanu3” B HaCTOSIIEe BpeMs
OOBIYHO HCIIONBb3yeTCs IJIs1 0003HAYEHUS psida CTa-
TUCTUYECKUX IIPOILIENyp, KOTOpPhIE OLIEHHWBAIOT pe-
3yJbTAaThl Pa3IMYHbBIX UCCIECIOBAHUI 110 OTHON WU
CMEXHBIM TeEMaM 4epe3 CTaHIapTU3NPOBAHHbBINA pa3-
Mep 3ddeKTa CTaTUCTUIECKNX TToKa3aTeaeit, TaKux
KakK KO3(hUIMEHTbl KOPPEIsILUNU, AUCTaHLIMU, OT-
HomreHnne maHcoB (Hedges, Olkin, 1985; Arnqvist,
Wooster, 1995). MeTta-aHanu3 ctaj IIMPOKO pacIpo-
CTpaHEeHHBIM UHCTPYMEHTOM IIPOBEPKU HAYYHBIX TH-
I0Te3 U YCTOMYMBOCTU PE3YJIbTAaTOB HE3aBUCUMBIX
SMIMPUIECKUX HCcienoBaHuii. Ero mmpoienypsl yxe
JIaBHO M YCIIEIIHO MCHOJB3YIOTCS B COLMAbHBIX U
MeauumHcKUX Haykax (Egger et al., 2001). IIpoHuk
OH U B 3KOJIOTHIO U 3BOJIOLIMOHHYIO OMOJIOTHUIO I10/1
MapKoi MOIIIHOTO MHCTPYMEHTa CHUHTe3a U MpOBe-
POK pe3yJIbTaTOB OITyOJMKOBAHHBIX 3MITUPUYECKUX
ucciaenoBanuii (Gurevitch, Hedges, 1999; Koricheva
etal., 2013). MaTtemaTu4ecKMii arrapaT MeTa-aHaJIu -
3a IIpomo/KaeT coBeplreHcTBoBaThcs (Nakagawa,
Santos, 2012; Cooper et al., 2019). Bce yaie moaxon
MPOTUBOIIOCTABJISICTCSI TPAAULIMOHHOMY ““HapaTUB-
HOMY” oOcyxneHuIo runore3. Cuuraercsi, YTo MeTa-
aHaJIM3 NPEeBOCXOOUT CPABHUTEIILHO-OITMCATEILHbIC
0030pbl B BOBMOXKHOCTSIX TPOBEPKU TUITOTE3bI, BbI-
SIBJICHMSI IIPUYMH HEOTHOPOAHOCTH PE3YJILTATOB M-
MAPUYIECKUX IIPOBEPOK, OLEHKMU ITyOJIMKAIIMOHHOM
MPEeAB3ITOCTU, U Jaxe IJisi TeHepUPOBaHUS HOBBIX
TUIIOTe3 M OymylIMX HampaBJIeHUN MCCIeoOoBaHUIA
(Nakagawa, Poulin, 2012). Ognako MeTa-aHaJIUTU4e-
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CKUi1 ITOAXO B 9BOJIIOLIMOHHOM 3KOJIOTUU TauT B Ce-
0e cepbe3HYI0 OITaCHOCTh “He 3aMeTUThb pebdeHKa”.
DTO CBSI3aHO C OCOOEHHOCTSIMM HCCJIENOBAHUII B
3TOM 0bJ1acTu bmostorun. Ha ceromHst He cymecTByeT
OOBEKTUBHBIX CITOCOO0OB (DOPMaTbHOIM OLIEHKM Kade-
CTBa KaXIIOTO 3MITMPUYECKOTO MCCIASOOBAaHUS; IIO
CYILIECTBY Ka4€CTBO OLIECHUBAETCS TOJIBKO Yepe3 pas-
Mep BoiOOpku (Poulin, Forbes, 2012). HeuzoexxHbiii
dopMann3M MeTa-aHAIUTUIECKOTO MMOAX0/1a BeIeT K
HEeIoy4eTy OMOJIOrM4ecKoro 0asmca, MpHUCYTCTBYIO-
mero B sMmmupudeckux ucciaegoBanusax (loannidis,
2010). KpoMe Toro, utepatypa 1o 3KOJOTMU U T0-
BEACHUIO M300MIyeT HeaaeKBaTHBIM IIJISI MEeTa-aHa-
JIMTUYECKOrO MOAX0o/a MpeacTaBJIeHUEM OCHOBHBIX
CTAaTUCTUYECKUX JAHHBIX B OMIIUPUICCKUX UCCIIEIO-
BaHUSX (4ACTO OTCYTCTBYET BO3MOXKHOCTD IIpeoOpa-
30BaHUSI UX B CTaTUCTUYECKME MOKa3aTeJu pa3Mepa
addekra; Poulin, Forbes, 2012). CyliecTBYIOT 1 00b-
€KTUBHbIE TPYAHOCTU CTaHAApTU3allUU PE3YJIbTATOB
9KOJIOTUYECKUX 1 MOBEAEHYECKUX MCCIeIOBaHUMI
SBOJIIOLIMOHHOM HAMNpaBJICHHOCTU, B OTJIMYME, Ha-
MIpUMepP, OT MEIUIIUHLI. DTO U pa3IMYHbIC HEYYTCH-
Hble ycoBUs ((akTopbl), B OCOOEHHOCTHU IIPU MC-
CJIEIOBAaHUSIX B IIPUPOJEC, U UCCIIeIOBAaHNE OTHUX U
TeX Xe SIBJICHUM Ha Pa3sHbIX NOMYJISIIUSX WX BUAAX
co cpoeit crieuudukoit (Hadfield, Nakagawa, 2010;
Lajeunesse, 2010). OrpaHnudyeHue BO3MOXXHOCTU O/~
HO3HAYHOU MHTepIIpeTallii pe3yJIbTaTOB MeTa-aHa-
Jin3a 3KO-(PU3UOJOTMYECKUX, IKO-MMMYHOJOTUYe-
CKUX M MOBEASHYECKUX JTaHHBIX O0YCJIOBJICHO HU3-
KOil BennumHON 3(PEOEKTOB U CTaTUCTUYECCKUMU
OrpaHUYCHUSIMU H3-3a OOBIYHO MaJIBIX Pa3MEPOB BbI-
OOPOK B UCCJIEAOBAHUSIX, B OCOOCHHOCTH €CJIY 3TU VIC-
ciemoBaHus IpoBonsaTcs B npupone (Gaigher et al.,
2019). Tem He MeHee, XOTS MeTa-aHAJIUTUYECKUIA
IOAXOM He SIBJISCTCS MaHaleeil, MCII0JIb30BaHUE €TO
IS 00OOIEHUSI SMIOUPUIYECKUX HCCISIOBAaHMUI, B
KOTOPBIX TaK WM MHAYe OLIEHMWBAETCS BaJUIHOCTh
I'NMI', mo3BOMWJIO MOMY4YUTh WHTEPECHBIE 000OIIE-
HUSI M CIIOCOOCTBOBAO (DOPMUPOBAHUIO HOBBIX
B3IISIIOB Ha MPOOJIEMY CBSI3EM MEXKIY SKCIIpeccuei
BIIII, sHOIOKpMHHBIMMU U UMMYHHBIMU MeXaHU3Ma-
MU 1 TIOBEICHUEM, CBSI3aHHBIM C BEIOOPOM IT0JIOBOTO
napTHepa.

IlepBBIii MeTa-aHAIM3 PE3yJLTaTOB IIPOBEPOK
I'I ObL1 MOCBSIIEH OLIEHKE 3HAYMMOCTH M HallpaB-
JICHUSI CBSI3M MEXXIY YPOBHEM TECTOCTEPOHA U UMMY-
HoKoMmIieTeHTHOCTEIO (Roberts et al., 2004). K 2004 r.
MMMYHOCYIIPECCHSI, BbI3BAHHASI TECTOCTEPOHOM, ObI-
JlJa OTMeUeHa B psiae MCCaeIoBaHUi, XOTSI 3(PdeKT
OBLI HE3HAYMTEIBLHBIM, U IIPU KOHTPOJIE MCCIIeI0Ba~
HUI, IpOBEICHHBIX HA OJHOM 1 TOM K€ BUJIE, CTaTU-
CTUYECKM 3HaUYMMasl CBSI3b yTpauuBajach. B aTom nc-
CJIEIOBaHMM HE OBLJIO BBISIBJIEHO BJIIMSIHUE TECTOCTE-
poHa Ha IpsSIMble U3MEPEHUSI UMMYHHOI (DYyHKIIMU
(KOJIMYECTBO JICMKOIIUTOB, BhIpAOAaThIBAEMbIX aHTH-
TeJ WJIM peaKlUsl KOKHOI TMITepUYyBCTBUTEIBHOCTU
Ha pacTUTENIbHBIM OEJI0K — (PUTOreMarrjioTUHUH),
HO TECTOCTEPOH ITOJIOXUTEIBHO BIMSI Ha 3apakeH-
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HOCTb 3KTOIIapa3uTaMu, OCOOEHHO VY penTUINMA
(Roberts et al., 2004).

I1poBeneHHBIN HEgJaBHO Hour XKu ®dDy ¢ coaBTO-
pamu (Foo et al., 2017) mera-aHanM3 pe3yIbTaTOB
0oJblIOTO YyKrcia mydaukaiuit mo addekram moso-
BBIX TOPMOHOB Y Pa3HBbIX BUIOB MO3BOHOYHBIX XXU-
BOTHEIX (TECTOCTEpOHA CaMI1IOB U 3CTPOTeHa CaMOK)
Ha pa3Hble BETBM MMMYHHOII CHCTEMBI CBUICTEIIb-
CTByeT B 1ieJioM B onb3y 'MT'. Pesynbrarsl akcnepu-
MEHTAJIbHBIX UCClIeTOBaHUI (1 = 66) KaK KJIETOYHOTO,
TaK W TYMOPaJbHOTO amallTUBHOIO HWMMYHHTETa,
paBHO KaK U MeTa-aHaJUTUYeCKUEe CpeaHre, CBUIC-
TEJILCTBYIOT B MOJIb3y ITOMABIISIONIETO amaIllTUBHBIN
NMMYHUTET 3(pdeKkTa TectocTtepoHa. B ortnmume ot
BKCIIepUMEHTAJIbHBIX PabOT, MeTa-aHAJIU3 UCCIIeIO-
BaHUIi, aBTOPHI KOTOPHIX aHAJIM3UPOBAIU KOPPEIISI-
1 YPOBHEH IUPKYIUPYIOMIETO TECTOCTEPOHA C I10-
KazaTeJs My UMMYHOpeaKTUBHOCTH (1 = 38), He Jgan
OOHO3HAYHOIO pe3yibTara. B To BpeMs Kak mis ry-
MOPAaJIbLHOTO MMMYHHOTO OTBeTa 3(h(EeKT TECTOCTE-
pOHa OKaj3aJiCd CTAaTUCTUYECKM HE3HAYMMBIM, ISl
KJIETOYHOTIO0 UMMYHUTETa 3(P(heKT 0Ka3aICsT IOJI0KM -
TeNbHBIM. MeTa-aHaIuTUIecKoe cpenHee >@ddekTa
TECTOCTEpOHA B KOPPEJSILIMOHHBIX HCCISA0BAHUSIX
0Ka3ajJoCh CTaTUCTUYECKU He3HAUYMMbIM. OTCyT-
CTBHE ITOATBEPXKACHHOIO 3¢(h(eKTa B UCCIETOBAHMSIX
YPOBHEN HUPKYIUIUPYIOILIETO TOPMOHA OOBSICHUMO
C TIO3UIUHU UX JOKa3aTeJIbHOM CJIa00CTH 110 CpaBHE-
HUIO C KOHTPOJIUPYEMBIMH 3KCIIEPUMEHTAMU.

Yucno ucciaenoBaHuii, B KOTOPBIX IIPOBEPSIINCH
3¢ PEeKTHI 3CTpOreHa caMoK, CYIIIECTBEHHO MEHbIIIee
(Foo et al., 2017). TenaeHUUST K MOJIOXUTEIbHOMY
BJIMSIHUIO 3CTPOT€HA HA UMMYHUTET B 9KCIIEPUMEH-
TaJIbHBIX UCcaenoBaHusaX (n = 38) ocTanach HEIIOMd -
TBEPXKIEHHOM — MeTa-aHAJIMTUYECKOe CpeaHee
0Ka3aJIOCh CTaTUCTUYECKU HE3HAYMMBbIM. B aKkcre-
PUMEHTAJIbHBIX UCCIeTOBAHUSIX CTATUCTUYECKU He-
3HAYMMBIM OKa3aJjicst 3 (eKT 3CTporeHa B OTHOIIIE-
HUU TyMOPAJIbHOTO UMMYHUTETa, B TO BpeMsI KaK B
OTHOIIIEHUU KJIETOYHOTO UMMYHUTeTa 3¢hHEKT oKa-
3aJICd CTaTUCTUYECKM 3HAYMMBIM, HO HE IIOJIOXKMU-
TEJIbHBIM, KaK MOXHO OBLIO OXHIAaTh, 8 OTPUIIATEIIb-
HbIM. KoppeIsInMoHHBIX CBsI3eit 3(p(HEKTOB 3CTpore-
Ha OBLIO IIPOaHAJIM3UPOBAHO BCETO YEThIPE, U, XOTSI
MeTa-aHAJIUTUIECKOE CpeTHee CBUACTEIILCTBOBAJIO O
MOJIOXKUTEBHOM 3 heKTe 3CTporeHa, 3ToT 3hheKT
YTpauuBaJICs IIpU ydeTe (pUIOTeHEeTHYECKOro CUTHa-
na. Eciii K aToMy 106aBUTH MaJIblif pa3Mep BEIOOPKH
1 OrpaHMYEHHBbIE BO3MOXHOCTU KOPPEISLIMOHHBIX
HCCJIENOBaHUI, TO K ITOJIy4EHHOMY Pe3yJIbTaTy clie-
JIYET OTHOCUTBCS C OOJIBIIION OCTOPOXKHOCTBIO.

Hdpyroe HampaBieHUE IIPOBEPOK BATUIHOCTH
I'!T c moMolbio MeTa-aHaJIM3a BKJII0YAJIo 3KCIepu-
MEHTaJbHBIC TIPOBEPKU BIUSHUSA aKTUBALIUA UMMY-
HUTETa NaTOTeHHBIMM MUKPOOPTAaHW3MaMU U Hella-
TOT€HHBIMM aHTUTeHAMM Ha ypOBEHb aHIPOTESHOB
(Boonekamp et al., 2008). Mera-aHanmu3 13 Takumx
MIPOBEPOK, OIMYyOJMKOBAHHBIX PAa3HBIMU aBTOPAMU,
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TOKa3ajl CPemHUI o Cujle MomaBisTronuit addekT
BSKCHEPUMEHTAJIBHOM aKTUBALUM adallTUBHOTO UMMY-
HUTETa Ha YpOBEHb TeCTOCTEpOoHa B KpoBHU (r = —0.52),
HE3aBHCHMO OT TOTO, ITaTOTeHHBIC WUIM HEITaTOTeH-
HbIE aHTUTEeHBI ObUTM MCITOJIb30BAaHbI B KAYEeCTBE aK-
TUBUPYIOLIUX UMMYHUTET areHToB. [locinenHuii pe-
3yJIbTaT OCOOEHHO BaXKeH, ITOCKOJBKY ITOKa3bIBaeT,
YTO UMMYHHasl aKTUBHOCTh CaMa Io ce0e BBI3hIBAET
rnomasjieHUe YpOBHsSI TecTtocTepoHa (Boonekamp
et al., 2008).

PA3BUTHUE T'MITOTE3bl UMMYHHOTI' O
TAHAWUKAITA 1 AJIBTEPHATHUBHDBIE
TNITOTE3bI

I'mnoTte3a UMMYHHOIO TaHIMKAaIla TECHO CBsI3aHa
C TeHEeTUYECKM OJIM3KMMHU TUIoTe3aMu (hU3UOI0I1-
yeckux B3aumogeiicteuil. IlepBast u3 HUX — “ruro-
Te3a mepepaciipeiecIeHUsI peCypcoB”, WM “TUIIOTE3a
tpeiimodda” (“resource allocation hypothesis”, nin
“resource trade-off hypothesis”) — mo cyiecTBy
MpeACTaB/IsIET COOOIl IEPEOCMBICIICHHBIN BapuaHT
I'T'. BnepBnie TUIIOTE3a ITepepacIipeae/icHns OblIa
npemioxeHa bpayne ¢ coaBropamu (Braude et al.,
1999) kak anbrepHatuBa ['MII'. ABTOpBI Mpearoso-
XKWJIN, 4YTO TECTOCTEPOH SIBJISIETCSI HE CTOJIBKO UMMY-
HOCYIIPECCOPOM, CKOJIBKO BIIUSIET Ha paciipeaeieHue
MMMYHHBIX KJIETOK B opraHu3me (immunoredistribu-
tion hypothesis). TecTocTepoH cnocoOeH yMEHbIIIATh
KOJIMYECTBO HUPKYJIUPYIOIIUX JEUKOIIMTOB, HO Ha
caMOM JieJie JICMKOLMTHI YXOIST M3 pycjla KpOBU B 1Ie-
JIEBBIE TKAaHU. DTO OOBSICHSET HEyOedUTEIbHBIE pe-
3yJIbTAThl psifia UCCACIOBaHUM, MPOBEPSIOIINX POJIb
TECTOCTEPOHA KaK MMMYHOCYyIpeccopa. DT Ke aB-
TOPBI IPEANOI0XWIIN, YTO TECTOCTEPOH MOXKET B3aM-
MOAEMCTBOBATh C KOPTUKOCTEPOUIAMU, KOTOPKIE, B
CBOIO ouepedb, BIMSIOT Ha pacrpeneicHue UMMYH-
HBIX KJIeTOK. Eciiu TecTocTepoH He SIBIISIETCSI MMMY-
HOCYIIPECCOPOM, TO caMell “He MJIaTUT 3a pa3BUTHE
BIIIT”. Ognako Kypi ¢ coaBropamu (Kurtz et al.,
2000) mpenaoXuau BapuaHT, IIPA KOTOPOM “HMMY-
HorepepacIipeaesicHrue” MOXKET BIIOJTHE ObITh BCTPO-
€HO B MOJEJb raHauKana. B cTpeccoBBIX YCIOBUSIX
MOBpeXIeHNe TKaHEeH (3KCTpeMabHbIe (hU3NIeCKIE
Harpy3ku, yBeJIMUeHUE CKOPOCTU OOMEHa BEIIeCTB
M, COOTBETCTBEHHO, HaKOIJICHHE IIPOIYKTOB OOMe-
Ha) MOXKET OTBJICUb PECYPCHI OpraHM3Ma OT 3aIUThI
OT Mapa3uToB U UHGeKIUi. B aTOM cilyyae KoMIipo-
MUCC JOCTUTAECTCS MEXIY Pa3InIHbIMU KOMITOHEH-
TaMu tMMyHHOIT cucteMsl (Kurtz et al., 2000).

B o6mem Buge “runoresa tpeinodda’ ucxogut
W13 MOCTyJIaTa 00 OrpaHUYEHHOCTU PECYPCOB (IHEP-
rusi ¥ CyOCTpaThl) B OpraHu3Me KMBOTHOro. Oxuaa-
€TCs1, YTO €CTECTBEHHBII OTOOp OyneT MoaaepK1uBaTh
X ONITUMAJILHOE pacIipelie/ieHre B 3aBUCMOCTU OT
CUTYyall, UYTO BeleT K KOMIIPOMUCCAM MEXIY pa3-
JIMYHBIMM ~ KOMIIOHEHTaMU  TIPUCHOCOOJIEHHOCTHU
(Stearns, 1989, 1992), B yacTHOCTU MEXIy HOPOTO-
CTOSILIEM UMMYHHOI 3allIMTOM OpraHu3Ma 1 pasjinJ-
Ne 2
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HBIMM acneKTamMu penpoaykunu  (Jloxmumrep,
MokuH, 1999; Rolff, 2002; Zuk, Stoehr, 2002). Bbi-
XKUBaHUWE IIJISI CAMOK MMeeT OoJiblllee 3HAaUCHUE, YEM
IJ1s1 caMIoB (Y MTUL, OJHAKO, SMIIMPUYECKUE TaH-
HbIE TIO0 BBDKMBAEMOCTH TI0JIOB CBUIIETEILCTBYIOT 00
o6patHoM; ITaeBckuii, 2020). [ToaToMy camKu 6OJIb-
IlIe, YeM CaMIIbl, UHBECTUPYIOT B IOJITOJNIETHE, T.C. B
MUMMYHHBIC (HYHKIIUU, TIOBBIIIASI BEPOSITHOCTh BbI-
xuBaHus. CaMIBl Xe XEpPTBYIOT UMMYHHOI 3allln-
TOM, TaK KaK yBeJIMYCHUE MPEKOMYISINOHHBIX 3a-
TpaT MPUHOCUT UM OOJIbIIYIO TIOJIb3Yy B IIJIAHE POCTa
npucnocobseHHoctH (Rolff, 2002). I'umoTte3a He ak-
LIEHTUPYEeT BHUMaHWE HA WMMYHOCYIIPECCUM IIOM
BO3JIEMCTBHEM TECTOCTEPOHA U IPEICKA3bIBaeT, YTO
TOJIBKO OCOOM C OOJIBIIIMM 3aMlacoOM PECYpCOB MOTYT
MMO3BOJIUTh ce0e BBIIEIATh 3HAUUTEIBbHYIO UX YacTh
Ha OpHAMEHThI He B yliepO CBOeMy 3I0pPOBBIO, HE
OrpaHMYMBasl IIOTPEOHOCTEN (PYHKIIMOHAJILHBIX CH-
CTeM OpraHM3Ma, KOHKYPUPYIOIIUX 3a SHEPrUuio
cyoctpatbl (Lozano, 1994; Schantz et al., 1999;
Mogller et al., 2000; Alonso-Alvarez et al., 2008;
McGraw et al., 2010). HecmoTpst Ha momyJIsipHOCTb
BTOI TUITOTE3bl, MMPOTHO3HI Ha €€ OCHOBE OCTaIOTCS
CITOPHBIMMU, TOCKOJIBKY KaK CaMU JOCTYIHEIC pecyp-
ChI, TaK W BCE HAIIPABJICHUS UX paCIIpeIe]ICHUsI B Op-
raHU3Me OLIEHUTD TAJIEKO HE MPOCTO.

B kauecTBe anbTepHATUBBI rUIoTe3e Tpeiaodda
(nepepacnpenencHusi) ObLJIa BBIABMHYTA “TUIIOTE3a
o0mmx Tpaekropuii” (“shared pathway hypothesis™).
B ee ocHOBe JIeXXUT Uaest 0 TOM, UYTO MHAUBUIYATIbHOE
coCTOosiHME (CTaTyc 300pOBbSI OCOOM) 3aBUCHUT OT
(GYHKIIMOHAJILHOTO €MHCTBA KJIIOUEBBIX CUCTEM Op-
ranusMa (Hill, 2011). B cooTBeTCTBUY C 9TOU TUIIOTE-
3001, HE KOHKYPEHIIUS 3a PeCypChl M, KaK pe3yJbTar,
UX TiepepacnpeneseHue, a B3auMoJIeiicTBUE KIltoue-
BBIX TPAEKTOPUIA OMOXUMUYECKUX IMPOLIECCOB MOXKET
OODBSICHUTH KOPPEJSILMU MEXIy KaueCcTBOM OpHa-
meHTa (BIIIT) m ocHOBHBIX (yHKIIMII OpraHu3Ma,
BKJIIouyasi MMMyHokommetreHTHocTh (Hill, 2011,
2014). B dpopMupoBaHUM 3TUX TPAEKTOPUI Ha YPOB-
He KJIETKU KJIIoueBasi poJib MPUHALIEXUT MUTOXOH-
npusMm (Koch et al., 2017). OcHOBY JIsT 3TOIi MUTO-
XOHIpUaIbHON (DYHKIIMOHAIBHOM I'MMIOTE3bI MPeno-
cTaBjsgieT Oorarasg OMOMEIWIIMHCKAs JMTepaTypa,
CBSI3BIBAIOIIAS CUTHAJIBHBIE TPAEKTOPUU UMMYHHOI
cucteMbl U 3¢ PeKTOpHbIE (PYHKIIMM MUTOXOHIPHU-
aJlbHOM akTUBHOCTU. Bo3nelicTBUe MaTOTe€HOB WU
JIPYTUX CTPECCOPOB CTUMYJIMPYET TOPMOHAJbHbBIC U
HEropMOHaJIbHbIe CUTHAJIbHbIE MYyTU, KOTOPBIE O~
paloTCs HEINOCPEACTBEHHO Ha MUTOXOHIpUaIbHbIE
OeJIKM, 3aITycKalollre Mpolecchl, HEOOXOMUMBIE TSI
3(deKTUBHOIO MMMYHHOTO oOTBeTa. HekoTopble
crienupuIecKie CUTHAJIbHBIC OCJIKM MUTOXOHIPUIA
(MAVS, ECSIT), okucnauteibHOe (ochopuainpona-
HYe U OMOCHMHTE3 UMEIOT pellaroliiee 3HaUeHUe ISt
CHCTEM BPOXJIEHHOIO W agalTUBHOTO UMMYHUTETA.
MUTOXOHAPUY TaKXKe SIBJISIIOTCS LIEGHTpaMU CUHTE3a
CTePOUIHBIX U TUPEOUIHBIX TOPMOHOB, 1 UX aKTUB-
HOCTb 3aBUCUT OT MUTOXOHIPUAIBHOU PEryJsiiuu
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MPOIYKILIMKA SHEPTUH, YTO, B CBOIO OYepeb, BIUSET
Ha COCTOSIHUE MMMYHHOIN CUCTeMBlI U 3KCIPECCHUIO
opHameHTa (Koch et al., 2017). Bricokoe KauecTBO
OpHAMEHTa U JEMOHCTPALMU 3aBUCIT OT HOpMAajb-
HOTro (bYyHKUIMOHUPOBAHUSI MUTOXOHIPUIL; TTOMUMO
DHEPreTUYCCKOI0 OOEeCIIeYeHUsI, B MUTOXOHIPUSIX
MMPOMCXOAUT MpeBpallleHre KapOTUHOWIOB B ITUT-
MEHTHBI YKpallleHUI (MpeBpalieHue KeAThIX KapoTh-
HOMJOB, ITOCTYITAIOLIMX C ITUIIEH, B KpacHbIE, y4acT-
BylolIre B (pOpMUPOBAaHNM OPHAMEHTOB); HEOOXO-
JIVMBIE JJIST 3TOTO (pepMEHTHI NEHCTBYIOT B TECHOM
CBSI3U C KOMILJIEKCAMU OKHUCIUTENbHOTo (hochopu-
JmpoBaHus. THIaTeNbHO peryiupyeMasi IpOayKIINS
AT®, a Takxke Ipyrue MUTOXOHIAPUAIbHbBIE CUTHATBI
UTPAIOT UCKITIIOUUTEIbHO BaXKHYIO POJIb B PETYJISILIUN
HelporeHe3a U B 9KCIIPECCUU KOTHUTUBHO CIIOXKHBIX
(meHue MTUIl) WM MOTOPHBIX (athletic) neMoHcTpa-
muit. Takum 00pa3oM, MUTOXOHIPHUAJIbHBIE IIPOLEC-
CHI TIPEICTABIIIIOT CO00I “OOIMit ITyTh”, KOTOPHIN
oIpeaensieT BOSHUKHOBEHUE KOPPENISILUil BBICILIETO
nopsiaka (Koch et al., 2017). B utore MUTOXOHIpUU
SIBJISTIOTCSL LIEHTpaMU OOecIleYeHUsI U MPOTEKAHUS
OUOXMMUYECKUX TTPOLIECCOB B KJIETKE, a MPOUCXOIS -
II1e B HUX IMPOLECCHl CIIOCOOHBI OOBSICHUTDL CBI3b
MEXIY CUTHAJbHBIMU U PETYISITOPHBIMU (DYHKIIUSI-
MU TOPMOHOB, UMMYHHBIMU 3alIMTHBIMU (DYHKIISI -
MU OpraHmu3Ma, ero (U3n4eCKUM COCTOSTHUEM U DKC-
npeccueil BIII1 (opHaMeHTOB, neMOHCTpaLuii). AB-
TOpPBI THUIIOTE3bI CYUTAIOT, UTO ITOAXOH, B LIEHTpE
BHUMAaHMsI KOTOPOTO JIEXXUT OLIeHKA COCTOSIHUSI MU~
TOXOHIPUIA M PacCMOTPEHUE MUTOXOHIPHUATBHBIX
OUOXUMUYECKUX TPACKTOPUIA, TOJIKEH CTAaTh KIIIOUe-
BBIM B IOHUMAaHUM CJIOXKHBIX CUCTEM CBSI3€i “IT0JIO-
BBIe cTepounbl — pusmdeckoe cocrosuue” u “BIIII
0CO0M — UMMYHUTET”; HTAaHHBIN ITOAX0/I BOOOIIE CHU -
MaeT Ipo0JIeMy BO3MOXHOCTU HEUECTHOIO CUTHAaJjIa
1 UIMMYHHOTO FaHIMKala Kak crocoda ero ucKiIode-
Hus (Hill, 2011, 2014).

WUMMVYHHbIN FAHIWKAIT
1N OKCHUIOATUBHBIN TAHIUKAIIL

TecTocTepoHy IIPUHAIJICXKUT CUTHAJIbHAS POJIb B
o0ecrneYeHN CBSI3M MeEXIY MUTOXOHIPUATBLHOMN
¢dyHKIMEH U MPOU3BOICTBOM OpHAMEHTa, HO OpHAa-
MEHTBI MOTYT OBITh Y HAIIPSIMYIO CBSI3aHBI C (DYHKIIH-
el MUTOXOHAPUIl, HE3aBUCUMO OT FOPMOHAILHOTO
koHTpoJist (Johnson, Hill, 2013). MexaHu3MbI, CBSI-
3aHHBIE C IKCIIPECCUEil 3aBUCSIIUX OT COCTOSIHUS
xo3gnHa BIIII, Bimtouass MeTaboOMMIecKy0 KOHBEp-
CUI0 KAapOTMHOUIOB, pa3BUTUE HEPBHON CUCTEMBI,
KOTHUTHUBHYIO U MOTOPHYIO (PYHKIIMM, XeMUJIIOMM-
HECIICHTHbIE CBETOBBIE JEMOHCTPALMU U COOCTBEH-
HO CTPYKTYpPbl ODHAMEHTOB, COCTOSIIIINE 13 OOJIBILIO-
ro KOJIMYeCTBa 0e/1Ka, JOJIKHbBI OBITh HAIIPSIMYIO CBSI-
3aHBI ¢ 3(¢GEKTUBHOCTHIO KJIETOYHOIO IbIXaHUS
(Hill, 2014).

MuToxoHapuaibHas GYyHKINSI MOXET OBbITh OTpa-
JKeHa B OpHAMEHTAIIMM HE TOJIBKO MOTOMY, YTO MH-
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TOXOHIApUU Npou3BomsaT AT®, HeoOXOOUMYIO IS
obecrneueHUsI SHEPro3aTpaTHBIX MPOLIECCOB U CUHTEe-
3a cJioxXHbIX 0eiakoB (Lane, Martin, 2010), Ho 1 110-
TOMY, UTO SKCHPECCUS OPHAMEHTA MOXET ObITh 4yB-
CTBUTEJIbHA K OKUCIUTEIbHO-BOCCTAHOBUTEIBHOMY
rOMEOCTa3POBAHUIO OpraHM3Ma, KOTOPOe B 3HAYM-
TEJIbHON CTEeNeHU OIOCPeIyeTCs] MUTOXOHIPUSIMU
(Jezek, Hlavata, 2005; Cecarini et al., 2007; Hill,
Johnson, 2012). DTu OTHOLIEHUSI MeXIY OKMCIIU-
TEJIbHBIM CTPECCOM U COCTOSIHMEM OPHAMEHTOB SIB-
JISTIOTCSI MPeAMETOM PacTyIero MHTepeca B 00JIacTh
9KOJIOTUM OKHUCIUTEJIbHOTO cTpecca (Monaghan
et al., 2009; McGraw et al., 2010; Costantini, 2014).
ITocKOJIbKY XXMBOTHBIE HE MOTYT CaMU CHUHTE3UPO-
BaTh KapOTUHOWIHBIC ITMTMEHTBHI, MCIOJIb3yeMEIC
JIJISI OKPACKU KAPOTUHOUIBI OCTYITAIOT B OPTAHU3M C
nuieit. JmeTsl OOJBIIMHCTBA XUBOTHBIX COAepKaT
MIPEUMYIIECTBEHHO KEJIThIe, a He KpacHbIC KapOTH-
Hounbl (McGraw, 2006), mo3ToMy KpacHast TUTMEH-
Talus TpeOyeT MeTabOINIECKO KOHBEPCUM JKEITHIX
MUILEBBLIX KADOTUHOUIOB B KpaCHBIE Yepe3 peaKkIuio
keronanuu (ketolation) (Brush, 1990). Kertonaus
KapOTUHOUIOB TIPOUCXOIUT B MUTOXOHIPUSIX B ac-
COLMAllMA C KOMIUIEKCAaMU 3JeKTPOH-TPaHCIIOPT-
Hoit nenu (Johnson, Hill, 2013; Ge et al., 2015; Lopes
et al., 2016). Takum 06pa3oM, CIIOCOOHOCTH KUBOT-
HOT'0 TeHEpUPOBaTh KPACHBINM WMJIN JKEITHIN 1IBET MO-
XKET 3aBUCETh OT OKMCIMUTEIBHOIO CTAaTyca U MEM-
OpaHHOTO NMOTEeHLIMAIa MUTOXOHAPUIT; MUTOXOHAPHY-
ajlbHas UCGYHKLMS HapylIaeT IpoLecc KeTolalun
U BBI3BIBAET yTPaTy KPACHOIO 1IBETA OPHAMEHTA.

Kpome Toro, 0bU10 BhICKa3aHO MPEAIIOI0KEHNE,
YTO SHEPTeTUUECKNE OTPAHNYCHUS BO BpeMsl pa3BU-
THUSI HEPBHOI CUCTEMBbI MOTYT CTaTh KJIFOUEBBIM (hak-
TOPOM, ONpPEIEISIONINM KadyeCTBO IECHM MNTUII; Xa-
PaKTEepUCTUKU MIECHU MOTYT OBITh HEIIOCPEICTBEHHO
CBSI3aHbI C HEBPOJIOTMYECKUM Ka4yeCTBOM 0CO0OU, eTo
KOTHUTUBHBIMM Bo3MoOxXHocTssMu (Peters et al.,
2014). C yueToM TOro, 4TO Nponu3BoacTBo AT®D Heob-
XOJIMMO IS TIOAAEPKAHUST DHEPTeTUYECKU TOPOTOro
mmpoliecca HelporeHesa, (GpyHKIIMOHAIBHOE COCTOSI-
HIE MUTOXOHAPUIT MOXET OBITh KJIIOUEBBIM B OIIpe-
JeJICHUU CBSI3U COCTOSIHMSI OpTraHNU3Ma ¢ KayeCTBOM
necHu. Pojib KayecTBa MUTOXOHIIPUIT KaK I€TEPMU-
HaHTa KOTHUTHBHBIX CIIOCOOHOCTEIl ObLIa HEOMTHO-
KpaTHO IpoAaeMoHCTprpoBaHa y moaeit (Chenget al.,
2010; Wallace, Fan, 2010; Massaad, Klann, 2011;
Morava, Kozicz, 2013). Bce 310 roBOpUT O TOM, 4TO
BBICOKO (DYHKIIMOHAJbHbIE MUTOXOHAPUU HEOOXO-
JVMBI JUISI TOJHOLIEHHOM 3KCIIPECCUM CUTHAJIbHBIX
npusHakoB (Hill, 2014).

TecTocTepOH MOXET BBICTYHATh He TOJIBKO B POJIN
MmoTeHuajabHOTO MMMyHocynpeccopa (Folstad,
Karter, 1992) u ctumymnstopa pa3BUTUSI U IKCIIPeEC-
CHU OPHAMEHTOB y CaMIIOB, HO W OBITH IIPUYMHOMN
YBEJIMYEHUS TIPOAYKIIUU PEAKTUBHBIX (DOPM KHUCIIO-
poaa (ROS) (Alonso-Alvarez et al., 2007; Mougeot
et al., 2009). [Tpoucxoaut 3TO OT TOro, YTO BHICOKHU i1
YPOBEHb TECTOCTEPOHA CBA3aH C BHICOKUM YPOBHEM
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MmeTabomu3ma (Buchanan et al., 2001) 1 akTMBHOI
nokomouueit (Wikelski et al., 1999). B HopMe BbIcO-
Kasi CKOPOCTh MeTa00JI1M3Ma 1 ITOBBIIIICHHAS MbIIICY-
Hasl aKTUBHOCTb MOTYT HE BBI3BIBATb M3MEHEHUS
ypoBHS ROS mnm naxe cHuKaTh nmpoaykuunio ROS B
IpoLiecCe OKMCIMTENbHOro (ochoprmanpoBaHUsI
(Murphy, 2009; Jastroch et al., 2010). OnHako B ci1y-
yae HapylIeHUsI HOpMaJIbHOM pabOThl MUTOXOHIPUIA
OMOCPENOBaHHOE TECTOCTEPOHOM IOBLILLIEHUE YPOB-
HSI aKTUBHOCTU U cripoca Ha AT® moryT ycyryouthb
nponykunio ROS u okucianTelbHOE TMOBpPEKICHUE
(Lane, 2011).

AnwsrepHatuBHas ' MIT" “rumnore3a okcuaaTUBHOIO
rangukana” (Alonso-Alvarez et al., 2007) yrBepkna-
€T, YTO CEKCyaJIbHO OTOOpaHHbIEC ITIPHU3HAKU OCTAIOT-
CSl YECTHBIMU, MTOTOMY YTO TECTOCTEPOH TOBbIIIAET
YyBCTBUTEJILHOCTD (MJIM ITIOABEPXKEHHOCTD) MHIVBU -
J1a K OKCUIATUBHOMY CTpeccy. TeCTOCTEpOH MOXKET
BJIMSITh HA CITIOCOOHOCTh OCOOM 3a1IMIIATh ce0s1 (BOC-
CTaHaB/IMBaTh KJICTOYHBIE MEXaHU3MBI) OT OKUCIIU-
TEJILHOIO TOBPEXIEHUS, a TaKKe BIMSITH Ha CKO-
pocTh 0oOpa3oBaHUSI aKTUMBHBLIX (OpM KuUCJIOpoaa,
IIpUYEM 3THU IEMCTBUSI MOTYT IIPOUCXOIUTh HE3aBU-
cumo apyr ot apyra (Alonso-Alvarez et al., 2007). Au-
JIPOTEH OIMOCpeayeT KOMIIPOMUCC MEXITY SKCITPECCH -
el BTOPUYHBIX IIOJIOBBIX IIPU3HAKOB M OOpPHOOiT cO
CBOOOIHBIMM paguKajaMU WIN PeaKTUBHBIMU (hop-
MaMM KUCIopoaa, GOPMUPYIOIIUMUCSI B OCHOBHOM
KakK II000YHBbIE IIPOAYKTHI KJIETOYHOIO IbIXaHMS.
LIBeTHBIE OpHAMEHTHI, KOHTPOJIUPYEMBIE TECTOCTE-
POHOM, 4acTO OOYCJIOBJIEHbI KAPOTUHOUIHBIMU TIUT-
MEHTaMM (3KeJITO-OpaHXKeBO-KpacHast okpacka). Omn-
HAKO KapOTUHOWIBI SIBIISTFOTCSI MOIITHBIMU aHTUOKCH -
JaHTaMU, TIOMOTAIOIIMMU KJETKe OOpOThCSI CO
CBOOOIHBIMHU paguKaiaMu. TeCcToCTEpOH MOXKET I10-
JIOXUTEIBHO BIIMSTh HA KOHIIEHTPALIMIO IUPKYIUPY-
IOIIMX KAPOTUHOUIOB, OOYCIOBINBAsS OTTOK KApOTU-
HOMIOB OT pe3epBYapOB IIMTMEHTOB B LIBETOBBIX Op-
HaMeHTaXx i1 OOPHOBI ¢ OKMCIUTEIbHBIM CTPECCOM
(Alonso-Alvarez et al., 2008). B HeKOTOpBIX UCCIEI0-
BaHUSIX, B KOTOPBIX HEIIOCPEICTBEHHO IIPOBEPSIACh
TUII0oTe3a OKCUIOATUBHOIO TaHAWKAama, IIoydeHa
nogaepxkka rurnote3bl (Alonso-Alvarez et al., 2007,
2008; Mougeot et al., 2009; Hoogenboom et al.,
2012), Torma Kaxk pe3yabTaThl APYTUX IIPOBEPOK TUIT0-
Te3y He noaaepzkuBaloT (Isaksson et al., 2011; Casa-
grande et al., 2012; Taff, Freeman-Gallant, 2014; Bal-
do et al., 2015).

YuuTbiBasi, 4To TIOJIOBbIE CTEPOUIBI CITIOCOOHDI
CBSI3BIBATHCS C BHYTPUKJIETOYHBIMU pelieNTOpaMu U
neiicTBoBaTh Kak (pakTopbl TpaHckpurumuu (Ketter-
son, Nolan, 1999; Nelson, Kriegsfeld, 2016), uamepe-
HHE B3aMMOCBSI3U MEX]Y TECTOCTEPOHOM U TpaH-
CKPUITIUEN MOXKET MPOJIMTh CBET HA HETTIOCPEICTBEH-
Hble KaHaJlbl BJIUsSIHUS TecTocTepoHa. CoBpeMeHHbIe
MoIXodbl K CeKBeHMpPOBaHMIO, Takme Kak PHK-ce-
kBeHUupoBaHUe (RNA-seq), MO3BOJISIIOT OLIEHUBATh
CKOOPJIMHUPOBAHHbIE, KpYIMHOMACIITaOHblE TpaH-
CKPUITIIMOHHbIE OTBETHI (TPAHCKPUIITOMHBIN aHa-
Ne 2
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Jm3), He (OKyCHUpPYs BHMMAaHME Ha 1IEJIEBBIX Te€HaX-
KaHgugatax (Hampumep, depe3 qlILIP). Metonbl
RNA-seq ObUTM MCTIOJIB30BAHBI JISI U3YYEHUST POJIU
aHIPOTEHOB B 3KCIIPECCUU T€HOB, OCOOEHHO B KOH-
TeKcTe IMoaoBbIX paznuuuii (Gao et al., 2015; Cox
et al., 2017) u pa3Butusa roHan (Monson et al., 2017;
Zheng et al., 2019). st OLIeHKX MOJIEKYJISIPHBIX I10-
CJIEICTBUIT 9KCIIEPUMEHTAJIbHO ITOBBIIIIEHHOT'O YPOB-
HsI TECTOCTEpOHA C IIOMOIIbI0 NMMILIAaHTOB Hiloxayc
u Bepnacko (Newhouse, Vernasco, 2019) ncrnoib3o-
BaJIM paHee omnyoauMKoBaHHBIE HaHHBIE RNA-seq
IBYX McciegoBaHuii. Pe3ymbTrarbl 3TUX HMCClIeooBa-
HUI, BKIIOYaBIIMX ABa BUIA NTHUIl U TPU TUIIA TKa-
Hell, cBUaeTeIbcTBOBaIM B moJin3y ' MI', HO He TTox-
JepXajii TUIIOTe3y OKCUIATUBHOIO TaHIMWKala.
V oco0eii IITHUII, ITOIy4YaBIINX SK30TeHHBIN TeCTOCTE -
POH, HaOJIOAAMCh CUJIbHBIE TTIPU3HAKN MUMMYHOCY-
IIpeCCUU, OXBaThIBAIOIINE KaK KJICTOUYHBII, TaK U I'y-
MOpPAJIbHBII MMMYHUTET. TpaHCKPUIITOMHBII aHa-
JIU3 CBUAETEJBCTBOBAJ O TOM, YTO TECTOCTEPOH
BIMSIET HAa MMMYHOKOMIICTEHTHOCTh WHIMBUIA,
oOecrieunBasi, KakK 3aKJII0YalOT aBTOPbI, YECTHOCTh
MOAIEP>KMBAEMBIX TOJOBBIM OTOOPOM ITPU3HAKOB,
HO HE BJIMSICT Ha MOJABEPKEHHOCTh MHANBUIA OKMC-
JINTEILHOMY CTpPECCYy.

BIIMAHUE ®PU3NOJIOT'NMYECKOI'O CTPECCA
HA YPOBEHD ITOJIOBBIX TOPMOHOB,
PA3SBUTUE 1N SKCITPECCHUIO BIII1
1N UMMYHUTET

Pons  runotanamo-ruriodusapHO-HAIIOYSUHU -
koBoii cucteMsl (ITHC) B MoOMIM3anum 1 repepac-
MpeaeJeHu pecypCcoB OpraHU3Ma IoJ BO3AEHCTBU-
€M CTPECCOPOB IJIsI aJanTallui K HOBLIM YCIIOBUSIM U
BOCCTAHOBJICHUSI HapYILIEHHOIO pPaBHOBECUSI Opra-
HU3Ma Xopolo u3BectHa (Sapolsky, 1992; Wingfield,
Sapolsky, 2003; Chand, Lovejoy, 2011, u op.). XoTsa
MOoBBIIIeHNE YPOBHS Tmokokoptukouaos (I'K; rop-
MOHOB CTpecca) CIocOOCTBYET BbIKMBAHUIO B KpaT-
KOCPOUYHOM NepCHeKTUBE, WX XPOHUYECKU ITOBBI-
IIIEHHBIM ypOBEeHb IIOJABISIET PENPOAYKTUBHYIO U
UMMYHHYIO pyHKIIMM (Sapolsky et al., 2000; Martin,
2009). Haunbosee normyssipHa uiiest 0 TOM, 4YTO UMMY-
HUTET OcJ1abeBaeT BO BpeMsI CTPECCOBBIX COCTOSTHUIA,
CoOCOOCTBYS TiepepaclpeieieHUI0 pecypcoB opra-
Hu3Ma sl obecrieueHus (hyHKIU, HEOOXOTUMBIX
IIJIsl BBDKMBAHUS B JAHHBIA MOMEHT, B JaHHOM CTpec-
coBoii cutyauuu (Sapolsky et al., 2000).

Jlpyroe oOBsICHEHHE oOcJabjieHUusT MMMYyHUTETa
MpU CTpecce MpennojaraeT MUHUMU3AIUI0 ayTOUM-
MYHHOTO MOBpekIeHns1. BRIOpoc ropMOHOB cTpecca
KOCBEHHO MPUBOJIUT K MOSIBJIEHUIO HOBBIX ayTOAHTHU -
reHOB M3-3a Jerpajaliy TKaHeu; mpearoJaraercs,
YTO UMMYHHasl aKTUBHOCTb JIOJKHA ObITh MO/aBJie-
Ha, YTOObl YMEHBIITUTH TOOOYHBIN yIIIEpO OT ayTOUM-
MyHHoOTO TToBpexkaeHus (Réberg et al., 1998).

HMmMMmyHocyIpeccusi BOBHMKAeT B IOJITOBPEMEH-
HBIX CTPECCOBBIX CUTYalUSIX TIPU HENOCTATKE MUIIIH,
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P CYPOBBIX IOTOJHBIX YCIIOBUSX, IIPU CMEHE COLIVI-
aJIbHOTO cTaTyca B TpyIIie B pe3yJbTaTe J0JroBpe-
MCEHHOI'O coluaJbHOoro pgasieHus (Jloxmuiniep,
MomxkuH, 1999; Martin, 2009). YHyBCcTBUTEIBHOCTD K
I'K MoeT OBITh 3IMUTEHETUYSCKH 3aIIPOrpaMMUPO-
BaHa B paHHEM BO3pacTe; ITOBBIIICHHAS ITOABEPKECH-
HOCTB CTPEeCCOpaM 0 HACTYILICHUS 3pEJIOCTU IMOBBI-
maeT BausgHue 'K Ha UMMYHUTET B 3peJIoOM BO3pacTe
(Shanks et al., 2000).

OmHM M Te Xe SKOJOTMYECKUE U COLMAJIbHbIC
(haKTOPHI MOTYT IT0-pa3HOMY BJIMSITH Ha CBSI3U CTpecca
C UMMYHUTETOM y BUIOB C Pa3HbIM 00Opa3oM >KU3HMU.
Hamnpumep, BUabl, XXKUBYIIME TPYNIION, UCITHITHIBAIOT
pa3HbIiA HA0OP CTPECCOPOB MO CPABHEHUIO C OOUMHOY-
HBIMM BUJAMU. Y BUIOB C IOCTOSIHHBIMU TapamMu
yaajieHue ITapTHepa BeIeT K IOoBbIIIeHnIo ypoBHSI I'K
¥ CKa3bIBaeTCsI Ha CKOPOCTH 3aKUBJICHUS paH; y IIPO-
MUCKYUTETHBIX BUIOB MOMOOHBIE MMMYHHBIE 3(-
¢exter  orcyrcTByloT (Glasper, Devries, 2005).
Crtpecc, ogHaKo, He 00S3aTeIbHO OOYCIOBINBAET
MMMYHOCYIIPECCUIO; B OTBET Ha Npexosiiue, He-
peackKa3dyeMble CTPeCCOpPhbl, UMMYHHAasi aKTUBHOCTh
MOXET YCWJIMBAThCSI, OCOOEHHO B TeX MecTax (opra-
Hax U CUCTeMaX OpraHoOB), Iie TPeOyeTCs MOBBIIICH-
Hast MMMYHHasl 3aluTa. Y cujleHue UMMYHHOIO pea-
TUPOBAaHMS Y XKMBOTHBIX HAOMIOAAETCSI B OTBET Ha
OCTpBIE CTPECCOBBIC COCTOSIHUS (arpecCUBHBIC B3a-
MMOJEUCTBUSI, COIIPUKOCHOBEHME C IIapa3uTOM, C
XUIITHAKOM, IIPU pa3BUTUM MH(EKIUN, IPU paHe-
Husx) (Martin, 2009).

AxtuBupoBaHHas ctpeccopoM 'THC moxer Biiu-
a1b Ha 9kcripeccuio BITIT (Buchanan, 2000) kak Koc-
BEHHO, Yepe3 BO3IEeHCTBUE HA UMMYHHYIO CUCTEMY
(Moller, 1995; Buchanan, 2000), Bausiss Ha ¢pusude-
ckuii ctaryc opranusma (Husak, Moore, 2008), Tak u
HaIpsIMyl0, 4epe3 MUTOXOHAPUAIbHYIO (DYHKIIMIO
(Manoli et al., 2007; Shutt, McBride, 2013), 1 Bo B3a-
nMoneiictBun ¢ tecroctepoHoM (Buchanan, 2000;
Roberts et al., 2007; Husak, Moore, 2008).

OnHoli U3 IPUYKH TOTO, YTO TECTOCTEPOH IO-pas3-
HOMY BiusieT Ha 3kcripeccuto BBII y pa3HbIX BUIOB
MO3BOHOYHBIX XKUBOTHBIX, MOXET OBbITb 3 (EKT IIIt0-
kokoptukonaos (Roberts et al., 2004). C npyroii cTo-
POHBI, BTOPUYHbIE T1OJIOBbIE MPU3HAKU MOTYT CaMu
CIY>KUTh CUTHaJlaMU WHIAWBUAYAJIbHBIX Pa3Inyuii B
CTpecc-peakKTUBHOCTA MJIM (P (PEKTUBHOCTH cpada-
TBIBaHUSI PETYJISITOPHBIX KOHTYPOB OTPULIATEIBLHOIM 00-
parnoii cBsi3u B [THC (Pfaff et al., 2007; Roberts et al.,
2007; Husak, Moore, 2008; Bortolotti et al., 2009).
Crpecc-peakTUBHOCTh CaMa MOXKET HaXOIUTbCS O
JIaBJIEHMEM I10J10BOoro otdopa (Schmidt et al., 2012).
Eiie B 1990-e roabt Ha Mbliiax auHuii BALB/cLac u
C57Bl/6] 6b110 MOKa3aHO, YTO BhIpaXkKeHHAasI aApeHO-
KOpTUKaJIbHas peakiuus Mpu GU3NIECKOM cTpecce B
OTBET Ha HU3KYIO TeMIIepaTypy coyeTaercsi ¢ 0osee
3 heKTUBHBIM (OpMUPOBAHUEM CITELU(PUIECKUX
MEXaHU3MOB XOJIOJOBOM ajanTalluu y MbllIei
C57B1/6J. IIpu stom Meimu C57B1/6) vame nomu-
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Puc. 1. KopTr3oa u TecTocTepoH B KPOBU Y CaAMIIOB XO-
MsiukoB Kammbera nmocie ccaxkuBaHus (5 MMH) M T10-
cleayloleid moacagku K HUM pPEUEeNTUBHOM CaMKM
(10 MmuH). [JOMHMHAHT BBIIEJIEH IO arpecCMBHOCTU B
5 MuH ccaxuBaHusiX. [TokazaHa BEpOSITHOCTb OLIMOOY-
HOTO TPOTHO3a IO pe3y/ibTaTaM MapHOro f-TecTa C Io-
npaskoit bondeppouu nis 4 cpaBuenuit; n =22. D — no-
MUWHAHT, S — npourpaslInii camell.

HUPOBAJIM MPU DKCIEPUMEHTATbHOM COLIMATIbHOM
KoHbaukTe (Moshkin et al., 1993). Otciona cienyer,
YyTO MaHUdecTalusi JOMUHAHTHOTO MOBEIEHUS, KO-
TOpOE€, B MPUHLMIIE, MOXET pacCMaTpUBATbCs KakK
aHaporeH-3aBucuMblii BIIII, koppenupyetr ¢ Mop-
¢GoDYHKIIMOHAIBHOM aIeKBaTHOCTHIO 0COOU K TEKY-
UM yciaoBusM cpenbl. Ha mionsx mokaszaHo, 4yTo
KEHIIMHBI MPEANOYUTAIOT JIMLA MYXYUH C TIOHU-
JKEHHBIM YPOBHEM KOPTH30J1a; TaK1e JU1a BOCIIPU-
HUMAJIMCh KakK 0oJjiee 310pOBbIe, M0 CPABHEHUIO C JI-
1IaM1 MY>XUYMH C BBICOKMM ypOBHEM KopTusona. Ko-
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roga CTaTUCTUYECKass MOIESNb YyYHMThIBaa 3(deKT
B3aMMOECTBYSI MMoKa3aTeseil ypoBHS TeCTOCTEpOHa
¥ KOPTHU30J1a, TIpeAITOYTeHIE KEeHIITMHAMMY 9epPT JIUIIA
MYXYMHBI C BHICOKUM YPOBHEM TE€CTOCTEpOHA yTpa-
guBajiock (Moore et al., 2011).

XpoHUYecKHe BO3ICICTBUS CTPECCOPOB U IOBHI-
meHHass aktuBHOCTh ITHC Bemyr kK momaBiaeHMIO
NpPOAYKILIMU TECTOCTEpOHA B CEMECHHUKAX 4Yepe3 Cy-
MPECCUIo TIPOAYKIINY TIOTEMHU3UPYIOIIETO TOPMOHA
(Roberts et al., 2004). OgHako y HEKOTOPHIX BUIOB
MJICKOITMTAIONINX 3aMEYEHO, YTO OcTpas ¢a3za pa3BU-
THSI OTBETA Ha CTPECCOP COMPOBOXIAETCSI, TIOMHUMO
MOOMIN3ALIMM SHEPTrOPECYpPCOB U YCUJICHUST KaTabo-
JINYECKUX MTPOILIECCOB, PE3KUM YBETUUECHUEM YPOBHS
TECTOCTEpOHa B Tepudepudeckoil KpoBu (Sapolsky,
1986; Sapolsky, Ray, 1989; Cavigelli, Pereira, 2000;
Hardy et al., 2002; Buck, Barnes, 2003; Oyegbile,
Marler, 2005). DTo siBIeHUE, TO-BUANMOMY, CBSI3aHO
C aKTUBHOCTBIO TUITOTAJIAMO-CUMIIATO-aapeHAIOBOM
OCH CTpecca, a KOHKPETHO C aKTUBallueil Hopaape-
HEpPruyecKoil CUCTEMbI U OITOCPENOBAHO yJaCTHUEM
HOpaapeHaJlnHa Kak HeiipoMmeauartopa. DTO MOXKET
MPOUCXOAUTH Ha (pOHE MOBLILIEHUS YyBCTBUTEIILHO-
CTU CEMEHHUKOB K JIIOTEMHU3UPYIOIIEMY TOPMOHY,
KOHIIEHTpAllMsI KOTOPOTO B OCTpoii ¢hase Bo3meii-
CTBUSI CTPECCOPOB COLIMATIBHOM IMIPUPOIHI ellle He Ha-
yana mnamath (Chichinadze K., Chichinadze N.,
2008).

JdoMuHMpytomme ocobu W 0codu, WMEIIIre
ONBIT ITOOeH, Yalle, 4eM APYIMe, pearupyroT Ha
CTpecc MOBBIIIIEHHBIM YPOBHEM TECTOCTEPOHA B KPO-
BU (Sapolsky, 1986; Sapolsky, Ray, 1989; Hardy et al.,
2002; Oyegbile, Marler, 2005). DTo MOXeT OBITh CBSI-
3aHO C TeM, YTO JOMUHAHTHI XapaKTepU3YIOTCS TIpe-
MMYIIECTBEHHO HOPaIpeHEePTUYeCKUM OTBETOM Ha
cTpeccophl colimaiibHoit Tipupoasl (Chichinadze K.,
Chichinadze N., 2008). CuMmaTudecKass CTUMYJISI-
1IMS BO BpeMsl CTpecca MOXET IMOBBIIIATh YPOBEHb
LUPKYJIMPYIOIIETO TECTOCTEPOHA HE TOJBKO Y IOMU-
HaHTOB. DTO MOXET 3aBUCETh OT TUIA COLMATIbLHOM
cuctembl Buga. [opMoHaIbHbBIE U HEMpOMeIuaTop-
HBIe 3 (EeKTh B OCTpoii (ha3e pa3BUTUS COIIMOIEH-
HOT'O CTPECCOPHOIO OTBETAa MOTYT YKa3blBaTh Ha B3a-
MMOCBSI3aHHOCTb BbI3BAHHOTO BHEIITHUMU CTPECCO-
paMU TOPMOHAJILHOTO OTBETa C MHTeHCUbUKaIUe
OOMEHHBIX MPOLIECCOB, B KOTOPBIX TECTOCTEPOH TaK-
JKe TIpMHUMaeT ydacTue. B Haliux umccliemoBaHUsSIX
xoMstukoB Koamnoenna (Phodopus campbelli) conu-
aJIbHBIM KOHMJUKT IBYX CaMIIOB, MEPEXONSIINIA 3a-
TeM B KOHKYPEHTHYIO OOphOy 3a oOJlagaHue pereri-
TUBHOM CaMKOM, BbI3bIBaJI OJIMHAKOBOE MOBBIIIEHE
YPOBHS TECTOCTEPOHA B KPOBU KaK y TOMUHAHTA, TaK
Uy CyOMUCCUBHOTO caMlla, Ha (pOHE pe3KOTo MOBbI-
IIEHUS] Y HUX YPOBHS CTPECCUPOBAHHOCTU MpPU TEH-
JNIeHIIMu K OoJiee BBICOKOMY YPOBHIO KOpPTHU30Jia Y
cyomuccuBHoro cammna (puc. 1; Porosun K.A., He-
onyO0JI. TaHHBIE).
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DOMnupudecKre JaHHBIE O BIMSHUM CTpecca Ha
skcnpeccuto BITIT BecbMa mMpOoTUBOPEUYUBHI — OT HE-
raTuBHbIX 2ddekToB (Hampumep, Douglas et al.,
2009) mo momoxurenabHbIX (Hammpumep, Fitze et al.,
2009) unu otcyTcTBUS CBSI3U (Hampumep, Setchell et al.,
2010). MeTa-aHanus cBsi3eil (GOHOBOTO U/UJIU MOMY-
JIMPOBAHHOTO CTPECCOPOM YPOBHSI TJIIOKOKOPTUKOM -
noB (4 mokazarenst) ¢ BIIIT (118 pesynbraToB u3 38
vicclienoBaHuil Ha 26 BUAaX MO3BOHOYHBIX (MJIEKO-
MUTAIOIINX, IITUL, PeNTUIN U aMpudumii)) ¢ KOH-
TpoJsieM (PMJIOTeHeTUYECKOTO CUTHAJIa ObLI IIPOBEICH
cpaBHUTENLHO HengaBHO (Moore et al., 2016). Pe3ynb-
TaThl MEeTa-aHajnl3a CBUIAETEJILCTBYIOT O TOM, YTO pe-
aKIIMsI Ha CTPECCOPHI Y TIO3BOHOYHBIX ITOIABIISICT MH-
BECTULIMU B PEPOAYKTUBHYIO U UMMYHHYIO CUCTEMBbI
U1 MOXKET TaKXKe€ BECTU K COKpaIlleHUIO MHBECTULINIA B
npousBoacTBo BIIII. OmHako MeTa-aHaIU3 B LIEJIOM
He Jajl aBTOpaM UCCeI0BaHUsI BO3MOXHOCTh OTHO-
3HAYHO OLIEHUTh POJIb CTPEcca B IIOJOBOM OTOOPE U3-
3a IIPOTUBOPEUYMBEIX PE3YJILTATOB SMITMPUYCCKUX
WCCJIENOBaHUII O BIMSIHUU CTpecca Ha 3KCIIPECCUIO
BIIII. 3naunmas cBSI3b MeXKIy (U3MOJIOTTISCKUMU
MMOKAa3aTeIsIMA CTPECCUPOBAHHOCTU U IIOJIOBBIMU
curHajamMu (BOKaju3allvsl, pa3MepHble IIPU3HAKU,
MPU3HAKU OKPAacKM W MPEANOYTeHUs] IPOTUBOIIO-
JIOXHOTO I10JIa) OTcyTcTBOoBana. CpemHssl BeJIMInHAa
a¢pdexTa, ogHAKO, 3HAUNTEIILHO BaphHpOBaIa 1o Ye-
TBIPEM TUIIAM TIPU3HAKOB, MTOABEPXKEHHBIX TOJIOBO-
My OTOOpY. ABTOpPBHI OOBSCHSIIOT ITOJIYYECHHBIA pe-
3yJIBTAT BIMSIHUEM Ha 3KCIPECCUIO ITIPU3HAKA TaKUX
¢akTopoB, KaK 3KOJIOTUSI BUAA, TUI UCCIEIYEMOTO
npu3HaKa (CTpYKTYPHBII MJIM OBEASHYECKUIA), 9KO-
JIOTMYECKUIA KOHTEKCT M CII0KHBIN XapaKTep (QU3no-
JIOTUYECKOro OoTBeTa mpu crpecce. OUeBUIHO, UTO
3TU (PAKTOPHI JOIKHBI OBITh YUTEHBI OOBICHUTEIIb-
HOM MOZEJIbI0, HO X TPYOHO Y4YeCTh IIpU MeTa-aHa-
JIMTUYECKOM TIOAXOJe B CUJIy OTPaHUYEHUIA CO CTO-
POHBI ASMITMPUYECKOI0 MaTepHaJa.

CoBceM HEIaBHUMIT TpamWIIMOHHBIM, HO OYEHb
TIIATEJILHO IIPOBEICHHBI CPaBHUTEJIbHBIN aHaIN3
OonyOJIMKOBAHHBIX PadOT O CBI3SIX YPOBHS TJIIOKO-
kopTtukonnoB (I'K) ¢ 1mooBeIMM CUTHaJIaMHM CaMIIOB
¥ C BEIOOpOM caMKaMM ITapTHepa moKasajl, YTO B3au-
MOCBsI3b Mexkny KoHueHTpauusamMu 'K u kayecTBoM
MOJIOBBIX NMPU3HAKOB CaMlla TakKXe HEONHO3HayHa
(Leary, Baugh, 2020). DTa HEOTHO3HAYHOCTh COXpa-
HsJIaCh HE3aBUCUMO OT TOTO, OBLIM KCCJIEIOBaHUS
coKyCHUpOBaHbl Ha CTPYKTYpPHBIX IIpU3HaKax
(oKkpacka), Ha MOBEICHUU PEeKIIaMUPOBaHUS (BOKa-
JIM3a1usl), pacCMaTPUBAIMCh JIA OTHOLICHUST MEXIY
I'K u curHajamMu B KOHTEKCTE pa3BUTHUSI MpH3HaAKA
WJIY €ro aKkTuBauuu. TeM He MeHee HEKOTOPhIE KC-
IIEpUMEHTEL 110 BBIOOPY ITapTHEpa, KOTOPbIE ObLIU
METoAoJIorndYeckn Haubosiee BoiaepkaHbl (7 pador),
MoKa3ajin, YTO CAMKU MPEANOYNTaIOT CaMIIOB C HU3-
kuM ypoBHeM ['K. B 3Tux nccienoBaHUsIX OpU3HAKU
yXaXKMBaHUS CaM1IOB ObUIM MPOCJIEXEHBI B X JUHA-
MUKe (HaIllpuMep, U3MEHEeHHNe CBOMCTB BOKaIM3allun
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VUIN 3JEKTPUUECKMX CUTHAJIOB BO BPEMEHM), a YPO-
BeHb I' K M3MEHSIJICS SKCIIEpUMEHTATOPOM.

OnHako BbBISIBJIEHHAsT TEHIEHLIMS OTHIOAb HE
O3HayaeT, YTO IOJOBOM OTOOp OydeT HEU3MEHHO
MOAIEPKUBATh HU3KYIO CTPeCC-peakKTUBHOCTh. Hu3-
Kasl peaKTUBHOCTD OyIIET IMOBBIIIIATh PUCK TUOEIN OT
xuinHuKa (Baugh et al., 2017). DTo 6bL1a ObI JOpOTas
IuiaTa [aJjist HamboJjiee SKCTpaBaraHTHEIX caM1IoB (Ber-
nal et al., 2007; Dapper et al., 2011; Leary, Crocker-
Buta, 2018). Kak cuuratot JIupu u bo (Leary, Baugh,
2020), 1monoBoii 0TOOP, CKOpee BCero, MOXeT 0J1aro-
MPUSATCTBOBATh Pa3IUYHBIM TOPMOHAJILHBIM (heHO-
THUIIaM C Pa3IMYHBIMU PEMPOAYKTUBHBIMU CTPATETU -
aMu  (HampuMep, aJdbTepHATUBHBIMU TaKTUKAMU
criapuBaHusl). DTO pa3yMHasi MbIC/Ib, HO OHa HE cJie-
JIIyeT HEIMOCPEACTBEHHO W3 pe3yJIbTaTOB aHaju3a.
OcraeTcss HENOHSTHBIM, HACKOJIbKO pe3yJIbTaThl
9KCIEPUMEHTOB (MpeanoYTeHre CaMIIOB C ITOHU-
>KEHHOM CTPECCUPOBAHHOCTHIO) HE SIBJISIIOTCS CJEHA-
CTBHEM BJIMSIHUSI CTPECCOBOI 0OCTAHOBKM IKCIIEPU-
MEHTa, CTpecca, HaBEIEHHOIO 3KCIIEpPUMEHTAIbHbI-
MU MaHUMOYJISLIUSIMU, U HACKOJIBKO IIUPOKO MOXHO
SKCTPaNoJIMpOBaTh BBISIBICHHYIO TeHAcHUMIO. Ha-
MIpUMep, Y KOOMEPaTUBHO Pa3MHOXKAIOIINXCS BUIOB
(r1aBHBIM 00pa3oM pabdoOThI IO MJIEKOMNMTAIOIIVIM)
MMEHHO JOMMHUPYIOIINUE CaMIIbl, 00JIaTalolIne Har-
OOJIBIIIMM PEIIPOAYKTUBHBIM YCIIEXOM, OTJIMYAIOTCS
MOBBIIIEHHOI cTpeccupoBaHHOCcThIO (Creel, 2001;
Creel et al., 2013). IIpaBga, B 3THX ClIy4asiX pedb MO-
XeT uaTn 06 a3dpdekTax BHYTPUIIOJIOBOTO OTOOPA; pe-
KPYTUPOBAaHUE CaMOK JIOMWHAHTOM MOXET OCYy-
LIECTBJISThCSA 110 IIpaBy cuibHOTOo. C Opyroii CTopo-
HBI, (akTbl M3MEH TapeMHBIMUA CaMKaMW WIA
caMKaMHM Y COLIMAIbHO MOHOTaMHBIX BUIOB LIIMPOKO
n3BecTtHBl (Hill et al., 1994; Clutton-Brock, Kavita,
2006; Platek, Shackelford, 2006; Kokko, 2015, u ap.). B
HallIMX OBKCIIEpUMMEHTax ¢ XoMsiukoM Koamrmoesnna
(IIPOMMCKYUTETHBIN BUII, HO C IPU3HAKAMM COLIMAJIb-
HOIM MOHOTaMMHM) 110 BBIOOpPY ITapTHEpa CeKCyaabHO
MOTUBUPOBAaHHBIMU caMKaMM U3 Tap CaMIIOB-CUO-
coB, oTiaMyaBlIMxcs 1o skcrpecuu BIIII, okaza-
JIOCh, YTO CAMKM IIPEAIIOYUTAIN CIIapUBATHCS C CaM-
LIaMM, He TIPOSIBJISIBIIMMU MTPU3HAKOB rpyObOro Hacu-
muss. Hwum  ypoBeHb  ITIIOKOKOPTUKOMIOB, HHU
skcripeccus BITII, Hu TecTtocTepoH, HM TOKa3aTeIn
COCTOSTHMSI aIalITUBHOTO UMMYHUTETA HE BIUSUIN Ha
BBIOOp mmapTHepa camkoii (Rogovin et al., 2017; Bacu-
JIbeBa u ap., 2017).

AHaJIM3 HEMHOTOYMCIIEHHBIX paboT, B KOTOPBIX
HUCCIIEA0BAIMCH CTPECCUPOBAHHOCTh CAMOK U UX pe-
aKlMsg Ha II0JIOBBbIE CUTHAJIbl CaMlIOB, CBUIETECIb-
CTByeT 00 yMepEeHHOM, AeMI(MUPYIOIIEM BIUSHUU
noBbIIIeHHOTo ypoBHS 'K Ha cekcyanbHYIO aKTHB-
HocTh camok (Leary, Baugh, 2020). OgHako paxe
O4YeHb BbICOKMEe ypoBHU 'K B KpoBU U CUILHEIE
CTpeccOphl JajieKo He Bcerga CIOCOOHBI MOMaBUTH
CeKCyaJIbHyl0 MOTUBAlIMIO CaMOK. YUMThIBasi Gosee
OrpaHUYEHHYIO BpeMeHeM (hepTUIIBHOCTh CaMOK 10
CpaBHEHUIO C caMIlaMW y MHOTHMX ITO3BOHOYHBIX U
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YacTO MOBBIIIEHHBIC Y caMoK ypoBHM 'K Ha mmke
CeKCyaJlbHOM aKTMBHOCTH, MOXHO NPEINOJIOXUTh,
YTO CaMKHU JOJDKHBI OBITh MEHEe YYBCTBUTEIBHBLI K
BeicokuM ypoBHsSIM ['K, yem camumr (Wingfield,
Sapolsky, 2003). INosenuenHsle ypoBuu 'K, Bumu-
MO, MOTYT TaKXe OCJIa0JISITb TUIWYHBLIC BUIOBEIC
npeanoyreHuss B orHomeHun BIIIT camma (Leary,
Baugh, 2020). HakomieHue maHHBIX TakKoro poja,
BO3MOXHO, pacIIMPUT Hallle IIOHMMaH1e TOTo, B Ka-
koit Mepe 'K cmocoOHBI BIMATh HA MTHTEHCUBHOCTh
MeXI10J0B0oT0 0TOOpa B oTHOIIeHUM BITIT camiia.

B uccnenoBaHUsIX OTHOIIEHUIA MEXIy OpHaMEH-
toM 1 ITHC BHuUMaHuMe OBLIO COCPEOOTOYEHO Ha
BO3IEMCTBUM TOPMOHOB CTpecCca Ha OpTaHU3MEHHEIC
GYHKUIMU U peHOTUITNIecKUe TIpu3Haku. CoOCTBEH-
HO MOJEKY/ISIpPHBIM MEXaHU3M B3aMMOICHCTBUS
ocrtaBajicsl 0e3 BHMMaHUSI. OOHAKO, KaK CUYUTAET
Xur (Hill, 2014), cmenieHue akiieHTa Ha IIPOIIECCHI,
IIPOUCXOMSIINE B KIJIETKE, JacT BO3MOXHOCTh KOH-
KpEeTU3UPOBaTh U JIy4llle IIOHSTH IIPUPONY CBS3U
MEXIY CTPECCOM, COCTOSIHMEM OpraHu3Ma, OpHa-
MEHTOM U IOBEACHUEM.

[ MIOKOKOPTUKOUIBI aKTUBHO BJIMSIOT Ha SHEPre-
TUYECKUe TMpoliecchl B opraHu3Mme. Ha cybkieTou-
HOM YPOBHE OJHVUMU U3 OCHOBHBIX MUILIEHE TTIOKO-
KOPTUKOUJIOB KAaK CUTHAJbHBIX MOJIEKYJI (Hapsiay C
JIPYTUMU CTEPOUTAMU M TOPMOHAMMW IIUTOBUIHOM
xene3nl) sBiasiorcas mutoxoHnpuu (Koufali et al.,
2003; Psarra et al., 2006; Du et al., 2009; Lee et al.,
2013; Shutt, McBride, 2013). UMeHHO MUTOXOHOPUU
OTBETCTBEHHBI 32 YIOBJICTBOPECHUE SHEPTETUICCKIX 3a-
IIPOCOB, OOYCJIOBJICHHBIX peakKlieil Ha CTPEeCCOphl —
GoraTble SHEPrueil MOJEKYJbl MOOWIU3YIOTCS U3
SHEPreTUYECKUX pe3epBOB opraHuzMa. BiaustHue
MIIOKOKOPTUKOUIOB Ha (PYHKIIMOHAJbHYIO aKTHB-
HOCTb MUTOXOHJIPUIA OCYILIECTBIISIETCSI Yepe3 X BO3-
JIEJAICTBYE Ha TPAHCKPUIILIUIO siAepHbIX TeHOoB (Psarra
et al., 2006; Scheller, Sekeris, 2013). OgHako IIIOKO-
KOPTUKOUIHBIE pelleNTOPHI IPUCYTCTBYIOT U B CAMUX
mutoxoHapusx (Lee et al., 2013). Takum obpazom,
MUTOXOHIpHAJIbHASI aKTUBHOCTh MOXKET PeryJIMpo-
BaThCS TJIIOKOKOPTUKOUIAMU JHUOO IIOCPEACTBOM
MPSIMOTO BO3ACHCTBUS HA MUTOXOHAPHUAJIbHbIC TEHBI
OKHUCJUTENbHOIO (dochopriupoBaHus, JUOO KOC-
BEHHBIM MyTEM UYepe3 B3aUMOJEICTBYE C SAePHBIMU
reHaMH, KOTopbie KoaupyoT KoMmiuiekcel OXPHOS
(Lee et al., 2013). UsMeHeHUs1 HDYHKIIMOHATIBHON aK-
TUBHOCTU MUTOXOHIPWIA, B CBOIO OYepedb, BIUSIOT
Ha LIeJIbII pSi KITIOUYEeBBIX aCTIEKTOB (DU3MYECKOTo CO-
CTOSTHUSI OpTaHM3Ma, BKJIto4ast Ipou3BoacTBo ATD,
TETJIONPOIYKIINIO, CKOPOCTh METab0JIN3Ma, JIMTIOTe-
He3, MMMYHHbBIE PeaKIIM1 U OKMCIUTEIbHBIN CTaTyC
(Hill, 2014).

UMMYHHBIU TAHOUKAI V JJIOOAEN

B mocnenHue rogbl mpoOyausicsd HaCTOWYWBBIN
nHTepec K npoBepkaM I'UT Ha moasx. Dt uccieno-
BAHUSI CBSI3aHBI C YK€ JOBOJIBHO TOJITO MPOAOJIKAIO-
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IIUMUCS TIOMCKAMU KPUTEpPHEB BBLIOOpa MapTHepa
KEHIIMHAMU 1O BHEINHUM (PeHOTUITMYSCKUM IIPO-
SIBJICHUSIM (MAaCKYJIMHHOCTB YepT JIMIIa, Tejla, ToJIo-
ca, mpu3Haku GIykTyupymolieil acummerpun) (Rob-
erts, Little, 2008; Rosenthal, 2017). IToka3zaHa moJjio-
XKUTEIbHASI CBSI3b MEXIY MAacCKYJIMHHOCTBIO JIHlIa
MYKUYUHBI M1 aHTUTEJI000pa30BaHMEM B OTBET Ha BaK-
LHY npoTuB rernatuta B (Skrinda et al., 2014). Ypo-
BCHb TECTOCTEPOHA Y MYXYMH OBbUI ITOJIOXKUTEIBHO
CBSI3aH KaK C UMMYHHOM YyBCTBUTEILHOCTBIO K BaK-
LIMHE, TaK U C IPUBJICKATEIbHOCTHIO MY>KCKOTO JIMIIA
TSI XKSHILMH. DTa CBSI3b ObLJIa cCaMOIi CUJIBHOM cpeau
MYXXYMH C HHU3KMM YpoBHeM KopTm3ozia (Rantala
etal., 2012a). OnHako B IpyroM MCCJIEAOBAHUM COB-
MecTHOTO 3¢d@deKTa TeCTOCTEpOHA M KOPTHU30Ja Ha
aTTPaKTUBHOCTh MY>KCKOTO JIMIIA IJIsI JKEHIIIMH O0OHa-
pyxeHo He 6bu10 (Kandrik et al., 2017). MackynuH-
HOCTb JIM1IA U T€JIa MY>XXYUH IIPUHSITO MUHTEPIPETUPO-
BaTh Kak BIIII. OngHako XXeHIINHBI JaJIEKO HE BCeraa
MPEANOYUTAIOT MYKUYUH C MYXKECTBEHHBIMU 4YepTa-
MU, a 3TU YEPThI, KaK ITOKA3bIBAIOT UCCICOOBAaHMUSI,
BechbMa MaJjio CBsI3aHBI co 3mo0poBbeM (Nowak et al.,
2018). B wuccnenoBaHuu PaHTtanbl ¢ coaBTopaMu
(Rantala et al., 2012b) nmoka3aHo, YTO HE MaCKyJIWH-
HOCTB, a XHUPOBBIC OTJIOXEHUS CTATUCTUYECKU 3HA-
YUMO OITOCPEAYIOT CBSI3b CUJIbI UMMYHHOI'O OTBETA
(anTtuTena K renatuty B) ¢ mpuBiIeKaTeaIbHOCTHIO
MY>KCKOTO TeJjla U JINLA IJisl XKeHIIUH. B aToM ciyyae
ryMopajibHass UMMYHOPEAaKTUBHOCTh OTPHUILIATEIBHO
CBsI3aHa C XKMPOBLIMU OTJIOKECHUSIMHU, & OHU, B CBOIO
ouepenb, OTPULIATEILHO CBSI3aHBI C IIPUBJIEKATEIb-
HOCTBIO MYXXYMHBIL. LIMpKyIuMpyIOLInii TECTOCTEPOH
TaK:Ke oKa3zajics 00Jiee TECHO CBSI3aHHBIM C KOJIUYE-
CTBOM XUPOBBIX HAKOIUIEHUIA, HEXEIU C MACKYIH-
HOCTBIO.

ITpu u3yyeHMU HETMOCPENCTBEHHBIX OTHOIIEHUM
MEXIy MapKepaMy UMMYHOKOMITETEHTHOCTU U MYK-
ckoro ronoca, CkpuHaa u coaBTopkhl (Skrinda et al.,
2014) He HAILIKU CBSI3U YPOBHS TECTOCTEPOHA WJIH I'y-
MOPaJIbHOTO UMMYHHOTO OTBETa Ha BaKIIUHY IMPOTUB
reraTtuta B ¢ ocHOBHOI YacToToit U (hOpMaHTHBIMU
yacToTaMM MYXKCKOTro rojoca. B npyrom mccienona-
HUM Ha ABYX BBIOOpPKAX MY>KUYMH ObLIO MOKa3aHO, YTO
0osiee BLICOKUI YpOBEHb LIMPKYJUPYIOILIETO TECTO-
cTepoHa u 6oJiee HU3KUIA YPOBEHb KOPTU30JIa TIpe.i-
CKa3bIBalOT 00JIee HU3KYI0 OCHOBHYIO YaCTOTY T'OJIO-
ca (Puts et al., 2016).

Xomxkec-CumeoH ¢ coaBropamu (Hodges-Simeon
et al., 2015, 2019) uccnenoBaiu OOJbBIIYIO BHIOOPKY
MOJIPOCTKOB U3 IJIEMEHU OXOTHUKOB-cobupareseit
Humane (Tsimane) B boauBuu. Bo3pact HacTymie-
HUS MMyOepTaTta OLEHUBAIMU 110 KPUBBIM TUHAMUKU
uHaekca maccel Tena (BMI). MccnenoBareneit unre-
pecoBajia CBsI3b CEKPETOPHOIO UMMYHOIJIOOYIMHA A
(sIgA — aHTuTeNa, mpoaynupyeMbie TUM@OLIUTAMU,
KOTOPBI€ BBIAESIOTCS Ha IOBEPXHOCTU CIIM3UCTBIX —
TaK Ha3bIBa€Mblii MYKO3HbIi UMMYHUTET) 1 YPOBHSI
TeCTOCTEpOHA B CJItOHE. Pe3ysbTaThl CBUIETEIHLCTBO-
BaJIM O BJUSIHUM TECTOCTEPOHA Ha CBSA3b MEXIY CO-
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crostHueM 310poBbs (BMI 1 sIgA) n BokaibHOM Mac-
KYJIMHHOCTBIO (00 OTCYTCTBUM CBsi3U SIgA ¢ TecTo-
CTepoHOM Yy My4uH cM. Anders, 2010). Ha ypoBHe
IBYyX(aKTOPHBIX B3aUMOAEUCTBUI SIgA Koppeampo-
BaJl MOJIOXKUTEJBHO C TECTOCTEPOHOM, €JIabo U MOJIo-
KUTEJIBHO € XUPOBBIMU OTJIOXEHUSIMU, HO HE KOP-
peJIMpoBaJl C OCHOBHOI YacTOTOI rojsioca, €e u3MeH-
YUBOCTbIO U (DOPMAHTHBIMU XapaKTEPUCTUKAMU
(Hodges-Simeon et al., 2015). Ecniu y nmapHeii ypoBeHb
CBOOOJTHOTO TECTOCTEPOHA TMOJOXKUTEIBHO KOppeIn-
poOBaJI C ypOBHEM UMMYHOIJIOOYJIMHA A B CITIOHE, TO Y
JIeByIlleK 0oJjiee BBICOKOE CcolepKaHUe 3cTpaaroia 2
(E2) 6b110 cBSI3aHO ¢ OoJiee HU3KUM YPOBHEM SIgA
(Hodges-Simeon et al., 2019). Ciabbie 1 mpoTHUBOpe-
YUBBIE CBSI3U MEXIY COCTOSIHEM MYKO3HOTO UMMY-
HuTteta (ImA), TeCTOCTEpOHOM B CIIIOHE I BOKAJIbHBI-
MU XapaKTepUCTUKAMHU MYXKCKOTO roJjioca Ipoje-
MOHCTPHUPOBAJIO HeJaBHee uccienoBaHue APHOKH C
coaBT. (Arnocky et al., 2018).

IMoanepxuBalT Ju TepeyrcClIeHHbIe BbILIE MC-
cinengoBanust 'TMI'? Ckopee HeT. DTH UcCaeI0OBaHUS
OPUEHTUPOBAHBI B OCHOBHOM Ha OLIEHKU CBSI3U MEX-
Iy YPOBHEM aHAPOTreHU3MPOBAHHOCTU, (hEHOTUIIU-
YEeCKMMU YepTaMU MYXUYMHBI U BBIOOPOM MapTHeEpa
JKEHIIIMHAMU, a UMMYHHAas (hyHKIIMSI B HUX OLICHUBA-
eTcsl TI0 OTHEeJIbHBIM ToKa3atensiM. B aToM cmbicie
3amno3naibiii uHTepec K 'MI B HemaBHUX MccaenoBa-
HUSIX Ha JIIASIX CTaBUT 3TU pabOThl B Psi DKCIIEPHU-
MeHTOB 1o TectupoBaHmio I'MI' koHua 1990-x—Ha-
yana 2000-x rogoB. McciaenoBaHusi, B KOTOPBIX UM-
MYHOKOMITETEHTHOCTb y Jitojieifi B KoHTekcte [T
OLIEHMBAETCS MO HECKOJILKUM TapaMeTpaM, NpakTu-
YECKM OTCYTCTBYIOT. B ITepBoM TakoM ucciieIoOBaHUU
OLIEHWBAJIU CBSI3U MEXKAY PSAOM IToKa3aTesieid BpOXK-
JIEHHOTO Y aJalTUBHOTO MMMYHUTeTa ((yHKUIMU
HEUTPO(DUIOB, aKTUBHOCTb KOMIIJIEMEHTA, AKTUB-
HOCTb JIM30LIMMAa, KAaUeCTBEHHBIN U KOJIUYECTBEHHBII
aHamm3 B- u T-muMmdoumToB) 1 ypoBHEM CBOOOIHOIO
TECTOCTEPOHA, OOIIEro TECTOCTEPOHA, AUTHMAPOIIU-
anapocreHoHa (DHEA) w murumporecTocTepoHa
(DHT) B CBHIBOPOTKE KpOBU 3IOPOBBIX MYXKUYMH
(Nowak et al., 2018). CnenaHHble aBTOpaMU BBIBOJbI
M0 pe3yJibTaTaM MCCIEAOBAHUS HE CBUACTEILCTBYIOT
B 11ob3y ' II'. YpoBHU CBOOOIHOTO TECTOCTEPOHA U
otyacti DHT monoxuteapbHO KOppeJIMpoOBaJu C CU-
JIOt UMMYHHOT'O OTBETa Ha BaKLIMHY ITPOTUB I'PUIIIIA.
O6mwmii Tecroctepod 1 DHEA BooO6I111ie He TToKa3anu
WMMYHOMOYJIMPYIOLIUX CBOKUCTB. ABTOpBI IMPUXO-
JISIT K 3aKJIIOYEHUIO, YTO Y JTIO/Ied aHAPOTEHBI CIEayeT
paccMaTpuBaTh CKOpee KakK WMMYHOMOIYJISITODHI,
HEXeNIM Kak MpsiMble UMMyHocyIipeccopbl (Nowak
etal., 2018).

[MTPOBJIEMbI TECTUPOBAHUSA TUT
N NNEPCITEKTHUBbBI NCCIIEJOBAHWN

MHorue ¢akTopbl MOTYT BIIMSITh Ha pe3yJIbTaThbl
nposepok BamumHocT ['MT. K HuM oTHOCSTCS:
JKYPHAJI OBILEN BUOJIOTUU
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1) pasnuuHbIii 3¢p(HEKT TeCTOCTEPOHA B OTHOIIIE-
HUM pa3HbIX MMMYHHBbIX GyHKUui (Jloxmuuiep,
MoukuH, 1999; Braude et al., 1999; Moshkin et al.,
2000; Roberts et al., 2004; Litvinova et al., 2010; Foo
et al., 2017), TecHO cBSI3aHHBI C IIPOOJIEMOI pecypc-
HOIi (PHEpPreTUYEeCcKoil U CcyOCTpaTHOI) CTOMMOCTHU
nMMyHHBIX peakiuii (Ksiazek et al., 2003; Sandland,
Minchella, 2003; Martin et al., 2008; Hasselquist,
Nilsson, 2012);

2) BUAoBas creluduKa Xo3siMHa: ero 3KoJioTuye-
cKue TpeOOBaHUS, CUCTEMa CIIapUBaHUI, YCTOMYM-
BOCTb OpavHbBIX CBSI3€ii, COLIMAIbHAS POJIb B TPYIINE U
1.11. (Klein, Nelson, 1998; Jloxmumnep, MoIIKUH,
1999; Moore, Wilson, 2002; Bielby et al., 2015);

3) BumoBas crieurduka napasuToB 1 BO30yquUTe-
neit 6osesHeii (Moshkin et al., 2002; Novikov et al.,
2015; Budischak et al., 2018);

4) cragus penpoayKTUBHOTO XU3HEHHOIO LIMKJIA
(Martin et al., 2008), Bo3pacT (Peters et al., 2019);

5) ce3onnbie 3 dexThl (Nava et al., 2001; Nelson
et al., 2002; Nelson, 2004; Martin et al., 2008);

6) (haza MOMYISILIMOHHOTO LUKJIA, MOIYISIINOH-
Has IUIOTHOCTH (Svensson et al., 2001; Calsbeek et al.,
2008);

7) mpocTpaHCTBeHHas reTeporeHHOCTh (Albery et al.,
2019), kauecTBO MecToobuTaHus (Audet et al., 2015);

8) reorpaduyeckoe mojioxeHue (Martin et al.,
2008);

9) xmumat (Martin et al., 2008; Mignatti et al.,
2016; Rollins-Smith, 2017).

JlelicTBrEe IepeynCIIEHHBIX (PAKTOPOB B OOJIBIION
CTEeTeH! onocpeaoBaHo MexaHu3MoM ctpecca (Nel-
son, 2004; Zysling, Demas, 2007; Martin, 2009).
K crpeccopam, BIMSIONIMM Ha OTHOLIEHUSI MEXIY
tectoctepoHom, BIITI, uMMyHUTETOM U penpoayK-
TUBHBIMU KayecTBaMH, CJieIyeT OTHECTU U Ipecc
xuiHuKoB (Roy, Holt, 2008). K aTomy HeoOxoaumMo
J100aBUTH TPOOJIeMy HECOBMECTUMOCTU BPEMEHHBIX
mKaa npu tectupoBanuu I'MI' Ha ypoBHE MeXBUIO-
BBIX cpaBHeHU. DKkcrpeccust BITI u 3apaxkeHHOCTH
rnmapasuTaMu MOTYT ObITh HE CKOPPEJIMPOBaHBI, TO-
ckojibKy BIII1 SBISIIOTCSI OTHOCUTEIBHO YCTOMYM-
BBIM PE3yJIbTATOM JTUTEIbHOI 3BOJIIOLIMHU, a TTapa3u-
TapHble HAarpy3K1 IIMPOKO BapbUPYIOT BO BpeMEHU U
OLIEHMBAIOTCS B MOMEHT uccienoBaHusi. To, 4To pa-
0oTaeT Ha BHYTPUBUAOBOM WJIM AaxKe BHYTPUIIOMY-
JIIUMOHHOM YpOBHE, HE 00513aTeIbHO JOJDKHO pabo-
TaTh Ha YPOBHE MEXBUIOBBIX CPAaBHEHUIA.

IMonyyuBinii MOMYJISIPHOCTh, METa-aHalM3 Kak
crioco6 mpoBepku BanmumHoctu M He crocobeH
Y4ECTh BIMUSIHME€ MHOIMX M3 MEPEYMCICHHBIX BBIIIE
¢$aKkTOpOB, MPOCTO B CUJTy OIPaHUYEHHOCTU YHCIIA
ncciaenoBaHuii. HeusoexHbili ¢popMaain3M Ioaxoaa
BEJET K HEJIOyJeTy OMOJIOTUYECKOro 0a3uca, IIpucyT-
CTBYIOIIETO B XOPOIIIO CIIJIAHUPOBAHHBIX, C YIAYHBIM
BEIOOPOM OOBEKTAa 3MITMPUYECKMX HCCIEIOBAHMSIX
(Ioannidis, 2010). B OmoMeauIMHCKNX HayKax T0Be-
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pHe K pe3yiabTaTaM MeTa-aHalln3a OIpaBIaHoO CYIIe-
CTBYIOILIMMU CTaHAApTaMM TCCTUPOBaAHUA IIpeIiapa-
TOB U MEIULMHCKMX IpakTuK. IlepeHeceHHBII B
9BOJIIOLIMOHHYIO 3KOJIOTHIO 3TOT IIOAXOI TAUT B cede
OITAaCHOCTh OIIMOKM TIEpBOT0O poja. DTO CBSI3aHO C
OTCYTCTBUEM CTPOTUX CTaHAAPTOB B MCCJIEAOBAHU-
SIX, a TAKXKE CO CTATUCTUYECKUMU OIPAaHUYCHUSIMH,
OOYCJIOBJICHHBIMM MaJILIMU pa3MepaMHU BBIOOPOK
(Poulin, Forbes, 2012). He oTpulias MOJOXUTEb-
HOro 3HA4YeHUsSI MeTa-aHaJIMTUYECKOro IIOAXO0Ma,
HaM MOpeICTaBISIETCS BaXKHBIM pPa3BUTHE COUYETAO-
II1X CPAaBHUTEIbHBIN KOPPEISIIUOHHBIN 1 9KCIIepr-
MEHTAIbHBIA TOAXOObl MCCIEIOBAHUI C XOPOIIO
npopabOTaHHBIM OMOOrMYecKUM Oa3ucom. I1pume-
pbI TAKMX pabOT CYIIECTBYIOT KaK CPEAU CPaBHUTEIIb-
HO OITMCATENbHBIX JOJITOBPEMEHHBIX MHIUBUIYATb-
HO OPMEHTHUPOBAHHBIX UCCIIENOBaHUI, OCHOBAHHBIX
Ha aHai3e CBs3eil (hOHOBBIX ITOKAa3aTeIeii UMMYHO-
KOMIIETEHTHOCTH, SHIOKPUHHOTO CTaTyca, Perpo-
TYKTUBHOTO YCHUJIMS U PEIIPOAYKTUBHOTIO ycIexa, Tak
W Cpeay dKCIepUMEHTAIbLHBIX UCCIIENOBaHMUIl, B KO-
TOPBIX TTOMUMO BBIIIECKA3aHHOTO OCYIIECTBISIOTCS
MaHUMYJISLUIUA ¢ UMMYHHOM aKTUBHOCTBIO, TOPMO-
HaJIbHBIM (DPOHOM, MPOBOASTCS MOBEACHYECKHUE TE-
CTBI KaK B JJabopaTOpUM, TaK ¥ B IPUPOITHOMN 06CTa-
HOBKE.

IIpuMepoM TIepBBIX MOTYT CJIOYXUTb HEIaBHO
OITyOJIMKOBAHHBIC Pe3yIbTaThbl MCCICOOBAHUS I0XK-
HOaDPUKAHCKUX COITMATBHBIX BUBEPOBBIX — CYypUKaT
(Smyth et al., 2018). B ux ceMelHbIX KJ1aHaX MOAAEP-
JKMBaeTCS CUCTeMa TOMWHAHTHBIX pAaHTOB Cpely ca-
MOK. Pasznmmumss B mepapxXuyeckoM cTaTyce Cpenm
YJIEHOB TPYIIbI CBSI3aHbI C AaCUMMETPUE B PEIpo-
TYKTUBHBIX BO3MOXKHOCTSIX, MOP(OIOTUM, TTOBEHE-
HUM, KOMMYHHUKaluu u ¢usnoioruu. CypukaTbl
YHUKAJIBHBI €111e U TeM, YTO JOMUHUPYIOIIUE CAMKU
XapaKTepu3yIOTCs BBICOKOM (HaMOOJBINE cpenu
JIPYTMX CaMOK) CyMMapHOI KOHIIEHTpallMeid aHIpO-
TeHOB (aHAPOCTEHAMOHA U TecTocTepoHa). J1is usy-
YeHUs CBsI3eil mepapXmIecKoro craTyca, aHapareHu-
3UPOBAHHOCTU OpPTaHW3Ma C BPOXIEHHOM MMMYHO-
KOMIIETEHTHOCTBIO Y CaMIIOB M CAMOK CYpUKAaT ObLIU
WCITOb30BaHbl TIPSIMBIE TIOKA3aTeld COCTOSTHUS
BPOXXICHHOTO MMMYHUTETA — aKTUBHOCTH KOMILIE-
MEHTa Y TUTPBI NpUpPOAHBIX aHTUTEN (Smyth et al.,
2018). Ha aTOM yHMKaJIbHOM BHUJIE B IMPUPOAEC yIda-
JIOCh TMI0Ka3aTh, 9YTO, IO CPAaBHEHUIO C TTIOMYMHEHHBI-
MU 0COOSIMU, TOMMHAHTHbIE XXUBOTHBIE UMEU T10-
HIDKEHHYIO CITOCOOHOCTB CHIBOPOTKU KPOBU K YHU-
YTOXEHUIO OaKTepuii, a y IOMHUHAHTHBIX CaMOK
OTHOCUTEILHO TMOMYMHEHHBIX HAO0JI0Jaach MOHU-
JKeHHasI TeMOJIMTUYECKasd aKTUBHOCTh KOMIUIEMEH-
ta. HezaBrcrMoO OT mosra Win COIMAaIbHOTO cTaTyca
0COOM KOHIEHTpalusl aHAPOCTEHAWOHA OTpUlla-
TeJbHO TIpelcKa3biBajla UMMYHHBIN cTatyc. Bpox-
IeHHasT WMMYHOKOMITETEHTHOCTh 110 Ha3BaHHBIM
MokasaTeJsisiM He Obljla CBsi3aHa HU C BHEIIIHUM CO-
CTOSTHHEM OpraHW3Ma, HU C BO3PacTOM, HH C peIIpo-
TYKTUBHO# aKTUBHOCTBHIO. OKa3aoch, YTO ITOMU-

JKYPHAJI OBLIEN BUOJIOTUU

HUpPYIOIINEe 0COOM 000MX ITOJIOB OTIINYAINCh UMMY -
HOII,G(I)I/IU,I/ITOM, 4YyTO IIO3BOJSACT paccMaTpuBaThb
MMMYHOCYIIPECCHIO B KA4eCTBE IJIATHI 32 paHT. AH-
IPOCTEHAUOH CaMOK CYpUKAT MOXET OOYCIOBJIU-
BaTb JOMMHUPOBaHME U PEIIPOAYKTUBHBIN yCIIeX, 1
JIOCTUTAETCSI 3TO ILICHOM NOJaBJICHUS WMMYHHOM
dyukuuu. CraeacTBUeM NOJaBIEHUS WMMYHUTETA
SABJSIETCS YBEJIMYEHUE Tapa3suTapHOM HarpysKu.
K 3TOMy HY>XHO 106aBUTh, YTO Y CAMOK CYpMKaT XO-
pOILIO pa3BUTHI CUTHAJIbHBIE CPEICTBA IIEpeJadyu UH-
dopmanum o craryce JOMUHUpoBaHUs. Bce ckazaH-
HOE C YYETOM YHMKAJILHOCTU COLIMAILHOM CUCTEMBI
BUJA CTAaBUT MOJy4EHHbIE PE3YJILTATHI B Pl yoe -
TeJIbHBIX CBUACTENbCTB BamaHocTu ' UT', HecMoTpst
Ha TO, YTO OCHOBaHLI 3TU Pe3yJIbTAaThl HA HAOJIIOHC-
HUSIX U aHaAJIM3e CBsI3eil. DTa paboTa TakKe IoKasaja,
YTO SHAOKPUHHBIM MEXaHU3M PETyIsSLuU UMMYHU-
TeTa He 00s13aTeIbHO JIOJDKEH OBITh OIIOCPEIOBAH MC-
KJIFOYUTEJIBHO TECTOCTEPOHOM.

ApyruM npuMepoM yXe 3KCHEePpUMEHTAILHOIO
MOJIX0/1a, COYETAIOIIEeTO MAaHUITYJISIIMNA TOPMOHAMMU,
Mapa3uTapHO HArpy3Koil MM MMMYHOKOMIIETEHT-
HOCTBIO C OLIECHKOM KOHKYPEHTOCIIOCOOHOCTHU CaM-
OB (peNpOAYKTUBHOTO YCUIUS B O0ph0OE 32 CAaMKy U
MIPUCIOCOOIIEHHOCTH (PEIpPOAYKTUBHOIO YCIexa))
MOTYT CIYXMTh 3aMedaTe/IbHble HCCAeIOBaHUS Ha
pbiXeit moneBke (Myodes glareolus), BHIIOTHEHHBIE
MEXIYHAPOIHBIM KOJIJIEKTUBOM YU4eHbIX B DUHIISTH-
num (Mills et al., 2009, 2010). B atux padoTtax ¢pusuno-
JIOTUYECKHUE U TIOBEICHUYECKHE MeXaHU3MbI, Jiexa-
IlI1ie B OCHOBE KOMIIPOMMCCOB >KM3HEHHOI'O 1IMKJIA,
OBLIM MCCJIEAOBAHbI B YCIOBUSX, MPUOIMKEHHBIX K
ectecTBeHHbIM. CHayvana uccieaoBaiu 3¢hQdeKT Te-
CTOoCTepoHa KaK (pM3MOJIOTMUYECKOTO MeauaTopa
KOMIIPOMMCCA MEXIY BOCIIPOM3BOACTBOM M BBDKHU-
BaHueM (Mills et al., 2009). CaMK¥ pbIKUX TOJIEBOK B
COCTOSIHUH IIOCJIEPOIOBOTO 3CTpyca IPeaIIOUYnTaIOT
JTOMWHAHTHBIX CaMIIOB, BEIOMpas nx mouy (Kruczek,
1997), a npenyuMaabHbIE XXeJIe3bl CAMIIOB SIBIISIIOTCS
TECTOCTEPOH-3aBUCUMBIMI OpraHaMM, MX CEKpeT
npusiekaer camok (Radwan et al., 2006). Y camiios
MOJIEBOK B MEPBOM IOKOJIEHUU JIaAOOPATOPHOTO pa3-
BeACHUSI ONpeae/suii (POHOBEIM YPOBEHb TECTOCTE-
pPOHA; MMOJIOBMHE M3 HUX BIIMBAJIU UMIUIAHT C TECTO-
CTEpOHOM, OPYroil IMojioBUHe — Iulanebo. Jomwu-
HAHTHBII CTaTyC CaMIIOB OLICHUBAJIU 110 UX yCIIEXY B
CIIapMBaHUSIX C 3CTpajJbHBIMU caMKaMu. MIMMyHO-
KOMIIETEHTHOCTb CaMIIOB OMPEAEIsUIM M0 IBYM I10-
KazaTeJIsIM TyMOPaJIbHOIO UMMYHHUTETa — CIIelpu-
YeCKOMY UMMYHHOMY OTBETY Ha ObIYMIT aTbOyMUH U
10 MPUPOTHOMY UMMYHOIIOOYIMHY G (Hecnenudu-
yecKas 3alydTa opraHn3ma 0 UMMYHM3aUU dyxKe-
POIHBIM aHTUTEHOM). 3aTeM ObLI IPOBEACH IBYX-
(aKTOpHBIN TMOJIEBOM 3KCIIEPUMEHT B 25 YJIWYHBIX
Bosbepax 110 0.2 ra KaxAblil, KyJa IoMellaand YeThI-
pex caMlIOB — IBYX C HU3KUM U BHICOKUM €CTECTBEH-
HBIM YPOBHEM TECTOCTEPOHA U IBYX C TECTOCTEPOHO-
BBIM MMILUIAaHTOM M Iutalie60. K kaxmoii rpyrmmne cam-
LIOB ITOICAaXKMBAJIU TIO IIECTh YK€ POKABIIINX CAMOK.
Ne 2
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PenponykTuBHBIIT yCIIeX CaMIIOB OLEHMBAIMU IIO
JHK poauTteneii 1 AeTeHBILICH; OepeMEeHHBIX CAMOK
OTJIABJIMBAJIN U TIEPEHOCWIIN ST POKICHUS NCTCHbBI-
IIeii B 1a00paTopuio. DKCIEPUMEHTHI IT0KA3a/I1, YTO
caMIIbl C €CTECTBEHHO BBICOKUM YPOBHEM TECTOCTE-
poHa uMenn OoJiee BBICOKUIT COLIMAJBLHEIN CTaTyC
(IOMUHMpPOBaHME B YCJIOBUSIX JIaOopaTopum), 0OIb-
IIIyI0 MOOMJIBHOCTb B MIPUpPOJEe (PACCTOSTHUE MEKIY
TOYKaMU OTJIOBA) B CPABHEHMHU C CAMIAMHU C HU3KUM
YPOBHEM TE€CTOCTepOHA. BiausHue TecTocrepoHa Ha
MUMMYHHBIM OTBET TakxkKe OBLIO TIpyIrocrelndud-
HBIM; T€CTOCTEPOHOBBIC MMIUIAHTBI CHMKAJIM YpPO-
BEHb MMMYHOPEAKTUBHOCTA Ha OBIYMI albOyMHH.
DK30TeHHBIIA TECTOCTEPOH IIOBBIIIANT COLMATbHBIN
cTraTyc, IUIOIIAIb MHOMCKa mapTtHepa (IIOJUTOH IIO
TOYKaM OTJIOBOB), MOOMJIBHOCTh M PEIIPOTYKTUBHBIN
ycreX (4UCIO pOXXKASHHBIX IETeHBIIEeH ). ABTOPHI MH-
TEPIIPETUPOBAJIN ITOJyYCHHbBIE PE3YJIbTAThl B TEPMU-
Hax IUIATBl WM BBIUTPHIIIA (MMMYHOCYIIPECCHUSI KaK
nJjaTa 3a penpoAyKTUBHBINI yCIIEX, OTIOCPEeNOBAHHbINA
TECTOCTEPOHOM), HO BO3MOXKHO U JIPyroe OoObSICHE-
HIUE — CYIIECTBOBAHME Pa3HBIX ITOBEACHUYECKMX CTpa-
Teruii 1 auddepeHIUPOBaHHAs YYBCTBUTEIBHOCTD
MOBEACHYECKUX CTPpATEeTUii K TECTOCTEPOHY. B aToM
K€ MCCIeI0BaHNU OBLIO ITOKA3aHO, YTO YPOBHU LIMP-
KyJIMPYIOILIETOo TeCTOoCTepoHa Haclienytorcs. Creno-
BaTEJIbHO, KaK CYUTAIOT aBTOPhI, CAaMKHU II0JIEBOK
MOIJIM MOJy4aTh KOCBEHHbIC TEHETUYSCKIE BBITOIbI
OT ClapMBaHUS C cCaMLlAMM — HOCHUTEJISIMU “XOpo-
IIMX T€HOB”, OPUEHTUPYSCh Ha CUTHAJIBI 00 UX JIO-
MUHAHTHOCTH.

B npyroii cepuy aHaJOTMYHBIX MO MOCTAHOBKE
9KCIIEPMMEHTOB Ha PHIXKUX TTOJIEBKAX 3Ta XKe TpyIna
uccaeaoBaTeseil u3ydaia npucrocoodseHHocTb (fit-
ness) NpeaBapUTebHO UCKYCCTBEHHO OTCEJIEKTUPO-
BaHHBIX B IBYX MokoseHus1x (P 1 F1) caM11oB pbKUx
noseBoK Ha Hu3Kyro (H) 1 Beicokyio (B) nMMyHOKOM-
METEeHTHOCTb 110 TeM Xe IOoKa3aTessiM COCTOSTHUS Ty-
MOPJIBHOTO UMMYHHUTETa (OOIIMIA MMMYHOTJIOOYJIUH
G u aHTUTENIA K OBIYbeMY UMMYHOIJIOOYJIMHY), a TAKKE
MO TIOKA3aTel0 COCTOSIHUSI KJIETOYHOIO UMMYHUTETA
(KOXKHas1 peakiysl TUTICpYyBCTBUTEIBHOCTU 3aMeIJICH-
Horo Turna Ha ¢uroreMarrmotuHuH). [IpenBapurenbHO
ObLIa NOATBEPXKIEHA XOpolilas HacleyeMOCTb UMMY-
HOJIOTMYECKMX TIoKa3aTejieil, MpuueM pe3yJibTaThbl
ceJIeKLIMHY BJIMSUIM Ha YPOBEHb UPKYJIUPYIOIIETO Te-
cTocTepoHa. PenpoayKTUBHOE yCUJIME OLIEHUBAIU
IO arpeCCUBHOMY IOMUHUPOBAHUIO U TIPE3UTOTUYC-
CKOMY PEIpOAyKTMBHOMY YCHeXy B JIaOOpaTOPHBIX
Tectax. IlomeBoif ABYX(aKTOpPHBIM 3KCHEPUMEHT
ObLT IpOBeeH B 14 yINYHBIX BOJIbepax IJIOIIAIbIO TTO
0.2 ra kaxnbiii. B TeyeHUe roga B BoJibepax KOHTPO-
JIMPOBAJIM CMEPTHOCTb U PENPOAYKTHMBHBINA ycrex
cam11oB ¢ ioMoInplo aHanusa JIHK ponuteneii u mo-
TOMKOB. B Kaxnbiii M3 BOJbEpPOB MOMEIIAIU TIO
8 caM110B 1 8 caMOK TOJIEBOK ITOCJIE TTPEeaBAPUTEIb-
HOIi 1abopaTOpPHOU TOATOTOBKU, MPUYEM BOJLEPHI
ObLIM  CTPYNNMPOBaHbl  CIAEAYIOIIMM  0Opa3oM:
1) rpymia c mpeobjagaHueM CaMIlIOB C BBICOKOI MM-
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MYHOKOMIIETeHTHOCTBIO (6B : 2H) 1 oTcyTcBUeM na-
pa3uTapHOI Harpy3Ku; 2) rpyIia caMLOB C ITpeodia-
JaHUEM CaMIIOB C HU3KOW HWMMYHOKOMIIETEHTHO-
cteio (6H 2B) m mapasuTapHOil HAarpy3Koii;
3) rpyniia camuos 6B : 2H ¢ mapaszurtamu u 4) rpymiia
camiioB 6H : 2B, cBOGOIHBIX OT Mapa3uToB. ABTOpaM
yAaJl0Ch YOEAWUTEJbHO T0Ka3aTb, YTO KOMITPOMMCC
MEXIY PETPONYKTUBHBIM YCUJIWEM U BBIXKWBAHUEM
ornocpeaoBaH UMMYHOKOMIIETEHTHOCTbBIO U TTapa3u-
Tamu. OKa3zajaoch, YTO B YIUUYHOM DKCIIEPUMEHTE B
YCJIOBUSIX OTCYTCTBUS Mapa3uTapHO Harpy3ku (T.e.
raHauKarna, OornocpeaoBaHHOIO TeCTOCTEPOHOM) pe-
MPOIYKTUBHOE yCUJINE ObLIO BHICOKMM Y HU3KOUM-
MYHHBIX M1 HU3KUM Yy BBICOKOMMMYHHBIX CaMIIOB,
a CMEPTHOCTb B BTUX IpyMIiaXx 3HAaYMMO He OTJIMya-
Jiack. [Tpy 3TOM NIpUCOCOOIEHHOCTD, KOTOPYIO Olie-
HUBAJIU Yepe3 ycrex pa3MHOXEHUs B MpUpoe, ObLia
HIXE Y BBICOKOMMMYHHBIX caMm1ioB. OTHAaKoO B yCJIO-
BUSIX Mapa3uTapHOi Harpy3ku MPUCIOCOOIEHHOCTb
Y HU3KOMMMYHHBIX U BBICOKOMMMYHHBIX CaMIIOB
oKazanach CXOMHOM. ¥ mepBBIX 3TO OBLIO 0OOYCIIOBITE-
HO BBICOKUM PEINPOAYKTUBHBIM YCUJIUEM U BbICOKOM
CMEPTHOCTHIO, @ Y BTOPbIX — HU3KUM PENPOAYKTUB-
HBbIM YCUJIMEM U HU3KOI CMEPTHOCTHIO. DTO O3Hava-
€T, YTO CAaMKHU MOIJIY T0JIydaTb KOCBEHHbIE T€HETH -
YeCcKUe BBITO/Ibl, CIIApUBAsICh C CAMIIOM, T€HETUYe-
CKM YCTOMYMBBIM K 3200JIeBaHUSIM, JTMOO C CAMIIOM C
BBICOKUM PENPOAYKTUBHBIM ycuaueM. OTCyTCTBUE
COYETaHMsI BBITOJ, TOrO M JAPYroro OIIOCPeIOBaHO
TpeitnopoM Mexay UMMYyHOKOMIMETEHTHOCTbIO U
TECTOCTEPOHOM. DTO 3aMeuyaTeIbHOEe HCCieqOBaHue
MOKa3aja0, YTO UMMYHHBII OTBET F€HETUUYECKU O0Y-
CJIOBJIEH W BapuaTUBeEH, (DU3MOJOTUUECKU CBSI3aH C
TECTOCTEPOHOM U, TAKUM 00pa3oM, MOXKET O0YCJIOB-
JIUBaTh T€HETUYECKYI0 W3MEHUYMBOCTb IMOJIBEPKEH-
HBIX TTI0JIOBOMY OTOOPY MPHU3HAKOB.

Becbma nepcnieKTUBHBIM 11 TecTupoBaHus [T
U CMEXKHBIX C HEM TUIIOTE3 SBJISIETCS 9KCIepUMEH-
TaJIbHBIN MTOIX0M, B KOTOPOM MOJIEJIMPYETCSI MHTCH-
CUBHOCTb TOJIOBOrO OTOOpa. Takue sKcnepruMeH-
TaJlbHbIE MOJICJIN UCITOJIb3YIOTCSI B paboTax ¢ HaceKo-
MmbiMu (Lieshout et al., 2014; Syed et al., 2020), HO
MOTYT OBITh IIPUMEHEHBI U K TTO3BOHOYHBIM KUBOT-
HBIM (pbIOBI U TpbI3yHBI). Hampumep, Ha xykax Cal-
losobruchus maculatus NTHTEHCUBHOCTD IIOJIOBOTO OT-
6opa MOJETMPOBAIN TTOCIIEIOBATEIbHOMN celeKIeit
B pSIIy MOKOJIEHU B IBYX JIMHUSIX CO CMEIIEHHBIM B
CTOPOHY CaM1IOB MJIM CAMOK COOTHOIIEHHEM I10JI0B
(80 cammoB u 40 camok, 40 camuoB u 80 caMoOK).
IIpenrmonaraiock, YT0 MTHTEHCUBHOCTD ITOJIOBOTO OT-
Oopa BHIIIEC B JUHUU C COOTHOIIICHUEM IOJIOB, CME-
IIIEHHBIM B CTOPOHY IIpeobiiamaHust caMIioB. MaHu-
MyJIUPOBAaHUE WHTCHCUBHOCTBIO IIOJIOBOTO OTOOpa
I10Ka3aji0, YTO MHTEHCUBHLIN OTOOpP B OTHOILICHUU
BaXXHBIX IPU KOMYJISLUKU MOP(POIOrMYECKUX TMPU-
3HAKOB M COOTBETCTBYIOLLIETO PENPOAYKTUBHOIO T10-
BeACHMS BeACT K CHVDKEHUIO UMMYHOKOMIIETEHTHO-
CTU KaK y CaMIIOB, TaK U Y CAMOK. ABTOPBI MHTEPIIpe-
THPYIOT 3TO KaK CBUIIETEILCTBO YBEIUUCHUS 3aTparT,



102 POT'OBUH, BACUJILEBA

CBSI3aHHBIX C PEMPOAYKIIMNEH TPU MHTEHCUBHOM OT-
6ope MOJIOBBIX MPU3HAKOB. DTU PE3YIbTaThl MOIYEP-
KHMBAIOT, YTO PENPOAYKTUBHBIE CTPATErMM KaK caM-
LI0B, TaK I CAaMOK (hOPMHUPYIOTCS 3a CUET B3aUMOeii-
CTBUSI MeXIy (DEHOTUIUUYECKON TJIACTUYHOCTBIO U
FeHETUYECKUMU MeXaHU3MaMU SKCIPECCUU TI0JIO-
BBIX ITIPU3HAKOB.

IMocnenHue ronbl 03HAMEHOBAJINUCH TTOUCKOM pe-
IIEHUS IIPO6IeMbl UMMYHHOTIO TaHIMKAIla Ha yPOB-
HE MOJICKYJISIPHEBIX TTporeccoB B KieTke (Koch et al.,
2017). ITocay>XUT 1M BHUMAaHUE MOCISTHUX JET K MU-
TOXOHAPUAJIBHBIM OMOXMMUYECKUM TPAEKTOPUSIM
KJIIOYOM K MOHMMAHUIO CJIOXHOM CUCTEMBI CBSI3EH
MEXIy MOJIOBBIMU CTEPOUIAMHU, (PU3UIECKUM COCTO-
STHUEM 0CO0M M UMMYHHBIMU (DYHKIIUSIMU, U TI03BO-
JIUT JIX 3TO PEIIUTH NPpoOJieMy HEUECTHOIO CUTHAJIa U
MMMYHHOTO TaHAMKara Kak CIocoba ero MCcKioJe-
HUSI, TOKaXeT BpeMs. AKIIEHT Ha BHYTPUKJIETOYHEIC
OHMOXMMUYECKUE TTPOIIECCHI TEPEKITIOYAET BHUMAaHUE
HCcieaoBaTeIsI ¢ OPraHU3MEHHOTO Ha KJIETOYHbIN
YPOBEHb. YUeT BHYTPUKIIETOYHEIX IIPOLIECCOB, Oe3-
YCJIOBHO, pacIIMpsIeT Hallle IIOHMMAaH1e B3aUMOCBSI -
3aHHOCTHU U B3aMMOOOYCJIOBJIEHHOCTU (DU3UOJIOTH-
YeCKMX IPOLIECCOB B OpraHM3Me, HO He CJIeOyeT 3a-
ObBIBaTh M TO, YTO TITOJIOBOM OTOOp HEMCTBYeT Ha
ypOBHE opraHusMma. Beibuparoliyo napTHepa caMKy
(ecnu oHa IeMICTBUTEIBHO BBIOMPAET) “UHTEPECYIOT”
MMEHHO BHEIITHME YepPThl WM OCOOCHHOCTU MOBEIC-
HUSI camlia, KOTOpbIe SIBJISIIOTCS MPSIMbIMU JIMOO KOC-
BEHHBIMM MHINKATOPaMHM €Tro IIPUCIOCOOIEHHOCTH.

SAKJIIOYEHUE

3a npomenime mouTtu Tpu gecarmwietust [ T 6b1-
JlJa KOHKPETU3MPOBaHa II0 pa3HbIM HampaBICHUSIM
(Westneat, Birkhead, 1998; Buchanan, 2000; Moller
et al., 2000; Alonso-Alvarez et al., 2008; Hill, 2014, n
np.). Beita moaTBep:kIeHa B 00IIeM BUAe ee padboTo-
criocobHocTh (Boonekamp et al., 2008; Foo et al.,
2017). T BeIMTpBIBAET MO pe3yabTaTaM IIPOBEPOK
110 CPAaBHEHUIO C IPYTUMMU MPEIIOXKEHHBIMUA O0BSIC-
HeHusiMu (Newhouse, Vernasco, 2019). Yacto T
CTaBUTCS B BUHY, YTO €i1 HE yIaeTcs B OOIeM BUIE
OOBSICHUTB, 32 CUET Yero yKpalleHus (IIpOKCUMalb-
HBII MEXaHM3M) MOTYT CITYXXUTh YECTHBLIM ITOKa3aTe-
JIEM 3II0POBbS; B YACTHOCTU, OHA HE MOXET OObsIC-
HUTb OPHAMEHTHI, IKCIIPECCHUSI KOTOPBIX HE PETyIr-
pyetcs TectoctepoHoM (Kimball, Ligon, 1999), u Tot
¢akT, YTO TECTOCTEPOH HE SIBJISICTCSI YHUBEpPCaJlb-
HbIM nMMmyHocyItipeccopoM (Ros et al., 1997; Has-
selquist et al., 1999; Peters, 2000; Lindstrom et al.,
2001; Roberts et al., 2004). Tem He MeHee UMEHHO
omaromapst 'MI', ctumynnpoBaBiIeii MHOTOUYMCIICH -
Hble UCCIeIOBaHUs, OTYETIMBO OOO3HAYMIACh
nuddepeHIMPOBaHHAS POJIb IIOJIOBBIX CTEPOMIHEBIX
TOPMOHOB B OTHOIIIEHMM WMMYHHBIX (DYHKIIUIA, B
pa3BUTUU U DKCHPECCUU MHOTI'MX OPHAMEHTOB U Jie-
MoHcTpauuii. ITo ceii nens 'MI ocTaeTcs Benyieii B
HEeMpeKpallalolInuXcs TUCKYCCUSIX O TOM, B KakKoOM
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Mepe Ka4eCTBO OPHAMEHTOB U IEMOHCTPALIAil MOXKET
YeCTHO MH(POPMUPOBATh CAMKY O 340POBbE MapTHE-
pa. ITonyyeHHBIE pe3yabTaThl B 1LICJIOM CBUACTCIIb-
CTBYIOT B MOJIb3Y CYILLIECTBOBAHUS TAKOM CUTHAIBLHOM
¢ynkuum BIITI. Bornmpoc B TOM, HacKOJbKO TaKue
CUTHAaJIbl YHUBEPCaJIbHBbI.

HenaBHo mpoOyauBIIUIACS MHTEPEC CPEeIu KO-
MMMYHOJIOTOB M 3BOJIIOIIMOHHBIX 3KOJIOTOB K MOJie-
KyJIIPHBIM M€XaHu3MaM, 00YCJIOBJIMBAIOIIUM CJIOX-
Hble B3aMMOCBSI3U (DU3UOJIOTUUYECKUX TIPOLIECCOB B
opraHusMe, U NpuBJIeYeHUE OTPOMHBIX TOCTUKEHU I
U3 o0JacTu OMOMENUIIMHCKUX HayK HECOMHEHHO
TO3UTHUBEH M 3aCTaBJIsSIET 3KOJOTOB 3aayMaThbCs O
TOM, HACKOJIbKO CJIOXKHOM U B3aMOOOYCIOBIEHHOM
SBJISIETCS CUCTEMa KOppeasauuii (hu3noaornuyeckKux
¢yHKIU B opraHu3Me, BHEIITHUM TIPOSIBJICHUEM KO-
Topoii saBasieTcs a3kcrnpeccust BITII.

I'I' 1 cMexXxHbIe ¢ HEell TUITOTe3bl aKLIEHTUPYIOT
BHMMAaHME HAa HENPSIMBIX BBHITOAAX, KOTOPhIE U3BJIe-
KaeT caMKa ITpY BEIOOPE TTOJI0OBOTO ITapTHepa (YCTOM-
YUBOCTb K OOJIE3HSIM, XOPOIIIKE TeHbI), Pe3yabTaThl
KOTOPOI'O OLIEHMBAIOTCS Yepe3 IIPUCIIOCOOIEHHOCTh
clienyrolero nokojieHus (indirect mate choice). Kak
aBOJIIOLIMOHHAas rumnore3a, I[IUI paccmaTtpuBaet
JIMIIIb OOWH U3 HECKOJBKMX BO3MOXHEIX CIIEHAPUEB
spomonuu BITII, mpennaras ¢pusmoiornaecKuii Me-
XaHU3M B KauecTBe OObsICHeHUsI. BapruaHThl BbIOOpa
MapTHepa caMKOi1 Ha caMOM JeJie Topa3ao IINPE CXe-
MBI, Tipemimaraemoii I'MI. IlpenmoureHue camMKoit
OpHaMeHTa caMlia MOXET ObITb Pe3yJIbTATOM MPSIMbIX
BhIron, Harpumep, eciau BIIIT orpaxaror crioco0-
HOCTb caMlia 00ecreunBaTh TAKUE HEITOCPEACTBEHHO
JIOCTYITHBIE CaMKe MpeuMYyIIecTBa, KaK KayeCTBEH-
Hasl TEpPUTOPHUSI, TOCTYITHOCTb KOpMa WJIM 3aIIUTa OT
xuiHuka (Mgller, Jennions, 2001). Beibop camkoii
MmapTHepa MOXET TaKxKe OTpaXkaTb pe3yJibTaT MPOTH-
BONCUCTBUS IPSIMOMY YIiepOy, OOYCIIOBISHHOMY
noBeaeHueM camiia (Rogovin et al., 2017); B psane uc-
cJIeIOBaHUM MOKa3aHO, UTO CaMKa OKa3bIBaeT Ipe/l-
MMOYTEeHHEe caMliaM ¢ MeHblIell 3kcrpeccueir BITTT
(Arnqvist, Rowe, 2005). IlpeamoureHue camKoii
yKpallleHUsI caMila MOXeT U3HauyalbHO Pa3BUBAThCS
roj, ACMCTBUEM €CTECTBEHHOro OoTOOpa Mo HpUYU-
HaM, HE CBSI3aHHBIM C IIOJIOBBIM OTOOPOM, HAIIPUMEDP
B CBSI3U C JOOBIBAHUEM MUILY WU U30eTaHUEM XUIII-
HukoB (Ryan, 1998; Endler, Basolo, 1998). Takoii
IMyTh M3BECTEH IT0J Ha3BaHMEM CEHCOPHOTO CIABHUTA
(sensory bias; Andersson, Simmons, 2006) wiu nep-
LenTUBHOro BiausHUs (perceptive bias; Ryan, Cum-
mings, 2013). bpauHbie mpeanoYTeHUs CPEear COpPO-
nuyeit (HarmpuMmep, BbIOOp MapTHepa) 4acTo 3aBUCST
OT IIEpPLENTUBHBIX OCOOEHHOCTEM, KOTOPhIE pa3BU-
BaJIMCh B JIPYTMX KOHTEKCTax. DTU IepUeNTUBHbIE
ajanTalli U OrpaHUYeHMs, BIUSIOLIME Ha BHIOOD,
BO MHOTUX CJIy4asiX IIPUHOCST IIPSIMbIC BHITOMIBLI I HE
JIOJDKHBI OBITh JOporocrosiuMu ajiss camok (Ryan,
Cummings, 2013). Emre onHo HampaBiieHMe BbIOOpa
nmapTHepa OCHOBAaHO HAa MEXaHM3ME T'€HETUYCCKOM
COBMECTHUMOCTHU, KOTOPBIN MPearnoaracT BbITOIbl OT
Ne 2
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BBIOOpA MMapTHEpa C aJUIEISIMU, KOMILIEMEHTapHBIMU
WM paclIupsIIOIIMMU T€HOM BBIOMpAIOIIE caMKU
(Tregenza, Wedell, 2000; Colegrave et al., 2002; Mays,
Hill, 2004; Neff, Pitcher, 2005; Roberts, Little, 2008,
u 1p.). [Ipumep aToMy JaeT KOMIIJIEKC TEHOB TMCTO-
cosmectumoctu (I'KTI); mpenMyllecTBO OT COBMeE-
ctuMocTtu amneneit I'KI' MoxkeT 0OBSICHITS NPUUNHY
MHOXEeCTBEHHbIX criapuBaHuii (Penn, Potts, 1999;
Tregenza, Wedell, 2000; Kamiya et al., 2014; Winter-
nitz et al., 2017). 9t MexaHU3MBI B3AUMOCOBMECTH -
Mbl M1 MOTYT OeiCTBOBaTb OJHOBPEMEHHO UJIM CMe-
HSTH OPYT ApyTa BO BPEMEHHU, YTO AeJIacT SBOJIOLIAIO
OpaunbIXx TipeanoureHnii 1 BITIT mmpobiemoit MHO-
XKeCcTBeHHO# mnpuuuHHOCTU (Andersson, Simmons,
2006).

B paccMoTpeHHBIX BbIllIEe ciydyasX peyb Ilja o
MEXIIOJIOBOM OTOOpe, T.€. BHIOOpE camila CaMKOIA.
Ho muorue BITIT dopMupyroTcs noa AeicTBrE ecTe-
CTBEHHOTO OTOOpa KakK pe3yJibTaT KOHKYpPEHIIUU
caMIIoB. MeXIT10JI0OBO#T 1 BHYTPUIIOJIOBOM OTOOP MO-
I'YT JeMCTBOBAaTb HE3aBUCHMO WJIU COBMECTHO yCHU-
JiuBasl Apyr Apyra, Jubo B MPOTUBOMOJIOXHBIX Ha-
npasiaeHusx (Hunt et al., 2009).

Bce ckazanHoe genaet 'UI" yacTHOI rumoTe3oii,
OOBSICHSIIONIEH JIUIIb OOVH UX BO3MOXKHBIX CLIEHAPH -
eB IeficTBUS TT0JI0OBOro oTOOpa. IToueMy ke Bce-Taku
no cux nop I'MI monb3yercss TaKuM aBTOPUTETOM?
BosmoxkHo, 310 cBsi3aHO ¢ TeM, uyTto [ UI" — 31O THTIO-
Te3a 0 MMPOKCUMAJIbLHOM MEXaHU3Me, YaCTUYHO Tepe-
KJTFOUMBIIIASI BHUMaHUE U3 00JIaCTU YIbTUMATUBHBIX
OOBSICHEHUII amalTUBHOM OBBOJIOIUM B 00JaCTh
(YHKIIMOHAIBHBIX TPOKCUMAIbHBIX OOBSICHEHUA,
JaIOIIMX OTBET Ha BOIIPOC, KaK 3To paboraer? Ho
I'MI' He mpocTOo TIEpekiTounia BHUMaHUE W ITIPU-
BJIEKJIA CIIELIMAJIMCTOB U3 APYroit 00J1acTu 3HaHUS, a
COEIMHMIIA YKUCTO DBOJIOLUOHHYIO ITPOOJIEMAaTUKY C
HUCCIeNOBAaHUSIMHA (DYHKIIMOHAJIBHBIX (hbHM3MOIOTIYe-
CKHX MEXaHU3MOB.

3a npomenimme 28 net cymectBoBanus T mox-
TBEPANIA CBOIO aKTyaJJbHOCTh KaK pabOTOTOCIIOCO0-
Hag runore3a. MoOXeT JIM OHa CIYXUTb OOBSICHU-
TeJIbHON TaHaleeil Ha Bce ciaydan? KoHeuHo Xe,
Her. B OuMonornm, B 0COOEHHOCTM KOIZIa yYpPOBEHB
paccMOTpPEHUSI SIBJICHUM KacaeTCsl CUCTEM BBICIIIETO
YPOBHSI OpraHM3ali, YHUBEPCAJbHBIX pPeELIeHUIA
BOOOIIIEe KpaifHe MaJio.

ABTOpBI ITpU3HaTeabHbI Ipodeccopy M.I1. Mori-
KVHY 3a IeHHBIe 3aMe4YaHWsl, ITO3BOJIMBIINE YIyd-
IIMTh cTaThlo. PaboTa BhIMOIHEHA B COOTBETCTBUH C
minanoM HUP UITD5 PAH, tema “Dkoorust opra-
HU3MOB U COOOILIECTB”.
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Secondary sexual characters, immunity, and female mate choice:
Immunocompetence handicap hypothesis for today

K. A. Rogovin® *, N. Yu. Vasilieva“

“Severtsov Institute of Ecology and Evolution, RAS
Leninsky pr., 33, Moscow, 119071 Russia

*e-mail: krogovin @yandex.ru

The review examines the fate of Immunocompetence Handicap Hypothesis (IHH) which remains popular
in evolutionary ecology and ecological physiology for almost 30 years. Its origin and results of testing, related
and alternative hypotheses are discussed. According to IHH, testosterone-mediated immunosuppression
makes it impossible for males of low genetic quality to have increased expression of secondary sexual charac-
ters without endangering their own health and future reproductive success. As a result, only males of high ge-
netic quality (with inherently good health) can afford to maintain the high testosterone level required for ex-
pression of intricate ornaments and displays. The key role that IHH assigned to testosterone determined the
directions of IHH testing, experimental and “narrative”, based on correlations between testosterone level and
the immune state, both activated and at rest in different species of vertebrates in nature and in the laboratory.
We discuss the results of meta-analytical approach in IHH testing and its limitations. The ambiguous results
of testing the hypothesis and the growing understanding of the complexity of neuro-humoral interactions in
regulation of immune response, differences in responses to testosterone in different branches of immunity
have aroused the interest of evolutionary ecologists to the within cell molecular processes. The time will tell
whether the present-day attention to mitochondrial biochemical trajectories can solve the problem of honest
signaling. Over the nearly three decades, the IHH has been concretized in different directions, and has been
confirmed in its operational integrity, and it benefits in results of testing in comparison with other proposed
explanations of secondary sexual characters evolution under intersexual selection. Nevertheless, IHH re-
mains a special case hypothesis explaining only one of the possible scenarios for the action of sexual selection.
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Xumuueckasi KOMMYHUKAIYS SIBJISIETCSI HarboJiee IpeBHUM CITocOO0M oOMeHa MHbOpMalIMei MexXIy K1-
BBIMU OpraHu3Mamu. s 60JIbIIMHCTBA BUAOB MJIEKOTIMTAIOIIUX aHAIM3 3aI1aX0BbIX pa3IpaKUTeseii sIB-
JISIETCSI OTNPEACIISIIOIIUM B OpraHU3alMU CJIOXHBIX (hopM noBeaeHust. O630p MOCBSILLEH aHATU3y posiu de-
POMOHOB B OpraHu3alu MOBEeAeHUs MJIEKOIIUTAIOIIMNX B 9BOJIOLIMOHHOM acriekre. Jluckyccus o cylie-
CTBOBaHMM (hepOMOHOB YeJioBeKa TNpUBJIEKAaeT BHUMaHUE IIMPOKON HaydyHON OOIIECTBEHHOCTU Ha
MPOTSKEHUHU TTOCICIHUX NECITUWISTHIA: OTHSIbHBIN pa3nes 0030pa OTBeIeH 3Toi ImpoodiaemaTuke. Ocodoe
BHUMaHME ylIeJICHO 3aKOHOMEPHOCTSIM U3MEHEHHUSI HelpoaHaTOMMYECKOTo cydcTpaTa U myjia yHKIIUO-
HaJIbHBIX TEHOB, KOIUPYIOIIUX OOOHSTEIbHBIE 1 BOMEPOHA3AIbHbBIE PELIEITOPhI MJIEKOTIUTAIOIIMX, BKITIO-
Yas yesioBeKa. PaccMOTpeHBI TepCneKTUBBI UCCIETOBAHUI B MTAaHHOI 00J1acTH.

DOI: 10.31857/5004445962102007X

OOOHITEIBHBIN aHATN3aTOP — PUIOreHETUYCCKH
OIHAa U3 JAPEBHEUIINX CEHCOPHBIX CUCTEM OpraHu3-
Ma. /17151 OONBIIMHCTBA BUAOB MJIESKOIIMTAIOIINX aHA-
JIM3 3al1aXOBBIX Pa3apakUTesIei SIBIISIeTCS OIpeaesi-
IOIIIMM B OpraHU3alluy CJIOXHBIX (POPM TMOBEICHUSI.
Y muiekonuTaomuyx (B 3aBUCUMOCTH OT BHIa) HACU M-
TeIBafoT OT 500 1o 2000 000HATETBEHBIX PELETITOPOB.
Komupyrmolire nx reHbl COCTaBISIOT OT 3 10 5% oT
00IIero 4mcjia TEHOB B OpraHu3Me, U cylepceMeii-
CTBO T€HOB OOOHSTEJIBHBIX PELEIITOPOB SIBISIETCS
BTOPBIM 10 YUCJIEHHOCTHU MOCJe Tyjia TeHOB, KOAU-
PYIOIINX pelenTOpbl UMMYHHOM CUCTEMEI, YTO yKa-
3bIBA€T Ha MCKIIOYUTEIbHYIO OMOJIOTMYECKYIO POJIb
OOOHSIHMSI Y MJIEKOMUTAIOIUX. TpaguliMOHHO BCe
Maxy4re BellleCTBa pasfeiIsiioT Ha XUMUYECKUE CUT-
HaJbl/(pepOMOHBI M OOBIYHBIE OHOpaHTHL. [lepBhIe
SIBJISIFOTCSI KOMITOHEHTaMU 3aliaxa Tejia yeJloBeKa Ui
KMBOTHBIX M1 MOTYT Y4aCTBOBaTh BO BHYTPUBUIOBOM
1 MEXBHIOBOI XUMHUUECKON KOMMYHUKAIIMK. boiee
MoyBeKa Ha3ald HeMEKUM OnmoxuMukom Ilerepom
KapiacoHoMm u mBeiinapcKuM 3HTOMOJIOTOM MapTu-
HoM JlromepoM ObLT BBEIEH HOBBIM TEpMHUH “depo-
MOH” 1711 0003HAYeHUS BBIACISIEMbIX HACEKOMBIMU
BO BHEIIHIOIO CPeay BEIIECTB, KOTOPbIE BOCIIPUHU-
MAalOTCSI OCOOBIO TOTO K€ BHMAA M BBI3HIBAIOT Y Hee
cnelUuUYecKylo peaklinio WU TPoLecC pa3BUTHUS
(Karlson, Luscher, 1959). PaHee 3Ty ¢hyHKLIMOHAIb-
HYIO TPYIITY COeNMHEHUM OTHOCWJIM K TaK Ha3blBae-
MBbIM TOMOMOTOPMOHAM — MOJATPYIIie 3KTOTOPMOHOB
(Bethe, 1932), u BBeaeHe TEpPMUHA BO MHOTOM ObLIO
HEOOXOIMMO IJIST TOTO, YTOOBI BBIBECTH (PEPOMOHEBI
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W3 TIOJISI DHAOTEHHBIX PETYJISITOPOB (bU3UOJIOTHUYE-
CKUX QYHKIUI — ropMOHOB. IlepBbIM (hDepOMOHOM,
JIJISI KOTOPOTO ObLIa OIIpeneaeHa XUMUIecKas CTPyK-
Typa, CTaj IIOJIOBO aTTpaKTaHT TYTOBOIO IIEJIKO-
npsina Bombyx mori 6omOukon (Butenandt et al.,
1959). Ilo ceii neHb 4OCTATOYHO YAaCTO BCTPEUACTCSI
yIoTpebaeHe TepMuHa “¢pepoMoH” MMEHHO B 3Ha-
yeHuu “adpoauszuak’, HECMOTPSI Ha TO, YTO UCXOM-
HOe ompejelieHrue ObUIO C(hOpMYyIMPOBAHO rOpas3mo
mupe. OTKpeITHE psiga 3PpPeKToB hepOMOHATHBHOTO
XapakTepa Y JOMOBBIX MbIIIEH CIOCOOCTBOBAIO
CTPEMUTEIBHOMY paclpOCTpaHEHUIO TepMHUHaA “de-
POMOH” Ha JIpyTrue CUCTeMaTUYeCKHEe TPYIINbI XKU-
BOTHBIX U B IMEPBYIO Oo4epeab HA MJICKOMUTAIOIINX.
OnHako coMajJbHOE ITOBEIeHIE MJIEKOIIUTAIOIINX B
OTBET Ha BHEIIIHUE CUTHAJIbI HE CTOJIb 3K€CTKO AETep-
MUHUPOBAHO, KaK Y HACEKOMBIX, I MOXET 3aBHCETh
OT 1IeJIoro Habopa ImapamMeTpoB, HAIIpUMeEp, OT KOH-
TEKCTa U IIPEAIIECTBYIONIETO OJIb(PaKTOPHOIO OIbITA.
Kpowme Toro, MiaeKonuTarommx OT HACEKOMbIX OTJIU -
yaeT OOJblIasi IUIACTUYHOCTh HEPBHOII CHUCTEMBI.
MunuBuayaabHblil OJb(PAKTOPHBIM OIIBIT MOXET B
3HAYUTEJIbHON CTEeNeHU W3MEHUTh YYBCTBUTEIIb-
HOCTb K OJJOpaHTaM 1 JIaXke MHAYIIUPOBaTh UyBCTBU-
TEJIbHOCTD K OTIEJIbHBIM BEIIIECTBAM 1 CMECSIM, K KO-
TOPBIM MCXOTHO OHU He ObLIN YyBCTBUTEIbHBI (VOZ-
nessenskaya et al., 1995, 1999; Coko:oB u 1p., 1996;
Cokonos, Bo3HeceHckas, 1997). Beaen 3a kiiaccuye-
CKMM ompenesieHueM (pepoMoHa 1Mo (yHKIIMOHATbHO-
My IIPU3HAKy ObLUIM BbIIEICHBI IPYIIIbI (DEPOMOHOB-
npaiitMepoB 1 (GepoOMOHOB-pen3epoB. DepoMOHbBI-
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pelm3ephl BHI3BIBAIOT HEMEIJICHHBIN MOBEICHIECKIIA
otBeT. Hanmpumep, Soi-aHapoct-16-eH-3-0H (aHApO-
CTEHOH), OOHApY>XEeHHBII B CJIIOHE XPsIKa, BHI3BIBACT
MIPUHATHE I103HI Jiopmo3a y cBuHell (Melrose et al.,
1971). Ilpaiimep-(hepoMOHBI 3aIlyCKaloT OJITOBpEe-
MCHHEIC (U3NOJIOTrMYECKUEe peaKlr, IperuMylle-
CTBEHHO TOpMOHalbHBIE. Hampumep, TecTocTepoH-
3aBUCUMbIE KOMIIOHEHTHI MOYM CaMIlIOB IOMOBOI
MbIIU  2-sec-0yTuin-4,5-guruaporuason (SBT) wu
2,3-nerunpo-exo-opesukomuH (DHB), BeicTynas B
poJiu mpaiiMep-¢hepoOMOHOB, BBI3BIBAIOT 3CTPYC Y ca-
MOK MBIIIIEiT ¥ YCKOpEeHUE ITOJIOBOTO CO3PEBaHUS Y
HenooBo3pelibix camokK (Novotny, 2003). Tem He
MEHee CJeayeT OTMETUTh, UTO JejeHue (hepOMOHOB
Ha IpaiiMepbl U peJIM3ephl SIBJISETCS HOCTATOYHO
YCIOBHBIM, ITOCKOJIBKY OIHO U TO K€ BEIIeCTBO
WM CMECh BEIECTB B pPa3HbIX CUTYaIUSIX MOXKET
BBITIOJTHITH 00€ YHKIIUU. TaK, BBIIIICYTTIOMSIHYThIE
2-sec-0ytTun-4,5-nurnapoTnason M 2,3-Ieruapo-
€X0-OpeBMKOMMH B COUYETAaHMU C MOYOI MaxKe Ka-
CTPUPOBAHHBIX CAMIIOB JOMOBBLIX MBIIIE paboTa-
IOT KaK (h€pOMOHBI-PEIN3ePhl, BEI3BIBASI aTPECCUIO
y caM110B cBoero Buaa (Novotny et al., 1985). Kpo-
M€ TOTO, JHIOKPWHHEIII OTBET Ha HEKOTOpPbIS
npariMep-¢pepoOMOHBI MOXET IIPOUCXOIUTH OYECHbD
OBICTPO, B TeYeHUE OYKBAJIbHO HECKOJIBKUX MUHYT
(Sachs, 1999). HakoHeu, npaiimep-3ddeKThl, 3armyc-
KaeMble OOOHSITeIbHBIMUA CTUMYJIAaMH, MOTYT CMe-
HSITBCS B IOJITOCPOYHOI TIEPCIEKTUBE PEIU3UHT-3(-
dexramu. CiienyeT Takske OTMETUTh JOCTATOYHO 00-
IIMPHYIO TPYINY XUMWYECKUX CUTHAJIOB, KOTOPEIC
HECyT 3HauMMylo MH(POpMalMio 00 WHIWBUAYYME,
HO He UMEIOT OYEBUIHOTO IIpaiiMep- WIN PEeIU3UHT -
apdexTa. D10, IIpexae Bcero, MHMGOpMAaIUs O BUIO-
BOI TIPUHAJIEXXHOCTH, TI0JI€, PEIIPOAYKTUBHOM CTa-
Tyce, BO3pacTe, COLMAIILHOM CTaTyCce >XKMBOTHOTO,
MMOChUIAIOIIETO XMMUYECKUI cUTHAJI. JIj1 TakKoro po-
JIa CUTHAJIOB ObLI MPEIJIOKEH TEPMUH “CUTHAJILHBIHN
¢depomon” (Johnston, 1983). CurHanbHbIe hepoMo-
HEI CJIeAyeT OTIMYAaTh OT MHAWBUAYAIBLHOIO 3aIraxa
ocobu (“zamaxoBoro omoptura”) (Yamazaki et al.,
1976, 1979), MOCKOJILKY MOCHETHUNA SBISIETCS UHIM-
BUIYaJIbHOI XapaKTePUCTUKOM KaXKIOTO XUBOTHOTO
M HEe OTBEYaeT TepMUHY “PepoMOH” TIO OIIpeaeie-
HUIO, XOTS CYILIECTBOBAaHWE MHIMBUIYAJIbHBIX 3amia-
XOB KaK TaKOBHIX He HCKJII0YaeT Halmuue Habopa
YHUBEPCAJbHBIX BEIIECTB B Mpeaesax KOHKPETHOIO
BuAa muiekormTalonux (Schaal et al., 2003; Haga et al.,
2010; Roberts et al., 2010; Murata et al., 2014). Hako-
Hell, TCPMUH “MOAYJISITOPHBIN (DepOMOH” OBLT TIpe-
JIOXKEH JIJIS XUMUYECKUX CUTHAJIOB YeJI0BeKa, OKa3bl-
BaIOIIMX 3HAYMMOE BO3[EiICTBME HA HACTPOECHME I
SMOLIMOHAILHOE COCTOSTHME peuunueHTta (Jacob,
McClintock, 2000), Ho o ceii IeHb 3TOT TEPMUH HE
MOTYYMJI IMMPOKOTO IPU3HAHUS.

XuMmndeckKas NASHTUDUKALIASA CTPYKTYPHI (bepo-
MOHOB ITOKa3aJjla, YTO HET OOIIEero IpUHIUIIA, OIpe-
JIEJISIOIIEr0 BO3MOXHOCTh UCIOJIb30BAHUSI JAHHOM
MOJIEKYJIBI B KadecTBe curHajia. CIIEKTp CUTHAJIOB
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OrpaHWyYeH JUIIb MHOTOOOpa3reM MOJIEKYJI, KOTO-
pbI€ OPTaHU3M B IPUHIIUIIE MOXET CUHTE3MPOBAaTh, a
TakK>Xe BOCIIPUHUMATD M aHAJIM3UPOBaTh. DepoOMOHBI
MOTYT UMETh Pa3jIMYHYI0 XMMUYECKYIO CTPYKTYpY,
KOTOpasi B 3HAYUTEJIbHOII Mepe OIIpeAcsIeTcsl CIie-
HU(DUIECKIMU 3KOJIOTUYECKUMU YCIOBUSIMU CPEIbI
o0MTaHUSI KOHKPETHOTO BHIA, a TakKe (PYHKIIMO-
HaJIbHBIM Ha3HadyeHueM ¢epomoHa. Peneptyap de-
POMOHOB MJIEKOMUTAIOMIUX (HOopMUPOBaICS IO
BJIMSTHUEM €CTECTBEHHOTO OTOOPA: €CJIM KOHKPETHOE
COEIMHEHUE, WCIOJIb3YyEMOE MIJIsi BHYTPUBUIOBOU
KOMMYHMKAILIUU, O00ECIIEYMBAJIO OCOOM MpEeHUMYIIe-
CTBa B PEHPOAYKIIMH WU MOAAEPKAHUM KM3HECIIO-
COOHOCTH, TO OTOOp IIEJI B HAIIPABJICHUH ITOBBIIIIC-
HUSI YYBCTBUTEIBHOCTU K HJAHHOMY COCIMHEHUIO U
COBEPIIEHCTBOBAHUIO CIIOCOOOB €ro pacIioO3HaBaHUSI.
Haubonee BaxkHBIMM XapaKTepUCTUKaMU (HEpoMo-
HOB SIBJISIFOTCSI TIOJIIPHOCTb M pa3Mep MOJIEKYJI, I10-
CKOJIbKY UIMEHHO 3TH IPU3HAKU OIIPEIEIISIIOT PaCTBO-
PUMOCTD B BOJE U JIETY4ECTh COeAUHEHMIA. Y CyXOITyT-
HBIX MJICKOMNUTAIONINX (PEPOMOHBI TPEBOTU WJIN
(epOMOHBI-aTTPAKTAHTbI, BBIITOJHSIONINE (QYHKIINIO
MPUBJIEYEHUSI TTOJIOBOTO MapTHEpa, KakK MpaBuiIo, He-
OOJIbIINE JIETYYME MOJICKYJIbI, YTO TO3BOJISIET PeLv-
IMMMEHTY CUTHaJIa ACTCKTUPOBATh €ro Ha 3HAYMUTCIIbHOM
PaCcCTOAHNM OT UICTOYHHMKA. B Ka4yeCTBEC ITprMEpa MOXK-
HO mpuBecTu (MeTuwiaTHuo)MeTaHTuoa (MTMT), Ko-
TOPBI NPUCYTCTBYET B MOYE CAMLIOB MbILLIEH 1 TIpU-
BiekaeT BHMMaHue camok (Lin et al., 2005). Hampo-
TUB, (EPOMOHEBI, IIepenaioniue WHOOPMAIUI0 O
KOHKPETHBIX 0CO0SIX, CKOpee BCEeTro, OyIyT OTHOCH-
TeJIbHO HejleTyunMu. HanpuMmep, O0enKy WiIv NenTh-
bl HAAeXXHO CBSI3aHBI C IIPOMYLICHTOM CUTHAaJIa 1 He
pacIpoCTpaHSIOTCS Ha CKOJb-JIMOO 3HAYUTEIBHOE
paccrossHue (Brennan, Zufall, 2006). I[lentuaHbie U
0eJIKOBbIE (DEPOMOHEI IITMPOKO HUCIIOIb3YIOTCS B X1~
MUYECKOM KOMMYHUMKAILIUHA MJIEKOITUTAIOIINX
(Leinders-Zufall et al., 2004, 2014; Kimoto et al.,
2005; More, 2006). Curyauus OTIAYaeTCsl B BOTHOM
cpelie, TIe paCTBOPUMOCTD SIBJISIETCSI HAaMboJiee BaxK-
HbIM (DaKTOpPOM, U Na’Ke€ OTHOCUTEIBHO BBICOKOMO-
JIEKYJISIDHBIE TIETITUABI U O€JIKM MOTYT MrpaTh pPOJib
arrpaktaHTa. Hampumep, nekanentun comedpuH,
BBIpa0baThEIBAEMBIi OPIOIITHOM XXeJIe301 camMIla TPUTO-
Ha Cynops pyrrhogaster, TIpy TIONIaTaHUN B BOIY IIPY-
BJIEKAET CAMOK TOTO €, HO HE OJIM3KOPOICTBEHHOTO
Buaa (Kikuyama et al., 1995). OnHako cienyeT oTMme-
TUTh, YTO OOIIHOCTb META0OIMYECKUX MyTeH s
pa3IMYHBIX BUIOB XMBOTHBIX HaJlaraeT OIIpele/IcH-
HEI€ CTPYKTYPHBIE OIPaHUYEHUS: B UTOTe OMHO U TO
K€ BEIIECTBO MOXET OBbITh NCIOJIB30BAHO B KaUeCTBE
depoMoHa pa3HbIMM BuaaMu. BumoBast crienmpud-
HOCTb B TAKOM CJIydae MOXET ObITh 0OecreyeHa KOH-
TEKCTOM WJIM BUIOCIIELM(PUIECKUM COOTHOIICHUEM
KOMITOHEHTOB (hepoMoHabHOII cMmecu. Tak, mojo-
Boii (pepoMoH cioHa (Z)-7-moaeueH-1-un aierar
OIHOBPEMEHHO SIBJISIETCS M KOMIIOHEHTOM ITOJIOBBIX
aTTpakTaHTOB Oosiee 126 BuaoB HacekoMbix (Ras-
mussen et al., 1996). B Haimeii cTtpaHe KpYITHbIi
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BKJIaL B u3ydeHHe (HhEpPOMOHOB MIICKOTUTAIOIINX
BHECJIM YYEeHbIE, TIPUHAIeXKaBIINE K IIIKOJIe aKaje-
muka B.E. CokomnoBa (cMm. 0630p CypoB, MaJblieB,
2016).

B Hacrosmee BpeMst ormcaHa XuMru4IecKast CTpyK-
Typa 1eJIOTO psiaa pepoMOHOB MIEKOIIUTAIONINX, HO
Ccpely HUX HET HU OJHOTo (pepoMOHa YeioBeKa, He-
CMOTpSI Ha HaJn4yude OOOCHOBAHHBIX 3KCIIEPUMEH-
TaJIbHBIX TaHHbBIX, TMTOATBEPXKIAIONINX TOT (haKT, YTO
JIIOJIM BBIACSIOT M BOCIpUHUMAIOT (hepoMoHbI (Wy-
att, 2020). Auckyccusi o (pepoMoOHax deloBeKa IIpr-
BJI€KaeT BHMMAaHNE IMMPOKOH HAyIHOM OOIIECTBEH-
HOCTM Ha MPOTSLKEHUM TIOCJICIHUX ACCSITUICTUM.
B yacTHOCTH, B CIIELIMaJILHOM BEIIIYCKE XypHaa
Science BOIIPOC 0 BO3MOXHOM BJIMSIHUU BEILIECTB TH-
rna ¢oepOMOHOB Ha TIOBeAcH1E YeOBeKa ObLI BbIHE-
ceH B KauyecTBe ogHoi 13 100 3aramok Hallleil 3pbl,
HamnpasJISOIIMX ABUKEHUE (pyHIaMEHTaJIbHBIX Ha-
YYHBIX ucciienoBaHuit (Anonymous, 2005). ITo npo-
LIECTBUU OoJice OeCATWIETUSI BOIIPOC O (hepoMOHaX
yejloBeKa octaeTcs: oTKpoIThiM (Wyatt, 2015, 2020).
AHaJIn3 IpUYMH, TT0OYeEMY IPY HAJIMYUU JOCTATOYHO-
ro KOJIMYECTBA XOPOIIO OOOCHOBAHHBIX JKCIIEPHU-
MEHTAJIbHBIX TaHHBIX, ITOATBEPXKIAIOIINX TOT (PaxT,
YTO JIFOAY BBIACSIIOT U BOCOIPUHUMAIOT (PEPOMOHBI,
He XBaTaeT MCCIeAOBaHUIl, BEICTPOSHHEBIX 110 IIYTH:
oT ¢pepoMOHaIIBLHOTrO 3P deKTa eCTECTBEHHBIX BhIIC-
JIECHUIT K KOHKPETHBIM XMMWYECKUM COCIUHEHUSIM, —
OyIeT IpUBEACH B CIIEAYIOIIMX pa3eiax.

Hanuuue ocobeHHOCTE BOCHpUATUSI M aHAM3a
¢epOMOHOB Yy MJICKOTIIMTAIOIINX IIPUBEJIO K CIIOpaM
TEPMHUHOJIOTMYECKOIO XapakTepa, IMOCKOJbKY HU
OIVH U3 U3BECTHBIX BHYTPUBUIOBBIX CUTHAJIOB MJle-
KOIIMTAIONINX HE YIOBIETBOPSII OMHOBPEMEHHO BCEM
KpUTEpUSIM, “YHAcCJIeTOBAaHHBIM W3 00JJaCTH XUMH-
YeCKOi KOMMYHUKAIIMM HACEKOMBIX, 8 UMEHHO: BU-
JIOCIEU(PUIHOCTA, BBIPAXXEHHON IOBEACHYECKOM
WJIM SHJOKPUHHOM peaKlu, BLICOKOM CTEIIEHM re-
HETUYECKOM NeTepMUHUPOBAHHOCTU peaklUuu Ha
¢epoMOH, HalMMuus B cOCTaBe (PEPOMOHA OITHOTO
WIX HeOOJBIIOro KOJUYeCcTBa KOMIIOHEHTOB, MO-
HodyHKUMOHaNIbHOCTH (Beauchamp et al., 1976,
1979; Katz, Shorey, 1979; Cokonos, 1982; Johnston,
1983; Jacob, McClintock, 2000). Tem He MeHee MO~
JaBJIsIollee OOJILIIMHCTBO BEAYIIMX UCCIeaoBaTe-
JIei B 00J1aCTU OMOJIOTUM U XUMUKU (HEPOMOHOB HE
BUISIT HEOOXOAMMOCTU BO BBEIEHUU HOBBIX TEPMU-
HoB. Hanmpumep, aBTOp M3BECTHOU OT€YECTBEHHON
MoHorpadun “PepoMOHBI U pa3MHOXKEHNE MJIEKO-
nutaromux” C.H. HoBukoB (1988) nmpunepxuBaercs
IIIMPOKOTO OIpenesieHUsT TepMuHa “(pepoMoH”, Kak
COEIMHEHUST WA CMECH COeIMHEHUI, KOTOPhIE BbI-
JIEJISTIOTCSI OPTaHU3MOM BO BHEIIHIOIO CPENLy U MOTYT
OBITH BOCIIPUHSITHI OCOObBIO TOI'O XK€ BUIA, Y KOTOPOI
OHHU BBI3BIBAIOT OJHY WM HECKOJIbKO peakKlinii. AB-
TOPUTETHBIN aBTOP OOIIMPHOMN COBPEMEHHOM MOHO-
rpacdum “PepoMOHBI U TTOBeAeHNE XUBOTHBIX” Tpu-
crpaMm Baiiatt (Wyatt, 2014) He BUAUT IIPOTUBOPEYNIA
MEXIY CIOXWBIIMMMCSI HAa JAHHBII MOMEHT KOH-
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HenuusIMu (PepoMOHa I Pa3INYHBIX 3BOJIIOLIOH-
HBIX I'PYIII 2KMBOTHBbIX, TOAYCPKHUBasd, YHTO XOTA 60ﬂb—
IIMHCTBO (PEpOMOHAIBLHBIX peaKlnii BPOXKICHHBIE,
HO TeM He MeHee UMeeT MECTO U BIIMSTHUE UHIUBUILY-
aJIbHOTO OTTIbITa M KoHTeKcTa (Wyatt, 2020).

OPTAHU3ALMA OBOHATEJIbBHOM
CUCTEMBbI MJIEKOITHUTAIOLIINX

151 GONBIIMHCTBA BUOOB MJIEKOIIMTAIOIINX 000-
HSTEJbHBIN aHAJIM3aTop SIBJSETCS BeayliuMm. Takux
JKUBOTHBIX OTHOCSIT K MAaKpOoCMaTHUKaM, a OOOHSTHUE
JIJISI HUX — OCHOBHOM KaHaJl nH(GopMaluy O IOTEH-
LUaJbHBIX OpayHbIX MapTHEpax, MUILE, MOTCHIIM-
aJlbHOII OMacHOCTU U Ap. JIMIb OTAEIbHbIE BUObI
MJIEKOMUTAIONINX OTHOCIT K MHUKPOCMATHUKAaM.
BcenenctBue mpucriocoOJieHUs K CIieIM(pUISCKUM
9KOJIOTUUYECKUM YCIOBUSIM, HAIIpUMep, Mepexoay K
KW3HY B BOJIE, IIPOM30IILJIa BTOpUYHAs yTpara 000-
HSIHUS WM CYLIECTBEHHOE CHIXXEHHE €TI0 OCTPOTHI
(benbkoBuy, JyopoBckuii, 1976). B oGoHaTEIEHOM
aHaaMu3aTope OOJILIIMHCTBA MJICKOIIUTAIOIINX BBIIE-
JISIIOT [IBa TJIaBHBIX OTAEJIa: OCHOBHYIO OOOHSITENIb-
Hyo cuctemy (OOC) U HONOJHUTEIBHYIO OOOHSI-
tenbHy10 cucteMy (JIOC). B OOC ceHcOpHBIE HEli-
POHBI OOOHSITEJIBHOIO OJIIMTEJIMS BOCHPUHUMAIOT
3aMaxoBble CUTHAJIBI — OJIOPAHThI — U MEePeaaroT UH-
¢dopMalMiO B NIEPBUYHLINA OOOHSTENIbHBIN LIEHTP —
OCHOBHYIO 000HsATeNbHYI0 TyKoBully (OOJI), oTKyma
CUTHaJI TMOCTyMnaeT Aajibliie BO BTOPUYHBIE CEHCOP-
HBIe LIEHTPHl B IIEPBUYHOII OOOHSITEIBHOII KOpe.
V MileKONUTAOMIUX CYILIECTBYIOT 3HA4YUTEIbHBIE
MEXBUAOBbIC Pa3uuus MO IUIOIIAAU, 3aHUMAaeMOit
OOOHSTEIbHOM BBICTUJIKOII B HOCOBOI ITIOJIOCTH,
BIUIOTH IO IIOJIHOTO €€ OTCYTCTBMS y psiia BUIOB,
MPUCIOCOOUBIIMXCSI K OOUTAHUIO B BOIHOW cpene
(HampumMep, y 3ybateix KutoB) (Wysocki, 1979).
K x1r0oueBBIM OpraHaM HOONOJHUTEIBHOM OOOHSI-
TeJIbHOI, UM BOMEPOHAa3aJIbHOM, CUCTEMBI OTHOCSIT
BOMEpOHAa3aIbHEIN, 1M fIko6coHoB, opran (BHO),
JIOTIOJIHUTEJIbHYIO O0OHATEAbHYIO JyKoBuily (JLOJI)
U BoMepoHasalibHylo amuraany. ®Pynkuuio BHO,
BIIEPBBIC ITOSIBJISIONIETOCS Y Ha3eMHBIX ITO3BOHOY-
HBIX, IJITABHBIM 00pa30M CBSI3BIBAIOT C pELICMIIMEI Be-
mectB Tuma pepomoHoB. BHO ¢yHkumonupyet 1o
MIPUHIINUITY IIOMIEI, 00ecleurnBasi IOCTYIUICHUE XM-
MUYECKUX CUTHAJIOB M3 HOCOBOM ITOJIOCTU B IIPOCBET
opraHa uepes3 y3kuii kaHaj. OQHaKO IPOXOXICHUE
curHana 1o nytssMm JOC u nyth ¢pepoMOHaJIBHOTO
CUrHajia KaKk TaKOBOI'O He BCerma coBmanaioT. Bome-
pOHa3ajibHble CEHCOPHbIE HEPOHBI pearupyroT 1 Ha
HEKOTOpEIe OOBIYHBLIE ONOPAHTHI, HE OO0JIamalolIue
¢epoMoHaIbHOI akKTMBHOCTBIO (Sam et al., 2001).
B peuenuuu psina BeliecTB (pepOMOHATBLHOI ITPUPO-
bl BaXXHYIO pOJIb UTPAeT OCHOBHAsi OOOHSTEIbHAsI
cucTeMa, a TakKe CJIeAyeT OTMETUTh KOMIUIEMEHTap-
HOCTb U CMHEPIu3M 00eUX CUCTEM B aHaJIM3e HEKO-
TOPBIX XMMUYECKUX CUTHaNIOB U (epoMoHOB (Voz-
nessenskaya et al., 1992, 2010; Dorries et al., 1997;
Ne 2
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Spehr et al., 2006; BosHeceHckas, KirouHuKOBa,
2009; Keller et al., 2009). BHO Taxske nmeeT Mopdo-
JIOTMYECKHME OCOOCHHOCTU Y Pa3HBIX MJICKOIIMTAIO-
mux. Hanmpumep, y maoTossmHBIX 1 KOonBITHEIX BHO
COOOIIIaeTCs C MOJOCThIO PTa Yyepe3 Ha3omnaaaTUuHO-
BbIli TIPOTOK. Y TPBI3yHOB U 3aiilieodbpa3Hbix B BHO
YacTO BCTPEYAIOTCS BHYTPHUAIIMTEIMAIbLHBIC KaIlWI-
JsipHbIe TIeTu (Zancanaro, 2014). I'ucronornyecku
BHO npumatoB umeet cxoactBo ¢ BHO oB1IBI, XOpb-
Ka, CBUHBY 1 KO3bI, HO He rpbI3yHOB (Dorries et al.,
1997; Kelliher et al., 2001; Salazar et al., 2003; Takiga-
mi et al., 2004; Zancanaro, 2014). IIpu stom BHO
penyLrpoBaH y MHOTUX MOPCKUX MJICKOTIMTAIOIINX 1
JISTYyYUX MBbIlIeii, 00e3bstH Ctaporo CBeTa 1 4ea0Be-
ka (Meisami, Bhatnagar, 1998; Keverne, 1999; Den-
nis et al., 2004; Zhao et al., 2011). ¥ HU3mmx nmpuma-
TOB 1 00e3bstH HoBoro Cseta ectb BHO u 10J1, Ho B
XOJIe BOJIIOLINH, TIPpH Mepexoie K ooe3bssHaM CTtaporo
CBeTa, 3TH OpraHbl CTAHOBSITCS PYIMMEHTApHBIMU
npuoau3uTeabHo 23 mMiaH aet Hazand (Young, Trask,
2007). Y rpbI3yHOB (B YaCTHOCTH, Y MOJAEJIBLHOTO Op-
raHu3Ma — JOMOBOII MBIIIIN) CEHCOPHBIE PEeleIITOP-
Hble HEMPOHBI OOHAPYKEHBI HE TOJILKO B OCHOBHOM
OOOHSTEILHOM M BOMEPOHA3aJIbHEIX BEICTUJIKAX, HO
¥ B JOIOJIHUTEIbHBIX CEHCOPHBIX CTPYKTYpax HOCa —
CerTajJbHOM opraHe W TraHrauu I['proHedepra (Io-
CJIETHUI MOXKET OBITh OTHECEH K CUCTEME KOHEYHOTO
HepBa). OMHaKO 3TU 00OHSTEIbHBIE OPTaHbI, IO BCEIA
BUJIMMOCTH, JIMIIIb OIPAaHUYEHHO PACHPOCTPaHEHBI
Jaxe cpeayd BHAOB MaKpOCMATHUKOB — HaIIpUMeEp,
OHM He HaiimeHbl y cobakmu (Barrios et al., 2014).
B dopMupoBanne 3ammaxoBBIX OIIYIIEHWI, TIOMUMO
COOCTBEHHO OOOHSTEJIbHOM CHUCTEMBI, BHOCUT 3Ha-
YUTEJIbHBIM BKJIAO CHCTeMa TPOMHMYHOIO HepBa.
BobIIMHCTBO 0AOPaHTOB KPOME 3aIlaXOBOI cOCTaB-
JISTIOLIE /i UMEIOT Y TPUTeMUHAIBHYIO (BBI3BIBAIOT pa3-
JIpakeH1e, OLIYIeHNE X>KSHWS WIIN IIOKAIbIBAHNS ).

®EPOMOHDbI HEJIOBEKA

3a nocjaegHue NeCATUIICTUS B HAYIHOM JINTEPaTy-
pe, TOCBSAIIEHHON (PU3NOJOTUMN U TeHETUKE OOOHSI-
HUSI, HEOOJHOKPATHO BBICKA3BIBAINCH BO3PaXKECHUS
KJIaCCUYECKUM MPEACTABICHUSIM 00 OTHECEHUM Ye-
JIOBeKa K TIpyIline MUKPOCMATUKOB, T.€. MJIEKOMUTA-
IOIIMX CO ¢J1a00 pa3BUTHIM OOOHSTEIbHBIM aHAIN3a-
TOPOM Y HUYTOXHOI POJIbIO 3aITaXOB B ITOBCEIHEB-
Holi xkn3Hu (Schaal, 1988; Shepherd, 2004; McGann,
2017; Roberts et al., 2020). MHoro4rciaeHHEIE CpaB-
HUTEJIbHBIE TTOBEACHYECKHNE UCCICAOBAHUS, BEIION -
HEHHbIe Ha pa3IUYHbIX BUAAX MJICKOTMUTAIOIIUX U
yeJloBeKe, MOKa3alii, YTO YYBCTBUTEIBHOCTh K 3a-
rmaxaM HalpsIMyl0 He CBsI3aHa ¢ oObeMaMM pelemn-
TOPHOTO MyJia U HelipoaHAaTOMMYECKOIro cyocTparTa
(mammpumep, Laska et al., 2005; Niimura, Nei, 2005).
Hakonel11, aBTopuTeTHBIN XypHan Science omyoJi-
KOBaJl pe3yjbTaThbl MCCJEIOBAaHUS paspeliaroleit
CIIOCOOHOCTU OOOHSTHUS YeI0BEKa, OCHOBAaHHEIE Ha
JTAHHBIX O BO3MOXHOCTSIX Joaeil nnddepeHInpo-

JKYPHAJI OBILEN BUOJIOTUU

TOM 82 Ne 2

2021

BaTh MHOTOKOMITOHeHTHBIe cMecu (Bushdid et al.,
2014). UccnemoBaTeau moKa3aiad, 4TO YEJIOBEK CIIO-
co0eH KayeCTBEHHO pa3jinyarh A0 TPUJLIMOHA 3ara-
XOB, 2 3TO BO MHOT'OM ITPEBOCXOJIUT KOJUYECTBEHHbIE
OLIEHKU pa3pellaplleil CmocOOHOCTU ISl 3pUTENb-
HOTO M CJIyXOBOTO aHaanM3aTopoB yenoBeka (Bushdid
et al., 2014; Gerkin, Castro, 2015). I[Touemy XKe, He-
CMOTPSI Ha 3HAYUTEJIbHBIN Iporpecc B 00J1acTu OUO-
JIOTUM U XUMUU (HepPOMOHOB MJIEKOMUTAIOIIUX, T10
ceil IeHb He paciirMdpoBaHa XuMudeckas: popmysia
HU ogHoro epomMoHa yenoBeka? Ilo aHamoruu ¢ uc-
CJIEOBAaHUSIMU Ha XUBOTHBIX Ha MPOTSKEHUU JeCsi-
TUJIETUH 111 0e3pe3yabTaTHBIN ITOMCK JUTAHIOB K
BOMEpPOHA3aJIbHBIM PELIENITOPaM, MOCKOJbKY BOME-
pOHazajibHas cuctema siBjisieTcs: 6ojee cnelannu3u-
pPOBaHHO JJ1 AETEeKIIMU U aHalu3a (HepoOMOHOB, a
YeJIOBEKY MPUITMCHIBATIOCH CYIIIECTBOBaHUE (hyHKITH-
OHAJILHOTO BoMepoHa3anbHoro oprana (BHO) (Wy-
att, 2015). Ha ceromHsIIIHMIT TeHb OTCYTCTBUE (DYHK-
uuoHanbHoro BHO y B3pocioro yenoBeka sBisieTcst
o0lIeNTpU3HAHHBIM (PaKTOM U HE TIOJBEpraeTcsi Co-
MmHeHu1o. IloaHoueHHbi BHO mnpociexuBaercs
TOJIBKO B IMpolecce dSMOPUOHAIBLHOTO Pa3BUTUS Ue-
JIOBEKa, a y B3pOCJIbIX MPUCYTCTBYET JIMIIIb B peIyLIN-
poBa"HHoM coctostHuu (Witt, Wozniak, 2006). Ilpo-
TUB BO3MOXHOCTU ¢yHKIMoHUpoBaHus1 BHO vy
B3pOCJIOTO YesI0BeKa MPUBOJUTCI MHOXKECTBO apry-
MmeHToB. Pymument BHO He comepXMT ceHCOPHBIX
HEWPOHOB, a BLICTWJIAIOLIWI €ro 3MUTEINM 1O CBOEI
YABTPACTPYKType OJMKe K AbIXaTeJbHOMY 3SIUTE-
N0, YeM K Helipoanurenuto (Witt, Wozniak, 2006).
B BHO uyenoBeka He 0OHapyXeH MapKep 3peJIbIX pe-
LIETITOPHBIX HEMPOHOB — OJIb(AKTOPHBIN MapKep-
HEI1 0etok (OMP) (Dennis et al., 2004), xoTopbiii
SIBJISIETCS KJIIOUEBBIM YYaCTHUKOM DEryiIsiiuu 000-
HSITEJILHBIX MPOILIECCOB Ha ypoBHe HelipoHa (Dibat-
tista, Reisert, 2016). PynnMeHT He MMeeT HelipOHAaTb-
HBIX TIPOEKIIMIA, K TOMY XK€ Y B3pOCJIBIX JIIOACH, Kak 1
y 00e3bsaH Craporo CseTa, OTCYTCTBYET MOIOJHM-
TeJabHasi oOOHsITeNIbHAs JyKoBulla (Meisami, Bhat-
nagar, 1998). ¥V yenoBeka He (DYHKIIMOHUPYET DS
BaXKHBIX DJIEMEHTOB peLEeNTOpPHOTO Kackaaa. B co-
CTOSIHUM TICEBIOT€HOB HaXOASITCS TE€HbI, KOAUPYIO-
mue WoHHBbIe KaHambl TrpC2, HeoOXomMMBbIE s
TPAHCAYKIIMA BOMEPOHA3ILHOTO CUTHAJIA, a TaKXKe
0OJIBLIMHCTBO TEHOB, KOAWPYIOIIMX BOMEPOHA3AIb-
Hble peuenTopkhl (Zufall et al., 2002). Ecnu y Mbiiei
nmost GYHKIIMOHAIBHBIX TeHOB VIR okoio 60%, To y
yegoBeka MeHee 5% (Rodriguez, 2005). B sBosorn-
OHHOM IlJIaHE YeJIOBeK He MpeAcTaBisieT co0oi uc-
KJIIoUYeHUs: (PyHKIIMOHAIBHBIE BOMEpOHAa3aIbHbBINH
OpraH OTCYTCTBYET U Y APYTHX MpeIcTaBUTENEH y3KO-
HoOCBhIX 00e3bsH (Zhang, Webb, 2003). Ho paBHO-
3HAYHO JIU OTCYTCTBUE (hyHKIMOHaTbHOrO BHO oT-
CYTCTBUIO Yy 4YeJIOBeKa aHaTOMMYECKOro cybcTpaTa
JUJTST peleNINYA XUMUYECKHUX BEIeCTB TUMa GhepoMo-
HoB? [lpuHMas Bo BHUMaHUE COBpPEMEHHBIC TIPEe-
CTaBJIE€HUSI O CUHEPru3Me W KOHBEPIeHLUU IBYX
[JIAaBHBIX OTIEJIOB OOOHSITEJILHON CUCTEMBI MJIEKO-
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MMUATAIOIINX, HA 3TOT BOIIPOC MOXKHO YBEPEHHO NaTh
OTpMLATENbHBIN OTBeT. Peneniuss BHyTPUBUIOBBIX
XMUMHWYECKUX CUTHAJIOB Yy 4YeJOBEKa BIIOJIHE MOXKET
OBITh OITOCPENOBAHA PELIETITOPAMHU, PACITOIOXKEHHBI-
MU B OCHOBHOI1 00OHSITEbHOI BhICTUIIKE. 1o MHe-
Huwo Pobeptc ¢ coaBropamu (Roberts et al., 2020),
MMPEYMEHBIICHUIO PO OOOHSIHUSI B KOMMYHUKALTUN
YyeJIoBeKa U, KaK CJIEICTBUE, TOPMOKEHUIO UCCIIeO-
BaHUII B 3TOM 0OOJIACTM TaKXKe CIIOCOOCTBOBaJ TOT
daxr, 4TO GOIBLIIMHCTBO MCCIIEIOBAHUI BBITIOIHS -
JIOCh 3aITafHBIMU YYEHBIMH 1 HA B3POCIIBIX TIpeICTa-
BUTEJISIX 3aIIaJHBIX OOIIECTB, “Ie0NOpPUPOBAaHHLIX” 1
“IeCeHCUTU3NPOBAHHBIX, a peaKIIMs Ha 3aIlaXy MO-
XKeT OBITh KyJbTYPHO OOYCJIOBJICHHOI, OTHOCSI UX K
HEBAXXHBIM WJIM OTTAJIKMBAIOIIUM HE3aBUCHUMO OT
GUOJIOTUYECKOM 3HAUUMOCTH.

HccnenoBanue penusep-¢pepoMOHOB 4YeioBeKa
KpaiiHe 3aTpyAHEHO IO MPUYMHAM 3TUYECKOTO Xa-
pakTepa, a TakKe TajJeKo He BCeraa BO3MOXKEH CTPO-
FMl  KOHTPOJIb 3a TIPOBEAEHUEM OKCIIepUMEHTA.
B Hacrosmee BpemMst eTMHCTBEHHOM HAy9IHO 000CHO-
BaHHOI1 pabOTOM MO MOUCKY (hepOMOHOB-PEIN3ECPOB
y 4esjioBeKa SIBJISIETCSl UccieqoBaHue rpynibl benya
[Taansa n3z ®panunu (Doucet et al., 2009; Schaal, Al
Ain, 2014), B KOTOpOM MOKa3aH CTE€PEOTUMHBIN BU-
nocrienudruuecKrii MoBeAeHYECKUiA OTBET MJIaaeH-
1IEB Ha CEKPET Kejie3 MOHTroMmepu KopMsilen mare-
pu, KOTOPBIM He 3aBUCEJ OT IIOCTHATAIbHOTO OOOHSI -
TEJILHOTO OTbITA U OT TOTO, SIBJISIETCS JIM KOPMSIILas
MaTh ero pogHoit. Hajnmuue xopoiiio BOcporu3BOaAM -
MOU U KOHTPOJIMPYEMOM TECT-peaKliMu OTKPbIBAET
BO3MOXHOCTHU MTOUCKA KAHAUJIATOB Ha POJib (hepoMO-
HOB (Schaal, Al Ain, 2014; Roberts et al., 2020). Mc-
CJIENOBAHUSIMU TOM X€ CaMOM I'PYIIIIbl B CBOE BpEMS
OBLI BhIICIEH (pepOMOH MOJIOKA KPOJIMKOB 2-METHII-
oyr-2-eHanb (Schaal et al., 2003).

Hccnenosanust mpaiiMep-¢epOMOHOB 4YellOBeKa
TaKXXKe HEMHOTOYMCIICHHBI. [JIs1 4yeaoBeKa U3BeCTeH
¢eHOMEH MEHCTPYaJbHOM CHMHXPOHUM, B KOTOPOM
MOXHO YCMOTPETh aHAJIOTUHU C XOPOIIIO U3BECTHHIMU
apdexkramu y xkxuBoTHBIX (McClintock, 1971; Coko-
JIOB 1 ap., 1990). ¥V XeHIIuH, IpOoXMBaIOIIMX B OJI-
HOIf KOMHATe B OOIIEXUTUM B YCIOBUSIX C1a00ii BEH-
TWISIUUY, WX Y OJIM3KUX MOAPYT HAOIIOHACTCS CUH-
XpPOHM3ALIMSI MEHCTPYaJIbHBIX LIMKJIOB 3a Iepuoi B
yetbipe Mecsia (McClintock, 1971). JlaHHbIi 3¢h-
¢deKT OBIJT MHOTOKPATHO BOCITPOM3BEIECH IPYTMMU
HE3aBUCUMBIMU HUCCJIEIOBATEIbCKUMU TpyInaMu c
KCIIOJIb30BaHUEM yOeauTeabHOM craTucTuku (Gra-
ham, McGrew, 1980; Goldman, Schneider, 1987;
Weller A., Weller L., 1993; Weller et al., 1999, u np.).
ABTOpPHI BBICKA3aJd TUIIOTE3Y O POJIM XUMHUYECKUX
CUTHAJIOB B peajn3alny oImMcaHHoro 3ddexra, 1mo-
CKOJIBKY TIpeIbsIBJICHUE SKCTPAKTOB BbIAEICHUI U3
MOIMBILIEYHBIX BHAAWH >KEHIIWH-IOHOPOB 3artaxa
MMPUBOAMIIO K M3MEHEHUIO CPOKOB MEHCTpyalLluii y
peluIIMeHToB 3anaxoBbix curHajoB (Russell et al.,
1980). B 3aBucumMoctu OT (a3bl MEHCTPYaIbHOTO
LIMKJIa JOHOpa XMMUYECKUX CUTHAJIOB, CPOKU Ha-
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CTYIUICHUSI MEHCTpYalluK Y PELIUIIEHTa MOTYT OBbITh
YCKOpEHBI MJIM, Hao0opoT, 3amepkaHbl (Preti et al.,
1986). Tak:ke 3TO YTBEPKACHME SIBASIETCS BEPHBIM U
I perunueHTa curHaiia (Sokolov et al., 1992). Cek-
peT U3 TMOAMBIIICUYHBIX BIAINH, COOpaHHBIN B (poJI-
JIMKYJSIpHYIO a3y MEHCTPYaJIbHOTO IIUKJIA XXEHIINH
(1oHOpOB 3amaxa), BBI3BIBACT YKOPOUYCHUE IIMHBI
MEHCTPYaJIbHOTO LIMKJIA Y PELIUTTUEHTOB 3TUX OOOHSI-
TeJIbHBIX CUTHAJIOB, TOTAA KaK CEKPET M3 MOAMBIIIIEY -
HBIX BITAIWH JTOHOpPA, COOpaHHLIN B (ha3y OBYISLINU,
HaIIPOTUB, YBEJIMYUBACT IPOIOJIKUTEILHOCTD LIMKJIa
(Stern, McClintock, 1998; Shinohara et al., 2001).
BreI1 omuvcaH mpearoiaraeMblii (pPU3NOIOTMISCKU
MexaHu3M HaoOaogaemoro 3ddekra. Cekper, co-
OpaHHBIII B OBYJISATOPHYIO (ha3y LIMKJIA, BBI3BIBAI
YCUJICHME ITyJIbCalli! TIOTEMHU3UPYIOIIETO TOPMOHA
(JIT) y peunrnmenTa Ha 28%, Torma Kak CeKper, COo-
OpaHHBII Y JOHOpa B (OJUIMKYISIPHYIO (pa3y LIMKIIA,
BBI3BIBAJI YMeHbIIeHe nyiabcauuu JII Ha 16%, 4dTo,
10 BCE BUIMMOCTHU, U JICKUT B OCHOBE MEeXaHU3Ma
CUHXPOHU3AIUU MEHCTPYaJIbHBIX LIUKJIOB (Shinoha-
ra et al., 2001). OgHAKO cieayeT OTMETUTD 1 Te pabo-
TBI, TA€ aBTOPaM HE YIaJI0Ch BOCIIPOU3BECTU Pe3yJib-
TaThl OMMCAHHBIX BbIIIE padOT, T.€. CHHXPOHU3ALINIO
LUKJIOB y XeHIuH (Wilson et al., 1991; Strassmann,
1997), yTo MOXeT OBITh CBSI3aHO C HEKOHTPOIUPYE-
MBIMU YCJIOBUSIMM 3KCIIEPUMEHTa, a TaKKe C MC-
MOJIb30BAHNEM HealeKBaTHBIX METOAOB CTAaTUCTUUEC-
cKoit obpadoTku. OgHAKO BOMNPOC 00 3BOITIOLIMOH-
HOIi pPOJM CUHXPOHU3ALMU LIMUKIOB Yy KEHIIWH
octaeTrcs oTKpHeIThIM (Schank, 2001).

HMccnenoBaHuss pojini OOOHSTEIbHBIX CUTHAJIOB
MYXUUH B PEryJsiliui MEHCTPYalbHBIX LIMKJIOB XKEeH-
IMH eTMHUYIHEL. CeKpeT 13 IMMOAMBIIICUYHbBIX BITAAUH
MYXYMH CIIOCOOCTBOBaJ HOpPMajaM3aluy IMHBI
aGeppaHTHBIX MEHCTPYaJIbHBIX LUKJIIOB (Kopode 26
moHet m pnuHHee 32 nmHeit) (Cutler et al., 1986).
IIpenbsaBaeHue 3KCTpakTa M3 BBIASACHUM IIOIMBI-
IIEYHBIX BMAAUH MYXYUH B (DOJUTMKYJISIpHYIO (asy
MEHCTPYAJIbHOTO 1LIMKJIa BBI3BIBAJIO YCUJICHUE ITYJIb-
caluu JoTenHu3upyloniero ropmosa (JII) B kpoBu
KEHIUH-PELIUITUEHTOB CUTHAJIA, UTO YCKOPSLIO Ha-
CTYIUICHUE OBYJISILIMM, XOTSI IUIMHA LIMKJIA Y KEeHIIH
C PeryJIsIpHbIMU MEHCTPYaJIbHBIMM LIMKJIAMM OCTaBa-
Jach npaktuuecku HeudmMeHHo# (Preti et al., 2003).
B TakoMm ciryyae OymeT JOTMYHO IIPEAIIONIOXUTH Cy-
IIECTBOBAaHME MEXaHM3Ma yIJIMHEHUs 1IMKJa, Hallpu-
Mep, 3a cUeT CHYKeHUs cekpeunu JIT mpy cTumMy st
9KCTPaKTaMU 13 BBIICJICHUIN ITOAMBIIICYHBIX BITaAUH
MY>KYMH B Apyrue a3bl MEHCTPYAJILHOIO 1IMKJIa. MBI
HaOJIIOJAJIM YBEJIMYEHUE YaCTOThl U aMIUTUTYabl JIT'
IMIMKOB B CJIFOHE TOJIBKO B TOM CJIy4ae, KOIIa pelnIii-
€HTBhI CUTHaJIa ObITM B (hOJUTUKYJISIpHON (ha3e MeH-
CTpyaJIbHOTO LIMKJIA; MpedbsiBIeHUEe SKCTPAKTOB B
JIIOTEMHOBYIO (ha3y MEHCTPYaIbHOI'O LIMKJIA HE BIIMSI-
JIO MOCTOBEPHO Ha YaCTOTY ITyJIbCallii, HO YMEHbIIIa-
Jio cpegHo amMrMtyny nukoB (Laktionova et al.,
2020). Pe3ynbTaThl HAIIMX UCCIIEIOBAHNI HAXOOSTCS
B IOCTaTOYHO XOPOIIIEM COIJIACUHU C IIPOLIUTUPOBAH-
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HeiMu pabotamu (Cutler et al., 1986; Preti et al.,
2003). MbI Takke He HaOIIOaaIM TOCTOBEPHBIX W3-
MCEHEHMI B JJIMHE MEHCTPYaJIbHOTO IIMKJIA XKEHIIH
PEIIPONYKTUBHOI'O BO3pacTa ¢ PeryIsIpHBIMU IIMKJIa-
MM HOPMAaJbHOM IauHBI (26—32 nHeit) mocie mpo-
JIOJDKUTEIBHBIX TIPEIbIBICHUN SKCTPAKTa U3 BEIACIC-
HUM IMTOAMBIIIISYHBIX BIAAWH MYKIMH (2 pa3a B HEIEIIO
Ha mpoTskeHnu 2 Mec. ). Takske MbI He HAOJTIOIATA CTa-
TUCTUYECKM JTOCTOBEPHBIX M3MEHECHUIA ITMHBI LIMKJIA Y
WCIIBITYEMBIX C aHOMAJIbHO KOPOTKMMMU MEHCTpYaslb-
HbIMM LIuKJIaMu (BosHeceHckast, JlaktuoHoBa, 2018).
DKCTPAKT M3 CEKpeTa HOIAMBIIICYHBIX BITAAMH MYXXUNH
BBI3BIBACT 3HAYMTEIBHOE COKpAIleHWEe IJIMHBI aHO-
MaJIbHO JUTMHHBIX MEHCTPYaJIbHBIX IIUKJIOB HE TOJIBKO Y
KEHIIMH PeIPOIYKTUBHOIO BO3pacTa, HO U y XEH-
IIMH B BO3pacTe IIPEMEHONay3bl B YCIOBUSIX, IIPHU-
OIMKEHHBIX K €CTECTBEHHBIM. BbIIO OTMEUYEHO OT-
CYTCTBHE IIPUBBIKAHUS IIPU MHOTOKPATHBIX IIPEIb-
SIBJICHUSIX CTHUMYJIa, a TakkKe coxpaHeHue addekra
Mo KpaiiHeil Mepe Ha MPOTSKEHUM JIBYX MOCIEAYIO-
IIMX LOUKJIOB MOCJIE MNpeKpallleHUsI BO3IECHCTBUS
(Bosnecenckas, Jlaktuonosa, 2018). MyzkumHBI
OILIEHMBAIOT 3aIlaX ceKpeTa allOKPUHHbBIX XKeJie3 KeH-
IIWH B OBYJISTOPHYIO (ha3y MEHCTPYaJIbHOTO IIMKJIAa
Kak 0oJiee MpUBIEKATEIbHBIIN, YeM TAKOBOM B IPYyTHUE
da3zsl nukia (Singh, Bronstad, 2001; Havlicek et al.,
2005; Gildersleeve et al., 2012), 4To, 110 MHEHUIO psiaa
aBTOPOB, MOXET CIIOCOOCTBOBAThH ITOBBLIIIEHUIO pe-
npoayktuBHoro ycriexa (Lubke, Pause, 2014).

B HacTos1iee BpeMs HeiipoGUOoIoTHsT (PepOMOHOB
YyeJIOBeKa SIBJISIETCSI CTPEMUTENILHO pa3BUBAlOLICICS
0o0JTacThiO 3HAHWM, OJlaromapsi yCOBEpPIIEHCTBOBAH-
HBIM METOAAM MCCIIENOBAHUI U TOCTUKEHUSIM TJIaB-
HBIM 00pa3oM B 00JIaCTHM MOJIEKYISIPHOI TeHETUKH
(Roberts et al., 2020; Wyatt, 2020). 3HauuTeIbHOE
MPOABVIKEHUE UCCIEIOBAHUI TakKKe IPOUCXOOUT 3a
CUeT MCHOJIB30BaHMS IIPUHIIMIIOB “OTKPBITON HayKu”
(open science): IpeperucTpaliy au3aiiHa 3KcIepu-
MEHTa U METOJIOB aHaju3a JaHHBIX, pa3MeEIIeHUsT B
OTKPBITOM AOCTYIIE UCXOMHBIX TaHHBIX (Wyatt, 2020).

SBOJIIOLMA PEHEITTOPOB
OBOHATEJIIBHOU CUCTEMBbI
MIJIEKOITUTAIOLLIMX

B ceHCOpHBIX HelipoHaX BOMEPOHA3aIbLHOTO U OC-
HOBHOTO OOOHSITEJILHOTO 3IMUTENIUs 3KCIIPECCUpPY-
IOTCSI HECKOJILKO OOJIBIIINX CeMeiiCTB pelenTopOB,
JEeTEeKTUPYIOIIVX JIETy4rhe 3alaxoBhie BellecTBa
(omopaHTbl) ¥ BBICOKOMOJEKYISIPHBIE COCTUHEHMS.
DTU ceMelCcTBa BKIIIOYAIOT OOOHSITEJIbHbIE PELIETITO-
pol (olfactory receptors — ORs) u penenTopsl, acco-
LIMMPOBAaHHBIE CO CJIENOBBIMU aMWHaMu (trace
amine-associated receptors — TAARS) B OCHOBHOM
OOOHSITEILHOM SIMUTEIMU, U TPU CEeMeCTBa, 3KC-
npeccrupyeMblie B BOMepoHa3aibHOM opraHe: VIRs,
V2Rs (vomeronasal receptors) 1 GopMuI-nenTuIHbIe
peuernropsl (formyl peptide receptors — FPRs) (Du-
lac, Axel, 1995; Mombaerts, 2004; Liberles, Buck,

JKYPHAJI OBILIEX BUOJOTUHU

TOM 82 Ne 2

2021

2006; Riviere et al., 2009). 1o cTpyKType Bce 3T pas-
HOBUIHOCTH PELENTOPOB OTHOCST K CEMUAOMEHHBIM
TpaHCMeMOpaHHBIM OeJIKaM-peleIiTopaM, COIpsI-
xeHHbIM ¢ G-0enkamu (G-protein-coupled receptors —
GPCRs), ogHako 1Mo cBOMM (PYHKIIMOHAJIBHBIM Xa-
pakTepuCTUKaM OHU 3HAYUTEIbHO oTiimyaiorcs. OT-
HOCUTEJIbHO HEJAaBHO B OCHOBHOM OOOHSTEJILHOM
SIUTENUU ObUT MASHTU(MUILIMPOBAH €Ille OAWH THUII
peuenTopHbIX 0eKOB MS4A, He OTHOCSIIMXCS K
GPCRs. CeHcopHble HEWPOHBI, TaK Ha3bIBacMEBIC
“HEeMPOHBI OXepesbsi”, SKCIPECCUPYIOIINEe JaHHBIS
pPELEITOPHl, CKOHIIEHTPUPOBAHBI B OTAEIbHBIX “TYy-
MMAKOBBIX” 30HAX OOOHSITEILHOIO 3MUTEINS U JAI0T
MPOEKIIMU K IJIOMEpYJiaM, PacIloJIOXEHHBIM 0100~
HO OycMHaM Ha OXepejbe B 3adHeil 4acTU OOOHSI-
TelbHOM TykoBulibl (Greer et al., 2016).

1. O6onsaTeabnbie penentopsl (ORs)

I'enn1, kogupytonme ORs, B cpegHEM COCTABIISIIOT
oT 3 10 5% ot 00l11ero Yyncia reHoB MJIEKOITUTAIO-
I1X; TAKUM 00pa3oM, CylepceMeicTBO reHOB 000-
HSTEJBbHBIX PELENTOPOB SIBISISTCS CaMbIM MHOTIO-
YUCJCHHBIM B T€HOME, UTO yKa3blBaeT Ha UCKIIOYM-
TEJIbHYI0 OMOJIOTUYECKYIO poJib 000oHsTHUS (Niimura,
Nei, 2005; Saraiva et al., 2019). Y muekonuTaionux (B
3aBUCHUMOCTH OT B1JIa) HacuuThIBaroT 10 2000 TUTIOB
(GYHKIIMOHAIBHBIX  OOOHSITEJIBHBIX  PELENTOpPOB.
IIpumeyareabHO, YTO y appMKAHCKOIO CJIOHA OBLI
OIMCaH caMblii OoJibllONi periepTyap — 1948 uHTaKT-
HbIX TeHOB ORSs. ¥ yTKOHOCA, UCIOJIB3YIOLIETO 3JIeK-
TPOPELECHIINIO MPU IIOMCKE MUY, KOIUIECTBO MH-
TaKTHBIX OOOHSATEIBHBIX PELIENTOPOB — 265, 4TO
JIMIIIb HEMHOTUM MEHBIIIE, YeM Y YeJIOBEKa — OKOJIO
400. Y cobakm, obGnamarolieil MCKIIIOYUTEIHHBIMUA
OOOHSTEJIbHBIMU CIIOCOOHOCTSIMU, BceTo okKojio 800
dyHkroHanbHBIX TeHOB ORs (Niimura et al., 2014).
B 1O Xe Bpems y MHOTUX HpeACTaBUTEICH KHUTOO0-
Pa3HbBIX, BTOPUYHO MEPEIIeAINX K BOTHOMY 00pa3y
KU3HU, YUCJI0 GyHKIMOHAIBbHBIX TeHOB ORSs He mpe-
Boitraet 10 (Kishida et al., 2007). I'ernbt ORs, KaxKmbiii
JUIMHOM ~ 1 T.1.0., KaK IIpaBUJIO, HE COAepKaT MHTPO-
HOB B KOIMPYIOILIEeiil 0071aCTH U JIOKAJIU3YIOTCS B KJla-
cTepax OJImKe K TeJloMepaM IMOYTH BO BCEX XPOMOCO-
max (Hughes et al., 2018). OTHOCHTEIFHO HEIABHO
ObLIM oOHapy:keHbI 13 reHoB ORs yestoBeka u 41 reH
ORSs MbIlIM, UMEIOIINE MO ABa K30HA B KOOUPYIO-
meit oonactu. Ot reHbl ORS KoHCepBaTUBHEI y MJIE-
KOITUTAIOLINX U KCIIPECCUPYIOTCS B TOM Xe CTerne-
HU, YTO 1 KaHOHUYHHBIC TeHbI (Barnes et al., 2020).

I'eHbI OOOHSTEIBHBIX PELENTOPOB (PUIOTEHETU-
yecKW ITOApas3AeisiioT Ha JIBa Kiacca. Pelenropsl
kiacca I OJM3Ku 1o cBoeil CTPYKTYPHOU OopraHu3a-
LIMM K TakoBbIM Yy pbIO. Ilpedroniaraior, 4to OHU
YYaCTBYIOT B pellellMK BOAOPACTBOPUMBIX OIOPaH-
ToB. Penientopsl kiacca I1, yyacTBytoniue B 00JIbLICH
Mepe B PacIiO3HOBAHUU TUIPOGOOHBIX OJOPAHTOB,
creunUYHbBl U1 Ha3eMHBIX ITO3BOHOYHBIX (Saito
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et al., 2009). Ot 80 1o 90% rernoB ORs yeTBepoHOTHX
otHocuTcs K KJaccy I (Niimura et al., 2014).

Caa3piBaHNe ¢ omopaHTaMu M aktuBanuss ORs
IIPOMCXOJIUT B COOTBETCTBUU C U3BECTHBIM HMPUHIIM-
IIOM B3auMojeiicTBus “auraHa—penentop”. OT-
nenbHbIN perentop OR MoxXeT ObITh aKTMBUPOBAH
IIUPOKMM HAaOOPOM OJOPAHTOB, a OTIAEJILHBIA 010~
paHT MOXET 00J1a1aTh CPOICTBOM K HECKOJILKUM pPe-
nentopam ORs. CiegoBaTebHO, pa3HbIe OJOPAHTHI
aKTUBUPYIOT pa3Hbie KoMOHauuu ORs. Takas KoM-
OMHaATOpHAsI CXeMa KOOWpPOBaHWS, BKIIIOYAIOIas,
HarpuMmep, npuommusuteapbHo 1000 PyHKIIMOHAIL-
HbIX ORS y rpbI3yHOB, TTO3BOJISIET OMPEAESITh ITpaK-
TUYECKM HEOrpaHMYEeHHOE KOJMYECTBO 3arlaxoB
(Malnic et al., 1999). Takke M3BECTHO, UTO YacTb
o0oHsTeNbHBIX penieniTopoB ORs siBsIeTCs “yHuUBEp-
cajaMu”, KOTOpPbIe HACTPOCHHLI Ha paclio3HaBaHUE
IIMPOKOIO psifa JIMTaHAOB, UMEIOIINX CTPYKTYPHOE
CXOJICTBO, TOI'Ia KaK IPyrasi yacTh SIBJISIETCS “CIelM-
ajmcraMu”’, OPUEHTUPOBAHHBIMM Ha IETEKIIUIO
orpaHMYeHHOro yucia BeuecTB (Saito et al., 2009).
OIHaKO KOHKPETHbBIC JIMTaHAbI OB UASHTUMUII-
poBanbl MeHee yeM Wit 100 ORs mirekonuTarommx
(Niimura, 2014).

OIHUM U3 OCHOBHBIX MEXaHM3MOB 3BOIIOIINH Xe-
MOPELENTOPOB SBISIETCS MOSIBJICHNUE M MCUE3HOBE-
HUE TEHOB, ONOCPEIOBAaHHOE COOBITUSIMU AYIIJINKA-
muu 1 riceBnorenusannu (Grus et al., 2005; Niimura,
Nei, 2007; Silva, Antunes, 2017). Jlyniaukaius reHOB
IIPUBOJIUT K U30OBITOYHOCTA HOBBIX TEHOB U (DYHKIIV-
OHAJIbHOM HE3aBMCUMOCTU OJHOM M3 KOIUU, KOTO-
past MOXKET MyTHPOBATh M IIPUOOPETATH CITOCOOHOCTD
JIETEKTUPOBaTh HOBbIE JUraHabpl. Ha mpomyGiampo-
BaHHEIC T€HBI JEHCTBYET OaBJIeHHUE OTOOpa, Mo00Y-
HBIM 3(P@EKTOM KOTOPOTro SBISIETCS HAaKOIJIEHUE
MyTallWii, peKpalamoinux (yHKIMOHUPOBAaHUE pe-
LIENTOpa, U B pe3yJibTaTe 00pa3yloTCsl IICEBIOTECHDI,
BCTPOEHHbBIE B OBICTPO paCTYIIME CEMENCTBA TEHOB
00oHATENLHBIX penenTopoB (Bear et al., 2016). Ta-
KOi1 mpolecc IMHAMUYHOTO MOSIBJICHUS M COKpaIlle-
HUSI TEHOB B MYJIbTUT€HHOM CEMEMCTBE ITOJIyYIT Ha-
3BaHUE “IBOJIIOLMS POXIEHUS U cMepTu”’. Takum
0o0pa3oM, IIpU CXOXKEeM KOJIUYeCcTBe (DYHKIIMOHAJIb-
HBIX T€HOB OOOHATEIBHEIX perienTopoB ORs y psma
BUJIOB MJIEKONIUTAIOIIMX perepTyap 3TUX I'eHOB MO-
KET CWJIBHO pa3InJaThCsl, KaK U CIIEKTP OOHApYyK1Bae-
MbIX ogopaHToB (Niimura, 2014). Otu paznuausi, BEpo-
SITHO, OTpaXkaloT (YHKIMOHAJIbHbIE TPeOOBAaHUS K
0JIb(PAKTOPHBIM CHOCOOHOCTSIM KMBOTHOIO IJISI €TO
agarnTaly K HOBBIM YCJIOBHUSIM OKPYXKarOIIE Cpeabl
(Hayden et al., 2010; Hughes et al., 2018). OnHako
YacTh T€HOB BCE Xe COXpaHSET dBOJIOLUOHHYIO CTa-
OMJIIBHOCTH 03 KaKNX-JIN00 NYIJINKAIINNA NI COKpa-
menuii (Niimura et al., 2014). Y gyenoseka 6oinee 50%
ORs mpeacTaBlIeHO TICeBOOT€HAMM, TOTIAa KAK Y MbI-
LI, KpbIChI U cobaku — okosio 20—30%. B uenom
YBEJIMUYEHME JOJIU IICEBIOTEHOB CONYTCTBYET CHIKE-
HUIO CJIOKHOCTH OpraHMU3alluy OOOHSITeIbHOTO aHa-
Jm3aTopa. Beicokas 10J1s1 IceBIOTreHOB Y KUTOOOpas3-
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HbIX (60—80%) nmoaTBepXaaeT JaHHOE MPeaIoIoxKe-
Hue (Kishida et al., 2007). B To ke BpeMsI oOLIpHBIE
notepu reHoB ORSs, 1o Bceil BUTIMMOCTH, HOCUJIM Xa-
pakTep He3aBUCHUMBIX COOBITUI B pa3IMYHBIX TaKCO-
HOMMYECKHUX Ipynmax. BeposTHo, y ob11ero npeaka
MJIEKOTIUTAIIMNX ObLIO O0KoJo 150 (yHKLMOHAb-
HbIX TeHOB ORs, penepryap KOTOPBIX MOABEPrajcs
3HAYUTEbHBIM U3MEHEHUSIM B XOI€ DBOJIIOLIMM; pa3-
Mep reHoMa ORs y o6lero mpeaka maneHTapHBIX
MJICKOIIMTAIONINX OILIEHUBACTCS yXKe IIPUOIN3UTEIb-
HO B 800 ORs (Niimura, Nei, 2007; Niimura et al.,
2014). Iupoko obcyxxaaemasi paHee TUIIOTe3a O CO-
KpallleHMH YKCJIa TEHOB OOOHSTEIBHBIX PEILIEIITOPOB
Y BBICIIIMX IPUMATOB B CBSI31 C YCUJICHUEM POJIU 3pU-
TEJILHOTO aHaJIM3aTopa U pa3BUTHUEM TPUXpOMAaTHYE-
CKOTI'O 3peHMsI He HalllJIa IOATBEPKIASHMS IIPU CpaB-
HUTEJIbHOM aHaJIM3e FTeHOMOB Y IsITU BUIOB. I1o Beeii
BUIMMOCTH, OOINMIA MPEeaOK TOMUHOUOIOB, 00E3bsH
Craporo m HoBoro Csera mMmen mpuMepHo 550
¢GyHKUMOHATBHBIX TeHOB ORS, 1 B Kaxk10if TaKCOHO-
MUYECKOI TpyriIie Mmpousolia yrpara nopsiaka 200
reHoB ORs. BBLTO BBISICHEHO, YTO YEJI0BEK JaXKe Ipe-
BOCXOJIUT MO 00beMy (PYHKIIMOHAJIBHOIO PEEIITOP-
HOTO ITyJia OpaHTyTaHOB M Makak (Matsui et al., 2010;
Niimura et al., 2014).

I'eabr ORs UMEIOT 0YeHb BBICOKYIO BHYTPUBUIO-
BYIO BapnabeIbHOCTh. Tak, aHaIM3 HECKOJIbKUX CO-
TE€H TeHOMOB YeJIoBeKa MoKasail, 4YTo 0oJjiee MOJI0BU-
HBbl MHTAKTHBIX TeHOB ORs B momymisium MoryT
WMETh B CBOEM COCTaBe OOWHOYHBIE HYKJICOTHIHBIE
MyTallMM, BCTaBKM-IeJIeLIMM, BapUalUUd B KOJIUYe-
ctBe konuii (Olender et al., 2012). OO0HapyKeHHI OT-
IeJTbHBIE TOYKOBBIE MyTaIluy psima reHoB ORs yeso-
BeKa, OKa3bIBaWIlUe BIUSHUEC Ha OOOHSATEIbHYIO
YyBCTBUTEIBLHOCTD K psmy omopaHToB (Keller et al.,
2007; Mainland et al., 2014).

CpaBHUTENBHBINM aHAIN3 TPAaHCKPHUIITOMOB OC-
HOBHOI OOOHSITEJIbHOM BBICTUJIKM HECKOJBKUX BH-
JIOB MJIEKOMUTAIONIMX (MBIIIM, KPbICHI, COOaKH,
OOBIKHOBEHHOI UTPYHKM, MaKaK/d 1 YeJIOBeKa) I10-
Ka3aJl, 4YTO y BCEX MCCJIeTOBAaHHBIX OPTAHU3MOB TOJIb-
KO HEOOJIIIIOE YMCIIO MOATUIIOB OOOHSITEJIbHBIX CEH-
COPHBIX HelpoHOB (4TO paBHO3Ha4yHO BumaM ORs)
OOHapy:XKMBaeTCs B 3HAYUTEIILHOM KonmdecTse. [1pn
3TOM OBLJIO OTMEYEHO, YTO YpOBEeHb AKcIpeccun ORs
YyeJI0OBeKa, IeTEKTUPYIOIINX KITIOUeBbIe IMUIIEBbIC 3a-
Mmaxy, B HECKOJbKO pa3 IPEBBIIIAET 3KCIIPECCUIO
ORs, yyacTBYIOIIMX B paclio3HaBaHWUU NPYTUX OJ0-
paHTOB. AHAJIOTUYHO, Y MBIIIM HAOII0HAETCSI TIOBBI-
IMEeHHBIA ypoBeHb 3Kcrpeccun ORs, merextupyro-
IIUX BelllecTBa ¢ (epOMOHAJIbHBIMU CBOMCTBAMU
(Saraiva et al., 2019). I1oBbIlIEeHHBI YPOBEHb BUIO-
creunpUIHON TPAHCKPUIILIMU HEKOTOPBHIX THIIOB
ORs, BO3MOXHO, COIIPSIK€H C MOBBILIEHHON YyB-
CTBUTEJILHOCTBIO K OMOJIOTMYECKM 3HAYMMBIM 3aria-
XaM. A 00OHSTeJIbHbIE CIIOCOOHOCTH OTIEILHOIO BU-
Jla MOTYT KOHTPOJUPOBAThCS HE TOJIbKO FeHaAMM Xe-
MOPELENTOPOB, HO U PEryJIITOPHLIMU 3JIEMEHTaMU
reHoMa.
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2. Bomepona3zaabhbie penentopbl (VIRs u V2Rs)

V I'pBI3yHOB U 3aiilIc00pa3HbIX, UMEIOLINX CTPYK-
TypHO pa3BuThliit BHO, XeMOCeHCOpHBIi anuTeanii
JIAaHHOTO OpTraHa IpeICTaBjIeH ABYMS HeiipOHAIbLHEI-
MU CJIOSIMU (anMKaJIbHBIM U 0a3ajIbHbIM), XapaKTe-
PUBYIOIIUMMUCS IKCIpeccreil NByX BUIOB BOMEepOHa-
3anbHBIX pelienrtopoB — VIRs 1 V2Rs (Young, Trask,
2007; Francia et al., 2014). Kaxnp1i1 cCEeHCOpHBIi1 Heli-
poH anukanbHOIi 30HEI BHO sKkcripeccupyeT TOIbKO
peuentopbl VIRS, Torma Kak CEHCOpHBIE HEUPOHBI
0a3aJIbHOM 30HBI JIEMOHCTPHUPYIOT MYJIBTUTEHHYIO
9KCIIpeccuio peuenTtopoB V2Rs u, mo-BUauMoOMY,
MPEeACTaBIISIIOT CcO0OIl MCKIIIOUeHHE U3 IIpaBuUja
“omuH HelipoH — omuH T peuenitopa” (Belluscio
etal., 1999; Rodriguez et al., 1999; Serizawa et al.,
2000; Bozza et al., 2002). HegaBHO OBLIO ITOKa3aHO,
YTO TaKO€ WCKIIOYEeHHE €CTh U UISI PELENTOPOB
V1Rs. ancVIR otanyaeTrcss OT KaHOHWYHBIX VIRs
MJIEKOITUTAIOIINX TEM, UTO OH SIBJISIETCS OOLIMM B (b1-
JIOTEHETUIECKOM DPSIIy OOJIBIIMHCTBA KOCTUCTBIX I10-
3BoHOYHBIX (Euteleostomi). Kpome toro, rex ancV IR
MOXKET 9KCIIPECCUPOBATHCS BO BCEX 30HAX BBICTUIIKU
BHO kak coBMecTHO ¢ KAHOHUYHBIMU VRS, TaK ¥ ¢
V2Rs (Suzuki et al., 2018).

b0 mokazaHo, 4yTo reHsl pelienTopoB V1Rs, kak
u peureritopoB ORs, B OCHOBHOM MMEIOT OIMH 3K30H,
TOTma KaK reHbl pelenTopoB V2Rs — miecTh 5K30HOB
(Rodriguez, 2016). OTcyTcTBrE TOMOJIOTUM HYKJIEO-
TUIHEIX ITOC/IEA0BATEIbHOCTEIl B TeHaX PElLeIITOPOB
V1Rsu V2Rs yka3sIBaeT Ha X pa3aeiIbHOE SBOJIIOIM-
OHHOE TIPOUCXOXIECHHUE, UTO COOTBETCTBYET UX POJIU
B JIETEKUIMN Pa3IMIHBIX (DEPOMOHAILHBIX CUTHAIOB
(Shi, Zhang, 2007). /IpeBHEee 3BOIIOLIMOHHOE IIPOUC-
xoxneHue peuentopoB VIRs u V2Rs nmoarsep:xnaercs
UAeHTU(PUKAIINEH TeHOB, KOOUPYIOIIUX JaHHbBIE pe-
enTopsl y peid Buma Danio rerio (Saraiva, Korsching,
2007; Hashiguchi et al., 2008; Grus, Zhang, 2009),
YTO MpoM30LUIO OO0 IosBiaeHus camoro BHO. O6-
IIMIi TOpeaoK YETBEPOHOTMX, BEPOSTHO, 0O0Jaman
OYEHb HEOOJILIIUM periepTyapoM reHoB VIR u V2R
(3—4 rena) (Francia et al., 2014).

PeuenTop V1R nMmeeT KOpoTKUiA nenTUAHBINA N-Ko-
Hell, pacITOJIOKEHHBIN ¢ BHEIITHEH CTOPOHBI MEMOpPaHBI
CEHCOPHOTo HelpoHa. J1j1s1 1oOMOBOI MBIIIY ObLIO MO-
Ka3zaHo, 4To penentopsl VIR ydyacTByloT B 0OHapy-
KE€HUU IIMPOKOIO CIIEKTPa JIETYUYMX BEIIECTB, BKIIIO-
yasi CTEpOUIIHBIC MOJICKYJIbI B MOUY€e, KOTOPhIE OCO-
OCHHO BaXHbI [JISI paclo3HaBaHUSI IIoJla U
penponyktuBHoro moeaeHus (Novotny et al., 1999;
Nodari et al., 2008; Isogai et al., 2011; Haga-Yamana-
ka et al., 2014). Peuenrropsr V1R akTuBupyloTcs, Ha-
npuMep, JETYYUMU 2,3-Iernapo-exo-OpeBUKOMM-
HOM U 2-BTOpOyTUI-4,5-AUTUAPOTUA30JIOM, KOTO-
pele momamaroT B IipocBeT BHO, cBs3biBasch ¢
OCHOBHBIMM OeJIKaMy MOYM (major urinary proteins —
MUPs) (Leinders-Zufall et al., 2000). B To ke Bpems
peuentopsl V2RS MMEIOT IJIMHHEBIN 1 BapraOeIbHBIN
N-KOHIIEBOI YJaCTOK, KOTOPBIN OTpaxkaeT XUMHUe-
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CKHME CBOMCTBA UX “TSXKENbIX” JUTAaHIOB — BBICOKO-
MOJIEKYJIIPHBIX MENTUIOB WIN OEJIKOB, pacTBOPU-
MBIX B BOJE, HaIllpuMep, IENTUIOB IVIABHOTO KOM-
mwiekca rucrocoBmectumoctu kmnacca 1 (I'KI'C-I)
(Leinders-Zufall et al., 2004; Mombaerts, 2004; Ro-
driguez, 2016). Ha HacTOSIIMI MOMEHT M3BECTHBI
JIMTaHOBI IJ11 O4EeHb HEOOJILIIIOTO YHCIIa PELICIITOPOB
BHO, uTo 3aTpymHsIeT UccliefOBaHUE MOJIEKYIISTHBIX
MEXaHM3MOB, JICXKAIIIUX B OCHOBE COLIMAJIBHOTO T10-
BeaeHus1 miuekonuTaromux (Haga et al., 2010; Haga-
Yamanaka et al., 2014).

MexaHU3M TpaHCOYKIIMM CUTHaja 4epe3 perern-
Topel V2Rs orimmuaercs ot tTakoBoro 11t VIRs n He
BKJIIouyaeT MoHHBIN KaHajl TRPC2; mblmm ¢ Hokay-
TOM T€HOB, KOOWUPYIOIIMX MOHHBINA KaHai TRPC2,
ocTtaloTcsl 4yBCcTBUTeNIbHBIMU K mnentuaam ['KI'C
knacca I (Kelliher et al., 2006). B cBoto ouepensn, cur-
HaJl OT ABYX CEMEICTB BOMEpOHAa3aJbHbIX PELEITO-
pOB TIPOCLUPYETCS B pasjIMYHbBIC YACTU TOMOJIHU-
TEJIbHOM OOOHSTENbHON JIyKOBUILIbI. CUTHAJI OT pe-
nentopoB V1Rs mpoenpyeTcst B pocTpajibHYIO YacTh
HOJI, a ot peuentopoB V2Rs — B KaynajabHYIO 4acCTh
HOJI (Halpern, Martinez-Marcos, 2003).

BoMepoHazaibHbBIe pelenTophbl, KaK WM OOOHSI-
TEJIbHBIE PELEIITOPhI, OTHOCATCSI K METaOOTPOITHBIM
peuenropam GPCRs, cocrosiiiuM M3 ceMM TpaHC-
MEMOpaHHBIX OCJIKOBBIX HOMEHOB, ogHako ORs u
VRs oTimuaioTcs B mjiaHe IIyTeil CBOEro SBOJIIOIIOH -
HOro pa3BuUTHs. ['€HbI OOOHSITENIBLHBIX PELETITOPOB B
0oJIbllIeil CTENEeHU SIBJSIOTCS KOHCEPBAaTUBHBIMU Op-
TOJIOTaMM Y BUAOB, 00pa30BaBIIMXCS B IIPOIIECCE TM -
BepreHIuM. I'eHbl BOMEpOHA3aIbHBIX PELICITOPOB B
OoJtbIIIeit Mepe BUAOCTIEHU(PUYHBI U, BUAUMO, TIpe-
TepIieBaloT 0oJiee OLICTPYIO 3BOIOLIMOHHYIO CMEHY
periepTyapa (IyIUIMKalMIO, ITOSIBJIeHNE HOBBIX TEHOB
¥ COKpallleHUE ITyJIa CTaphiX), YTO YKa3bIBA€T HA BaXK-
HYIO poJib perienTopHoro anmapara BHO Bo BHyTpu-
" MexXXBUA0BOIM KomMmyHuKauuu (Grus, Zhang, 2004,
2008; Lane et al., 2004; Mombaerts, 2004; Rodriguez,
2005; Nei et al., 2008; Silva, Antunes, 2017; Jiao et al.,
2019). DTo moarBepKmaeTcss oOpa3zoBaHUEM BUIO-
crieunpUIHBIX TeTEPOTreHHBIX pelepTyapoB pellell-
topoB BHO (Grus et al., 2005; Shi et al., 2005; Yang
et al., 2005; Grus, Zhang, 2008; Young et al., 2010;
Silva, Antunes, 2017; Jiao et al., 2019). Hanpumep, B
TeHOME TpeX BUIOB MJIeKOoIUTalolux (codaka, onoc-
CYM M JOMOBasI MBIIIIb) IIPAKTUIECKNA HET OTHO3HAY-
HBIX OpPTOJIOTOB BOMEpPOHA3aJbHBIX PELENTOPOB
(Grus, Zhang, 2008). bonee Toro, obOHsSTEIbHAasI
cTIeuMaJIn3anys IIPOMCXOINT 3a CUET OTOOpA pa3Iid-
HbIX TTosiceMeiicTB penteritopoB BHO (Silva, Antunes,
2017). CpaBHUTEIBbHBIN aHaAINU3 ceMeicTB reHoB VIR
n OR y 1ByX BUIOB I'PBI3YHOB (MBIIIN U KPBICHL), A1~
BEpPrupoBaBIINX OTHOCHUTEJILHO HEIaBHO, MOKa3al,
4yTO 3BOJonMs perentopoB VIR 1mra 0vicTpee, yem B
ciiygyae ORs. Bo3aMoxXHO, 3TO cBsI3aHO ¢ 0o0Jiee BaxX-
Hoit posblo VIRS B penpoayKTMBHOM ITOBEASHUM
rpei3yHoB (Zhang et al., 2007).
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Pemteptyap renos penienntopoB VIR y GombImmH-
CTBa UCCJIEIOBAHHBIX BUIOB MJIEKOITUTAIOIINX 3Ha-
YUTEIbHO MEHbIIIE, YeM TaKOBOM 1711 OOOHSTEIbHBIX
peuerrtopoB. bonbimoe konmuecTBo reHOB VIR oT™Me-
YEeHO y MJIEKONUTAIOIINX, UMEIOIINX BbICOKOOpra-
HusoBaHHbIT BHO, Taknx kak MbIib (239 reHoOB),
kpbica (109 reHoB), KpoiuK (159 reHOB) U MBIITUHbBIH
sgemyp (105 reHoB). Majioe KoaudecTBo reHoB VIR, a
TakXXe UX MCeBIOreHU3alus HaboaaeTcsl y 00e3bsH
Craporo CseTa m 4ejaoBeKa, 00JaIAIOIINX PEayII-
poBanHbiM BHO (Rodriguez et al., 2002; Grus,
Zhang, 2004; Grus et al., 2007; Young et al., 2010;
Brykczynska et al., 2013; Hohenbrink et al., 2013).
ITo-BuauMoMy, KOJIMYECTBO MHTAKTHBIX TeHOB VIR
MOJIOKUTEJIbHO KOPpEeIUpyeT C aHaTOMUYECKOit
cioxHocteio BHO (Grus et al., 2005). OgHako ecTh
M UCKTIOUECHUS: Y cO0aKM BCETo NEeBSATH (DYHKIIMO-
HaJIbHBIX TeHOB VIR. DTO coKpallleHUe Helb3s 00b-
SICHUTb OTOOPOM B Mpoliecce OAOMalllHMBaHUS, MO-
CKOJIbKY T€HOM BOJIKA TaKXKe COJAEPKUT TOMOJIOTHY -
Hble KOonuu rnceBaoreHoB cobaku (Rodriguez et al.,
1999; Rodriguez, Mombaerts, 2002; Grus et al., 2005;
Young et al., 2010). Hanuuue Bcero neBsITH PYHKIIN-
OHaJIbHbIX TeHOB VIR v nByx TeHOB TAARs y cobaku
KOMIIEHCUpYETCs OOJIbIION TJIOIIaIbl0 OCHOBHOTO
OOOHSITEJILHOTO MUTENS, a 3HAYUT U OOJBIIINM ab-
COJIIOTHBIM YHCJIOM 3KCIPECCUPYEMBIX OOOHSITEb-
HbIX pelientTopoB ORs, uTo obecreunBaeT BHICOKYIO
YYBCTBUTEJIBHOCTb K OIpPENeIeHHbIM OJIOpaHTaM
(Niimura, 2014). ¥ yenoBeka ObLUIO UASHTU(DULIMPO-
BaHO okoJji0 200 reHoB VIR, 13 KOTOPHIX TOJBKO 4
MOTYT HOTEHIIMAJIBHO KOAMPOBATh OEJIKOBYIO MOCIe-
JIOBaTeJIbHOCTh B OCHOBHOM OOOHSITEJIbHOM 3THUTE-
JIUU, OCTaJIbHbIe MPOUIJIU MCEeBAOTeHU3AIINIO 10 OT-
JIeJeHnsT TOMUHOUIOB OT 00e3bsIH Craporo Csera.
BeposiTHO, mnceBaoreHu3aliusi ObLla COINPSDKEHA C
nonHoii morepeii BHO (Rodriguez, Mombaerts,
2002; Zhang, Webb, 2004). Eciu y MbIieil momas
dyHKIIMOHATBHBIX TeHOB VIR okoio 60%, To y 4eno-
Beka — MeHee 5% (Rodriguez, 2005). s mmuMITaHse
OBbLIO MOKAa3aHO, YTO HU OJHA U3 TOCJIeI0BaTEIbHO-
creit reHOB VIR He siBAsieTcsl hyHKUMOHaIbHOM. Of-
HY aBTOPBI YTBEPXKIAIOT, YTO CHUXKEHUE Yuciia pe-
HenTtopoB VIR y mpuMaToB CONpPSIZKEHO ¢ pa3BUTUEM
Tpuxpomatuueckoro 3peHust (Yoder, Larsen, 2014;
Silva, Antunes, 2017), npyrue — 4To COKpalleHue IIy-
Jia TIpOM30I1IIO paHee B xoae aBomonnn (Young et al.,
2005, 2010). AHamOrMYHbIe CIOPHI paHee BEJIUCh BO-
KpyT 41ciaa 000HATEIbHBIX perientopoB B OOC (cMm.
BBIILIE).

Kakue 3BONIIOIIMOHHBIE CUJIBI OIOCPEIYIOT 2BO-
moumio VIR? HekoTophle ucciaemoBaHust OOHAPYKM -
BAaIOT MPU3HAKU ITOJOXUTEIBHOTO OTOOpa M BHUIO-
cnel(UYHON TMCeBAOreHU3allui, B TO BpeMsl Kak
JIpyrye HaxXoOsT JoKa3aTeIbCcTBa Apeiida reHOB U OT-
putiateabHoro orobopa (Emes et al., 2004; Shi et al.,
2005; Young et al., 2005; Kurzweil et al., 2009; Park
et al., 2011). BpUIO TTIOKa3aHO, YTO B 3aBUCUMOCTU OT
moaceMeiicTBa pPELENTOPOB MOXHO IIPOCJICIUTh
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OYCHb pa3HbIC 3BOIIOLIMOHHBIC ITAaTTEPHBI. TaK, pe-
uenTopbl VIR, geTexTupymolire ;Kku3BHEHHO BaKHbIE
XMMHWYECKNE CUTHAJIBI, TaKWE KaK 3aIlaX XUIIHWKA
VJIA CUTHAJIBI O II0JIOBOII MPUHAMIEKHOCTH, COXpa-
HSIIOTCSI Y BCeX BUIOB p. Mus. A pelieITOpbl, y4acTBY-
IOILIME B IETEKLIMHA Pa3HOOOPa3HbIX BHYTPU- U MEXKBU-
JIOBBIX CUTHAJIOB, TAKMX KaK MHIMBUIYaIbHBIN 3aI1ax
0co0u 1 (pepOMOHBI, DKCIIPECCUPYIOTCS BUIOCIICIIN -
¢uuno (Miller et al., 2020). BoicTpoe yBeauueHue
pa3HooOpa3us peuentopoB VIR y MpImm, mo Bceit
BUJIMMOCTH, COTIPSIKEHO C YCUJICHUEM POJIM XUMUYe-
cKoii kxoMMmyHukauuu. Eciam cmech ¢GepoMOHOB
OBICTPO BO3HUKAJIA X U3MEHSJIACH, TO CUCTeMa X Je-
Texuuu (peuenTtopbl VIRS) Moria moasepraTbCs
CUJIbHOMY JaBjieH1Io oToopa (Shi et al., 2005).

BunocneuuduyHele ayruidkauuu TeHoB VIR
MIpUBEJIM K 00pa30BaHUIO OTAEIBbHBIX KJIA C PEIKUM
MOSIBJIEHEM OPTOJIOTOB Y OJM3KOPOICTBEHHBIX BU-
noB (Park et al., 2011), a Takke K CUIIbHOI1 TICeBAOTE-
HU3allMM1 Y BUIOB, UMEIOIINX 3HAYUTEIbHOE KOJIYe-
CTBO WHTAKTHBIX TeHOB VIR m XOpoImo pa3BUTHIN
BHO. B uenom u3 npudausuteasHo 7000 V1R-cBs-
3aHHBIX TeHOB y 37 BUIOB TOJIbKO 1809 mpeacTaBisior
coboii pyHKIMoHaabHbIe TeHbI (Young et al., 2010).

OnHako y XXBadyHBIX, TAKMX KaK KOpOBa, OBLIA U
K03a, 00pa30BajoCh 3HAYUTEIbHOE KOJINYECTBO Op-
TOJIOTOB IeHOB pelenTopoB V1R, KoTopkle 3Kcmpec-
cupyroTcd Kak B BeIcTHIIKe BHO, Tak 1 B 000HSTEITH-
HOM anurenu. Y KopoBbl 70% reHoB VIR nmeroT
OPTOJIOTU Y APYTUX BUAOB XKBAYHBIX, B TO XE& BpeMsI
TOJIBKO 9% OpTOJIOroB TeHOB VIR MBIIIU TIPUCYT-
CTBYIOT TakKKe y KpbICHl. [Ipy 3TOM MBIIIb U KphICa
SIBJISIIOTCST (DMJIOTEHETUYECKU Topasno Oosiee OIm3-
KMMU BUIaMu, yeM Koposa u oBla (Grus et al., 2005;
Ohara et al., 2009). Takue HeOObIYHBIE PE3YIbTAThI
MOTYT CBUIETEIBCTBOBATH B IIOJIb3y BO3MOXKHOTO
ygactus Kak BHO, Tak 1 000HSATETFHOTO SITUTEIINS B
JIEeTEeKIUU JTUTaHaoB peuenTtopoB VIR — He ToJabKO
¢epoMOHOB, HO 1, HaIIpuMep, aJuIoMoHOB (Takigami
et al., 2000; Wakabayashi et al., 2002; Ohara et al.,
2009).

IIpencraBiasger WHTEpPEC YCTAaHOBJIEHUE CBSI3U
MEXIy pa3MepoM pelriepTyapa reHoB VIR u xapak-
TePHBIMU IPpU3HAKAMM, SKOJIOTUYECKOM HUIIICH, CO-
LIMaJIbHBIM U PENPOAYKTHBHBIM ITOBEICHUEM BMA.
3a HeOOJIBIINMH UCKIIOYCHUSIMU (TEHPEK, JICHUBEII,
OejIka M MMKa), MJICKOIIMTAIOIINE, MCIOJb3YIOIINe
TECHbIE MaJIOOCBEIIEHHbIE YOeXWUIlla U Bemyllue
HOYHOM 00pa3 >XM3HU (MBbIIIb, KpbICa, KEHTYpOBas
KpbICa, KPOJIMK U JIEMYP), ITO-BUIANMOMY, HY>KIAIOT-
cs1 B OOJIbIIIEM KOJMYECTBE (DyHKIIMOHAIBHBIX TEHOB
peuentopoB VIR, yeM MiieKonuTarmomme, He CBSI3aH-
Hble ¢ yOeXXuIllaMy U Beaylliue JHEBHOM 00pa3 XKu3-
HU (TaKue Kak, HalpuMep, Jiollaagb, KopoBa u obe-
3bsiHa) (Grus et al., 2005, 2007; Wang et al., 2010).

MHutakTHBIE TeHbl V2R cpeau MJIEKOIUTAIOLINX
OBUIM HAliZICHBI TOIBKO Y TPHI3YHOB (IOMOBAsI MbIIIIb —
122 reHa), 3aiilleoOpa3sHBIX M HUBIIMX IIPHUMAaTOB
Ne 2
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(y nopu, neMypa, IOJITOIISITa), TOrAa KaK y BBICIINX
MPUMaTOB (MaKaKy, IIMMITIaH3e, TOPUJIJIBI U YeJIOBe-
Ka) ¥ Yy HEKOTOPBIX APYTUX MJIEKOIUTAIOLINX, TMEIO-
mux BHO (cobaku, KopoBbl), GyHKIIMOHAIbHBIE Te-
HBI V2R otcyrcTByioT (Yang et al., 2005; Shi, Zhang,
2007; Young, Trask, 2007; Ishii, Mombaerts, 2011;
Dong et al., 2012; Hohenbrink et al., 2012).

[Mo-Bunumomy, reHsl V2R MIIEKOIUTAIOIINX IPO-
M3O0IILIN OT 4—5 reHOB-TIpeAIIECTBEHHUKOB, ITyJI KO-
TOPBIX PaCIIUPSIJICS B pa3HOM CTeNeHU B 3aBUCUMO-
ctu ot Buaa. I'eHbl, Kogupyoomye peenTtopsl V2R y
MJIEKOTIMTAIONINX, MOTYT OBITh Pa3[eJICHbI Ha UEThIPE
ceMmeiictBa A—D Ha OCHOBaHUU TOMOJIOTUM aMUHO-
KMCJIOTHBIX TIOCJIEI0BATEILHOCTEM. Y TOMOBOII MbI-
mu cemeiictBa A, B 1 D comepzkart 115 reHos, a ce-
MeiictBo C — 7 reHoB. I'eHBI cemelicTBa A pelienTo-
poB V2R, 00BIYHO caMble MHOTOYMCIIEHHBIE (10 95%
Yy MBIIIIE), 00JaIal0T BEICOKOI BUIOCIIEIM(PUIHO-
CThIO, [TIO3TOMY UX OPTOJIOTH MOTYT OBITh OOHAPYKE-
HBI UICKJIIOUNUTEIBHO y OJIM3KOPOACTBEHHBIX BUIAOB, Y
KOTOPBIX, OMHAKO, OHM MMEIOT TEHACHIIMIO 00pa3o-
BBIBaTh HEOOJIbIIIME, HO He3aBUCUMBIe Kiaanabl (Grus,
Zhang, 2008). Torma kak cemeiictBa reHoB B, C u D
SIBJISIIOTCSL (DMJIOTE€HETUYECKN NPEBHUMHU M HMMEIOT
optosoru y psga BugoB (Francia et al., 2014). Cemeii-
ctBa A, B, D reHoB V2R Ko3KcnpeccupyloTcs C ce-
MeiictBoM C B ceHcopHBIX HelipoHax BHO Heciy-
yaiiHBIM 00pa3oM: onuH reH V2R cemeiictBa A, B 1iun
D coueraercsa ¢ omHuM reHoM V2R cemeiictBa C, Ha-
npumep Vmn2rl (29% ceHCOpHBIX HEHpOHOB B 6a-
3aJIbHOM cJioe) i Vmn2r2 (52%). D1a cKOOpANHY-
pOBaHHAasI KOSKCIIPECCUSI MOXXET BHOCUTD BKJIAJ B Y3-
KOCIIEIMAIM3UPOBAHHYI0O CEHCOPHYIO  pPeaKIInIio
HelipoHoB BHO, HanpuMep, myTeM oOpa3oBaHusI re-
TepOAMEPOB M3 JIBYX CeMEiCTB peuenTopoB V2R
(Ishii, Mombaerts, 2011; Silvotti et al., 2011). ¥ kpsic
U MBlIIeH aKcIaHcus ceMeicTs reHoB C 1 A orpejie-
Jmia oOpa3oBaHME IBYX IIOIIYJISLIMII CEHCOPHBIX
HelipoHOB B OazambHOM yacth BHO. Onna mormymns-
1IMSI COOTBETCTBYET (DMJIOTEHETUYECKM IPEBHUM pe-
nenropam V2R (mopcemeiictBa A8—A9, cemeiicTBa
B, D, E u noncemeiictBo C1—V2Rs), Torna kak apy-
rasi momyJsiiusi — 6oJjiee mo3gHUM perienTopaM V2R
(moncemeiictBa A1—A6 1 noncemeiicteo C2—V2Rs)
(Silvotti et al., 2011). IIpumMegaTeIbHO, YTO Y MBIIIEH
yacTh ceMeiicTBa peuerntopoB V2R akcnpeccupyercs
B Oa3anbHOM yactu BHO coBMecTHO ¢ HeKJtaccude-
cknM I'KI'C kiracca I. Takast Koskcrpeccrs He SIBIsI-
eTcss HeoOXxoauMoit s paboThl pelenTopoB V2R,
OIHAKO ITOBHIIIAET YyBCTBUTEILHOCTDH PELEITOPOB K
nentuaHeIM urangaMm (Silvotti et al., 2011; Leinders-
Zufall et al., 2014).

TakuMm o6pazom, VIRs u V2Rs upe3BbIYaiiHO pa3-
HOOOpa3HbI U PACIIPOCTPAHEHBI Y MJIEKOIUTAIOLIIMX,
B YaCTHOCTH, OTMEUEH OBICTPBIf 000OPOT 3TUX FEHOB
cpeayn pa3nudHBIX BUIOB rpeidyHOB (Grus et al.,
2005; Young et al., 2010). MHTEpecHO, YTO BO3HUK-
HoBeHrne BHO y HaseMHBIX MJIEKONUTAIONIIUX HE
KOppEIMPYET C TTOSIBJICHUEM TeHOB pelienTopoB VIRs
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u V2Rs (Yang et al., 2005). BeposiTHO, T€HBI pelIeTITO-
poB VIRs u V2Rs nepBoHayaibHO 3KCIIpecCcrUpoBa-
JIMCH B IPYTMX OpraHax, HalipuMep, B OCHOBHOI 000~
HSITEILHOI cucTeMe, TOe TakKKe OOHapyXeHbl MX
npoaykTtel (Rodriguez, Mombaerts, 2002; Pfister
et al., 2007; Syed et al., 2013).

3. Peunentopnl TAARS

B reHoMe MJIEKOTIUTAIOLIMX UMEETCSl HeOOJIbIIIOoe
YUCJIO TEHOB PELETNITOPOB, ACCOLMUMPOBAHHBIX CO
cienoBbiMu amMmuHaMu TAARs (3—22 rena) (Hussain
et al., 2009). HekoTopble M3 UX JUTAaHIOB, CKOpee
BCET0o, 001a1al0T aKTUBHOCTHIO (hepPOMOHOB, yJ4acT-
BYIOT B MEXBHMIOBOM KOMMYHMKAIlUM B CHUCTEME
“xuIHUK—XepTBa”. Konn4yecTBO TeHOB OOOHSITEIb-
HbIx peuentopoB ORs u TAARs B OOC, rmo-Buaumo-
MYy, TIOJIOKMTEJIbHO KoppenaupyeT. [TpruMaTel UMEOT
OTHOCUTEJBHO HEOOJIbIIOe KOJIMYECTBO T'E€HOB pe-
nenTopoB ORs 1 TAARS. I'pbI3yHBI (MBIIIIb U KPBICA),
KOPOBa U OTTOCCYM MMEIOT GOJIbIIIOE KOJIUYECTBO KaK
reHoB pelienitopoB ORs, Tak 1 TAARs. UckioueHu-
SIMU SIBJISIIOTCS1, BO-TIEPBbIX, FTEHOM CO0aKu, B KOTOPOM
oonee 800 (pyHKIIMOHAIBHBIX TEHOB OOOHSITEJILHBIX PE-
entopoB U ORs couerarorcst Bcero ¢ AByMsl (DyHKIIO-
HanmpbHbIMU TeHamMu TAARs (TAAR4 n TAARS), Bo-BTO-
PBIX, IBa TeHOMAa PYKOKPBUIbIX, B KOTOPBIX HANIECHO
OJMHAKOBOE YMCJIO OOOHSTEJIbHBIX PELENTOpPOB,
Ho umuciao reHoB TAARs oxkazanock pasnuuHo (6
npotus 26) (Eyun et al., 2016).

ITpoluiecchl ceBAOTreHU3ALMU U AYTUIMKAIIUU, KaK
U B cllyyae OPYTMX XE€MOPELIENTOPOB, 3aTPOHYJIU
OOJIBIIMHCTBO YiIeHOB ceMelicTBa TAARS. Y mpuma-
TOB U YEJIOBEKA COXPAHUJIMCh TOJIBKO /1Ba YJieHa 1aH-
Horo ceMeiictBa — TAARI u TAARS (Eyun, 2019).
Y npenka IUlalleHTapHBIX MJIEKOMUTAIONIMX ObLIO
neBaTh TeHOB TAARS, 3aTeM y MbIIM — 15, y KpBICHI —
17, 1y KOpoBBI — 21, T.€. 3TO UMCJIO YBEJIUYUIIOCH, a Y
puMaToB U cobakum — cokpatwiaoch (Lindemann
et al., 2005; Grus et al., 2007; Hussain et al., 2009).
CpaBHUTEJIbHBIN aHAIU3 TPAHCKPUTITOMOB TTOKa3all,
yto reH TAARS gBnsiercsd Haubojiee OOMJIBHO 3KC-
MpeccrUpyeMBbIM y UyejloBeKa 1 cobaku, reH TAAR2 —y
MaKaK/ 1 OOBIKHOBEHHOM UTPYHKU, a TeHbl TAAR6 1
TAAR7B — y MbIIIIU U KPBICHI COOTBETCTBEHHO (Sara-
iva et al., 2019).

Peutenrtoper  TAAR1-TAAR4, nperektupyromme
MepBUYHBbIE aMUHBI, (PUIOTEeHETUYECKU OoJjiee NpeB-
HUe€ U, KaK MPaBUI0, UMEIOT OPTOJIOTU B €IMHCTBEH-
HOM 3K3eMIUIsipe (OYeHb Majlo AYTUIMKAUi WK TT0-
Tepb TeHOB). OHU, MO-BUANMOMY, 3BOJIIOLIMOHUPO-
BaJIM TOJ BO3JACUCTBHMEM OTPUIATEILHOTO OTOOpA.
Tornma xak peuentopsel TAARS—TAARY, nerektupy-
IOIIE TPETUUYHBIC AMUHBI, MOSIBUJINCH T1033KE B XOIe
sBoyionnu y muekonutapomux (y Theria), a 607b-
IMMHCTBO WX IeHOB, 3a UcKmodeHueM TAARS, mon-
BEprajiuch NyIJIMKALIASIM U, BEPOSITHO, TIpeTepIieBa-
JIM 3MU301bI MOJ0XKUTeIbHOTO oToopa (Eyun et al.,
2016).
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4. ®opmua-nentuaHbie penentopsl FPRs

OTtHOCUTEIBHO HegaBHO B BeicTIiIKe BHO y MbI-
et ASHTUGUILIMPOBATI HOBOE CEMEMCTBO pelell-
TOPOB, Ha3BaHHBIX (POPMUJI-TICHTUIHBIMU PELIEIITO-
pamu — FPRs (Liberles et al., 2009). Penentopnt
FPRs pacnpeneneHsl mo BceMy BOMepOHa3aJbHOMY
srmtennio. OHU pacHo3HAIOT IMENTUIBI, COIEepKa-
mue (OpMUIIBHBIN pagrKal, KOTOPble CHHTE3UPYIOT
Oaktepuu, Harpumep N-GOpPMUI-METUOHWII-JICH-
uun-gpenunananud (fMLF). IlocnegHuii, B cBoto
ouepenb, 3alyCcKaeT psa MMMYHOJIOTMUYECKUX PeaK-
ouii B HelTpodmiax, MOHOILMTaXx M MakKpodarax
(Francia et al., 2014). TakuM o6Gpa3oM, pelenTOPbI
FPRs, BO3MOXXHO, OTBEUAIOT 3a paclio3HaBaHWE WH-
GUIIMPOBAHHBIX OCOOCH.

V IpBbI3YHOB IreH-NpPeaIIeCTBEHHUK Fpr, BEposIT-
HO, TOABEPICsl MOJI0XKUTEILHOMY OTOOPY M IIPUO0-
pen HOBYIO (PYHKIIMIO, YTO 3aJIOKWJIO OCHOBY IJIS
pacliMpeHusl 1 nuBepcudurKalii 3TOT0 CEMENcTBa
reHOB. MHOTrOYMCIICHHbIC AYIINKALMUA YBETUYMIN
pa3smep cemeiictBa reHoB FPR Toibko y rpeI3yHOB
(MbILIEl M KpbIC) 0€3 OAHO3HAYHBIX OPTOJIOTOB Y
JIPYTUX BUIOB, BKJIIOYasl T€, KOTOpPbIe M30MpaTeIbHO
skcrpeccupyrorcss B BHO memm. HecmoTps Ha To,
YTO IOIoJHUTeNnbHBIC TeHbl FPRS MoryT ObITE 0OHAa-
PYXEHBI Y IPpYTUX MJICKONUTAIOIINX, 3HAYMMOE pac-
murpeHune ceMeicTna peentopoB FPRs B BricTHIIKe
BHO npousonijio TOAbKO Yy TPbI3YHOB (MBIIIU U
KPBICHI) U MpEeACTaBIsIeT COOO 3BOIOLUIO de novo
HOBOI'O THMIIa XeMoceHcopHoro penenrtopa (Liberles
etal., 2009). B To ke BpeMs aHaJIU3 UHTAKTHBIX TEHOB
FPRs y no1manu, KOIKU, KOPOBbI, OBLIBI WJIM CBUHBU
He BBISIBIII ITOHOOHBIX M3MeHeHuit (Migeotte et al.,
2006). B uccinenoBaHUsSIX HAa TpUMAaTax, MUMEIOIINX
BHO, He OblJ10 OOHApPYXXEHO CBSI3U MEXIY YUCIOM
peuentopoB FPRs B BeicTusike BHO u ciioxXHOCTBIO
CTPOEHUSI JAHHOIO OpraHa, Kak v cnelu(MUIHBIX 115
BeicTiiiKU BHO penentopoB FPRs, uro ykasbiBaer
Ha OTCYTCTBHE (DYHKIIMOHAJIBHBIX pelieniTopoB FPRs
B OOOHSITEJILHOI cHUCTeMe IpUMAaToB. Y dYelioBeKa
ObLTO 0OHapyXeHOo Tpu reHa perentopoB FPR, koto-
pBIe, OMHAKO, padOTalOT B UMMYHHOM CHUCTEMeE, a He
B oboHsaTenpHOM (Yang, Shi, 2010).

5. PenienTopnl “HeiipoHOB oxKepeabsa” — MS4A

Ellie ogHO ceMeicTBO XeMOPELIENITOPOB B OCHOB-
HOM OOOHSITETLHOM SIIUTEINN, KOTUPYyeMOe TeHaMu
MS4A, He OTHOCHUTCS K KAHOHUYHBIM METabOTpOTII-
HBIM OOOHSATENILHBIM pelenTopaM cyrnepceMeiicTpa
GPCRs. Penentoper MS4A noKaan3oBaHBI B CEH-
COPHBIX OKOHYAHUSIX HEHPOHOB M OTBEYAIOT HA CTU-
MYJISIIAIO OMOJIOTUYECKU 3HAYMMBIMUA OJOPAHTAMU,
B TOM 4HKCje (PEPOMOHAMHU M MUILIEBLIMU XKUPHBIMU
kuciaotamu. [lo-Buagumomy, peLENITOp SIBJSIETCS
MOHOTPOITHBIM (BBI3bIBaeT Bxox Ca?' B Luroruiasmy
CEHCOPHOIr0o HeipoHa), HO HESICHO, 00pa3yeT U OH
caM MOHHBII KaHall WA SIBJISIETCS TOJBKO KOpPELeI-
TOpoM K noHHoMYy KaHaiy (Greer et al., 2016).

JKYPHAJI OBLIEN BUOJIOTUU

CpaBHUTENIBHBII aHAJIU3 TPAHCKPUIITOMOB OCHOB-
HOI OOOHSITEIbHOI BHICTUJIKM IT0Ka3aJI, YTO B 3TOM Ce-
MeiictBe MS4ASB Hanboiee YacTo BCTpeYaeTcsl y ye-
noBeka, MS4A14 — y makaku, MS4A7/Msda7 — y
OOBIKHOBEHHOM WIPYHKM, CO0aKM M KpBICH, a
Ms4a6b — y mbiu (Saraiva et al., 2019). Ilpucyt-
CTBHE TOMOJIOTOB MS4A BO BCeX TMHUSIX MJICKOIINTA-
IOIINX, YUUTHIBAasA 9BOJIIOLIMOHHBIN yCIIeX KAHOHUY-
HBIX 000HSITEIBHBIX peniennTopoB ORs, yka3siBaeT Ha
BaXXHYIO CEHCOpHYI0 pojib MS4A (Zuccolo et al.,
2010; Greer et al., 2016).

3AK/IIOYEHHME

Takum 06pa3oM, K OCHOBHBIM MeXaHNU3MaM 3BO-
JIIOIIMOHHEIX IIPe00pa30BaHMII XEMOPELETITOPOB OC-
HOBHOII OOOHSITEJILPHOM M BOMEpPOHA3aJIBHON BBI-
CTUJIKA MOXKHO OTHECTH TTOSIBJICHUE U UCYE3HOBEHUE
TE€HOB, OIIOCPEIOBAHHOE COOBITUSIMU AYIUINKAIINU 1
TceBIOreHM3alnu. BuoocnennudHbie perrepTyaphl
KaHOHUYHBIX TeHOoB OR MJIeKOMUTAIONINX, pa3inda-
IOIIMECS KOJIMYECTBOM MHTAKTHBIX T€HOB U IICEBIO-
TeHOB, (DOPMUPYIOTCS 32 CYET MHOXKECTBEHHBIX CO-
ObITUIT “pOXIeHUsT U cMepTU’ TeHoB. CHUXEHUE
JIOJIA MHTAKTHBIX TeHOB ORS y psiza BUIOB MJIEKOIIM-
TAIOIIMX HOCUJIO HE3aBUCUMBIN XapaKTep B pa3ind-
HBIX TaKCOHOMMWYECKUX TpYIIax; B psae ciaydyaeB
MPOCJIEXNBACTCS TEHACHILIMS BO3pacTaHUsS IOJIU
TICEBIOI€HOB, COIIPSDKEHHAsI CO CHMXXEHMEM CJIOXK-
HOCTU CTPYKTYPHOI OpraHu3aluu OOOHSITEeJIbHOTO
aHanm3aTopa. MexXBUOOBhIE pPa3Indus B pereprya-
pax ORs MJIEKONUTAIOIIMX, BEPOSITHO, OTPaxKaioT
crienMaau3aluio o0OHATEIbHON (PYHKIIMU B 9KOJI0-
TMYECKOM acliekTe. Bhuio skcmepuMeHTalIbHO MO-
Ka3aHo, YTO MHAWBUIYaJIbHASI TeHETUYECKas Baprua-
oenbHOCTh, ORS B omnpeaeaeHHOI CTeTIeHU OoIpee-
JISIET OOOHSITENIbHYI0O YyBCTBUTEIILHOCTh K pSIOy
BellIeCTB BHyTpu nomysiuuu. HemocpeacTrBeHHO
ob6beM nyna reHoB ORs Buga, 1mo Bceil BUTUMOCTH,
HamnpsMyIo He CBSI3aH C OOOHSITeIbHBIMUA CIIOCOOHO-
cramu. KoCBEeHHO 3TO MOATBEPXKIAIOT M JAaHHBIE O
HEpPaBHOBECHOM B3KCIIPECCUU TEHOB XEMOPELIEIITO-
POB B OCHOBHOII O0OHSITEIbHOI BBICTIIIKE. MexXBU-
JIOBBIC PA3JIMUYMSI MOTYT OBITH TaKKe OOYCIIOBJICHBI
TCHETUYECKUMM U CTPYKTYPHBIMU (haKTOpaMu, BJIM-
SIOIIMMM Ha KOJIMYECTBEHHYIO 3KCIPECCHUIO T€HOB
XeMopenenTopoB. Ynciao reHoB OOOHSTEIILHBIX pe-
HenTopoB ORs U TeHOB peLIeNTOPOB CAEAOBBIX aMU-
HOB TAARS B 0CHOBHOM MHOJIOKUTEILHO KOPPEIUPY-
eT. I[To cpaBHeHMIO ¢ ORS, TeHBI BOMepOHa3aJbHBIX
peuentopoB VRs B 1ies1oM 6osiee BuaocneuuUIHBI
¥, MHO-BUAMMOMY, IIpeTeplieBaloT 0Oojiee OBICTPYIO
9BOJIIOIIMOHHYIO CMEHY perepTyapa, 4To yKa3bIBaeT
Ha BaXHYIO pojib perientopHoro arnmapata BHO Bo
BHYTPM- Y MEXBUIOBOM KOMMYHMKAIIMKU. ¥ MHOTHX
BUIOB MJIEKOMUTAIOIINX KOTUYECTBO MHTAKTHBIX T'e-
HOB V1R NMOJOXUTEJILHO KOPPEJIUPYET C aHaTOMUYe-
ckoii citoxxHocThio BHO. 3a HeOOIbIIMMU UCKITIOUYEe-
HUSIMM MJIEKOIIUTAIOIINE, HMCIIOJb3YIOIIEe TEeCHBIS
Ne 2
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yOeXXWIIa 1 BeIylre HOUHOIT oOpa3 XXn3HM, odrana-
10T OOJIBIINM KOJIMYECTBOM (DYHKIIMOHAJIbHBIX TEHOB
peuentopoB VIR. EnMHWYHOE KOIUYECTBO TEHOB
VIR, a TakKe WX TICEBIOTCHM3AIINS HaOJIIomaeTcsd y
00e3pstH Ctaporo CBeTa M 4ejioBeKa, 00JIagarolimx
penyuupoBaHHbiIM BHO. ®yHKIMOHAIBbHBIE TE€HBI
V2R, xoTOopble, BO3MOXHO, UTPAIOT POJIbh B MHINBH-
JlyaJJbHOM pacIlio3HaBaHUU O0COOE, cpeay MIECKOIIU -
TaIOIIMX ObLIM HalieHBI TOJILKO Y TPBI3YHOB, 3aiilie-
00pa3HbIX ¥ HU3IINX IIPUMATOB. TakKe y TPBI3YHOB
MPOU30IIO de novo pacliupeHue U OguBepcuduka-
uust ceMeiictBa reHoB FPR, KoTopwie, BeposITHO,
Y4acTBYIOT B oOHapyxeHuu maroreHoB. Emie ommH
MaJI0 MCCIEIOBAaHHBIN TUIT PEeLENTOPOB OCHOBHOI
OOOHSTEILHOM BBICTWJIKM  MJICKOIIMTAIONIUX —
MS4A — neMOHCTPUPYET SBOTIOINOHHO KOHCEpBa-
TUBHBIM MATTEPH, YTO MOTEHIIMAIbHO yKa3blBaeT Ha
BaXKHYIO CEHCOPHYIO POJIb.

MEPCIEKTUBbBI UCCIEAJOBAHUN

Hecmotps Ha 3HaYUTENILHBII IPOTPECC B U3yde-
HUU TOHKOM CTPYKTYPHI X1 MEXaHU3MOB (bYHKIIMO-
HUPOBAaHUSI XEMOCEHCOPHBIX CHUCTEM, MMOHUMaHUE
MpUpPOIbl (PEPOMOHOB MJICKOIIMTAIOIINX U HEMPO-
HaJIbHBIX MEXaHM3MOB, JIEXaIllMX B OCHOBE (hepo-
MOHaJILHBIX 3(pheKTOB, ocTaeTcsl hparMeHTapHbBIM.
HanpHelmre pa3paboTK B 3TOM OBICTPO pa3BUBa-
folIeicss 00JIacTH MOTPEOYIOT KOOIIepalliy 300JI0-
TOB M 9KOJIOTOB, (PM3MOJIOTOB U HEMPOOMOIOTOB, MO-
JIEKYJISIPHBIX OMOJIOTOB Y TEHETUKOB, a TAKXKE CITCLIN-
aJIuCTOB B 00JaCTU aHAJUTUYECKOM XUMUU U
9BOJIIOIIMOHHOI Ouojyiornu. Ilomasisioliee 00Jb-
IIMHCTBO (pepOMOHOB MJICKOIUTAIOIINX UICHTU(DI-
IPOBAHO IS TPBI3YHOB M IJIABHBIM OOpa3oM IS
JIOMOBOM MBbIIIKU. YYUTBhIBasg BUAOCHECUM(PUIHOCTD
¢GepOMOHOB, pa3aIndyre PEeIPONYKTUBHBIX CTpaTEeTrUii
Y pa3HbIX BUIOB U B 1IEJIOM Pa3JIMYMs B OpraHU3aLIuHA
CJIOKHBIX (DOPM MOBENCHMUS, CIIeayeT n3beraTtb 3KC-
TPaNoONISIIUU MOJYYEHHBIX 3aKOHOMEPHOCTEM Ha
TPBI3yHAaX Ha OpyTrHe BUABI MJIEKOIMTApOIIUX. B
oJkaifieM OymyIieM Mporpecc B TIOHUMaHUU XU -
MUYECKOIT KOMMYHMKALIUY MJIEKOIIMTAIOIINX OyAeT
B 3HAUMTEJIBHON MEpe OMpPEeIesIThCS YCOBEPIICH-
CTBOBAaHMEM MOJIEKYISIPHO-TEHETUUECKUX ITOJIXO-
JIOB, TIOCKOJIbKY IIO ceii IeHb Ajis OOJILIIMHCTBA
OOOHSTEJIbHBIX W BOMEPOHA3aJIbHBIX PElEeITOPOB
JIMTaHIbl HE ollpedesieHbl. Pa3BuTre MeToq0B BU3Y-
aJIM3aluu, TeJIEMETPUU U MHOTOKAHAJILHOM 3JIEKTPO-
(pU3MOJIOTNYECKOM 3aIlMCy MO3BOJISIET MCCIIENOBATh
HEMPOHAIBLHYIO aKTUBHOCTh B YCJIOBUSIX CBOOOIHOIO
MepeABUIKEHUS XXMBOTHOTO, YTO OOECIICUNBAET IIepe-
XOJI OT JJaOOPaTOPHOIO 3KCIEPUMEHTA K MCCJIeIOBa-
HUIO XMMUYECKON KOMMYHMKAIIUN MJIEKOIIUTAIOLINX
B YCJIOBUSIX, TPUOIMZKEHHBIX K €CTECTBEHHBIM, C IIPU-
MEHEHMEM CaMbIX COBPEMEHHBIX METOIOB.

HMccnenoBaHue BBITIOJHEHO TIpu (UHAHCOBOI
noanepkke POPU B pamMkax HaAydHOTO ITPOEKTa
Ne 19-11-50296.
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Chemical communication is the most ancient way of information exchange between organisms. For majority
of mammals, the analysis of olfactory stimuli is crucial for organization of complex behaviors. The review is
devoted to the analysis of the role of pheromones in the organization of mammalian behavior in the evolu-
tionary aspect. The discussion about the existence of human pheromones has drawn attention of scientific
community in recent decades: a separate section covers this topic. Special attention is paid to the patterns of
changes in the neuroanatomical substrate and the pool of functional genes encoding the olfactory and vom-
eronasal receptors in mammals, including humans. The future perspectives of research in this area are dis-

cussed.
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JleHCUTOMETPUYECKUIA aHAJIU3 2JIEKTPODOPETUIECKUX CIIEKTPOB LIMTOIUIA3MAaTUYECKOM MajlaTAeruapore-
Haszel (MT, KD 1.1.1.37) ceBproru (Acipenser stellatus) n 60JIbIIOrO aMyIapbUHCKOIO JionatoHoca (Pseu-
doscaphirhynchus kaufimanni) 1ioKka3ajl, 4YTO KOJMYECTBEHHAs U3MEHUMBOCTbh UHTEHCUBHOCTU OKpalllBa-
HUA N30(epPMEHTOB Y 3THX BUAOB HOCUT IUCKPETHBIN XapakTep. JIJaHHBIN (heHOMEH TTO3BOJIVIT ITPEITOI0-
KUTb, YTO BapvabeIbHOCTb IMPU3HAKA TeHETHMYECKU neTepMUHUpoBaHa. PDakThuecku HabOomaeMast
M3MEHYMBOCTh HanboJiee KOPPEKTHO OMUCHIBACTCS UCXOS U3 TIPEAITONIOXKEHHUSI, YTO CUHTE3 CyObeTMHUII
(epMeHTa KOHTPOJIMPYETCS KOMIUIEKCOM U3 BOCBbMU T€HOB, MPEACTABIEHHBIX PA3IMYHBIMU aJUIeJIIMU, B
TOM YHCJIe U UX HYJIeBBIMU BapraHTaMu. CyObeIMHUIIBI, MPOAYKTHI Pa3HBIX JIOKYCOB, ITO-Pa3HOMY BEIYT
ce0s B IIpolLIecce acCoLMalii B aKTUBHbBIE TUMEPHbIC MOJIEKYJIbl. OTHU U3 HUX PEKOMOMHUPYIOT CBOOOIHO
1 HEe3aBUCHUMO, B TO BpeMsI KaK Ipyrre o0beAMHSIIOTCS U30MparesibHO. B nTore Ha 3uMorpaMmax mposiBiisi-
eTcsl pe3yJbTaT CyMMUPOBAHMUS 3TUX ABYX HE3aBUCUMBbIX MpolieccoB. [Ipeniaraemas runoresa oopazona-
HUS HATUBHBIX MoJieKyJ1 M/IT 1To3BoJIsIeT TpaKTOBaTh ¢ TeHETUUECKUX IMTO3UIINIA BCce HabJTiomaeMble TIpuMe-
PBI Bapyalyii aKTUBHOCTH M30(hepMeHTOB. B psine citydaeB pa3Hble TeHOTUITbI MOTYT MPOSIBIISITLCS B BUE
CMEKTPOB, UICHTUYHBIX KaK ITO0 KOJWYECTBY, TaK M MO COOTHOIICHWIO MHTEHCUBHOCTU OKpaITWBaHMSI

dpakumii.

DOI: 10.31857/S0044459621020044

DeKTpodOpeTUIECKIE METOABI, ITO3BOJSIONINE
MPOU3BOJIUTh MAacCCOBBIM aHaINU3 OUOXUMMYECKHUX
MapKepoB B OOJIBLIMX BBIOOpKAX, Ojaromapsi CBOEH
OTHOCHUTEIbHOM MPOCTOTE 1 ACIIEBU3HE TaBHO CTAIU
PYTUHHOII METOIMKOM B MpakKTUKE WXTHUOJOTHYEe-
CKUX MCCJeIOBaHMUI. 3a MHOTOJIETHUII IIEpUOMd U3y-
YyeHUsI OOJILIIIOro 4mciaa OeJIKoB M (epMEHTOB Ha-
KOTUIEHBI OOLIMPHBIE 0a3bl JAHHBIX O MOIYISIIUOH-
HO-TE€HETUYECKOM CTPYKTYpe pa3IUuIHbIX BUIOB PEIO.
OTU JaHHbBIE MOTYT CIYXXUTb OPUEHTUPOM IIPU IIPO-
BeleHUU paboT 1o MoAAepKaHUIO YMCICHHOCTH, OU-
Opa3zHOOOpa3ust U TeHeTUYECKOIl YMCTOTHI IIPUPOI-
HbIX nonysanuii. [lomydeHHBIE pe3yabTaThl UMEIOT
0CO0YI0 IEHHOCTh, KOTa peyb UJET O HEKOTIa Cylle-
CTBOBABIIIEM YPOBHE M XapaKTepe OMOXMMUYECKOTO
noauMopduMa yTpadyeHHBIX HOIMYJISILUNA peaKuX 1
KMCYE3a0IIUX BUITOB, K KOTOPBIM OTHOCSITCS TIPaKTH-
YeCKHM Bce IIpeacTaBuTeN ceM. Acipenseridae.

B HacTosiuee BpEMs B pE3YyJIbTaTC PE3KOI0O CHU-
KE€HUMA ITPOMBICIOBBIX 3aI1aCOB B MUPE€ MHTCHCUBHO

pa3BUBAETCSI TOBApPHOE OCETPOBOACTBO. broxumuye-
CKH€ MapKephl IIMPOKO MCIOJb3YIOTCS IJISI IOCTO-
STHHOTO MOHUTOPMHIA TeHETUYECKOM CTPYKTYPhI Ma-
TOYHBIX CTaA ¥ NACIOPTU3ALMM MPOU3BOIUTENICIH
IIpUA IIPOMBIIIJIECHHOM pa3BelIeHUMN OCETPOBEIX, UTO
HeoOXoauMO IJIsk 00eCIeYeHNsI MaKCUMAJIbHOT'O BbI-
XoJa NPOAYKLMU, TIPeAOTBPaIlcHUSI TEHETUYECKOIO
3arpsi3HEHUST U BEIPOXKIEHUS UCIOJb3YEMBIX B aKBa-
KynbType BUI0OB. HemanoBaxkeH TOT ¢dakT, 4TO OIS
OOJILIIMHCTBA OMOXMMHWYECKIX MapKEPOB N3BECTHHI
nx 0MoJorndeckre PYHKINHU, YTO MO3BOJSIET OCO-
3HAHHO IUIAHMPOBATh WHTPOAYKIIMOHHBIE MEpPO-
MIPpUSTHUSI, IIPOBOOMMEIE C LEJIbI0 BOCCTAaHOBJICHUS
MMOMYJISILINI, HaXOOSIIMXCS Ha T'PaHU KMCUYE3HOBE-
HUs1. MOHUTOPUHT, OCHOBAaHHBIII Ha aHajIn3e OMO-
XUMUYECKUX MapKepoB, Haubojiee 3(p(PeKTUBEH B
cliyyae, KOTJa JIOCTAaTOYHO XOpOIIO M3ydyeHa He
TOJIBKO (heHOTUIINYeCKast UBMEHYUBOCTh 3TUX Map-
KEepOB, HO TaKXKe BbISIBJIEHA X FTeHETUYEeCKasl IeTep-
MmuHanuus. o psgma 0eJKOB OCeTPOBBIX PHIO ycTa-
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HOBJICHBI CXeMbI UX HacliemoBaHUs. DTa MHpOpMa-
LIMS CJIY>KUT OCHOBOIA JIJIST KOHTPOJISI XapaKTepUCTUK
BBIITYCKAeMOM PBIOOBOIHBIMU 3aBOJAMM MOJIOOM, a
TaK>Ke MATOYHBIX U KOJUIEKIIMOHHBIX cTan (HukoHo-
poB u ap., 1985; Kupnuunukosn, 1987; Ps6oa, Ky-
tepruna, 1990; Ky3spmun, Ky3pmuna, 1998; Iemku-
Ha, 2005; Pgoosa u ap., 2008; Pgoosa, 2013; [nra-
HOBa u ap., 2014; MamoHoBa u ap., 2015).

Heob6xonuMocTh TiIaTeIbHOTO KOHTPOJISI TEHETU -
YEeCKOI CTPYKTYpbl CTad 3JAUTHBIX MTPOU3BOAUTENCH
CBsI3aHA ellle U C TeM, YTO B MOCJIeAHME ro/Ibl BCe Ya-
11I€ CTaJIU TOSIBJISTHCS CBENEHUS O HEOXMAAHHBIX U
HeXeslaTeJbHBIX U3MEHEHUSX KapUuOTUIIOB OCETPO-
BBIX B TIpoliecce ux noMectudurkanuu. B yactHocTH,
y cCMOMPCKOTIo oceTpa Acipenser baerii, OTHOCSIIIIETOCS
K TpyIIie MHOTOXPOMOCOMHBIX OCETPOBBIX, SIBJISIIO-
UXcsl (pyHKIMOHATBHBIMU TETPAIIoOUIaMU OKTO-
mwiongHoro mpoucxoxneHus (4n = 240) (Rodzen,
May, 2002; Fontana et al., 2007; Vasil’ev, 2009; Va-
sil’ev et al., 2010), 3a¢dMKCHUPOBAHO ITOSIBJICHUE X3~
HECIOCOOHBIX, HO HMMEIOIIMX MOHWXEHHYIO ¢ep-
TUJIBHOCTh TEHTArJOMAHBIX (5n), TreKcarTouIHbIX
(6n) u renTaruIOUAHLIX (7n) 0COGE, B €CTECTBEHHBIX
YCJIOBUSIX paHee He BCTpeuyaBILIMXCS. YBelUYeHUe
YUCJICHHOCTU MOAOOHBIX 0CO0ei HEN30EeKHO BEleT K
3arpsi3HeHU10 TeHo(OoHAa MAaTOYHBIX CTall pbIOOBO/I-
HbIX 3aBOJOB. IIpu 3TOM ¢ 0cobOit OCTpOTOI BCTaeT
rpooyieMa BbIOPAaKOBKM ITPOU3BOAUTENIEH C HEXela-
TeJIbHBIMU XapaKTepUCTUKaAMM ellle A0 MOMEHTa
BKJTIOUEHUSI UX B PEMPONYKTUBHbBIE WU PEUHTPOMYK-
TuBHBIE ITporpamMmbl (Ludwig et al., 2009; Havelka et al.,
2013, 2014, 2016; Trifonov et al., 2016). PeanbHo cy-
IIIECTBYIOIIasl OMACHOCTb ToNagaHus IeBUAHTHBIX
0co0eit B OTKPBIThIC BOJOEMbI MOXET IMPUBECTH K HE-
FaTUBHBIM TIOCJIEICTBUSIM TaKXe W JJISI COXpaHUB-
LIUXCSI A0OPUTEHHBIX MOMYJISLUANA.

I[Ipu mpoBeneHMM IIOIYJISIIMOHHBIX MCCIEOOBA-
HUII aHaau3 TEeTEPOreHHOCTU M IoaMMopdu3IMa
9JIEKTPOPOPETUUECKUX CIIEKTPOB B psiAe CiIy4yaeB
MO3BOJISIET CACJIATh IpeIBapUTEIbHBIC 3aKIIOUYCHUS
O TEHETUYECKOM HeTepMHUHAIIMM HaOJIIOJaeMBIX (de-
HoTUIOB. OMHAKO TNPU WHTEPIIpETallUy CHEKTPOB
OMOXMMUYECKUIX MapKEepPOB OCETPOBBIX BO3HMKAIOT
TPYAHOCTHU, CBA3aHHBIE C 11€JIbIM KOMILJIEKCOM IpH-
yuH. OgHa W3 OCHOBHBIX TMPOOJIEM 3aKJI04YaeTcsl B
TOM, YTO IIPUBJICUYCHUE [IJIsI ITUX 1IeJICil ITOMY/ISIIIMOH -
HBIX JTaHHBIX HE BCeraa KOPPEeKTHO M3-3a OrpaHU4e-
HUII TipuMeHUMOCTH dopMyibl Xapau—BaiinGepra,
KOTOpasi OOBIYHO MCIIOJIB3YeTCs OJIsI IPOBEPKHU BbI-
IBUTaeMbIX TUnoTe3. K TakuM orpaHUYeHUSIM OTHO-
CsTCsI 00s13aTeIbHOE HaTMYe MaHMUKTUYHOCTH, OT-
CYTCTBHE OTOOpa, acCOPTaTUBHOCTU CIIapUBAHUS
ocoOeil n couyetanms rameT u T.4. (JIu, 1978; JloGa-
1eB u Ap., 1979; 2KuBotosckmii, 1991). B aT0i1 cBSI3N
clienyeT OTMETUTh, YTO Y IIPOXOIHBIX BUIOB OCETPO-
BBIX, KOTOPbIE€ OTJIMYAIOTCS CJIOXHBIM XXW3HEHHBIM
LIUKJIOM, TITAaHMUKCHUST OTCYTCTBYET, TaK KaK y HUX Cy-
IIECTBYET BHYTPUBUIOBasT AuddepeHImanum pas-
JIMYHBIX OMOJIOTUYECKUX TPYIN M pac, MCIIOJIb3YIO-
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IIUX pa3IMYHble HEPECTWININA B PA3IMYHOE BpeMsI
(I'epounbckuii, 1972; JlykbssHeHKO u ap., 1988).
dakTop 0TGOpa TAaK:Ke MOXKET OKa3bIBaTh BIIUSTHUE
Ha CTPYKTYpPY MPUPOAHBLIX MHOITYJISIIUNA OCETPOBBIX.
IIpuMmepsl n30UpaTeILHON MOIBEPKEHHOCTU PhIO C
pasTUYHBIMUA (PEHOTUNAMU aTLOYMUHOB CHIBOPOTKU
KPOBU TaKOi MaTOJIOTUHU, KaK “pacCcloeHre MBIIIeU-
HOM TKaHU”, onurcaHbl B auTepatype (bapaes, 1990).
IIpoxomHble BUABI OCETPOBBLIX PBIO OTINYAIOTCS
GOJIBIION MPOIOJKUTEIBHOCTBIO KU3HH, B TEUCHUE
KOTOpPOM OHU HEOTHOKPATHO COBEPIIAIOT HEPECTO-
Bble Murpanuu. I1o 3Toii MpUYKHE COCTaB HEPECTO-
BBIX CcTald (13 KOTOPHIX OOBIYHO OTOMPAIOTCS MPOOBI
IJIsT aHaJIn3a) eXXEeroJHO MEHSIeTCs, TaK KaK Ha He-
pecCT OMHOBPEMEHHO UIYT OCOOU pa3HBIX TeHepaluit
(baterukos, 1979; JIykpsinenko, Kymuk, 1994).

BriosiHe BeposSTHO, YTO HAIMYKME TAKOTO KOJIMYE-
CTBa OTPAaHMWYMBAIOILIMX MPUMEHUMOCTh (DOPMYJIbI
¢$aKkTOpOB, YACTh U3 KOTOPHIX CO BCEM OUEBUITHOCTHIO
MMEET MECTO Y MHOTYX BUIIOB OCETPOBBIX, MOXKET I10-
BJICYBb 32 COOOI TOCTOBEPHBIC OTKJIIOHEHUS (haKTuue-
CKMX 9aCTOT T€HOTUIIOB OT TEOPETUYECKM OKMIAAEMBIX
JIaxKe B TOM CJIydae, eI IpoBepsieMasi TUTIOTe3a BepHa.

TpynHoctn pacmm@poBKH TEHETUUYECKU O0y-
CJIOBJIEHHOTO TToJIMMOp(dr3Ma OMOXUMUYECKUX Map-
KEPOB OCETPOBBIX CBSI3aHbI TaKXe C YPe3BbIYAHO
CJIOKHBIM XapaKTepoM yCTPOHCTBa MX KapUOTUIIOB.
HMmeroTca naHHbIE, TOBOPSIIE O TOM, UTO 3a JJIU-
TeJIbHYIO UCTOPUIO CBOETO CYIIIECTBOBAHMS TTpeacTa-
BUTENIN ceM. Acipenseridae HEOTHOKPATHO ITPOXOIN -
JIV CTaIUU TTOJUTIONAN3ALU U OOpaTHOM IUTIIIOM -
nuzauuu. I[Ipu BToM ToclienHsIsl OCYLIECTBIsIach
HECHMHXPOHHO IJISI pa3HBIX O€JIKOBBIX CUCTEM (ANTY-
xoB, 1983; BacuineB, 1985; Ky3smuH, 2002; Fontana
etal., 2007; Vasil’ev, 2009; Havelka et al., 2013). I1o-
Ka3aHO TaKXe, YTO MOJEIU HacJeAOBaHUs pas3iny-
HBIX MUKPOCATEJUIMTHBIX CUCTEM OEJIOro oceTpa Mo-
T'YT OBbITh JIOKYCOCTIELIU(DUUYHBIMU: TUCOMUYECKUMU,
TETPACOMUYECKMMU U JaXe OKTOCOMUYECKUMU
(Rodzen, May, 2002). ¥V crepasau HUTOreHETUYE-
CKMMU MeToJaMU Obljla BhISIBJIeHA YacTUYHAasl Majieo-
TETPAIJIOUTHOCTh FTEHOMA, KOTOPBIH y Hee MpeicTaB-
JIsileT co00ii KOMIUIEKCHYI0 MO3aM4YHYIO CTPYKTYpY,
COCTOSIIIYIO U3 TUTUIOUAHBIX U TETPATIOMIHBIX XPO-
MocoMHBIX cerMeHTOB (Romanenko et al., 2015).
AHaJIOTMYHOe SIBJIeHUEe omucaHo 1 Hox TreHoB
MpeacTaBUTENsI oTpsina Acipenseriformes — BecjioHoca
(Symonova et al., 2017).

OnHako B IUTEpaType UMEIOTCS TaKXKe 1 TaHHbIE
00 OTCYTCTBUU JTOCTOBEPHBIX OTIMUMI (PAKTUUECKUX
YacTOT T'€HOTUIOB OT TEOPETUYECKU OXUIAEMBIX B
COOTBETCTBMM C IIpeajaraeéMoil TUIIOTE30ii, OCHO-
BaHHOI Ha BU3yaJIbHOM aHaJIn3e 3JIeKTpodopeTnye-
CKMX crieKTpoB. [IprMepoM MOXeT CIyXUTh acnapTa-
TamuHOTpaHChepasza ceBproru (Ps6oBa, Kyrepruna,
1990). ¥ crepnsau, KoTopasi He coBeplliaeT OTAAJIEH -
HBIX MUTpALIMii 1 00pa3yeT, KaK IIPaBUJIO, OTACIb-
HbI€ JIOKaJIbHbIE NOMYJISIIUN, HecIeIU(pUISCKIE IC-
Ne 2
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tepasbl (Ky3bMuH, JIykbsiHeHKO, 1986), anbOyMUHBI
CBIBOPOTKM KPOBM BOJIXKCKOM, OKCKOI U CHUOMPCKOIA
CTEpJsar, B IMOAABIISIIONIEM OOIBIINHCTBE BHIOOPOK
TaK>Ke MOKa3aId HeJJOCTOBEPHOCTD Pa3IMINii MEXKITY
(aKTUYECKMMU U TEOPETUYECKU OXUIAeMbIMU Ya-
croramu reHoturnoB (Kysemun, 1991a, 6, 1996;
Kyszemun, Ky3smuna, 2005). [IpuBeneHHBIE TIpUMe-
pPbI, BOBMOXHO, TOBOPSIT O TOM, YTO YCJIOBHS, OTpa-
HUYMBAIOIIE MpUMeHeHUEe GOopMyabl Xapau—
BaitrOepra, B JaHHBIX CIIYYasIX OTCYTCTBYIOT JIMOO He
OKa3bIBAIOT CYIIECTBEHHOIO BJIMSIHUSI HA CTPYKTYPY
MOMYJISLANA.

JeHcuToMeTpuuecKUii aHaJIN3 UHAUBUIYAIbHBIX
CIHEKTPOB Hecneln(UYEeCKUX 3CTepa3 B pa3IMUHbBIX
OopraHax U TKaHsIX pyCCKOTO OceTpa MO3BOJIUI Bble-
JIUTh ABE TPYIIIbI JOKYCOB. [IpeacTaBuTe i oMHOMN 13
HUX, B KOTOPYIO BXOISIT MPOCTbIe OEJIKOBbIE CUCTE-
Mbl, MPEACTaBICHHbIE HEOOIBIIIMM YUCIOM (hbpaKIIUid,
MOKa3bIBAJIM MPAKTUYECKU WIICAJTbHOE COBIAIECHUE C
pacnpeneneHueM Xapau—BaitHOepra. pyrue xe, 1mo-
JIaJebHbIE, T€MOHCTPUPOBAJIM TOCTOBEPHOE OT-
KJIOHEHUE OT TEOpPEeTUYECKN OXMAAEMbIX YacCTOT
(Ky3pmuH, 2002). B manpHeiilieM Ha OCHOBaHUM
JNIaHHBIX JTEHCUTOMETPUU YIAJOCh IPEIJIOKUTh He-
IMPOTUBOPEYUBBIE TUIIOTE3bI O TEHETUYECKOM AeTep-
MUHaIMM KpeaTUHKUHAa3bl PYCCKOTO U CUOUPCKOTO
ocetpoB (Kyspmun, 2008; KyspmuH, Ky3pmuHa,
2012), a Tak:ke OTHOIrO U3 JIOKYCOB MHOI'€HOB PYC-
CKOT0, CUOMPCKOTO U aMypcKoro oceTpoB (Ky3bMuH,
Kys3pmuna, 2014), omHaKo BO BCEX 3TUX CIydasx I10-
JIy4eHBbI CTaTUCTUYECKM 3HAYMMbIE OTKJIOHEHUS OT
pacnipeneyieHus Xapau—BaiiHn6epra.

Bo3MoxHO, pa3nudunie B MPOSBICHUU GETKOBBIX
CHCTEM Yy OTHOTO M TOTO K& BUIA CBSA3aHO C 3 deK-
TOM HEOJHOBPEMEHHOTO IPOXOXIEHUs Ipoliecca
00paTHOM TUTLTOMIN3AIIUY Pa3HbBIX JIOKYCOB IIPY Ha-
JIMIUY BO3MYIIAIOMMNX (aKTOPOB, OTPaHUYMBAIO-
IIUX TPUMEHUMOCTb hopmyibl Xapau—Baiinoepra.

IMonuMepHast cTpyKTypa OMOXMMUYECKUX MapKe-
pOB, K KOTOPLIM OTHOCUTCS M TUMEpHasl [IATOILIA3-
MaTtndeckas MajatneruaporeHasa (MJII), Toxe sB-
JisieTcs: (baKTOPOM, YCJOXKHSIIOIIMM BBISIBJICHUE X
TCHETUYECKON JeTepMUHALMKU. MOJIEKyabl TaKUX
0OEJIKOB, COCTOSIINE U3 CYOBSOAUHUIL pa3HOTO THUIIA,
MOTYT MMETh OJMHAKOBYIO 3JIEKTPODOPETUUYECKYIO
MOABIKHOCTb. Ha TIposiBlieHrMe reHeTUdYecKoil co-
CTaBJISIIONIE MOTYT HaKJIaAbIBaTh CBOM OTIIEYaTOK
TakKKe M OCOOCHHOCTU OOBbEAMHEHUS CYObeIUHULL B
aKTUBHBIE MOJIeKYJIbl. COBOKYITHOCTD K€ 3THX Iapa-
METPOB KaK pa3 M ompeneisieT (heHOTUIIMYECKOe
nposiBjieHne (pakiuii Ha 3JIeKTpodoperpaMmax
(Kuprmmunnkos, 1987; Kyspmun, Kysbmuna, 1987;
LIBeTHeHko u mp., 1987; Pa6oBa, Kyrepruna, 1990;
Kysbmun, 1991a, 6).

Kpowme Bcero mpodero, y oceTpoBBIX OOHAPYKEHBI
MPpU3HAKY HaJU4WS HYJIEBBIX ajulejieil, Ha 4TO yKa-
3BIBaeT OTCYTCTBHE OMNpPeAeIeHHBIX ITOJIOC B (PeHOTH-
nax MJ/II' pycckoro ocerpa (Ky3pmuH, Ky3pmuHa,
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1987), a Takke MOJHOE OTCYTCTBHE Y HECKOJIBKMX
ocoOeii ceBproru (GepMeHTaTUBHOM aKTUBHOCTU IU-
MEPHOI KpeaTMHKMHA3bl, KOTOpasi WHTEHCUBHO
MPOSIBJISLIACH Y BCEX OCTAJIbHBIX 0CO0Ei MCCIe0BaH -
Hoii BeIOOpKku (Ky3pmuH, 2008). ¥V Genoro ocerpa
Tak:Ke ObLIO BBISIBJICHO HaJW4ue HYJIEBBIX aJlUIejcii
(Rodzen, May, 2002). HyneBbie cyObeIMHUIIBI TIPY-
CYTCTBYIOT B OOIIIEM ITIyjie, HO CyIWUTh 00 UX CyIle-
CTBOBAaHMHU MOXKHO TOJILKO B cillydae OObeAUHEHUS B
JIUMEPHYIO MOJIEKYIIy IBYX TaKUX HEITOJHOLIEHHBIX
CyOBeIUHULI.

Ha nepBoHavanbHBIX 3Tallax UCCIEIO0BaHUSI TeTe-
POTreHHOCTH U MOJMUMMOp(dpU3Ma OHOXUMUYECKUX
MapKepOB OCETPOBLIX OCHOBHOE BHUMAaHME UCCIIEI0-
BaTesieil ObLJIO COCPEIOTOYSHO HA OMMCAHUM Kaye-
CTBEHHOII M3MEHYMBOCTU CIIEKTPOB M aHaIM3e 4a-
CTOT BCTpeyaeMOoCcTU (peHOTUIoB. Bapnanum nHTeH-
CUBHOCTHM OKpalllMBaHUSI II0JIOC OOBIYHO He
OLICHMBAJIUCh, XOTS B psiie paboOT MOXHO HAUTH
0000IIeHHbIe TaHHBIE TEHCUTOMETPUUECKOTO aHa-
JIn3a CIIEKTPOB UCCIEA0BaHHBIX BEIOOPOK. ITpu aTOM
aBTOPHI, KaK MIPaBUJIO, OTMEYAIN 3HAUUTEIbHYIO UH-
IUBUAYAJIBHYI0O  U3MEHYMBOCTb MHTEHCUBHOCTU
okpaiuBaHus ppakuuii (CielHBEKO, 1976; Ky3sMuH,
Kysbemuna, 1987, 1998; LIBeTHeHko u ap., 1987; Ps-
ooBa, Kyrepruna, 1990; Ky3pmuH, 1991a, B).

Hwurorrasamarnaeckass MJIIT, koTopasst obcyxna-
eTcsl B Hacrosieil paboTe, OTHOCUTCSI K TpyIire
“IIpo0JIEMHBIX” OMOXMMUYECKIX MapKepoB. ['eTepo-
TeHHOCTh, MTOJMUMOPPU3M U (PEHOTUITMUECKOE pa3-
HooOpa3ue 3Toro (epMeHTa OCETPOBBIX PHIO IIO-
JIPOOHO U3YYeHBI U onrcaHbl. OQHAKO IO CUX MOP He
CYLIECTBYET LIEJIOCTHOI TUITOTE3bl O €r0 HACJIeIOBa-
HUM. B utepaType MMEIOTCsI eTMHUYHBIEC ITPUMEPHI
MOITBITOK ITPOBEACHUS CKPEIINBAHUI C LIETIBIO BhISIB-
JneHus cxeM HacaenoBaHus MIT y pycckoro (IBet-
HEeHKO M ap., 1987) u cubupckoro (Ps6oBa u mp.,
2012) oceTpoB, OMHAKO 3TU OMBITHI HE HAJU OIHO-
3HAYHBIX PE3YJIbTATOB, MO3BOJISIIONINX IIPEIJTOXKUTh
TUITOTE3Y TeHETUYECKOI TPaKTOBKU BCEro pa3HOOO-
pasusi BBISIBIIIEMBIX CIEKTpOB. B HacTosimmii Mo-
MEHT C JOCTAaTOYHOM J0J€eii YyBEPEHHOCTU Mbl MOXEM
CYIUTh JIUIIb O TOM, KaKue ajjieJibHble BapuaHThI
CyOBEIUHUL] YJACTBYIOT B OOpa30BaHUU CITIEKTPOB
MTI 1 kakue BapMaHTBI MOJIEKYJI MOTYT HAaXOTUTHCS
B COCTaBe OOpa3yollIUX OTU CIEKTPhbl (pakiiuii
(Ky3pmuH, Ky3spbmuHa, 1987). Ilpu 3TOM reHOTUITBI
KOHKPETHBIX 0co0eil ocTaloTcsl HEU3BECTHBIMU, TaK
KaK OTCYTCTBYIOT IaHHBIC O J03aX IeHOB, NeTEPMMU-
HUPYIOIIUX 00pa3zoBaHME Pa3IMYHBLIX TUIIOB CYOb-
eIUHUL] ¥ IPUHIUTIAX UX OObeTUHEHUS B JVUMEPHBIS
MOJICKYJIbI.

ILenp paboThl 3aKjo4agach B TOM, YTOObI Ha OC-
HOBaHUM NAHHBIX JEHCUTOMETPUYECKOrO aHalIn3a
MHTEHCUBHOCTU OKpalllMBaHUSI U30(PepMEHTOB MH-
JIUBUIYAJbHBIX 3JeKTPO(GOPETUIYECKUX CIIEKTPOB
MPEMIOXUTh TUIOTE3Y O TeHETUYECKOMN COCTABJISIIO-
mei nuroruiasMarndeckon MJIIT AByx MaioxpoMo-
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COMHBIX BUIOB OCETPOBBIX: CEBPIOTH U JIOIIATOHOCA.
CriekTphl 3TUX BUAOB Y MOJABJSIOLIETO OOJIBIINH-
CTBa 0CO0OEi MMEIOT MO TPpU U30(depMeHTa, HO IIpU
3TOM XapaKTEPU3YIOTCSI BHICOKOW CTEIEHBIO WHIM-
BUAYaTbHOM M3MEHYMBOCTH MHTEHCUBHOCTU OKpa-
IIBaHUS (ppaKIIMIA.

IIpu permeHuM MoOCTaBA€HHON 3ama4 Mbl OCHO-
BBIBAJINCh Ha JAaHHBIX, U3BECTHHIX U3 JINTEPATyPHBIX
WCTOYHMKOB, O TOM, YTO IUTOILIa3MaTudecKass MJIT’
OCETPOBBIX PHIO TIPeACTaBiIsIeT COO0M TUMEp, CUHTE3
OEJIKOBBIX CYObeAUHUI KOTOPOTO KOAMPYETCS TBYMSI
MO AJIIEIBHBIMU JIOKyCaM1, KOTOPHIE B pSIe CIIy-
4yaeB MOTYT ObITh NIYTUTMLIMPOBaHHBIMU. [1pu hopmu-
POBaHUM YETBEPTUUHOI CTPYKTYPhl U30(DEPMEHTOB B
HAaTUBHYIO MOJIEKYJTy MOTYT OOBEINHATHCS KaK O~
HaKOBbI€, TaK 1 pa3Hble BapuaHThl cyobenuHull. Ha
3UMOIpaMMax I'eTepoaruMe PHEIE MOJIEKYJIbI pacIiojia-
raloTCsI TMOCEpearHE MEXIY IBYMS COOTBETCTBYIO-
IIUMUA TOMOIMMEPHBIMU (hpakiusiMu. Hekotopbie
dpakum 371eKTPO(POPETUIECKUX CIEKTPOB MOTYT
COCTOSITh M3 Pa3HBIX BApMAHTOB IMMEPHBIX MOJIEKYI,
MMEIOIINX OJMHAKOBYIO BJIEKTPO(MOPETUYECKYIO MO~
JIBMKHOCTB. B reHOo(oHIe 0ceTpOBBIX PHIO BO3MOXK-
HO HaJIM4Me T€HOB, KOTOPhIE B pe3yibTaTe MyTalluid
JNIETEPMUHUPYIOT 00pa3oBaHuE NeMPEeKTHBIX (Hye-
BBIX) BApMAHTOB CyObeauHULl. Takue cyObeIUHULIBI,
00BbeIMHSISICh MONAPHO IIPpY (POPMHUPOBAHUN YETBEP-
TUYHOM CTPYKTYpbl MojieKyal MJII', kak B roMoau-
MEPHOM, TaK U B TeTePOANMEPHOM COCTOSTHUM JIPYT C
IpyroM, o0pa3yioT MOJEKYIbl, He mMmelonme dep-
MeHTaTuBHOM akTuBHOCTU (CiblHbKO, 1976; Cross,
Ward, 1980; Fisher et al., 1984; Kupnimuynnkos, 1987,
Ky3emun, Ky3pmuna, 1987; LiBetHenko u ap., 1987;
Psg6oBa u nop., 2008).

MATEPHAJIbI 1 METO/IbI

B HacTostieM mcciiegoBaHUM OBIIIA UCITONTh30Ba-
Hbl UMEIOIIMECS B HAllleM PaCITOpSKeHUN apXUBBI
BBICYIIIEHHBIX I10 pa3paboTaHHOM HaMU METOOAUKE
6710K0B monuakpuiamMumHbix reiein  (KyspMuH,
1983), moJry9eHHBIX B pe3ybTaTe MHOTOJIETHETO U3Y-
YyeHMs 0eJIKOBOro IoJiMMopdu3Ma IIPUPOIHBIX I10-
MYJISIIUIA OCETPOBBIX.

O0OBeKTaMM MCCIICIOBAaHUS CIYKUJIU OBa IIpel-
craBuTenst ceM. Acipenseridae: ceBpiora (Acipenser
stellatus Pallas) 1 60JbIIOI aMyTapbMHCKUI J10OIIaTO-
Hoc (Pseudoscaphirhynchus kaufmanni Bogdanov).
DT BUABI CPEOU OCETPOBBIX SIBIISIIOTCS Hambosee
OJIM3KUMM II0 MUTOXOHIPUAIBLHBIM TeHoMaM (Sher-
aliev, Peng, 2020).

Cesprory otiaBauBaiu B repuon ¢ 1984 mo 1999
ron B 6acceitHax Kacnuiickoro u A30BCKOro Mopeii.
IIpoOn1 oTOMpain Kak y peIO, UAYIIMX Ha HEPECT B
pexn Bonry, Ypan n KybaHp, Tak 1 y BEIJTOBJIEHHBIX
B HaryJIbHBII MEPUOJ B BOAAX caMUX Mopeii. AMyna-
PBUHCKUI JIOITAaTOHOC OBUT OTJIOBJIeH B Mae 1986 T. B
cpenHeM TedeHnH p. AMy-/lapesn B paitore noc. Kep-
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KM (B HacTosIiee BpeMs I. Atamypat). OTiaBiuBain
MOJIOBO3PEJIBIX 0CO0EH, CTEMEeHb 3PEIOCTU MOJOBBIX
MPOJYKTOB Yy KOTOPBIX OLIEHMBAJIX BU3YyaJIbHO 10 00-
menpuHsTon cxeme (Kucenesuu, 1922). B oOuueit
CJIOXKHOCTU MOABEPIIA AEHCUTOMETPUUECKOMY aHa-
JIM3y 3uMorpaMMbl 427 ocobeil ceBproru U 29 00JIb-
IIOTO aMydapbMHCKOro jomnaroHoca. s aHammsa
Opanu aaiIyKTop rpyaHOro IjlaBHUKA (0east MycKy-
Jatypa). o MOMeHTa mpoBeleHUsl 3JeKTpodopesa
MIPOOBI MBIIIIL XpaHWJIX He OoJiee IBYX HEAEIb B 3a-
MOPOKEHHOM cocTosgsHuM npu —18°C.

AHanmM3MpoBaau LUTOIUIa3MaThdeckyro HAJI™ -
zapucumyro M (K® 1.1.1.37). DTOT TUMEpPHBI
¢epMEeHT JIOKaIU30BaH B LIMTOILIA3ME, YYacTBYET B
Mpoliecce TJIMKOJIMU3a U oOecrneyrBaeT TPaHCIOPT
METa00IMTOB Yepe3 KIeTOuHylo MeMOpany (JIeHnH-
mxep, 1974; Mycun u np., 1984; KupnuaHukos,
1987). dnsa otdesieHUs LUTOILIa3MaTudeckoit MJT
OT MUTOXOHAPHAJIBHOI MCHOJIb30BAIM METOH Iud-
depeHIaabHOro HeHTpudyrupoBanud. g aToro
HaBECKM MBI TOMOT€eHU3UPOBAIM TIPU TeMIIepaTy-
pe okoio 0°C B OeCATUKPAaTHOM OOBEeMe 3JIEKTPOJI-
HOTO TpuC-TJIIMIIMHOBOTO Oydepa pH 8.3 (ocHOBHOI
pactBop pa3oasisuiv B 20 pa3). [Tocie cyTouHoii 3Kc-
Tpakuyu npu 4°C npob6bl HeHTPUMYTUpoOBaInd B Te-
yeHue yaca npu 0°C u 10000 g. MUTOXOHIPUU C JIO-
KaJIM30BaHHOU B HUX MUTOXOHIpUaibHOU M/IT" BbI-
nagajy B OCamZoOK BMECTe C siIpaMd U ApPyTUMU
KJIETOYHBIMU opraHejuiaMu. lluTomnasmaruyeckast
MJ/IT ocTaBajiach B HaJocago4HO XUIKOCTU, KOTO-
pyI0 OTOMpanu I Tocienytomnero aHann3a. dpak-
IMOHMPOBaHUE OEJIKOB MPOU3BOAMIM METOIOM
IUCK-3JIEKTpodopesa B 6y10Kax 7%-HOTO ITOJTUAKPU-
JJAMUOHOIO Tejsl. YUMThIBasi, 4yTo Mojekyia MIAI
MpEeICTaBIsIET COOOI TUMep, BIIEKTpodOope3 IMPOBO-
JWIY B MAKCUMAJIbHO IAASIINX YCIOBUSIX, TPU HU3-
KOil TemmepaType, MCKIIIOYasi NpUMEHEHUE OeTep-
TeHTOB ¥ HAJIMYUS YIAbTPA(PHUOIETOBOTO OOIyUYeHUS].
IToapoOHOCTH MPUTOTOBJIEHUSI MPOO, OCOOEHHOCTU
(GpaKIIMOHMPOBAHMS U BEISIBIICHUSI MbIllIeaHO MJITT
obutn onucaHbl paHee (KyspmuH, MensukoB, 1988;
KysbMuH, 1994). leHCcUTOMETpUPOBAHUE TTPOBOIM-
JIOCh IIyTeM CKAaHMPOBAaHUS BBICYIIEHHBIX Iejieii Ha
mukpoaeHcutomerpe MD-100 (“Carl Zeiss”, Jena).
OuudpoBKy MOJyYEeHHBIX JEHCUTOTPAMM U OTpee-
JIEHVE€ COOTHOIICHMS IUIOLIAACi IMUKOB IIPOBOIVIIN
IIpy IIOMOIIM CHEIMaJIbHO pa3paboTaHHOM OpPHUIHU-
HaJIbHOM KOMITBIOTEPHOI IIpOrpaMMbl.

DekTpodOopeTUIECKNE METOOBI HE ITO3BOJISIIOT
YCTAaHOBUTh MECTO JIOKAJIMU3allii T'eHOB B XpOMOCO-
Max, OHU JIUIIb KOHCTAaTUPYIOT HAINYNE IIPOAYKTOB
UX aKTUBHOCTU. ['€HbI MOT'YT pacroiaratbCs B Xpo-
MOCOMHBIX JIOKyCaxX B pa3HbIX KOMOMHAILUSIX, HO B
pe3yabTaTe aKTUBHOCTHU 3TUX T€HOB 00pa3yeTcs ITyJI
cyorenmanil. [lpm yeTko omnpemeleHHBIX ITpaBUJIax
00beAUHEHMS UX B OMOJIOTMYECKU aKTUBHBIC JUMEPhI
nocjie (ppakiMOHUPOBAHUS W BHISIBICHUST (hepMeH-
TaTUBHOM aKTUBHOCTH N30(epPMEHTOB MBI HaOII00a-
Ne 2
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€M CHEKTPbl C COOTBETCTBYIOIIWM COOTHOIIEHUEM
MHTEHCUBHOCTHU OKpalllMBaHUS (QpaKIInii.

JeHcuToOMeTpusl MO3BOJISIET OLIEHUTh MO3bl pa3-
JIMYHBIX CYOBEAWHUIL (B TOM 4YHUCJIE W HYJIEBBIX) U
MIPEIJIOKUTh BO3MOXKHBIE CIIOCOOBI X O0bEAMHEHUS
npu 00pa30BaHMM KOHKPETHBIX aHaJIU3UPYEMBIX
CIIEKTPOB. 3allCh T€HOTUIIOB B 3TOM CJIy4ae OCy-
IIECTBJISIETCSI B 0000IIEHHOM BUJIE, C YKAa3aHUEM JI0-
3Bl M CIIOCOOOB 00beAMHEHUS cyobenuuuil. CienyeT
OTMETUTh, UTO MIPAKTUYECKHU B JItOOOH hpakiimu Mo-
TYT IPUCYTCTBOBATh AUMEPHI, 00pa30BaHHBIE KaK ITOJI-
HOLIEHHBIMU CYyObEIUHULIAMU, TAK U MOJIEKYJIaMU, Y
KOTOPBIX HYJEBOW SIBISIETCS OOHA, WJIM Jaxe o00e
CyOBeIMHUIIBI, TAK KaK BCE 3TU BapUAHTHI MOJIEKYJI
WMEIOT OJIMHAKOBYIO 3JIeKTPO(hOPETUIECKYIO IIO-
JIBMXKHOCTB. Ha 3T0 yKa3bIBaeT TOT (DakT, YTO Y PHIO C
TPEXKOMIIOHEHTHBIMM CIIEKTpaMU (ppakiiuy 3HAUU-
TEJIbHO pa3/IMyaloTCs MO XapaKTepy BbIPasKeHHOCTU
n30(EePMEHTOB 0€3 M3MEHEHUSI PACIOJIOKEHUS MO~
JIOC OTHOCUTEJILHO JIPYT IpyTa.

®pakuyu MIAT o0o3HaYaM 3arIaBHBIMYA OyKBaMUI
natTuHcKoro andasura (A, B, C, C', D, E), kak ato
ObLIIO MIPUHSITO paHee TPU MepBOHAYATILHOM OTKCa-
HUM CNEKTPOB ceBproru M jomnatoHoca (Ky3bMuH,
Kysbmuna, 1998).

Bo u3bexxaHue ImyTaHMIIBI M1 HEOIOIIOHUMAaHUS, B
TEKCTe ajljieJIbHbIe BapUaHThI CyObEeAMHUL], 00pa3y-
IOLIIe HATUBHbIE AMMepHBIe MoJieKyabl M/II', oTMe-
qanu KypcuBoMm. CyObeIMHMIIBI, CBOOOTHO M He3a-
BUCHMO PEKOMOMHUPYIOIINE MEXIY CO00Ii, 0003Ha-
Yajy 3arjiaBHbIMM OyKBaMHU JIATMHCKOTO ajidaBuUTa
co 3Be3104Koit (*4, *B, *C), a aqieabHbIe BApUaHTHI
cyObeAuHULI, M30UpaTeIbHO OOBSAUHSIIOIINECS B
JIUMepbl, 0003HaYaIN IIPOITMCHLIMU OYKBAMHU, TAKKE
co 3Be3moukoil (*a, *b). 3nHakom “//” pazmensun
IPYIIIBI ajiiesieit, pa3anyarolirecs Mo cnocody o0b-
eIUHEeHMST B IUMEPHI, 3HAKOM “/” — KakK OTAeIbHbIe
aJUIeNIM, TaK U Mapbl ajuieieil ¢ NpeanoYTUTeIbHOI
accouuanueit. 3Hak “<>” Moka3bIBaeT, KaKie UMEH-
HO aJuIe]I U30MpaTesIbHO OObEIMHSIIOTCS IPYT C IPYy-
roM. Houib B HUXXKHEM peructpe (“,”) cripaBa oT 060-
3HAYCHMS aJlIeJIsl yKa3bIBaeT Ha TO, YTO 3TOT €T0 Ba-
puaHT sBJsieTcsls HyJaeBbIM. KoadduuueHT nepen
OYKBEHHBIM OOO3HAYeHMEeM aJjUlejieil IToKa3bIBaeT
03y CYOBETUHUIL TOrO TUIIA Y 0CO0EH, MMEIOIINX
JaHHBbIIA reHoTurl. B cBoeit paboTe MBI cTapalncCh
MIPpUIEPKUBAThCSI HOMEHKJIATYPHI, PEKOMEHIOBAaH-
HOM IJISI UCIOJIb30BaHUSI MpPU MPOBEACHUN T€HETH-
yecKux ucciaenoBaHuii peid (Shaklee et al., 1990).

OO0pabarbiBasi MOJydeHHBIE JaHHbIC, ITPOBOIMIIN
TeOpeTUUECKUE PACUeThl, IPOBEPS BCE BO3MOXHBIE
BapuUaHThl OObEIMHEHUSI CyObeIVMHUL] B AVMEpPHEIS
MOJIEKYJIBl B COOTBETCTBUU C TECTUPYEMOM T'MIIOTE-
3014, C ITOCJIEAYIOIIVIM CpaBHEHUEM Pe3yJIbTAaTOB C Xa-
PaKTepUCTUKAMU PeajibHO HAOJIOMAeMbIX CIIEKTPOB.
IMonyyeHHEBIE (DaKTUUECKME JaHHbIE O COOTHOIICHUM
MHTEHCUBHOCTU OKpAIllMBAaHUS MOJOC pacIIpenelis-
JIMCH TI0 COOTBETCTBYIOLIMM TEOPETUUECKHN BO3MOXK-
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HBIM TpymnnupoBkaM. Ocobu, He UMEIOIIEe TOYHOTO
TEOPETUYECKOTO BKBUBAJIEHTA, MPUCOCIUHSIIUCH K
HauboJiee OJU3KOMY U3 CTATUCTUUYECKUX PSNOB. 3a-
TeM TIOJlydeHHBIE JaHHbIE 00pabaThIBAIM CTATUCTU-
YyeCKMMHU MeTomaMu. JIJisi BBEIOOPOK, BKIIOUAIOIIMX
0osee TSITU 0cobeil, BBIUMCIISIIA CpeIHUe 3HAYEH ST
(X) 1 mOBepUTEIbHBIC MHTEPBAJBI (L 1s;) U1 5%-HOTO
ypoBHs1 3Hauumoctu (Jlakun, 1980). Hnst penko
BCTPEYAIOIINXCS CIIEKTPOB IMTPUBOJINIIN TOJIBKO CPeJl-
HU€E 3HAUCHUS.

PE3VIIBTATHI 1 OBCYXIEHWE

MccnenoBaHHbIe MpeaCTaBUTENM ceM. Acipenseri-
dae oTHOCSTCS K TPYIIITEe MaJIOXPOMOCOMHBIX OCETPO-
BbIX (2n = 120), KOTOpBIE COIIACHO “COBPEMEHHOI
IIKaje” OTHOCATCS K NUIUIOMAHBIM BumaM (Bacu-
nbeB, 1985; BacumbweB u np., 2009; Vasil’ev et al.,
2010; Kovalev et al., 2014). CyuiecTByeT Mpearoio-
JKEHME, YTO B DBOJIIOLIMU OCETPOOOPAa3HBIX IMPOU30-
IIUIO IBA MOCJIEAOBATEIbHBIX YIBOSHUS XPOMOCOM-
HOro Habopa ¢ IoCIeayIomeil 00paTHOM TUTLIONI-
3anueii. M bl B3si11 32 OCHOBY JUISI CBOMX IIOCTPOSHUIA
TUITOTE3Y, COTJIACHO KOTOPOii CeBpIora 1 JIOIIAaTOHOC
SIBJISIIOTCS (DYHKIIMOHAJIbHBIMU TUIIJIOUAAMU, Y KO-
TOPBIX HE MCKIIIOYEHA BEPOSITHOCTH AYILIMLIMPOBA-
HUSI OTHeNbHBIX TeHoB (BacumabeB, 1985; Ludwig
et al., 2001; Bacunbes u ap., 2009).

Ha puc. 1 nokazaHbl XxapakTepHble TIpUMepPHI Ba-
pualvii MHTEHCUBHOCTM OKpallluBaHUsl u3odep-
MeHToB MJII' ceBproru u JiormatoHoca. CHeKTpbl
MAI' y mopasisioniero OOJBIIMHCTBA O0COOEU ce-
BPIOTH U Y BCEX OCOOE JionaTtoHoca MpeacTaBIeHbl
Tpems dpakiusiMu, cPOpMUPOBAHHBIMU IBYMSI THU-
namu cyobenunul (Hukonopos u ap., 1985; Pss6osa,
Kyrepruna, 1990; Kyspmun, Kyssmuna, 1998). Jle-
TePMUHUPOBaHHbIEC TPEMS AJIJISIbHBIMU BapUaHTaMU
MHOTOKOMITOHEHTHBIE CIIEKTPHI Y CEBPIOTM BCTpeUa-
I0OTCS IOCTAaTOYHO PEIKO, a y aMyJapbUHCKOTO JioTa-
TOHOCA He OOHAapy>KeHO HU OJHOU Takoi ocoOu.
TpexkoMmmoHeHTHbIe crieKTpbl M/IIT neTepMuUHUPO-
BaHbI IBYMSI TUTIAMU aJlieJieli, a MHOTOKOMITOHEHT-
Hble — TpeMsi. ®pakuuu A, C u E cocrosiT u3 romo-
IUMEPHBIX MoJIeKyJI, a ppakiuu B, C'u D — retepo-
JMMEPHBIX, 0Opa30BaHHbBIX B Pe3yjibTare MONapHOro
CoueTaHUsl pasinuyalolIuxcs ajlieJIbHbIX BApUAHTOB
CyObeOVHULI.

BcTpeuaemocts BapuaHTOB crnekTpoB MJII ce-
BPIOTU HE 3aBHCeJla HA OT MeCTa BbLJIOBA, HU OT T10JIa,
HU OT CTaauu 3peocTu ToHan. CoBEepIIEHHO OIHA-
KOBBIE BapMaHTHI CIIEKTPOB HAOIIONAINUCH Y PHIO C
pa3HOI CTEeNeHbIO 3pEJIOCTU F'OHal, KaK B peKax, Tak
¥ B MOPSIX. Y OOJTBIIIOTO aMyIapbUHCKOTO JIOMATOHO-
ca, cpeou puIO ¢ ogMHAKOBbBIMHM crnekTpamu MIT,
TaK>K€ MOXHO OBbLIIO BCTPETUTh U CaMIIOB U CaMOK C
pa3nngIHOM cTagne 3peiocTy roHan. BepostHo, atn
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Puc. 1. [Tpumepsl KOIMYECTBEHHOM M3MEHYUBOCTH 3JieKTpodopeTndeckux criektpoB M/ ceBproru (a) v 60JIbIIOro aMy/a-
PBMHCKOTO JioraToHoca (6). O0lLre XapaKTepUCTUKHU CIIEKTPOB, BbIACICHHbIX B oTAebHbIe Tpynnbl: . A= B= C; II. A<B > C;
IHNILA=B>C;IVVA>B=C;V.A>B<C;VLA<B=C;VILA>B>C;VII.LA>B> C,IX.A=B=C'>D>E;X.A>B~=

=C'>D>E;XILA=B>C'>C>D>E.

JIaHHbIC YKA3bIBAIOT Ha TO, YTO LIUTOIUIa3MaTHIeCKas
M/IT" He 3aBUCUT OT (PU3UOJIOTUYECKOTO COCTOSTHUS
HCCeI0BaHHBIX PHIO.

ITonbITK OOBSICHUTL WHAWBUAYAILHYIO Bapua-
0eJIbHOCTh OKpalllBaHUs M30(DEPMEHTOB CEBPIOTU 1
JIoraToHoca CBOOOTHOM M HE3aBUCUMOI peKOMOM-
Hamueil CyObeOWHMII B Cllydae MX IOeTepMUHALINU
PAa3IMYHBIM YMCIIOM T€HOB (YTO BITOJTHE BO3MOXHO Y
OCETPOBEIX) HE CMOTJIM YIOBJIECTBOPUTEIILHO OOBSIC-
HUTH HAOJII0JaeMYIO Ha IIpaKTUKE U3MEHYUBOCTh. M3
BCEX NPOBEPEHHBIX BapMaHTOB HauOOJIbIIEE CXOJ-
CTBO ¢ (paKTUIECKN HaOIomaeMoil KapTUHOM CIeK-
TPOB MOJIY4YEeHO MPU MPOBEPKE T'MITOTE3BI O BOCHBMHU-
TeHHOM KOIWPOBAaHUU CHHTE3a CyObeIUHUII, XOTS U
9Ta TUNOTE3a HE MO3BOJIsUIa TPAKTOBATh 3HAUUTEIIb-
HYIO YacTh PeaJIbHO BCTpEeUYaeMbIX 3MMOIPaMM.

IIpenmoiioxXeHUE O TOM, YTO pa3Iddrs B MHTEH-
CHMBHOCTH OKpallMBaHUA HWHIWBUAYaJIbHbBIX (I)paK—
nuii n3opepmeHToB MII BBI3BaHBI TEM, YTO TETEPO-
IVMEPHBIE MOJIEKYJIBbI, B COCTaB KOTOPBIX BXOAUT Ofl-
Ha HyJIeBasi CyObeauHUIIA, 00J1aJai0T MOHKEHHOMN
¢depMEeHTaTUBOII aKTUBHOCTBIO, HE MOATBEPINIOCH,
B TOM YMCJIE U IJTSI TUTIOTE3bl O BOCBMUTEHHOM KO-
poBaHUM CUHTe3a cyobeauHull. [TpoBepka mokasana,
YTO TaKue MOJIEKYJIbl 00J1a1aloT JOBOJbHO BBHICOKOM
¢epMeHTaTUBHOI aKTUBHOCTHIO, HO KaK1X-JI100 3a-
KOHOMEPHOCTEI B X MPOSIBJICHUY BBISIBUTH HE yIa-
nock. Ecnu Xe TeopeTMyecK:d pacCUMUTaTh ITOCIEI-
CTBUSI CYILIECTBEHHOTO CHUKEHUST aKTUBHOCTH TeTe-
poaumepoB (50%; 75%), B KOTOpBIX OmHA W3
CyOBEenIMHUILL SIBJISIETCS HYJIEBOI, TO B peajbHO Ha-
OII0maeMbIX CIIEKTpax He OOHApYKMBAIOTCSI COOTBET-
CTBYyIOIIIME aHaIoru. BeposTHO, CyIIeCTBYIOT KaKue-TO
KOMITEHCATOPHbIE MEXaHU3MbI, KOTOPEIC TIO3BOJISTIOT
IUMEpHBIM MoJjieKyiaamM MJIT mocTaTouyHO yCHEITHO
OCYIIECTBJISITH CBOM (DYHKIIUM JaXe B ClTydae IpUcCyT-
CTBUSI B X COCTaBE OTHOM HYJIEBOM CYOheTMHUILIBI.

IMpucyrcTBre B TeHOTUNAX CEBPIOTM HYJIEBBIX aJjl-
Jeneil CyOBeIMHMII, XapaKTepHOM OCOOEHHOCTHIO
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KOTOPBIX SIBJISIETCSI OTCYTCTBHUE (pepMEHTAaTUBHOI aK-
TUBHOCTHU Y TOMOJIMMEPHBIX MOJIEKYJI, TaK e KaK U’
NpU OOBEAVMHEHUM C OPYTMM BAapUaHTOM HYJIEBOM
CyOBEeIMHUIIBI, OCOOEHHO SIPKO IIPOSIBIISIETCS Y PBIO C
MHOTOKOMITOHEHTHBIM criekTpoM IX (puc. 1). OtcyT-
ctBue ppakiuu C yKa3bIBaeT Ha TO, YTO Y TAKUX PBIO
Bce ayutenm *B n *h, KoTophle B BUAE TMMEPOB 0b0ec-
MEeYMBAIOT MPOSIBICHNE aKTUBHOCTH 3TOM (hpaKiinm,
B IaHHOM cCJIyyae TMpeacTaBleHbl TOJbKO HYJEeBbIMU
BapuaHTamMu cyobeauHul *B, u *b,. Hanuuue vH-
TEHCHUBHO OKpalmeHHou ¢paknuu E, a Takke mpu-
CYTCTBHE UYETKO BBIPAXKEHHOI IIPOMEXKYTOYHOI
dpakiu D, o6pazoBaHHOI IUMEpaMU, OAWUH U3 KO-
TOPBIX 00s13aTEJIbHO JOKE€H OBITh HYJIEBBIM, CBUJIE-
TEJILCTBYET O TOM, YTO T€TEPOIMMEPHBIE MOJIEKYJIHI,
B KOTOPBIX OOWH W3 IBYX ajljleJicii SIBISCTCS HYJIe-
BbIM, 00JiafaloT (PEepMEHTAaTUBHOU aKTUBHOCTHIO.
Hannmune maTeHcnBHOM pakunm B monTBepxkmaeT
9TO IIPEAIIONOXKEHNME, ITOCKOIBKY B 3TOi (bpaKIuu
pAaCIIOJIOKEeHBl TeTepOAMMEPBI, B COCTaB KOTOPBIX
BXOISIT MOJEKYJbl, OMHON U3 CYOBEAUHUILL KOTOPHIX
HENpeMEHHO SIBJsieTcs BapuaHT * B, win *b,. [1osiB-
JIEH1€ B MHOTOKOMITOHEHTHBIX CIIEKTpax (ppaxkiimii
C' u D no3BouisieT caesath elie OIHO BasKHOE 3aKJTIO-
yeHue. Penxuii ammens *C, nmMepbl KOTOPOTro odpa-
3y10T ppakuuio E, oTHOCHUTCS K rpynne, JeTepMUHM -
pywolleit cyobeIMHULbI, CBOOOTHO M HE3aBUCUMO
O0OBeIMHSIONINECS MEXIY CO00iT B aKTUBHBIE MOJIC-
Kyset MT.

AHaJIOTUYHBIEC BBIBOABI MOXHO CAeJIaTh U aHa-
JIM3Upysd cOoeKTphl rpymnmbl X (puc. 1), Takxke co-
CTosIIIME U3 OITU PpaKLUil, HO ¢ HECKOJIBKO OTIH -
YaIOUIUMCSI COOTHOIIEHWEM WHTEHCUBHOCTH WX
OoKpalllMBaHMUsI.

Ha npucyrcTtBre y ceBproru HyJI€BBIX BApHAHTOB
CYyOBEIMHUILL B TPEXKOMITOHEHTHBIX CITEKTpaX YKa3bI-
BaeT aHaAJIM3 JOBOJIBHO YAaCcTO BCTPEYAIOLIVXCS PHIO
rpynnsl VIII (puc. 1), B KOTOpOoii IBHO AOMUHUPYIOT
Ne 2
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Puc. 2. Cxema MEXaHU3MOB, o0ecreyrBaluX BOSBHUKHOBEHUE KOJTUYECTBEHHOH U3MEHUMBOCTU MHTEHCUBHOCTU OKpalium-

BaHMs usodpepmentroB MJII' ceBproru u 60JIbLIOTO aMyJapbUHCKOIO JIONIATOHOCA. *4;, *A,f, *B;, *B,f — aHLECTPaJbHbIC T€HBI,

JACTEPMUHUPYIOLNINUE CUHTES aJlJIEJIbHBbIX BApUaHTOB Cy6”beI[I/IHI/IL[, cny!{aﬁHo Y HE3aBUCHUMO OOBENUHSIOLIUXCS MEXIY coboii B

nuMmepHble MosieKyinsl MIT. *a;, *q;, *b;, *p; — T€HBI-NYIUIMKAHTBI, I€TEPMUHUPYIOLINE CUHTE3 AJUIEbHBIX BADUAHTOB CyOb-

eIMHULL, U30MUPATEIbHO aCCOLIMUPYIOLINXCS B IUMEPHbIe MOJIeKyJIbl M/IT. n, n' — TOMOJIOTMYHBIE XPOMOCOMBIL.

HyJIeBblE BapUaHThI cyobenuuull *B, u *b,, oopasyio-
IIMe eaBa BeIpakeHHYIO ppakmuio C.

Hanuuue B criekTpax ¢j1abo WM COBCEM He BbIpa-
KEHHBIX (ppakiuii, 06pa30BaHHBIX TUMEPAMU, CO-
CTOSIILIMMU M3 IBYX HYJEBBIX CYyObEAUHUII, U OIHO-
BpPEeMEHHOE TIPUCYTCTBUE B TeX XKe CIIEKTpaX UHTCH-
CUBHO OKpallleHHBIX (ppaKIuii, B cOCTaBe KOTOPKIX
HAXOOITCI B TOM YHCJIE U MOJIEKYJIbI, TA¢ JIMIIbL OJHA
13 CyObeTUHMUII SIBJISIETCS HYJICBOI, HEBOJIBHO BBI3hI-
BaeT BONPOC 00 MHTEHCUBHOCTU (hepMEHTATUBHOM
akKTUBHOCTU Takux Mojiekyn MITI'. OnHako oTBeT Ha
3TOT BOIIPOC TPeOyeT OTACIBLHOTO ITOAPOOHOTO MC-
clIeJOBaHUSI.

O0600111as TTOTYyYEeHHBIC PEe3YJILTaThI, MbI TIPUIILIN
K 3aKJIIOUEHHIO, YTO CYIIIECTBYET eIlle KaKoii-To (hak-
Top (M1 (pakKTOpPHI), HE YYTEHHBIC HAMU, HO BIIMSIIO-
mue Ha oOpa3oBaHME aKTHMBHBLIX Mojiekyia MJITI.
Hauboiee BeposITHBIM 13 TaKUX (DAKTOPOB MbI COWIN
HaJU4ue acCOPTATUBHOCTU MPU 0ObeTUHEHUU CYyOb-
eIUHUIL B nuMepbl. TeM 0ojiee uyTo paHee 3pdeKT us3-
OmparesrbHOTO 00BemMHeHNS cyobenuamuil MT, ne-

JKYPHAJI OBILIEX BUOJOTUHU

TOM 82 Ne 2

2021

TepMUHUPOBAHHBIX ABYMSI JIOKYCAaMM, OIUH U3 KOTO-
pBIX BO3HHMK B pe3yJbTaTe AyIUIMKALUU, ObLI
oOHapyXXeH TMpu M3ydeHUU HEPaBHOMEPHOCTH
OKpacku ¢pakinii y ABYX BUAOB TPUIIAHOCOMATHUI
(Kpsoutos, benosa, 1984).

Hcxons us atoro TIPEAITOTIOKECHMA, ObL1a IIPpOBEC-
pPE€Ha TumnoTe3a, OCHOBaHHasd Ha TOM, 4YTO ITOCJIC OYy-
INMMKalIMM OBYX WMCXOIOHBIX JIOKYCOB aJIJICJIbHBIC

cyObeauHuLbl (*A4;, *Ai' , *B,, ”‘B,-v ) — MPOAYKTHI aHIIe-
CTpaJIbHBIX TEHOB, — COXPAHWJIU CIIOCOOHOCTh 00b-
eIUHSITHCS B IMMEPhl CBOOOTHO U HE3aBMCUMO, B TO

BpeMs Kak ajienu (*a;, *a; U *b;, *b; ), IETEPMUHUPO-
BaHHbIE TeHAMU-IYTIJIMKAHTAMU, TIOTEPSLIM BO3MOXK-
HOCTb CBOOOJHOTO U HE3aBUCUMOTO OOBEAUHEHUS U
CTaJiu 0Opa30BbIBATh AWMEPHI UCKIIOUYUTEIBHO C
cyObenMHUIIaMU-JepUBaTaMU CBOETO aHAJIOTa U3 TO-
MOJIOTMYHOI XpoMOocoMbI. B TakoM ciiyyae Ha 3UMMoO-
rpammax MIT O6ygetr HaGIODaThCAd pe3yabTaT CyM-
MUPOBaHUSI aKTUBHOCTU MOJICKYJ, OOpa3yloLInXCs
npy CBOOOOHOW M HE3aBUCUMONM PEKOMOMHAIIMU
CyOBbEeNUHUI aHIECTPAIbHBIX T€HOB U aKTUBHOCTH
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INMEPOB, 0Opa3yIOIINXCs B pe3yIbTaTe U30MpaTeb-
HOTO OO0BEIUHEHUS CYOBheOUHUII-ISPUBATOB TeHOB-
IYIIJIUKAHTOB.

B o0mem Buge cxema mpeajiaraeMoii HaMu TUIIO-
Te3bl MEXaHW3Ma BO3HUKHOBEHUSI Ha0II01aeMOI 13-
MEHYMBOCTH TIposiBiieHUs u3odepmeHToB MJI' Ha
slIeKTpodoperpaMmax MpeacTaBieHa Ha pUc. 2.

CrenyeTt oTMETUTD, UTO B Cllydae, €CJId COBPEMEH-
Hble MaJJOXpOMOCOMHbIE CEBpIOTA U JIOMATOHOC CO-
XpaHWIN OTAEIbHbIE YEPTHI MAJIEOTETPANITIOUTHOCTH,
KakK 3TO ObLIO IoKa3aHo Ha cTepisau (Romanenko
et al., 2015), To mapanornyxsie reHsl MJII" MoryT pac-
roJiaraTbCsl B pa3HbIX XpoMocoMax. Takoe pacrnpene-
JIeHWEe He MTPOTUBOPEUYUT 3asIBJIEHHOI TMITOTE3eE.

INpenmaraemast HAMU cXeMa MO3BOJISIET AaTh O0b-
SICHeHME HaOJIIogaeMbIX XapaKTepUCTUK Bcex 0e3 KC-
KJIIOUEHMSI BBISIBJICHHBIX criekTpoB M/IT', B ToMm unciie
1 MHOTOKOMITIOHEHTHBIX. Kak ObLIO CKa3aHO BHIIIIE,
ayenpHasg cyobenmHuila *C OTHOCUTCS K TPyIIIIe
CyOBbeIMHUI, CBOOOJHO U HE3aBUCUMO OOBEIUHSIIO-
IIUXCS B AUMEPHBIE MOJIEKYJIBI. TONIBKO B 3TOM CITy-
yae HaOII0maeTcsl JOCTATOYHO OJIM3KOE COBITaJcHUE
TeopeTUYeCKUX U HakKTUYECKNX COOTHOLICHUA MH-
TEHCUBHOCTU OKpallUBaHUSI U30(EepMEHTOB Iaxe
IJIsT  HEMHOTOYMCIIEHHBIX MHOTOKOMIIOHEHTHBIX
ocoOeii.

I1pu onucaHny KOJTUYECTBEHHON M3MEHUYUBOCTU
CIIEKTPOB, ITOJJOOHO TOMY KaK 3TO AEJIaJIOCh IIPU U3y~
YeHUU UHAUBUAYAJTbHBIX pa3IMUUil OBEACHUS PHIO
(bynaes u np., 2015) mo ux xapakTepucTUKam, BCeX
HMCCIIEIOBAaHHBIX 0cO0E, KaK 3TO ITOKa3aHo Ha puc. 1,
Mbl pasfeiauyii Ha TPyNIbl. BHyTpu BBIOEIEHHBIX
IPYIIT HAOTI0AaeTCd JOMOIHUTEIbHAS MOApa3aelIeH-
HOCTb, OCHOBaHHasl Ha TaKOM IIOKa3aTejie, KaK MH-
JIVBUIYyaJIbHOE COOTHOIIIEHNE MHTEHCUBHOCTU OKpa-
ITUBaHUS U30(EPMEHTOB.

Mcxons 3 MpUHIMIIOB, MPUHATHIX HAMM 33 OC-
HOBY IJIsI BEIABUTA€MOI TMIIOTE3bI, Mbl PACCUMTAIN
BCE€ TEOPETUYECKM BO3MOXHEIEC BAPMAHTHI TCHOTUIIOB
(B O011IEH CIIOXKHOCTHU MX OKa3anoch 1705) u cooTBeT-
CTBYIOLIME UM XapaKTEPUCTUKUA WHTEHCUBHOCTU
MPOsIBJICHUS N30(hepMeHTOB. DaKTUUECKHE COOTHO-
IIEHWSI MHTEHCUBHOCTM OKpalllMBaHUS (paKIIuid
KaXX10if 0coOM MPpOBEPSIM Ha COOTBETCTBUE TEM WA
WHBIM TEOPETUYSCKU OXMIAAeMbIM ITapaMeTpaM, I10-
cJie 4ero phIOBI pacHpeleiIsINCh II0 ITOATPYIIIaM.
B cayuae, eciu pakTUUeCcKe COOTHOILIEHUS HE COB-
najgajy B TOYHOCTU C TEOPETUYECKU OXUIAEMbBIMU,
CIIEKTpPHl pachpenessiyii B IOArpylnmy ¢ Haubosee
OM3KUMM Xapakrepuctukamu. CymMMapHO B HCCIIe-
JIOBAaHHOII BBIOOpPKE CEBPIOTH OBUIO BBIOEIEHO 29
MOATPYIIT TPEXKOMIIOHEHTHBIX CIIEKTPOB, a B BbI-
Oopke JonmatoHoca — 4. Bce moarpynmsl JioraToHoca
WMeIW aHaJIOTM Cpedyd TPEeXKOMITOHEHTHBIX CHeK-
TPOB ceBpIoru. Pe3ynbTaThl CTAaTUCTUUECKOTO aHAJIM -
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3a XapaKTEPUCTUK CTPYIIUPOBAHHBIX B MOATPYIIIbI
pBIO IIpencTaBiIeHBI B Ta0d. 1.

JlaHHBIC TAaOIWIBI MTOKA3bIBAIOT XOpOIIlee COBITA-
JIEHIE TEOPETUISCKU OXMIAEMbIX 1 (paKTUIECKH Ha-
OJII0HaeMBIX COOTHOIICHUM KaK Y CEBPIOTHU, TaK U Y
JionatoHoca. TeopeTuyecknue 3HaYCHUST pacroara-
I0TCsI TNOO B IpaHUIIaX JOBEPUTEIbHBIX UHTEPBAJIOB,
MO0 B HEITOCPEACTBEHHOM OJM30CTU OT 3THUX Tpa-
ann. [1pu 3TOoM Bce dpakTUIecKn HaOJIoIaeMble Ba-
PUWAHTHI CIIEKTPOB MOJYyYMIM OOOCHOBAaHHOE, XOTS B
psiie cllydaeB MHOTO3HAYHOE, TOJIKOBAaHUE UX T'eHeE-
TUYECKOU JeTepMUHALIMU. M3 MpUBeAeHHBIX B Ta0-
JIVLIe JAHHBIX CJIEIYET, YTO CIEKTPHI C OAMHAKOBBIM
COOTHOIIIEHMEM MHTEHCUBHOCTHU TPOSIBIICHUS ppak-
it MIAT" MoryT onpeneinsdThes pa3sIMnIHbIMUA Te€HO-
TunamMu. Y1cio reHOTUNOB, OIpeAesiolIee OTHO U
TO X€& COOTHOIIEHE MHTEHCUBHOCTY OKpAaIllMBaHUS
MOJIOC, HE CBSI3aHO C YaCTOTOI BCTPEYaeMOCTU B BbI-
Oopke pbIO C TaHHBIMU XapakTepucTukamMu. Konuue-
CTBO TE€HOTUIIOB, JIETEPMUHUPYIOIIUX CIIEKTPhI C
OonpeaelIeHHBIM COOTHOIIEHUEM OKpackKu u3odep-
MEHTOB, Y CEBPIOTY BapbUPOBaJIO OT OTHOTO JIO IBE-
HaJLaTv, a y JIOIIaTOHOCa OT OJHOTO A0 IeBITu. M3
JMaHHBIX TaOJIUIBl TaKke CIeAyeT, YTO OIHO3HAYHO
OTpEeNeUTh WHAWBUAYAJbHBIM TEHOTUIT MOXHO
JIVIIB Y PBIO C COOTHOIIIEHUEM aKTMBHOCTH M30(ep-
MEHTOB, JCTEPMUHUPOBAHHBIM €IMHCTBEHHO BO3-
MOXXHBIM BapMaHTOM TeHOTHMINA. B mMccienoBaHHOI
HaMHM BBIOOPKE CEBPIOTH K HUM OTHOCSITCSI IIOATPYII-
et Ne 7, 11, 16, 17, 19, 23, 29, 32. Y nomaroHoca JI1iilb
ofHa U3 BblaeJIeHHbIX TToarpyr (Ne 11) umeeT eaquH-
CTBE€HHBbIIA BApPUAHT Fr€HETUYECKOM TPAKTOBKU.

TeopeTrnyecku, MTOMUMO BCTPEYEHHBIX B BLIOOPKE
COOTHOILIEHUI  WHTEHCUBHOCTM  OKpalllMBaHUS
¢dpakiuii, BO3BMOXHO CYIIIECTBOBAHNE 3HAUUTEIIBHO-
ro 4yuciia Ipyrux BapuaHToOB criekTpoB. B Tom uncie
JIByX- 1 OMHOKOMIIOHEHTHEBIX, KOTOPBIX B peabHbIX
BBIOOpKaxX Mbl HUKOI/IA He HaOmoganu. Bo3sMoxHO,
9TO CBSI3aHO ¢ (pUKcalueil B reHO(pOoHIe OTACIbHBIX
reHOB, HaJU4ue KOTOPBIX >KM3HEHHO HEOOXOIMMO
JUISI CyIIeCTBOBAHUS PhHIO. JIOTMYHO IIPEAIION0XKUT,
YTO TAaKUMM T€HaMM MOTYT OKa3aTbCs aHIEeCTPaJIb-
HBIE TeHEI, IeTEpMUHUPYIOIINE CUHTE3 ajiielieil *4 u
*B. He ncki1t04eHO, OJHAKO, YTO 3TO CBSI3aHO C HU3-
KOl 4aCTOTOI BCTPEYaeMOCTU PEIKUX CIIEKTPOB MPU
HEAO0CTaTOYHBIM 00beMe BHIOOPKU U CTOJIb OOJIBIIIOM
KOJIMYECTBE TEOPETUYECKM BO3MOKHBIX BapHUaHTOB
TEHOTHUIIOB.

TeopeTnuecku Takke BO3MOXHO U IIOJTHOE OTCYT-
CTBHeE TIposIBiIeHUS akTuBHOCTH MJIT B cityuae, ecim
B T€HOTHUIIE OCOOU IIPUCYTCTBYIOT TOJIBKO HYJIEBHIE
ajutenu. JIIoGONBITHO, YTO paHee MBI BCTPEUYAIMCh C
MOIOOHBIM SIBJISHUEM MPU U3yUYeHUN KpeaTUHKUHA-
3bl CEBPIOTU. Y TpeX pbIO B MBIIIIEYHOU TKAHU aKTUB-
HOCTh 3TOTO (pepMeHTa abCOJIOTHO OTCYTCTBOBAJIA,
XOTsI y BCEX OCTaJIbHBIX OCOOEH MMesia OOBIYHO BBICO-
Ne 2

TOM 82 2021
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Ky10 aktuBHOCTH (Ky3pmun, 2008). Takum obpaszom,
BOIIPOC 00 OTCYTCTBUHU B UCCIIEIOBAHHBIX HAMU BBI-
OopKax 3HAUYUTCIBHOII 4YacTU TEOPETUYECKU BO3-
MOXKHBIX BapMaHTOB OCTAE€TCS OTKPBLITHIM U TpeOyeT
JAJIbHEUIIETO U3y4YEHUS.

AHaJN3 TEeHOTUIIOB, OIPEAENSIONINX KOJIMJe-
CTBEHHYIO U3MEHUYMBOCTh MHTEHCUBHOCTU OKpAIlIv-
BaHUS M30(pepMeHTOB TpexKoMItoHeHTO MT', mo-
Kazai (tabia. 1), 9To BCce TeHBI, JeTCPMUHUPYIOLINE
CUHTE3 CBOOOAHO UM HE3aBUCUMO PEKOMOWHUPYIO-

wux cyoreaunull (*A;, *A4., *B;, *B;), TaK Xe KaK U re-
HBI, ONpeAe/SIIoOINe CUHTE3 CYObeIUHUL, O0bheau-
HSIOLIMXCSL B JUMEDPBI, u3bupartenbHo (*a;, *a, u *b,,

*b; ) CIOCOOHBI IeTEPMUHUPOBATD JIIOOOI U3 aJljIeNib-
HBIX (B TOM YMCJIe U HYJIEBBIX) BApUAHTOB CyObea-
Huil: *4, *B un *C B mepBOM ciay4ae, 1 *a u *b — BO
BTopoM. Yetkas nuddepeHumanms 10KycoB sSMDH-A*
n sMDH-B* o aToMy IToKa3aTteiato oTcyrcTByeT. Ha
9TO YKa3bIBaeT CYIIECTBOBAaHUE T€HOTUIIOB, B KOTO-
PBIX IOJISI OMHOTO U3 ajulefieil Cpeny aHIeCTPaIbHbBIX
TEHOB, TaK e KaK M Cpeau TI'€HOB-IyIJIMKAHTOB
(yuuTBIBast HyJIeBble BApMAHThI), peBbiinaeT 50%. B
KayecTBe MpuMepa MOXKHO MPUBECTU TaKHe TeHOTU -
b1, Kak 34/1B//1la <> 1b/1b <> 1b (1.7:1.3:1); 34/1B,
//1b & 1by/1b <1by (1.5 : 1 : 1); 34/1B//lay <>
1by/1by<> 1by(9:6:1); 24/2B//1a < la,/lay, < 1a,
(1.8:2:1); IA/1B/2By//1a <> la/la<> 1b(1:13:1). B
CKOOKaxX MpUBEICHBI TEOPETUUECKUE COOTHOIIICHUS
mexny dpakuusmu A, B 1 C (COOTBETCTBEHHO) B
CMEeKTpax, OIpeneasieMblXx JAaHHBIMU TEHOTHUIIAMM.
BOTOT MepeyeHb MOXHO AOIOJHUTD €llle LEeIbIM psi-
JIOM aHAJIOTMYHBIX IPUMEPOB.

Panee B tutepaType yKe BEICKa3bIBaJIOCh IPEATIO-
JIOXXEHHE O BO3MOXHOM HaJIUYMM OJTHUX U TeX K€ aJl-
JIeneil B M000M M3 OYIUIMIAPOBAHHBIX T€HOB MeE-
snenHoro Jjokyca M/IT" pycckoro ocerpa (LIBeTHeHKO
u ap., 1987) u o nynnmkanuu aByx JiokycoB MT ce-
Bpioru (Ps6oBa u ap., 2008). IToxydyeHHbIe TaHHBIC
MOATBEPKIAIOT (PAaKT NYIUIMKALIM, a TAKXKE TOBOPSIT
O TOM, UTO y TIpeAcTaBUTeNei ceM. Acipenseridae
oJIuHaKoOBbIe CyoObeauHUIIBI MT" MOryT OBITH AETEP-
MMWHHMPOBAHBI HE TOJILKO AYIJIULIMPOBAHHBIMU FeHa-
MU OTHOTO, HO TaKXKe U Pa3HbIX JIOKYCOB.

SAKJTIOYEHUE

IIpoBeneHHoe wuccienoBaHWEe MOJIMMOpP(dU3IMa
MJIT ceBpioru 1 aMmynapbMHCKOTIO JIOTTAaTOHOCA C UC-
MOJIb30BAaHUEM METOZA BJIeKTpodopesa ¢ MocIeyo-
IIUM JI€HCUTOMETPUPOBAHUEM CIIEKTPOB IOKa3ajo,
YTO C YYETOM BapUallMii UHTEHCUBHOCTU OKpalllnBa-
HUS 1M30(epPMEHTOB CTeTIeHb Pa3HOOOpa3usl y 3TUX
BUIOB 3HAYUTEJIBHO BBIIIE, YEM CUUTAIOCH PAHEE.

B pesynpTaTe aHammM3a COOCTBEHHBIX M JUTEpa-
TYPHBIX JaHHBIX ObUIa MPEMIOXeHa TUIIOTe3a TeHe-
JKYPHAJI OBILEN BUOJIOTUU
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TUYECKOU AeTepMUHAIIUU U MeXaHU3Ma (POpMUPOBa-
HUSl KOJWYECTBEHHOUW U3MEHUMBOCTHU TMPOSIBIECHUS
dpakuuit M/IT', KoTopasi yIOBIETBOPUTEIILHO O0b-
SICHSIET BCE HaOI01aeMble BApUaHThI 3TOro (hepMeEH-
Ta y U3y4eHHBIX BUIOB. BOJBIIMHCTBO (DEHOTUIIOB,
BBIIEJIEHHBIX C YY€TOM HaJIW4YUsl KOJUYECTBEHHOM
U3MEHYMBOCTU, MOTYT OBITh 1€TEPMUHUPOBAHBI HE-
CKOJIbKUMU TeHOTUIaMU. B TO Xe Bpemsi umeercs
LIeJbIiA  PsII  CIEKTPOB, KOTOpbIE OMpPEaAesioTCs
eIUHCTBEHHO BO3MOXXHBIM BApUAHTOM F€HOTHIIA.

MexaHn3M o0Opa30oBaHUSI aKTUBHBIX MOJIEKYJI
MATI u3 nyiaa cyobeAUHULL, TTOOAOOHBIA TOMY, KOTO-
PBIi OBLT BBISIBJIGH YV CEBPIOTU M JIONAaTOHOCA, paHee
ObUI OITMCAaH Y OXHOKJIETOUYHBLIX TPUITAHOCOMM]L
(KprinoB, benosa, 1984). Y atux nmpocreiinimnx opra-
HU3MOB OIWH 13 JIOKYCOB BO3HHUK B pe3yjbTaTe Iy-
IUTMKAUY, 1 CYObSAUHUIIBI, IIPOAYKTEI Pa3HBIX JIO-
KyCOB, HE B3aUMOJIEICTBYIOT MeXAy cO00ii Impu 00-
pa3oBaHUM JUMEPHBIX MOJeKyJ. CXOICTBO MEXIY
CTOJIb 3BOJIIOIIMOHHO JAJIEKMUMU OpTaHU3MaMU CBU-
JIETEILCTBYET O TOM, YTO B OCHOBE ITpoliecca o0pas3o-
BaHMS aKTUBHBIX MoJjiekya M/II mexat o011edmono-
rm4eckre 3aKOHOMEPHOCTU: P YIBOSHUU I'€HOB B
IpoLIECCe DBOJIIOIUU CBOIICTBA KOHTPOJUPYEMBIX
MU CYOBEOUHUL] MOTYT PacXOIUTHCS HACTOJBKO,
YTO OHU TEPSTIOT BO3MOXKHOCTB OOBEINHSTHCS IPYT C
JIPYTOM.

ITonydyeHHBIE pPe3yJbTaThl MO3BOJISIIOT PEKOMEH-
JIOBaTh IIPU MPOBEACHUM PAOOT MO CKPEIIMBAHUIO C
HEeJIbI0 YTOYHEHMSI TEHEeTUYECKOW IeTepMUHAIINU
MAI" yduThIBaTh KOJIUYECTBEHHYIO U3MEHUMBOCTh U
OTOMpaTh POAUTEIBCKUE IIapbl, WHAWBHUAYaIbHEIC
TEHOTUITBI KOTOPBIX OMNPEACSIIOTCS €AUHCTBEHHO
BO3MOXKHBIM BapUAHTOM.

Astop uckpente oimaromaput O.10. Ky3pMuny 3a
IIOMOILb TIPU NPOBENEHUU TPYAOEMKUX DPACUYETOB.
Pabora Obuta BbIMOJHEHa B pamkax l'oczamaHus
Noe AAAA-A19-119102890013-3.
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Genetic bases and mechanisms of the variations formation in the activity of cytoplasmatic
malate dehydrogenase isozymes in the stellate sturgeon (Acipenser stellatus) and the large
Amu-Dar shovelnose sturgeon (Pseudoscaphirhynchus kaufmanni)

E. V. Kuzmin*

Papanin Institute for Biology of Inland Waters, RAS
pos. Borok, Yaroslavl Region, 152742 Russia

*e-mail: kuzmev@ibiw.ru

Densitometric analysis of electrophoretic spectra of cytoplasmic malate dehydrogenase (EC sMDH 1.1.1.37)
in the stellate sturgeon (Acipenser stellatus) and large Amu-Dar shovelnose sturgeons (Pseudoscaphirhynchus
kaufmanni) has demonstrated that the quantitative variation in the intensity of staining of isozymes in these
species is discrete. This phenomenon makes it possible to suggest that the trait variability is genetically deter-
mined. In fact, the observed variability is most correctly described based on the assumption that the synthesis
of enzyme subunits is controlled by a complex of eight genes represented by different alleles, including their
zero variants. Subunits, which are the products of different gene loci, behave differently in the process of as-
sociation into active dimeric molecules. Some of them recombine freely and independently, while others are
combined selectively. In this way, the result of summing up of these two independent processes appears on
the zymogramms. The proposed hypothesis of the formation of native MDH molecules makes it possible to
interpret genetically all the observed examples of quantitative isozyme variability. In some cases, different
genotypes may appear in the form of spectra that are identical in both the number and ratio of the intensity
of staining fractions.
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PaccMoTpeHBI TeopeTHYecKre U TpaKTUIECKUEe aCITeKThI [TOCTPOSHUS MOIeJIeil COBMECTHOTO pacIipeaesie-
HUSI BUIOB, KOTOPbIE SIBJISIFOTCSI COBPEMEHHBIM MHCTPYMEHTOM aHaJIM3a 3KOJOrn4eckux coodbiects. ITo-
KazaHo, YTO B cJIyvae, KOrma JaHHbIe HaOJIIOMEHW COCTaBIISIIOT KOJTMUYECTBEHHBIC TOKA3aTEe TN TTOITYJISIIIA -
OHHOI1 TUIOTHOCTHU (B YaCTHOCTH, YHMCJIEHHOCTH BUAOB B TMAPOOUOIOTMYECKUX UCCIAEAOBAHMSIX), TPEI-
CTaBJISIETCST HelleJIecoOOpa3HbIM MCITOIb3oBaHue MeToga MaxEnt u Apyrnx, oCHOBaHHBIX Ha KOHIIEIIIINY
Touek “TiceBHoOTCYTCTBUsS”. COBpeMEHHbIE MHOTOMEPHbBIE MOJIEIM COBMECTHOIO pacrpeneyieHusl coo0-
IIIECTB JOJIKHBI BKIIIOYAaTh COBOKYITHOCTh IMMapaMeTPOB, OLIEHUBAIOIINX BIMSHUE HA BCTPEYAeMOCTb BUIIOB
cJIeayIoIIUX TPy (OUMKCUPOBAHHBIX U CIIydailHbIX (paKTOPOB: (a) KOBapMaT U KaTeropuaibHbIX IIEPEeMEH-
HBIX, OTIMCHIBAIOIIMX YCIOBUS OKPYXKAIOIIEi Cpeibl U XapaKTepUCTUKU OMOTOTIOB, (6) OCHOBHBIX ITOKa3a-
TeJIeil, XapaKTepU3YIOIIMX KaXIblii BUI U (DUITOTEHETUYECKYIO CTPYKTYPY COOOIIECTB, (B) (DYHKLIMHU MTPO-
CTPaHCTBEHHOI aBTOKOPPEJISIIMU JaHHBIX B TOUYKaX HAOJIIOMEHW, (T) OCTaTOYHOI (T.€. He 00yCIIOBIEHHOM
BHEIITHUMU (haKTOpaMM) acCOLIMATUBHOCTU BUIOB. AHAIMU3 OITyOJMKOBAaHHBIX MaTepUajoB U MPUMEPbI
MMPAaKTUYECKOM peaan3allii IoKa3alik, YTO MepeUYrCcIeHHBIM TPEOOBAHUSM B IIEJIOM YIOBJIETBOPSIET METO-
nuyeckas matgopma u R-maker HMSC (Hierarchical Modelling of Species Communities), Ha OCHOBe KO-
TOPBIX BBITIOJHSETCS TTOCTPOSHNE MHOTOMEPHBIX MepapXUueCcKnX 0OOOIIEHHBIX JUHEHHBIX MOAENIe co
CMelllaHHBIMU TTapaMeTpaMu, OlleHUBaeMbIX OaliecoBCKOI npolenypoii. [IpencraBieHo onmrcaHe OCHOB-
HBIX KOHIemIuii 1 6;10K0B naketa HMSC u 00cyXnaioTcst pe3yJIbTaThl IIOCTPOSHMS MOAEIe Ha OCHOBE
JTAaHHBIX aBTOPOB — MHOTOJIETHUX TMIPOOMOJIOTMYECKMX MCCIENOBAaHNIT JOHHBIX CO00IIeCTB 132 MaJIbIX 1
cpenHux pek 6acceiitHa Cpenneit 1 Huskneit Bonru. ITpuBeneH aHaan3 mapaMeTpoB COBOKYITHOCTH OTHO-
MEPHBIX MOJEJIe-NIPETEHIEHTOB pacnpeneeHust YMcjieHHocTu noacemeiictBa Prodiamesinae (Diptera,
Chironomidae) 1 mocTpoeHa IIPOTHO3HAs KapTa ero apeajia B rpaHHUIIax peruoHa. i1 mntocTpalini MHO-
TOMEPHOTO CJIyYasi IOCTPOeHa MOJIeJIb COBMECTHOTO IPOCTPAaHCTBEHHOTO pacrpenesieHus: 31 Buma Xupo-
HOMUJI M BBITIOJIHEH aHaIM3 ee KoahduineHToB. [1ocTpoeH oCTaTOYHBIN KOPPEISIIMOHHBIN rpad cTaTu-
CTMYECKU 3HAYMMBbIX MEXXBUIOBBIX B3aMoaeicTBUiA. JlenaeTcst BBIBO, YTO METOA M IPOrPaMMHBIM MaKeT
HMSC moxeT 3¢pheKTUBHO IPUMEHSITHCS I pelieHUsT (yHIaMEHTaJIbHBIX IIPOOJIEM 3KOJIOTMH COO0-
ILIECTB: KaK 3aBUCST apeajbl OTACIbHBIX MOIYJISILIMI, CTPYKTYpa UX COOOIIECTB U XapaKTep MEXBUIOBBIX
B3aMMOJIEMCTBHI OT YCIIOBUIA OKpYXKAIOIIei cpeabl, a TaKXKe IS IIPOTHO3MPOBAHUS OYIYIINX TeHACHITNI
STUX MPOILECCOB B OTBET Ha IJ1I00aJbHbIE U3MEHEHMSI.

DOI: 10.31857/S0044459621020068

CTpyKTypa ONpOCTPaHCTBEHHOTO pacHlpeacieHuUs
COOOIIIECTB M €TO CBSI3b C YCIOBUSMU OOUTAHUS TI0-
MYJISIIANA SIBJISTIOTCST BaXKHEHIIMMM HaTIpaBIeHUSIMHA
9KOJIOTUYECKUX UccaenoBaHuii. ITocne mosiBieHus B
1980-x romax maketa BIOCLIM (Busby, 1991) mone-
JupoBaHue pacnpeneieHus BuaoB (SDM — Species
Distribution Models) n axonornyeckux Huin (ENM —
Environmental Niche Models) cTajio MOIIHBIM WH-
CTPYMEHTOM (MaKpO)3KOJOIMYECKIX U Ororeorpacpu-
YeCKHX UCCIIeTIOBaHMI 1 OLICHKH POJIU (paKTOPOB, BIIU-
SIOIMMX Ha pacrhpocTpaHeHue BumoB (Peterson et al.,
2011). Ot MeTOmBI OKa3aJMCh TAKXKe BecbMma 3 dex-
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TUBHBIMU B TTAJICO3KOJIOTUU, (DUTOTEHETUKE, YITpaB-
JIeHUM OuopecypcaMM M OXpaHe IUKOI TIPUPOIbI
(Aratjo et al., 2019). [TossBU10CH OTPOMHOE KOIUYE-
CTBO JIUTEpaTypbl IO Pa3JIMYHBIM  MeToAaM
SDM/ENM, wucnonb3oBaHHE KOTOPBIX IIHUPOKO
OCBEllIeHO B paboTax 3apyOexXHbIX 3KOJIOTOB
(Franklin, 2009; Guisan et al., 2017) 1 moapo6HOM
ob630pe poccuiickux kojuier (JImcoBckuit m Ap.,
2020).

AHaJIn3 TIPOCTPAHCTBEHHOTO pacIipeieIeHUsT By -
JIOB OCHOBaH Ha JIBYX Pa3MYHBIX KOHIENTYaIbHBIX



144 IIATUKOB u np.

nonxopax. IlpomeccHo-opueHTHpoBaHHBle SDM
(TakKe M3BeCTHBIE KaK PAHTOBBIE MOJIE/IN JUHAMUKM
ronyistimin; Zurell et al., 2016) BKITIOYaioT B SIBHOM
dopmMe MoOelIbHBIE CTPYKTYPhI W ITapaMeTphl, OITH-
ChIBalOIIe MEXaHU3Mbl OCHOBHBIX 2KOJIOTMYECKUX
MIpoleccoB B coobiiecTBax. Heob6XoauMoCcTh OLIEHKU
KO3(DGUIIMEHTOB WHTEHCUBHOCTHA pPa3sMHOXEHUS,
CMEPTHOCTH, pacceJieHus U JeMorpadudeckoii cTo-
xactmaHocTH (Vellend, 2016; Po3enbepr u np., 2020),
a TaKKe X 3aBUCUMOCTD OT BEIOOPOYHEIX ITPOIIECCOB
MOJIy4eHMS TaHHBIX, IeJIaI0T TaKOM MOIXO/I ITOKa ellle
TPYAHONOCTYITHBIM, XOTS y4eT 0a30BBIX IIPOLIECCOB B
COoOOIIeCTBaX IOKEH MPUBETCTBOBATHCS B JIIOOBIX
ciaydasx (D’Amen et al., 2017).

Hpyroii monxom MOXXHO Ha3BaTh KOPPEISITUBHBIM,
B TOM CMBICJIE, YTO OH OCHOBaH Ha HaXOXXIACHUM CTa-
TUCTUYECKMX 3aBUCUMOCTell Mexny dakTopamu
OKpyKalollleil cpelbl U JAHHBIMU O BCTPEUAEMOCTH
BUn0B. OrnucaHbl AECSITKUM METOIOB ITOCTPOCHMUSI
SDM (Norberg et al., 2019), koTopble pa3anyaroTcs
MHOTMMM acleKTaMM, BKJIOYasi COCTaB MCXOIHBIX
JMaHHBIX (“TOJILKO MPUCYTCTBHE” BUAOB B TOYKAX OT-
6opa 1po0, “IIPUCYTCTBUE—OTCYTCTBHUE” WM KOJIM-
YeCTBEHHasi OlleHKa OOWJIUs), CTPYKTYypHbI€ HOITy-
1eHusT Mojelieil (00oOIeHHasT TMHEeHasT MOJEb,
OIOPHbIE BEKTOPHI WJIU CIIyYaliHbIH JIEC), AITOPUTMBbI
MOJIyYeHUs pellleHus (MCMOoIb30BaHME MaKCUMyMa
MpaBaoIoa00us Wi 0alieCOBCKUI MOAXON) U TeX-
HUYecKasl peajiuzalus (IOCTYIeH JIM MeTOI B BUIE
R-makeTa nim Kak caMOCTOSITENIbHBIM TPOrpaMMHBbIit
MIPOAYKT). YCIIEIIHO BeAyTCs TaKxKe padOTHI IO paH-
JKUPOBAHUIO COBOKYMHOCTH MOCTPOCHHBIX Mojeei
MO CTENEeHU UX KOMIIETEHTHOCTU U MOCTPOCHUIO UX
aHcaM0Oiieit (KOJIJIEKTUBOB), B KOTOPBIX IIpeacKa3a-
HUSI HECKOJIbKMX MOJEJeil B3BEIIUBAIOTCS U yCpe/l-
Hs1oTes (Breiner et al., 2018).

M3 MHOXECTBa IPUMEHSIEMBIX aJITOPUTMOB MOXXHO
OTMETUTH Yallle BCEr0 UCIOJIb3YEMbII METOI MaKCH-
MaJIbHOII 3HTPONMHU, peaJIu30BaHHLINA B IIporpaMme
MaxEnt (Phillips et al., 2006; JlucoBckuii, Jlynos,
2020). AropuT™ IpeacKa3biBaeT BEPOSITHOCTD IIPU-
CYTCTBHUS BUJIa B IIPOU3BOJILHOM TOYKE reorpaduye-
CKOTI'O IIPOCTPAHCTBAa, OCHOBBLIBASICh TOJILKO HA TOY-
Kax, rae OH yxXe Obu1 3apeructpupoBaH (PO — pres-
ence-only). Wrtorom pabotrel MaxEnt sBusercs
pacyeT 3KCHOHEHIaIbHOI (DYHKIINY, apTyMEHTaMU
KOTOPOI SIBJISIIOTCS YacTHBIE (DYHKIIMU OTIOEIbHBIX
MPEeIUKTOPOB (JIMHEMHBIe, KBaApaTUUYHbIE, MHOXKE-
CTBEHHBIE U 1IP.) ¢ KO3(DPUIIMEHTAMHA A, OLEHUBAIO-
MMM BKJIaJ, COOTBETCTBYIOIIETO 3KOJOTMYECKOTO
dakTopa. ITomarossiii BEIOOP ONTUMATBHON MOIEIN
1 HacTpoiika KO3(h@PUIIMEHTOB A OCYILECTBIISIETCS C
Y4E€TOM MMHMMM3AIUM OLIMOKM IIpeacKa3aHus Kak
Ha MICXOJIHOM BEIOOpKe PO, TaK 1 HAa MHOXECTBE CJIy-
YaifHO OTOOpPaHHBIX TOYEK, I1e, KaK MpearnojaracT-
cs1, Bun orcyrctByer (PA — pseudo-absence, wnu
“background” points). YCIeIHOCTb pabOTHI AJITOPUT-
Ma BO MHOTOM 3aBHCHUT OT BbIOOpa (hOpMBI YACTHBIX
GyHK1IMI, 00beMa BEIOOpKU PA, TIpenBapuTeIbHOMN

JKYPHAJI OBLIEN BUOJIOTUU

GUIbTpallUM UCXOOHBIX JTAHHBIX, WCITOJb30BAaHUS
cJiost Koppekuuu u ap. (Jlucockuii, ynos, 2020).

Hcnionb3oBaHue ciaydailHbIX (DOHOBBIX TOYEK —
9TO KJjaccudeckas IIpollenypa, KOTopasi M3BECTHA
Kak ¢yHKIMS BeIOOpa pecypcoB (Resource Selection
Functions; Johnson, 1980), nmpenrmnosararoiniast cpaB-
HeHMe TeKYIIUX YCIOBUIA Cpeabl OOMTaHUS C OLICHKA-
MU JOCTYIIHOCTH HEOOXOOUMBIX PECYPCOB IJISI COO0-
mecTBa. ITOCKOJIbKY YacTo O4YeHb TPYIHO NHOATBEp-
JIUTh Ha IIpaKTUKE OTCYTCTBME BUIA, 3Ta MIpolieaypa
OLICHMBAET HE CTOJILKO MCKOMYIO BEPOSITHOCTD IIPH-
CYTCTBUSI BUJIA, CKOJIbKO HEOTHOPOIHOCTh MCHOJb-
3yeMbIX 3MIIMPUYECKUX HaHHBIX. B yacTHOCTH, ITO-
KazaTeJIM ycliexa HpeackKa3aHus OTCYTCTBUSI YacCTO
OTpeAeISIIOTCS “KalpU3HBIMU HOJIMKAMU”, T.€. TEMU
TOYKaMH, Ilie BHUIA IIPOCTO HE MOXET BCTpEYaThCS
(Hastie, Fithian, 2013; Guisande et al., 2017). IToaTo-
MY €CJIM IOCTYITHBbI JaHHBIE “IPUCYTCTBUSI—OTCYT-
CTBUS” WU TeM Oojiee KOJMYSCTBEHHBIC OIICHKU
YUCJIEHHOCTH IIOITYJISILIMi, 1IeJeCO00pa3HO MpUMe-
HSITh aJieKBaTHbIE CTATUCTUYECKIE METOIBI.

Mopgenu SDM ObUIM B OCHOBHOM pa3padoTaHbl
JIJIST MOJIEJIMPOBAHUS apeaja TOJIbKO OJHOro BHAA, B
TO BpeMs KaK 4acTO BOZHMKAET 3a71a4a OLIEHUThb COB-
MECTHOE paclipeleieHue MHOTHUX BUIOB, 00pa3yro-
mux coobmectBa (Clark et al., 2014; Warton et al.,
2015). OnuH 13 BO3MOXHBIX MOAXOA0B — CJIOXCHUE
Mopeieii pacrnipeneyneHust (stacked SDM, SSDM),
I7ie Ha IIepPBOM 3Talle CTPOUTCSI COBOKYITHOCTh MOJIE-
JIEH U1 OTHEJBHBIX BUAOB, a 3aT€M HX PEe3yJIbTaThbl
koMOuHupyrotcs (Calabrese et al., 2014). B otinuue
OT HETO, IPYyroii 0000IIeHHEII CIToco0 aHanm3a (joint
SDM, JSDM) o0benuHsieT BUOOBOM YPOBEHb daH-
HBIX MOJIEJIM B OJHY MOZE/Ib, KOTOpasi OMHOBPEMEH-
HO IIOICTpamBaeTCs IIOI CTPYKTYPY BCETO COOOIIe-
CTBa. DTO MO3BOJISIET HE TOJBKO BBISIBJISITh MEXKBUIIO-
Bbl€ aCCOLMAIlMU, HO U COOTHECTH TMOJYyYESHHbBIC
3aKOHOMEPHOCTM C XapaKTepUCTUKAaMHN BUIOB
(Abrego et al., 2017), ux GUIOreHETUIECKUMU OCO-
OEHHOCTSIMM WJIU TMaTTepHAMU COBMECTHOIO COCY-
mectBoBaHus (Pollock et al., 2014). HakoHen, Kitacc
mogaeneit SDFA (Spatial Dynamic Factor Analysis;
Thorson et al., 2016) paccMaTpuBaeT pacipeneaeHne
CTPYKTYPEI COOOIIECTB IIOA BIUSIHHMEM (DaKTOpPOB
Cpenbl He TOJILKO B IIPOCTPAHCTBE, HO M BO BPEMEHM.

MN3meHeHuss B XapakTepe MEXBUIOBBIX B3aMMO-
JIIEVCTBUM, CBI3aHHBIE C PA3JIMUYUSIMU YCIOBUA OKPY-
Xarouei cpenbl, ObLIM OOHAPYXKEHBI AJIsI ITUPOKOTO
CIIeKTpa TaKCOHOMMYECKMX TIpyIIl (Hampumep,
Brooker, 2006). BBIBOIBI O HAIMYUW U CUJIE MEKBU-
JOBBIX B3aMMOAEUCTBUIA TpPaAWLIMOHHO OEIal0T Ha
OCHOBE MaHHBIX HAOJIONEHMII 3a BCTPEYAEMOCTBHIO
BUIIOB C MCIOJIb30BAHUEM DPa3HBIX CTATUCTUUYECKMUX
METOAOB: MHOTOMEPHOI OpAMHALIMU, IMapHOI KOp-
pensuyy, MOIEe arperaliii U Cerperaluu BUOOB
u T.0. (Legendre P., Legendre L., 2012). 3gech Bax-
Hasl npobjieMa COCTOUT B TOM, UTO BBIBOABI O COB-
MECTHOM COCYIIIECTBOBAHUU, ONPEICISIEMOM MEX-
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BUIOBBIMHM B3aMMOOCHCTBUSIMM, CMEIIMBAIOTCSI C
addekTamMmu, MOpoXASHHBIMUA COBMECTHOM Bapua-
el OTKJIMKA BUOOB Ha a0MOTUYECKIE U3MECHEHMS.
IMTockoapky JSDM BKIIOUaIOT B SBHOM BHIE M3MeE-
PEHHbIE 2KOJOrMYyeckue KoBapuaThl, HalAEHHBIC C
X MIOMOIIBIO OLIEHKU aCCOLIMaTUBHOCTU BUIOB 00O-
Jiee aneKBaTHBI UISI BBISIBJICHUSI ICTUHHBIX B3aIMO-
JIEeUCTBUM, 4YeM “ChIpble” WHICKCHI COBMECTHOM
BcTpeyaemoctu (Warton et al., 2015).

Hanee paccMaTpuBaeTcsi METOAMKA TMOCTPOECHUS
JSDM c¢ ucnojib3oBaHMEM OJHOM U3 Bepcuii Moae-
Jneit GLMM (Generalized Linear Mixed Models), ko-
TOpAasi MO CTAaTUCTUYECKON TEPMUHOJIOTUMN TPAKTYET-
csl KaK MHOTOMEpHasi uepapxuueckasi 0000I11eHHas
JIMHEHAasi MOJeb CO CMEIIaHHBIMU TTapaMeTpaMHu,
OCHOBaHHas Ha 6alieCOBCKOI MPoLeaypPe UX OLIEHKH.
B kauecTBe pabouero mpumMepa HaMM HCIOJIb30Ba-
JIUCh pe3yJibTaTbl MHOTOJIETHEN TUAPOOUOIOTHYE-
CKOI ChbeMKM JOHHBIX COOOIIECTB MaJIbIX U CPETHUX
pex Ha tepputopuu CpenHero u Huxnero IlToBos-
Xbs (3uHYeHKO, 2009, 2011; Golovatyuk et al., 2018).
ITpencraBneHHbIE pe3yJIbTaThl BBIYUCICHU MOTYyYEHbI
C MCTOJTb30BaHMEM CTAaTUCTHYECKOM cpeanl R ver. 3.6 u
nmakera HMSC (Hierarchical Modelling of Species
Communities — mepapxmaeckoe MOIEINPOBAHNE CO-
o011IeCTB BUAOB), pa3padboTaHHoro OBacKaifHEeHOM C
coaBTOpamMu. B cBsI3u ¢ 3TUM, Tocienyloliee U3Jjio-
JKEHME METOAMYECKOIro Marepualia OCyIleCTBIISIeTCS
Ha ocHoBe kHuru (Ovaskainen, Abrego, 2020) u
MPEeAbIIYIINX CTaTel 3TOro aBTOPCKOTO KOJUIEKTHBA
(Ovaskainen et al., 2016a, b, 2017; Tikhonov et al.,
2017, 2020).

MATEPHUAITI U METO/bI
Onucanue cmamucmuueckoit mooeau HMSC

TurmaaHbIil HabOp TaHHBIX, TTOJYYSHHBINA B XOI€E
9KOJIOTUYECKUX UCCIIeIOBAaHUM COOOIECTB, BKIIIOYA-
€T COBOKYMHOCTb BUAOB j = 1... n,, BBISIBJIECHHbIX Ha
MHOXECTBE 11, GMOTOTIOB (CTPOXKE TOBOPSI — B TOYKAX
orbopa npob, sampling units), i = 1... n,. cnionb3ye-
Masi OO0OOIlleHHasl JIMHEWHash cMellaHHas MOJeib
GLMM MmoxeT ObITh IIpUMEHEHAa K pa3jIMYHEIM I10-
KaszareJsiM OOMJIMS BUIOB y; (Haau4ue/OTCYyTCTBHE,
KOJIMYECTBO, OrMomacca, MOKPBITUE M T.A.) IIyTEM
BKJIIOUEHUS Pa3IUUHBIX (DYHKIMIA CBSI3U U TTOCTYJIU-
pOBaHUS 3aKOHOB pacripenesieHus: ollnbok. B KoH-
Tekcte HMSC BbIOOpOUYHBIE NJaHHBIE MOATOHSIOTCS
MHOTOMEpPHO#I MOZAeblo, T.€. YMCIO MEepPpEeMEHHBIX
OTKJIMKa COBMAAAET C YMCJIOM BUIOB #,. [1J1s1 Kaxkmoro
BUJA 3aJaeTcsl CTaTUCTUYECKOE paclipeliesieHue

IMJIOTHOCTHU BUIA,j B TOUKE 7, & Gi — mapaMeTp IucIiep-
cuM (He HCHOJb3YEeTCSI B Ciydae pacHpeaesieHUs
Ilyaccona wnu bepHyanu). B ciydyae HOpMaabHOTO
pacnipenesieHust 3Ha4eHue L; MOIETMPYETCst KaK Jin-
HelHas (YHKIMS OT IBYX TIPYHIl IIPEIUKTOPOB,

2
ij> Gj), raoc sz — MaTEeMaTU4YCCKOEC OXKMNIaHNEC

XYPHAJI OBIIIEM BUOJIOTUM  Tom 82  Ne 2

2021

npeacTapisoie (GUKCUPOBAHHbIE U ClydyaiiHble
¢dakTophI:

n. ny
Ly =Y xBu +&;, tme & =Y M) ()
k=1 h=1

IlepBoiit yieH BoipaxkeHus (1), MoaenupyoLIni
BIUSIHUE (PUKCUPOBAHHBIX (DAKTOPOB, SIBISICTCS
OOBIYHOI JIMHENHO perpeccuei, Iae X;, — 3HaueHUe
k-1t mepeMeHHOI OKpyxXKalollleii cpenbl, HabJromae-
Moe B Touke i, k = 1... n,, a By — xoadduuneHT pe-
rpeccuy, MPeACTaBIISIONINIA OO0 JIMHEHHOro OT-
KJIMKa BUJa j HAa 3Ty KoBapuaTty. YToObl ob6eceuynTh
rmapaMeTpu3alnio MOJESIH C pa3peKeHHBIMU TaHHbI-
MU WIX PEOKVMMU BUIOAMM, IIPUHUMAETCS pacupee-
JieHre KO3 (OUIIMEHTOB PErpecCuu Kak |3j. ~N(u, V),
Ille BEKTOP W SIBJISIETCSI OLIEHKOM CpeaHel peakiuu
BHUa Ha U3MEPEHHbIC KOBApHUAThI, a JUCIICPCUOHHO-
KOoBapuallMoHHas MaTtpuiia V COOTBETCTBYET Bapua-
NN OTOCJABbHbBIX BUAOB OTHOCUTECJIBbHO MaTeMaTnu4dc-
CKOTI0 OXXuAaHus. 31ech U Jajiee TOUKa B BRIpaXKEHUN
Bj. O3HAayYaeT, YTO MHIIEKC k MpobderaeT Bce 3HAYCHUS
oT 1 10 n, Wis Kaxa0ro GUKCUPOBAHHOTO j.

Bxian COBOKYMHOCTM CJIydallHbIX (DaKTOPOB,
BKJIIOUASI MPOCTPAHCTBEHHYIO ABTOKOPPEISLUNIO U
MEXBUIOBbIE B3aUMOICHCTBUS, MOACIUPYETCS BTO-
PBIM YJIEHOM €, KOTOPbIii IPENCTABIISET COOOI CyMMy
NPOU3BEIEHUIA /1, TATEHTHBIX (DAKTOPOB M MX Harpy-
30K. 30ecb My, A= 1... ny— 9TO 3HaYCHHE daxTopa mist
BBIOOPOYHOI TOYKH i, a kj,,(z,:) — (paxkTOpHAS Harpys3Ka
Ha BUJj CO CTOPOHBI JIJATEHTHOTO (hakTopa /1, 06001112~
IOIIIETO MPOU3BOJIbHBIN HAOOP TPETUKTOPOB Z;. Ecin,

n,

B YACTHOCTH, TIPUHATD, YTO A ;,(3;) = Zk=1 XA jp > TO
CTPYKTypa KOBapuaLuii Mexly BUIAMU €; CTAHOBUT-
csi (yHKIMEl COCTOSIHUSI OKpYyXalolleil Cpesl,
OMpeessieMOro MCXOAHBIM HA0OpOM MepeMEeHHBIX-
KoBapuar x. Hekotopsle ciyyaitHbie (hakKTOpbl MOTYT
OBbITH CBSI3aHbI C BJIOXKEHHON CTPYKTYpOUi IJIaHa UC-
clieoBaHUIl (HampumMmep, 6acceiiH BOAOXpaHMWIUIIA
— peKa — To4yKa oTbopa 1mpob), MO3ITOMY paccMmar-
puBaeMasi MOJeJIb TPAKTYeTCsl KaK MepapXuueckasi.

Koadduimentsr monenu (1) pacCunuThIBAIOTCS MO
JaHHBIM HaOJIOAEHUM X C MCIIOJb30BaHUEM Oaiie-
COBCKOM METOIOJIOTMH, KOTOpasi OCHOBAaHA Ha WTe-
PaTUBHOM MpOIeCcCe MOACTPONKM MCXOOHBIX (aIlIpu-
OPHBIX) OLICHOK MOJEJIbHBIX MapaMeTpoB 0 1 moiy-
YeHUM WUX Pe3yAbTUPYIONEro (arrocTepruopHOToO)
pacrpeneaeHus. DTOT NPOLECC PEeaTU3yeTCsI METO-
JIOM ITOCTPOCHMS JJIMHHBIX UTEPATUBHBIX ITOCIEI0-
BaTEJIbHOCTEII HECKOJIbKMX MAapKOBCKUX IIeIleid
Monre-Kapiao (MCMC), mist KOTOpBIX pacnpeaese-
HUeE TepexonoB onpenensercsa pyakuueit P(0)Y, X).
[Ipo1urecc MomenpoBaHUSI YACTO JOBOJIBHO IIUTEIb-
HBII 1 IIPOAOIKAETCS A0 TeX IMOpP, MoKa QIyKTyalun
TEKYIIUX 3HAYCHUI IMapaMeTpOB He IIPUOJIM3ITCSI K
HEKOTOPOMY CTallMOHApHOMY pacmpeneieHuto. s
MIPOBEPKM CXOIMMOCTH 1IeIeid MCIOJb3YIOTCS IIpue-
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CBsi3b BUIIOB C
XapaKTepUCTUKAMI
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3aBHCHUMOCTB OT (HhaKTOPOB
OKpYXalolLeit cpesibl
Y 3aBMCUMOCTb OT e
MEXBUIOBBIX B3aUMOJIEHCTBII

Puc. 1. CBsi3u MeXIly TEOPETUUECKUMU KOHCTPYKIUSIMU
5KOJIOTUU COOOILECTB M CTAaTUCTUYECKOW CTPYKTYpOit
wiatopmbl HMSC (Ovaskainen, Abrego, 2020). Mar-
PMIIBI NICXOMHBIX TaHHBIX: Y — 00MmIre BUaoB, X — hakTo-
pol cpensl, T — cBoiicTBa BunoB, C — puoreHeTuuecKue
koppensaiun, [1 — 1ian nuccinenoBanust, S — reorpaduye-
ckue koopauHathl. [lepeMeHHBIe M mapaMeTpbl MOJEIIN:
L — nuHeliHbIe TpeaukTopsl, L' — (pukcupoBaHHbIE 3(h-
dexror, L™ — ciyvaitibie a¢bbeKTsl, 3 — HAIM BUIOB,
I' — BIMsiHME XapaKTepUCTUK BUIOB B HULUE, p — duto-
TeHETUYECKUI1 CUTHAJI B HUllIe, V — OCTaTOYHast KOBapu-
anust BunoB B Huiie, H — ¢akTropHble Harpy3ku OMOTO-
OB, 00 — MTPOCTPAHCTBEHHasI 11IKajla OuoTONnoB, A — (ak-
TOpPHBbIE HArpy3ku BUIOB, £ — MaTpulia OObeAMHEHUs
BUIOB, ® — JIOKaJILHBIE [TOTEPU HAIPY30K BUIOB, & — IJI0-
GasbHBIE ITOTEPU HArpy30K BUIOB, X — MaTPULIa OCTaTOY-
HOU nucnepcuu.

TpocTpaHcTBEeHHAs

9]

MBI BU3yaJIbHOW M (popMabHOM OTUArHOCTUKM. s
IIPOBEPKM aneKBAaTHOCTU MOIEIU W CpaBHEHUS ce
pPa3IMYHBIX BAPMAHTOB MCIOJIB3YETCSI aITOPUTM IIe-
PEKPECTHOI MPOBEPKMU.

Cé513b MOOenu ¢ 0OCHOBHbIMU Meopemu4ecKum
KOHCMPYKUUAMU IK0A02UU COOOUEecma

Ilocne mocTpoeHUsT U AUATHOCTUKM TTapaMeTpu-
3oBaHHas moaeiapr HMSC (kxak u nrob6as JSDM) mo-
KET HCIIOJb30BaThCsl MJISl OOBSICHEHUSI DKOJIOTHYe-
CKMX MPOLIECCOB B COOOIIIECTBAX U/WIH JJIsI IPOTHO-
supoBaHusa. CBgI3u MHOGOPMAIIMOHHOM CTPYKTYPHI
wiatopmbl HMSC ¢ 0CHOBHBIMU 3a7adyaMy 9KOJIO-
TMU COOONIECTB TpeacTaBieHbl Ha puc. 1. IIpsmo-
YTOJIBHUKU BKJIIOYAIOT 0003HAUYEHUSI MaTpUIl UCXO-
HBIX JaHHBIX, a BJIJTUTICHI — BBIYUCIISIEMbIE ITapaMeTphbl
Mogesiu (1), KoTopbie MOTYT ObITh UCTIOJIb30BAHBI LTSI
aHain3a CTPYKTYPbl SKOJOTMUYECKMX HUII U MEXBU-
JIOBBIX B3auMOJIeficTBUIT B COOOIIIECTBE.

Yacte K03p(ULIMEHTOB Bj.~ N(u, V) momenu
HMSC, ormucriBaromux ¢puKcUpoBaHHBIE 3 MEKTHI,
OMpeNeIIsIIoT, B KaKOoii Mepe M3MEHYMBOCThH (DAaKTO-
poB X oOKpyXalollleii cpenbl BIUSIET Ha BCTpevae-
MOCTh u/mianu obuine BumoB. Kaxmblii Bua mMeeT
CBOI1 BeKTOp [-TlapaMeTpoB, OTPaHMYMBAIOIINI He-

JKYPHAJI OBLIEN BUOJIOTUU

KOTOPBIM 00BbEeM TUMNEepHPOCTPAHCTBA, a 3HAYWUT, U
CBOIO 3KOJIOTMYECKYIO HuUIlly. OmHaKO TpaHUIbl HU-
I OIIPENEISTIIOTCS He TOJIbKO IMapaMeTpaMM BHEIII-
HET0 BO3JEMCTBUS, HO U U3BMEHYMBOCTBIO BHYTPUIIO-
MyJISIIUOHHBIX xapakTepucTuk I (species-specific
traits), Takux KakK pa3Mep Teja, MOpgoornyecKue
OCOOEHHOCTH WJIM TUII IIUTAHUS Y KMBOTHBIX, pa3-
Mep CeMsIH WM XXU3HEeHHast hopMa y paCTCHUI U T. 1.

HpyruM BaxXHbIM (DUKCUPOBAHHBIM 3 EKTOM,
onpeaelIsIIoIM pa30oreHne Coo0IIecTBa Ha 9KOJIO-
TMYeCKue HUIIHU, SIBISIETCS (PUIOTeHETUYECKOEe POJI-
CTBO MeXIy BuaaMu. st TOro 4ToObl CTPYKTYPUPO-
BaTh HUIIIY 110 3TOMY IIPU3HAKY, (PHMIOreHETUIECKOe
nepeBo npeobpasyercs B Marpully C ng X n,, 2JIeMeH-
Thl KOTOPO#t (¢; = 0+1) oneHuBaOT pumoreHeTHIe-
CKH€ KOppeJISIIUU, oIpeaesisieMble KaK J0JIs O0IIeTo
9BOJIIOIIMOHHOI'O BPEMEHH 1151 KaXKIOM ITapbl BUIOB i
nj. HMSC peanusyeT puioreHeTUIECKYIO KOppeisi-
MOHHYIO MOJEJIb KaK Bf~ N(uf, W), meW=pC+
+ (1 — p)I, a Beruncasiemplit napametp p = 01 uzme-
pseT cuny pusoreHeTuUecKoro curdaia. Ecimm rmpen-
IMOJIOKUTh, YTO HUIIU MOJTHOCTBIO (PUIOTCHETUYEe-
CKU CTPYKTYpPUPOBaHbI, TO P = 1 U K03ppuLreHThI
MOJAEIN UMEIOT MHOTOMEPHOE HOpMaJIbHOE pacripe-
nejgeHue Bf ~ N(uf, C). DTa Moaelib UMeeT OJMHAKO-
BOE OXMUIAHUE L, VI BCEX BUIOB, HO MPENCKa3bIBa-
eT, 4To (pUIJIOTEHETUIECKN OJIN3KNE BUIBI B CpETHEM
OyIyT MMETh MEHBIIMMK CTaTMCTUYECKUIT pa3dpoc,
yeM (UIOTeHETUYECKH OTHaJIeHHbIE BUIBI.

CoBOKyITHOCTh cirydaifiHeIx 3¢ddexkroB HMSC
(mokazaHa cripaBa Ha puc. 1) MoaenupyeT BIUSIHUE
pPa3IMYHBIX OMOTUYECKMX MM aOMOTHYECKUX (hak-
TOPOB HAa U3MEHYMBOCTD OTKJIMKA Y (HE U3MEHSISI €ro
MaTeMaTUUYECKOro OXuaaHus ). B OoJIbIIMHCTBE C1y-
yaeB MpU peaju3alliy IJIaHA MCCJIeIOBaHUIT BHIOO-
pPOYHEBIE TOYKM CBSI3aHBI C IIPOCTPAHCTBEHHBIMU KO-
OopIMHaTaMM, U TOTJA 3aBUCUMOCTb MEXKIY OCTaTKaMU
€, O0yCJIOBJIEHA SIBJIEHUEM, HA3bIBAEMBIM IPOCTPAH-
CTBEHHOI1 aBTOKOppesauueil (HaOMIOIeHUsI B TOY-
Kax, pacIloJIOKEHHBIX OJIM3KO APYT K IPYTY, BEPOSIT-
Hee Bcero, OyayT 0oJiee CXOMHBIMU, YeM IJIST BbIOO-
POYHBIX €IWMHUII, PACIIOJIOXEHHBIX TaJIeKO IPYr OT
npyra). HMSC moaenupyert 1100y1o aBTOKOBapualiu-
OHHYIO CTPYKTYPY, 3aJlaHHYIO ITOJIb30BaTeJIeM U 3a-
BUCSIIIYIO OT PACCTOSIHUS d;; MEXIY BBIOOPOYHBIMU
TouKaMmu i—j. Yaire Bcero mcrioab3yeTcss IKCIIOHEH-

uuanbHas GyHkums f(d;) = Giexp(—dlj/(x), r7e mpo-

CTPAHCTBECHHAas AUCTIEPCUS (Gi) M BEKTOp MacliTabda
(V) IBIISIIOTCSI TTOJIOKUTEJIbHBIMU ITapaMeTpaMu IPO-
CTPAaHCTBEHHOIO cllydaifHoro 3dd@eKTa, KOTOPLIid
OLICHMBAETCS MIPU IIOCTPOSCHUU MOICIIH.

Ecnu oTKJI0HSIeTCSI TUTIOTE3a, YTO BCE BUALI B CO-
o0OmiecTBe (PYHKIMOHUPYIOT HE3aBUCHUMO, TO COBO-
KYITHOCTh CTaTUCTUYECKN 3HAYMMBIX ITOJIOXUTEIb-
HBIX WIM OTPULIATSIIBHBIX B3aMMOACUCTBUIA MEXIY
BUJAaMM MOXET B KOHEUYHOM UTOTE BIIMSITh Ha UHOU-
BUAYaIbHYIO YMCICHHOCTh Y Kaxkmoro m3 Hux. Ilo
Ne 2
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9TO# MpUUYKUHE 11eJ1IecCO00pa3HO BKIIOUUTh B MHOTO-
MEPHBI aHaMu3 ciaydyaiiHbIl 3¢ @dEeKT, yduThIBalO-
LU JOTIOJHUTENIbHYI0O MUHDOPMALIUIO O TOM, KaKue
BUJIBI BCTPEUAIOTCSI COBMECTHO “‘Yallle, YeM clrydaii-
HO”. Ilocnemnsst ¢paza o3HayaeT OOHOBPEMEHHOE
MPUCYTCTBUE Mapbl BUIOB Ha i-M Yy4acTKe C BEpOSIT-
HOCTbIO, TIPEBBIILIAIOINIEN Ty, KOTOpask OXUIAeTCs U3
CXOACTBa TMapaMeTpoB [3; ux Hum. B marpuuHoit
¢dopme 3hheKT accoMaTUBHOCTU BUIOB 3aIlMChIBa-

eTcsl Kak Lf ~ N0, Q), rne @ =ATA — 5KOJI0TMYECKH
OrpaHMYEHHAas KOppeasaIUOHHas MaTpulia BUIOB.
TakuMm ob6pa3oM, 3Ta TpyIma ciydailHbIX 3P PeKTOB
reHEPUPYET OCTATOUHBIE KOBAPUALIUM CBEPX TEX, YTO
YITeHBI (PMKCHUPOBaHHBIMU 3P deKTaMu, T.€. BBIIe-
JISIET TOJIBKO T€ aCCOLMAIIU, KOTOPbIE HE MOTYT ObITh
OOBSICHEHBI SKOJIOTMYECKUMHI KOBapruaTaMu X, yXKe
BKJIFOUYEHHBIMU B MOJIETb.

Cocmae ucxo0Hvix OaHHbIX

IToctpoenue moneneit HMSC paccmarpuBaeTtcs
Ha IIpuMepe aHaJIn3a JaHHBIX TUAPOONOIOrNIeCKOM
ChEMKHM HOHHBIX cooOIIecTB OacceitHa CpenHeill n
Hwuxneit Bonru (3unyenko, 2011) B pa3HbIe MeCSIIIBI
BeretarimoHHoOro nepuona 1990—2019 rr. 'mapobuo-
JIOTUYECKYIO ChEeMKY MaKpO3000eHTOCa IIPOBOIUIIN
Ha 90 Manbix 1 12 cpeaHUX paBHUHHBIX peKax, IIpu-
Tokax Kyiiorsimesckoro, CapatoBckoro u Bojro-
rpaJiCKoOro BOIOXPaHWJIMII, B TOM YKCJE Ha 6 pekax
apuIHOIo pervoHa OacceiiHa 03. DaAbTOH (puc. 2).
CpenHue peku ObLIM pa3aeieHbl Ha IIPUOIN3UTEIb-
HO OJHOPOJHBIE YYaCTKU: BEpxHee, CpeaHee, HUIXK-
Hee TedeHHMe U YCThe, a Kaxkaass Majiasl peKa IpuHU-
Majlach KakK LIEJIOCTHBIA 00BeKT. TakuM oOpas3om,
OBUIO McciaemoBaHO 132 NMoKaabHBIX COOOIECTBA, B
KaXXJIOM M3 KOTOPBIX MO CTaHAAPTHBIM METOAMKaM
BhIAEIeHO 110 40 BUIOB MakKpo3oobeHToca. Beero ObI-
J10 BeITTOTHEHO 1400 mpo6 1 obHapykeHo 740 BUIOB
M TAKCOHOB paHTOM BBIIIE BUAA, yACIbHAS YMCIICH-
HOCTbD (3K3./M?) KOTOPBIX UCITOJIb30Banach i ¢hop-
MHPOBaHUS MaTPUIIbl OTKJIMKA Y.

B Tex ke Toukax ordbopa 1mpobd nmapaieabHO ITpo-
Bonusicss MOHUTOPUHT 30 (paKTOpOB Cpedbl, BKIOYa-
IOIIUX TUIPOJOrMYEecKue TapaMeTpbl BOAOTOKOB,
MmokazaTeJii KayecTBa BOIbI M COAEPXKaHWE OCHOB-
HBIX XUMMWYECKHUX WHIPEIMEHTOB (COCTaB AOHHBIX
I'PYHTOB, HAChILLIEHNE BOJAbI KMCJIOPOJIOM, MUHEPaIH-
3alMsl U Jp.). PacTpoBble Tabaulibl ¢ pa3pelieHuemM
2.5', comepKaliye OCHOBHBIE METEOPOJIOTUYECKUE U
reoMopdoioTnyecKre mokasaTesu sl peruoHa 1c-
cleIoBaHM, OBIJIM 3arpy>KeHbI C CEpPBEPOB CBOOOI -
HO pacnpocTtpaHsaemoit nHpopMmamuu WorldClim u
ENVIREM (ENVIronmental Rasters for Ecological
Modeling). DT TaHHBIC UCIIOIb30BAJIMCH JISI MO
nupoBaHus (pukcupoBaHHbIX LF u caywaitneix LR
3¢ PeKTOoB.

JKYPHAJI OBILIEX BUOJOTUHU

TOM 82 Ne 2
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PE3VJIbTATDBI

Modeau npocmpancmeennoeo
pacnpedenerus 00H020 8uda

C ucnosb30BaHUEM JAHHBIX UCCJIETOBAHUS TOH-
HBIX COOOIIECTB ObLJIa TOCTPOEHA COBOKYITHOCTD OJI -
HoMepHbIX Mojaeneit HMSC pacnpeneneHusi yuc-
JIECHHOCTU BaXXKHEHIIMX BUIOB U TAaKCOHOMUYECKUX
IPYIII, YTO MO3BOJWIO CeNaTh ONpPEAEIEHHbIE Bbl-
BOJIBI 00 MX CBSI3U € (paKTOpaMM OKpyKalollleit cpebl
U DKOJIOTMYECKHUX TPEeNNOUYTEeHUSIX B Mpeaeaax Mc-
CJIEIOBAaHHOIO peruoHa. MeTonuky aHajiu3a pac-
CMOTPUM Ha npumepe TnoaceMmeiictsa Prodiamesinae
(Diptera, Chironomidae), Bce BUIbI KOTOPOTO YCIIOB-
HO TMPUHUMAINUCh 3KOJOTMYECKW WAEHTUYHBIMU, a
HUX YUCJIIEHHOCTU CYMMUPOBAJIUCH U JIOTApU(PMUPO-
BaJIMCh. Bcero BUabI 3TOTO TaKCOHA ObLIIM OOHapyKe-
HBI Ha 41 yyacTke pek 13 132 o06cie1oBaHHEBIX.

[MonHas mogens (m1) ObLIa ITOCTpOEHA Ha OCHOBE
YeThIpeX Teo(PU3NIECKUX U KIIMMATUIECKUX TTOKa3a-
Teseit, Tpex mokKasaTesieil KauecTBa BoAbl ((pUKCUpPO-
BaHHEIC (paKTOphl), reorpaUIecKux KOOPAWHAT
YYaCTKOB U KaTeropuii TUIIOB TPYHTOB JHA peK (CITy-
yaitHble (pakTOpbl Rivers u Ground COOTBETCTBEHHO).
ArnocTepropHoe pacnpenenceHue Ko3(h(UIUEeHTOB
MOJIeJIV OBLJIO IMOJIYYEHO C UCITOIb30BAHUEM MapKOB-
ckoro mpouecca u3 30000 urepaumii misa 4 uenei
Monre-Kapio. CtenieHb YBEPEHHOCTU B UCTUHHO-
CTH KO3 PUIIMESHTOB OILICHUBAJIN C UCITOTb30BaHUEM
2.5—97.5% KBaHTWUJIbHBIX 3HaYeHUit (Tabi. 1) u go-
MOJTHUTEIBHBIX CTATUCTUK, TAKUX KaK JJIMHA 3D deK-
TUBHOM LIETIOYKM M KOI(PMHUIMEHT YMEHBIIECHUS
Macitaba. OTHOCUTEIbHYIO BaXKHOCTh KaXXIIOTO TTO-
KasareJisi, NCIOJIb30BAHHOTO JJISI TIPOTHO3MPOBAHUS
BEJIMYMHBI OTKJIMKA, OLICHUBAJIN M0 UX J0JIe B pa3jio-
KEHUU OOlleil OOBbSICHEHHOM IUCIIEPCUU TI0 BCEM
(GUKCHUPOBAHHBIM U CIYyYalHBIM (paKTOpaM.

KauecTBO moOJIy4eHHOI MOIENIU OLIEHUBAIMU IO
CTaHIAPTHOMY OTKJIOHEHMIO IJIsI OCTaTKOB (RMSE =
= 3.11), ko3 pULUEHTY AeTepPMUHAIIMU, COOTBET-
CTBYIOILIIEMY H0JI€ OOIlEel AuCIepcrur MepeMeHHOMN
OTKJIMKA Y, KOTOpasi OObSICHSIETCS CTPYKTYPOI MO-
genu (R> = 0.613), a Takke MHGOPMALUOHHOMY
kputepuro Yummm (WAIC = 9634).

Kak crnenyet 3 aHanuza Ko3¢pOUIIMEHTOB MoAe-
qm (tabm. 1), TombKo 7.5% 0OBICHEHHOI Bapualluu
MPUXOAUTCS Ha XapaKTEPUCTUKHU OMOTOIIa — TUAPO-
XMMHMYECKNE MOKa3aTeJIM KayecTBa BOABI M COCTaB
TPYHTOB. DT (haKTOPhl MOXKHO pacCMaTpUBaTh KaK
CTAaTUCTUYECKU HE3HAYMMble, MOCKOJBKY 95% uH-
TepBal HaAeXXHOCTU UX KO3(P(PUIIMEHTOB BKJIIOYACT
HOJb. B CBSI31 ¢ 3TUM paccMaTpUBaIMCh e1lle TPU MO-
JeM-NpeTeHAeHTa ¢ MEHBIIUM YMCJIOM II€peMeH-
HBIX:

— (m2) ¢ UCIoJBL30BAHMEM TOJBKO 7 (PUKCHUPO-
BaHHBIX (pakTOpOoB: RMSE = 3.99, R?> = (.287;
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55°N+

54°N+

53°N+

52°N+

S51°N 1

50°N+

49°N7

44°N 46°N 48°N

50°N

52°N 54°N 56°N

Puc. 2. Kapra npoBeneHMs UCCAeAOBAHUM, pailOHbI THAPOOUOJOIrMYECKOM CheMKH ( * — TOYKHU, I1Ie OOHAPYKEHBI JII/I‘{I/IHK{I
Prodiamesinae, 0 — oTcyTcTBUE UX B IPOOE) U IIPOCTPAHCTBEHHOE paclpelleJieHre YMCIEHHOCTHU MoAceMelcTBa, In(9K3.)/M*,

npenckazaHHoe monesibio HMSC.

— (m3) Ha ocHOBe (PAKTOPOB, XapaKTEePU3YIOIINX
ycinoBus cpeapl B Ouorone (Miner, NH,, O, u

Ground): RMSE = 4.48, R*> = 0.116;

— (m4) ¢ uCHoJAb30BaHMEM KJIMMaTUYECKUX
(MTemp, PrecDQ) u reodusnueckux (Alt, TRI) dpuk-
CHPOBAHHBIX (DAKTOPOB, a TAK3Ke CIyJaiHOTO (haKTo-
pa Rivers, omnpenesnsionyo MIPpOCTPAaHCTBEHHYIO aB-
TOKOPPEJISILIUOHHYIO 3aBUCUMOCTb: RMSE = 2.184,
R?>=0.854, WAIC = 9262.

Ha puc. 2 mpencrasieHa KapTocxeMa IIpOBeIeHUS
HCCIIeNOBaHMI, Ha KOTOPBIX KPYXKXKaMU OTMEUYEHBI
paitoHBI B3SITUS TIPO6 (YEPHBIM IIBETOM 3aJTUTHI TOU-
Ku, roe Obuin oOHapyxKeHbl Prodiamesinae). CepbiM
IIBETOM Pa3HOM MHTEHCUBHOCTH ITOKA3aHO IMPOTHO-
supyemoe no monenu m4 HMSC pacnipeneneHue rmo-
MYJISIIAOHHON TUIOTHOCTH 3TOTO  TOICeMEMCTBa.
KoHnTypamMn oTMeueHBl M30JIMHUM NpoJiorapudMu-
POBAaHHOM YNCIEHHOCTH (9K3./M2).

KYPHAJI OBIIIEN BUOJIOTUH

CoemecmHoe pacnpedenenue ancamoas 64008

MmuoromMepHass Mopeib HMSC crpounack mjist
OLIEHKM MIPOCTPAHCTBEHHOTO pacIipelleicHUsI CO00-
mecTBa 13 31 BUIa TMIMHOK XMPOHOMUI, HAMMEHO-
BaHUsI KOTOPBIX, YACTOTa BCTPEYAEMOCTU U (puyiore-
HETUYECKOEe AepeBO IIPUBEACHBI B Ta0M. 2. JIJIst yuc-
JICHHOCTEil BUIOB TMPEABAPUTEIBHO BBITTOIHSIIN
npeo6pa3oBaHue, IPUBOIAILEE K ) 2-IUCTAHIIMU, KO-
TOpOe SIBJISIETCS, TI0 BCeil BEpOSITHOCTU, HauboJiee
pa3yMHBIM KOMIIPOMMCCOM MpH y4eTe KaK POJIU Be-
IYyIIUX KOMIIOHEHT, TaK U BKJIaAa PEAKUX UIA MaJlo-
yucyieHHbIX TakcoHOB (Legendre, Gallagher, 2001).

B kaudecTBe IpeaUKTOPOB MOJIECIM MCIIOJIb30Ba-
JIMCH T€ Xe MepeMeHHbIC, YTO U ST Moaesi ml (cM.
Taba. 1) ¢ mobaBieHMEM MaTpUIbl (PUIIOTEHETHUYE-
ckux kKoppeqsinnii C. XapakKTepUCTUKM OHOTOIIOB,
BEIpaXK€HHEBIE KaTeropruajabHOI nepeMeHHo Ground
(oT 1 — 9KMCTHII ECOK WIIM TayibKa, 10 6 — YepHBIA M
Ne 2

TOM 82 2021
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Tab6auna 1. AnocrepuopHoe pacnpeneyneHue KoadduunenroB moaenu HMSC nist mporHo3upoBaHus TPOCTPAHCTBEH-
HOTO pacnpeneieHUsI YMCISHHOCTU TaKcoHOB Prodiamesinae

CranmaprHoe KBaHTWIM pacnipeneneHust Honst 0BBsCHEHHOH
HauMeHoBaHMe 1 0603HaYeHIe (aKTOPOB Cpenxee Bapualinmn OTKInKa
OTKJIOHEHUE
2.5% 97.5% daxrop rpymnmna
CpenHeroaosasi TeMIIepaTypa B[ MTemp) —0.0532 0.0685 —0.182 0.086 12.16%
Ocanku caMoro 3acyiuBoro keaprana | B[ PrecDQ] —0.0148 0.0514 —0.117 0.082 4.36% 43.84%
Bricota BlAl1 0.0246 0.0098 0.00553 0.044 22.14%
MHaexc 1mepoxoBaTocT peibeda BITRI] 0.0116 0.0096 —0.0071 0.031 5.18%
MuHepanuzaius Boabl B[ Miner] 1.5E-05 6.1E-05 —0.0001 0.00014 2.24%
AMMOHUITHBII a30T BINH4] 0.0287 0.116 —0.202 0.251 1.99% 6.64%
Hacpienue kucnoponom B[O,] —0.0089 0.0143 —0.0382 0.0193 2.41%
ITpocTpaHCcTBeHHAs LIKaja o Rivers| 2.861 2.98 0 9.83 48.68% 49.52%
Kareropust rpyHTOB M Ground|] -0.618 0.69 —2.44 —0.01 0.84%

1 pacTUTEJIbHbIE OCTAaTKW), B 3TOT pa3 UHTEPIIPETU-
poBaiM Kak (UKCUpOBaHHEBI (hakTop. B Tabca. 2
YEepHBIM LIBETOM OTMEUEHbI SIUEM KU 1151 BUIOB, alo-
CTEpUOpPHOE pacripefesieHrue KO3 UIIMEHTOB KO-
TOPBIX CTATUCTUYECKU 3HAUYMMO CMEIIEHO B MOJIO-
JKUTEJbHYIO0 00J1acTh, T.€. B CTOPOHY YBEJIUYEHUS
COOTBETCTBYIOIIIEr0 MpeaukTopa. CepbiM LIBETOM
OTMeueHa oOpaTHasi cUTyallMs, Korga CHUXEHUE
3HAYECHUS HE3aBUCUMOM MEPEMEHHOU MPUBOIUT K
YBEJIUYEHUIO YMCIEHHOCTUM BUAOB. [lys Kaxmoit
rpyIbl PakTopoB (F€OKIMMATUYECKUX U TUIAPOXH-
MUUYECKHUX IToKazaTesieil, a Takke MPOCTPpaHCTBEHHO
aBTOKOBapualuu Rivers) TIpuBeNeHbl 10U AUCTEP-
cun VR, o0BbsiCHEHHOI MOCTPOEHHOU MOAEJblo, B
o01eit Bapuanum oTkiavka Y.

Puc. 3. I'padp KOppeaAIIMOHHBIX CBA3€i MEXIYy YUCIICH-
HOCTSIMU BUJIOB XMPOHOMMUJI, IOCJIE JIMMUHALMU (HAKTO-
POB Cpelbl.

XYPHAJI OBIIIEM BUOJIOTUM  Tom 82  Ne 2

DusnoreHeTUYeCKNit CUTHAII P UMEET arloCTepUop-
Hoe pacripeaeneHue co cpenum 0.991 + 0.00024, yto
JIOCTaB/IsIeT yOeouTeabHbIC M0Ka3aTeIbCTBA BeChMa
BBICOKOTO BIMSIHUSI TAKCOHOMMYECKOM UePapXUU IIPU
BBIIEICHUH SKOJOTHYSCKIX HHUIIL.

BekTop nmpocTpaHCTBEHHOrO MacIITaOMPYIONIETO
dakTopa Ol UMEeT XapaKTEePHYIO MyJIbCUPYIOIIYIO TTO-
ClIeI0BaTEIbHOCTh 3HAUYCHU I CO CpeAHUMU O = 2.97,
o, =0.006, o; = 3.34, o, = 2.35, 0.5 = 0.22, 1 MBI TOKa
He HaIlUTA pa3yMHOT0 OOBSICHEHUS 3TOMY (peHOMEHY.

M3 MaTpuiisl 2, KoTopas onpeaeisieT OCTaATOTHbIe
KOBapUallMOHHBIE CBSA3U MEXIY PACCMaTPUBAEMbBIMU
BUJAaMU, ObLJIM BBIOpPaHBI TOJBKO T€ OTpULIATEIbHbIE
WIN TIOJOXUTEIbHBIE acCOIMAIlNU, IJIST KOTOPBIX
arocTepruopHasl BEPOSITHOCTb COCTABJISIET HE MeHee
0.95. Takux BUOOB oka3anoch 7 U3 31 1 ux Koppensi-
IIMOHHEBIN Tpad MpeacTaBiIeH Ha puc. 3.

OBCYXIEHUE U BbIBO/bI

Anamm3 kosdpdnnmenTos moneneit HMSC mo3-
BOJISIET YCTAHOBUTH IIPUMOPUTETHI BHEIIHMUX (PAKTO-
pOB IIO CTEIICHU MX BIMSIHUS Ha IPOCTPAaHCTBEHHOE
pacripenesieHue MOMyJIsIIUOHHOM TJIOTHOCTU BUIOB.
B yacTHoOCTH, mpeacTaBiIeHHbBIC Pe3yJbTaTbl CBUIC-
TEJIBCTBYIOT O CHJILHOM 3aBUCUMOCTH YMCJICHHOCTU
Prodiamesinae ot Kaprorpadmndyeckmx KOOpaIWHAT 1
BBICOTBHI MECTHOCTH HaJl ypOBHEM MOPSI. DTO OOBIYHO
XapaKTEepHO IJIsl apeajoB, OrpaHUYMBAIOIINX YETKO
BbIpaXkeHHBI reorpaduyeckuit kiacrep. JeicTBu-
TEeJIbHO, JUYMHKU 3TOTO IIOJCEMENCTBA SIBIISIOTCS
BBIpasKEHHBIMU PeO- 1 OKCMOMOHTAMH U OOMTAIOT Ha
KaMEHHO-TIeCYaHBIX OMOTONAX IIPOTOYHBIX PEK apK-
toanbnuiickoro tuma (MakapueHko E., MakapueH-
Ko M., 1999). B HallleM uccieanoBaHMU OHU BCTpeva-
JIUCh B OCHOBHOM B peKax byryisMuHcKo-benedees-
CKOM BO3BBILICHHOCTUA JIECOCTEITHON TIPOBUHIINY
Bricokoro 3aBomxbsa Camapckoii obmactu (puc. 2).

2021
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1t HEKOTOPHIX APYTUX BUIOB XapaKTepHa BhIpa-
JKEHHas 3aBUCUMOCTh OT TUAPOXUMHUYECKHX YCIOBUIA
BOMHOI cpenbl M TUNOB Ouortomna. Hanpumep, Chi-
ronomus salinarius u Cricotopus salinophilus SBnsioTCst
TUMWYHBIMU TajodujiaMu U OOUTAIOT B BOJOTOKaX
I1pu>1bTOHBS ¢ BEICOKOM MUHEpaATU3aIlueii U CoOaep-
KaHWEeM MOHOB aMMOHUS. J10/1s1 AUCIIepCUM YNCTICH -
HOCTHU 3THUX BUAOB, OOBSICHEHHAS TUAPOXUMUNYECKI-
MU TTOKa3aTesIsIMU, BbICOKA U cocTaBisieT 1o 71.5%, a
ko3hduumeHT nerepmuHannu R gocturaer 0.985.
AHAJIOTUYHO, TaKWe SBPUOKCUOMOHTHEIE BUIBI, KaK
Prodiamesa olivacea, BcTpedaloTcsi B OCHOBHOM B pe-
KaX Ha NEeCYaHO-WIMCTBIX TPYHTax U ITO3TOMY MX
BCTPEYAEMOCTh TAKXKe Majio 00YC/IOBJIEHA BIVMSIHUEM
reOKJIMMATUYECKUX TToKa3areneil. JJonst mucnepcuu,
OOBSICHEHHO! TIPOCTPAHCTBEHHOM aBTOKOPPEISLIV-
ei1, B OOJIBIIIMHCTBE CIy4aeB BECbMa BBICOKA, UTO BbI-
TEeKaeT, BEPOSITHO, U3 MO3AaUYHOM MPUPOIBI OKPYKa-
et cpeabl (Hutchinson, 1959), roe cymecTByioT
onpejeJieHHbIe BHyTPEHHHUE 3aKOHOMEPHOCTH.

Hwuzkwnii ypoBeHb Koo pulimeHTa JeTe pMUHALIIA
Y MHOTMX BUIOB U3 TabJI. 2 00BSICHSIETCS OTHIOAb HE
CJIaOBIMUA BO3MOXKHOCTSIMUA ITIOCTPOECHUSI MoJeJiei
HMSC, a psgsoomM OOBEKTUBHBIX NpUYMH. Bo-mep-
BBIX, MHOTHWE BHIbI-3BPUOMOHTEl OTHOCUTEIBHO
paBHOMEPHO BCTpPEYaIOTCSI IO BCEl TEeppUTOPUMH,
TPaHUILILI UX apeajioB Pa3MBIThl M YETKO BbIPaxKeH-
Hble Teorpaguyeckue KJacTepbl OTCYTCTBYIOT. Bo-
BTOPBIX, HAMM HCIIOJIb30BaJICSI BeCbMa OTpaHUYEH-
HbIIA CIHUCOK KOBapuaT OKpYXalollleil cpelabl X, W
BIIOJIHE MOXHO IIPEIIIOJIOXUTD, UTO BEIyIIUM (pak-
TOp, OIIPEIE/ISIIOIINIA ITOIYISILIMOHHYIO IUIOTHOCTh
BUJA, IIPOCTO HE BOIIE B 3TOT CIIMCOK (3TO MOXKET
OBITh M HEYYTEHHBIN TMIPOXUMUYECKUM TOKa3aTeb,
U CKOPOCTb TE€YEHUSI, M HEKasl TpyaHO (popmManmnsye-
Mas JaHaagTHAsI 0COOEHHOCTD).

B 371011 CBSI31 Ype3BBIYATHO OTBETCTBEHHBIM SIB-
JisieTcsl BbIOOp cocTaBa 2KOJOTUYECKMX TPEIUKTO-
POB, KOTOpbI€ UCMOJIB3YIOTCS MPU MOCTPOEHUU MO-
nenu. OO11Iel TeOpUU B TaHHOM CJIy4yae He CYILeCTBY-
€T, U OoTOOp TMOTEeHUMAJIbHO BaXXHBIX (HAKTOPOB
OoImMpacTcs OOBIYHO Ha OMBIT U WHTYULNUIO UCCIIENO0-
Batesss. OnHaKo He BCeraa pa3yMHO CTpeMJIEHUE Ha
BCSIKWI CJyyail MCIOJb30BaTh KakK MOXHO OoOJibllle
WCXOJHBIX TMEPEMEHHBIX. DTO BbI3bIBAET HEOIpPaB-
JMIaHHBIM POCT CIIOXXHOCTU MOJIENHU U, CJIeTOBaTEbHO,
pUCK TIepeoOyYeHMsI, UYTO YacTO MPUBOIUT K CHUKE-
HUIO TIpelICKa3bIBaIOIIe CUJIbI MOJEIN, a HE K €€
yBenuueHuio. [ToarBepkaeHre 3ToMy — 3HaUMTEJIbHOE
Bo3pacTaHue KoaduimreHTa qetepMuHanuu R Moje-
J1 (m4) 110 CpaBHEHMIO C TIOJIHOM Moeibio (m1).

3a rmocieaHee BpeMsl 00JIbIIIOE pa3BUTHE MTOIYIr-
JIU KOMIBIOTEPHO-UHTEHCUBHbBIE METOIBI CEJIEKIINU
MHGOPMATUBHBIX IEPEMEHHBIX U IOCTPOEHUS MOJIe-
JIEH ONITUMAJIBHOM CIOXXHOCTHU (T€HETUYECKUIA aJiro-
JKYPHAJI OBILIEX BUOJOTUHU
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PUTM, PECOMIUIMHTI, Kpocc-poBepka — cMm. IllnTn-
koB, PozentGepr, 2014; IllutukoB, MacTuUOKMIA,
2017). NUcnonws3oBanue 3tux airoputMoB B HMSC
yacTo MpoOieMaTUIHO M3-3a OOJBIION pecypcoeM-
Koctu mocTpoeHus 1erieii MCMC nocratouHoit a¢h-
dbexkTuBHOCTU. PexomeHmauus npuUMeHATh R wiu
vH(OpMaIIMOHHbBIE KPUTEPUU 111 CPAaBHEHUS MOJIE-
JIell He SBIISIETCS B MIOJIHOM CMBICJIE IIPOBEPKOI Ha-
YYHBIX TMIIOTE3, TIOCKOJIbKY Pa3HOCTU 3TUX BEJIMYUH
CTaTUCTUYECKU HE MHTeprnpeTupyeMbl. Hampumep,
MOXKHO JIM CUMTATh CYIIECTBEHHBIM IJIsi BHIOOpAa MO-
JIeN-IpeTeHIeHTa YMEHbIIEHIE KpUTepUsl YUIIN C
9634 10 9262 nin 370 06YCIOBIEHO CIIyIalfHBIMK 00-
CTOSITEJIbCTBAMU ?

Astoper HMSC, Momenupys CBSI3U MEXIY yCJIO-
BUSIMM OKpYKaIolllell cpelbl 1 BCTPEUYaEeMOCThIO BU-
JIOB, TECHO CBSI3BIBAIOT CBOM MOAXOM C KOHILIECIIIUEH
9Kojorndyeckoii Huiu. OmHAKO WCHOJb30BaHUE
TepMUHA “HUITA” B KOHTEKCTE KOPPEITITUBHBIX
SDM mnonBepraeTcsi KpUTUKE, ITOCKOJIbKY, “UTOOBI
CMOJICIMPOBAaTh HUIIY, HEOOXOAUMO MOHSTh, KAKUM
obpazoM Mopdoorus, pu3noJIorus 1 0COOEHHO MO~
BeACHUE OPraHM3MOB OIIPEIENSTIOTCSI (aKTopaMu
OKpYKalollleil cpeabl, a TAK:Ke OLICHUTD, KaK YCIOBUSI
cpelbl OOUTaHUSI BIAUSIIOT Ha IIPUCHOCOOJISIEMOCTD
Buga (pocT, BbDKMBaHMEe M pa3MHoxeHue)” (Kear-
ney, 2006, p. 186). B paccmaTpuBaeMOM IpUMeEPE C
yurcJieHHOCThIO Prodiamesinae Bemyinue (pakTopbl —
BBICOTa Hal YPOBHEM MOPSI U CPETHETOI0BasT TEMITE-
patrypa — He SIBISIIOTCSI, pa3yMeeTcsl, HEIocCpes-
CTBEHHO ITapaMeTpaMu (pyHIaMEHTaJbHON HUIIU 1
JTaJIeKO UMM HE MCUYEPIIbIBAIOTCS, XOTSI KOCBEHHBIM
00pa3oM ompeAessiioT MeXaHU3Mbl 3KOJIOTUYECKUX
MIPOLIECCOB U XapaKTePUCTUKU OMOTOIIOB.

OBackaliHeH ¢ COaBTOpaMU PACIIMPSIOT PaMKU
dyHIaMeHTaJbHOI HUIIM, BKJIIOYasl B aHAJIU3 He3a-
BUCHUMYIO OT 3KOJIOTMYECKUX (HPAKTOPOB MAaTPUILY
MEXXBUIOBBIX acColMaluii £ 1 peaHUMUPYS TEM Ca-
MBIM BakKHYIO IS TEOPUX HUII KOHIENINIO KOHKY-
PEHTHOTO UCKJIIOUESHMS U CUMOMOTUYECKIX OTHOIIIE -
HMil. TeM He MeHee caMO MOHSTUE “3KOoJIorudyecKast
HUINA” TPOIOJIKACT OCTaBaThbCS HOCTATOYHO pac-
IUTBIBYATBIM. MOXHO 3amaTh pa3MEpPHOCTh THUIIEp-
IIPOCTPAaHCTBA M OLEHUTH IJISI KaXXOAOro 13 BUIOB
LIEHTPBI CTATUCTUYECKUX pacIpeieICHUI BCeX He3a-
BUCHUMBbIX MIEPEMEHHBIX, HO 3TO II0Ka HE IT03BOJISICT
ONepupoBaTh MaTeMaTUIECK MHOTMMH TE€OpEeTHUYE-
CKMMM KOHCTPYKLMSIMM HUINM. Takue BaxKHEHIINe
MOHATHUSI, KaK “00beM THUIepPIPOCTPAHCTBA” U
“IUIOTHOCTh YNAKOBKH”, TPEOYIOT IpeaBapUTeIbLHO
ONpeNe/INTh HE TOJIBKO CpeaHMEe, HO M IpaHUYHBIC
(T.e. HOpMaTHUBHBIEC) 3HAYCHMS ITapaMeTPOB HUIIIM, a
KOJIMYECTBEHHAsI OLICHKA Pa3JIMYMil MeXIy HUILIaMU
BUIOB U CTETIEHU MX MEPEKPHITUS CBsI3aHa C 00OCHO-
BaHWEM MHOTOMEPHOM METPUKU AUCTAHLIWIA.
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B 3aBepurenme orMeTnM, 9TO pa3paboTaHHas Me-
ToanvecKas IiaTgopma 1 ImakeT GyHKIINK MOACIN -
poBaHus coobmects HMSC, Ha Halll B3TJIsi, TIpea-
CTaBJIsIeT CO0O0if YHMBEPCAIbHYIO U KOMILIEKCHYIO
BBIUMCIUTEIILHYIO Cpely, MO3BOJISIONIYIO MHTETPU-
poBaTh MHOTHE pa3neiibl JAHHBIX U IaBaTh OTBETHI HA
I POKUI CITIEKTpP BOITpocoB. CrielinaancToB B 001a-
CTH 9KOJIOTMU COOOIIECTB MOTYT 3aMHTEPECOBATh
clIeayIollre MpuBIeKaTeIbHbIe BO3MOXHOCTH aIlpo-
OMpPOBAHHOIO METOMA:

— MoZeIU pacupeaeeHUs Y TTOCIeIyIONIEro IPo-
THO3WPOBAHUSI TOIYISIHUOHHON TUIOTHOCTU BHIOB
CTPOSTCI HE TOJBKO Ha OCHOBE KOMILJIEKCa MOKa3a-
TeJel X ;, OMPENessIoIIUX YCIOBUSI OKpyXaroleit
Cp€abl, HO N C YYCTOM M3MCHUYMBOCTU XapaKTCPHBIX
MPU3HAKOB BUIOB Y, DWIOTEHETUYECKUX OTHOIIIE-
HU p 1 GYHKIINY TPOCTPAHCTBEHHOI aBTOKOBapua-
U o

— HMSC obecneunBaeT IMOCTpOeHUE Mojeseit
SDM kak Ha ypOBHE OTIEIbHBIX BUIOB, TaK 1 0000-
IEHHO JJIs1 TIPOU3BOJIBHBIX COOOIIECTB; B TOCACAHEM
cllydae TIPOTHO3 OTKJIMKA AeIaeTcsl C yUeTOM BKJIana
MEXBUIOBBIX OTHOIIEHU, pAaCCUMTAHHOTO MO MaT-
pulie © OCTaTOYHBIX ACCOLIUALINIA;

— METOH MOXET OBbITh NMIPUMEHEH K Pas3IMIHbIM
BapMaHTaM CXeM ITPOBeICHUS NCCIeTOBAaHUM (BKITIO-
yas MepapxXxuieckue, BpeMEHHBIE WM IIPOCTpaH-
CTBEHHBIE TIJIaHBI) 1 KO MHOTUM THIIaM pacripeielie-
HUI SMIIMPUYECKUX TaHHBIX (HaJU4ue/OTCYTCTBUE,
CUETHBIC ITOKa3aTeJ I U HeTIPEePhIBHBIC BEJTMYMHBI).

ABTODPEI BRIpaxkaroT ITpu3HaTeabHOoCcTh O. OBacKaii-
HeHy (University of Helsinki, Finland) u I'. TuxoHnoBy
(Aalto University, Finland) 3a MmeTogumyeckyo Tmon-
JIEPXKKY 1 BaxKHbIE 3aMEeUYaHUsI IO XOAY TTOATOTOBKU Py-
KonucH. MicxonHble JaHHBIE U TEKCThI CKPUIITOB B KO-
Iax SI3bIKa R, BBITTOTHSIONINX ITOCTPOSHUE TIPENCTaB-
JICHHBIX  MOIeseii HMSC, JIOCTYITHBI Ha
https://stok1946.blogspot.com/2020/11/sdm.html.
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Models of joint distribution of species with benthic communities
from the small rivers of the Volga basin as a case study

V. K. Shitikov, T. D. Zinchenko® *, L. V. Golovatyuk®

“4Institute of Ecology of the Volga River Basin RAS, Branch of the Federal State Budgetary
Institution of Science Samara Federal Research Scientific Center of RAS
Komzin st., 10, Togliatti, 445003 Russia

*e-mail: zinchenko.tdz@yandex.ru

Considered are the theoretical and practical aspects of building joint species distribution models, which are a
modern tool for the analysis of ecological communities. It is shown that in the case when observational data
are quantitative indicators of population density (in particular, the number of species in hydrobiological stud-
ies), it is inappropriate to use the MaxEnt method and others based on the concept of “pseudo-absence”
points. Contemporary multidimensional models of the joint distribution of communities should include a set
of parameters that assess the impact of the following groups of fixed and random factors on the species oc-
currence: (a) covariates and categorical variables describing environmental conditions and characteristics of
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biotopes, (b) main indicators characterizing each species, and phylogenetic structure of communities,
(c) functions of spatial autocorrelation of data at observation points, (d) residual (i.e., not caused by external
factors) associativity of species. The analysis of published data and the practical examples of implementation
showed that the mentioned requirements, in general, are satisfied by the methodological platform and R-
package HMSC (Hierarchical Modelling of Species Communities), on the basis of which multidimensional
hierarchical generalized linear models with mixed parameters, estimated by Bayesian procedure, are con-
structed. The main concepts and blocks of the HMSC platform are described and the results of models con-
struction based on the authors’ data — long-term hydrobiological studies of benthic communities in 132 small
and medium-sized rivers in the Middle and Lower Volga basin — are discussed. The parameters of a set of
one-dimensional candidate models for the abundance distribution of the subfamily Prodiamesinae (Diptera,
Chironomidae) are analyzed and a forecast map of its range within the region is built. To illustrate the mul-
tidimensional case, a model of the joint spatial distribution of 31 species of chironomids is constructed and
its coefficients are analyzed. A residual correlation graph of statistically significant interspecies interactions
has been built. The conclusion is made that the HMSC method and software package can be effectively used
to solve fundamental problems of communities ecology: how the areas of individual populations, the struc-
ture of their communities and the nature of interspecific interactions depend on environmental conditions,
as well as to predict future trends of these processes in response to global changes.
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YcroitunBoe pa3BUTHE, KaK 3KOJIOTMYECKas Ie-
GUHULINS, CTaJl0 HEOThEeMJIEMBIM aTPUOyTOM IIO-
clienHeil yeTBepTu XX B., HO He MOTEPSIJIO CBOEro
3HAYEHUS U B HACTOSIIIee BpeMsl, OCOOEHHO B perr-
OHaJILHOM acIiekTe. Pa3paboTKa TeopeTUKO-METO-
JUYECKUX MOIXOMOB K OLIEHKE KOCUCTEMHBIX YCIIYT —
OIHO U3 HanmboJiee aKTyalIbHBIX U BaXKHBIX HAIlpaB-
JIEHU cO3IaH1SI KOHCTPYKTUBHBIX MEXaHU3MOB pe-
aqu3aluy yCTOMYMBOTO Pa3BUTUS IJISI COLIMO-3KO-
Joro-skoHomMmueckux cucrtem (CODC) paszHOro
Maciiraoa.

PetteH3upyeMble KOJUIEKTUBHBIE MOHOTpaduu
MO2KXHO paccMaTpnBaTbh KaK OTYET 11O BBLITIOJTHECHUIO

anayutuyeckoro npoekra “TEEB-Russia!. Dkocu-
CTEMHBIC YCIIYTH Ha3eMHEBIX 3KocucteM Poccum: mep-
BBIC IIaru”’, KOTOPBI BRIMOJHSIJICS HaunHas ¢ 2013 .
B COOTBETCTBUU C peLICHUSIMU 9-T0 3aceqaHusl TOCTO-
SHHOI POCCHIICKO-T€pMaHCKOII pabodeil TIpyIibl
“Oxpana IIprpoIbl ¥ OMoJIOTMYecKoe pa3HooOpasue”
LleHTpOoM oxpaHbI AMKO# MpUPOIbI COBMeCcTHO ¢ MH-
CTUTYTOM 3KOJIOTUYECKOIO TEPPUTOPUATBLHOIO pa3-
Butus uM. Jleitonuna (Leibniz-Institut fiir okolo-
gische Raumentwicklung, dpe3neH). PUHAHCOBYIO
MOIIEPKKY 3TOMY ITpOeKTy oKasbiBaioT Denepanb-
HO€ MMHUCTEPCTBO OKpYXKalollleil cpelbl, OXpaHbI
MPUPOABI U 6€30MaCHOCTU SIIePHBIX peakKTopoB ['ep-

' TEEB (The Economics of Ecosystems and Biodiversity) — ri1o-
OaJibHasi MHULIMATUBA, HAalpaBJeHHas Ha TO, YTOOBI “cheliaThb
ILIEHHOCTH TIPUPOIbI BUIUMBbIMU . ETO I1aBHas 11eJib — BKIIIO-
YUTh LEHHOCTH OMOpa3zHOOOpa3ust U 3KOCUCTEMHBIX YCIyI B
Tpollecc MPUHSATHS PELICHN Ha BCEX YPOBHSIX.
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maHnu (Bundesministerium fiir Umwelt, Naturschutz
und nukleare Sicherheit) m MUHUCTEPCTBO IPUPOII-
HBIX pecypcoB U akosiornu Poccuiickoii denepalium.
Llenpro nmpoekra 6bL10 co3maHue [Ipomomuna Hayuo-
HaabHo20 doKaada 06 sxocucmemubix ycayeax Poccuu,
“KOTOpBIi JOJDKEH I10Ka3aTh BO3MOXHOCTh OLIEHKH
9KOCUCTEMHBIX YCIyT Ha HaIlMOHAJbHOM YPOBHE U
aKTyaJIbHOCTh M BaXKHOCTh Hauvajia (popMHUPOBaHUS B
Poccum cucTeMbl OLIECHKM 3KOCHCTEMHBIX YCIYI U
MHTErpalliy UX HEHHOCTU B 9KOHOMUKY M IIPOIIECC

ii” (1. 1, c. 5)%

TIPUHSITHS PEeIIeHT I
B nepBoM TOMe “DKOCUCTEMHBIX yeiIyT Poccun™?
OXapaKTepU30BaHBl YCIIYTU HA3eMHBIX ITPUPOIHBIX
9KocuCTeM (MIpU 3TOM 3amaya OLEHKU YCIyT arpos-
KOCHCTEM, TIPOIIECCHl B KOTOPBIX B OCHOBHOM KOH-
TPOJMPYIOTCST YEJIOBEKOM, He cTaBuiach). U erme
OYeHb BaxKHasl AeTallb: [Ipomomun HAyUOHAAbHO20 00~
Kaaoda 06 sxocucmemubix yeayeax Poccuu mveeT 3J1eK-
TPOHHOE TIPWIOXKEHNE C TabIMIIaMI KOJTMIECTBEHHBIX
OLIEHOK BKOCUCTEMHBIX YCIIYT M KapTaMM BBICOKOTO pa3-
petreHust (www.biodiversity.ru/teeb-russia.html).

2 Ecn npu LMTMPOBaHUY YKAa3aHbI TOJIBKO TOM M CTPAHMLIBL, TO

OHM MMEIOT OTHOIIEHUE K PeLeH3UPYEMbIM KHUIaM; paboThl,
MPOLIMTUPOBAHHBIE B HUX, HE BKJIIOYEHBI B CITMUCOK JIUTEPaTy-
Pbl JAHHOU PEeLEH3UMU.
B aBTOpCKMii KOJIJIEKTUB ITEPBOrO TOMa MOHOTpadmu BOLILIU:
C.H. booriés, E.H. bykBapéna, B.W. I'paboBckuii, A.A. [a-
awikuH, FO.}O. dredyanze, A.B. dpo3nos, [J.I'. 3amonomuukos,
I'.H. Kpaes, P.A. Ilepener, N1.D. CmensHckuii, b.P. Ctpurano-
Ba, A.A. Tuiikos, O.®. ®uienko, A.B. Xopolies; cocrasie-
Hue kKapT — A.H. HapbikoB (r71aBbl ¥ pa3aesibl 3a HUMU “He 3a-
KperuieHbl”).
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I1epBEIit TOM cocTonT 13 “BBeneHus”, ceMu 171aB,
“OCHOBHBIX BBIBOJOB”, “Inoccapus” u “Chnucka
muTepaTtypsl” (166 HamMeHOBaHMIA).

IlepBast rmaBa “DKOCHUCTEMHBIE YCIIYIM: OCHOB-
Hble TToHATHs” (C. 7—14), Kak 3TO U CIIenyeT 13 e Ha-
3BaHUsI, JAaeT ONpeaeeHUs] MOHITUAM “TIPUPOIHBIN
Kanurail” U “3KOCUCTEMHBIC YCIYTH ™, a TAKXKE OICHI-
BaeT (BecbMa KOHCIIEKTHMBHO) 3Tarbl (QOPMUPOBAHUS U
MISHTUDUKALIMYU SKOCUCTEMHBIX YCIIYT: CTPYKTYPHI U
Mpouecchl, (PyHKIMU, YCIYTHU, T10Jib3a U LIEHHOCTD.
31ech HECOMHEHHBIN MHTEpEC MPENCTaBIsIeT OYeHb
JJAKOHUYHBINA 1 B TO XK€ BpeMsi ”HPOPMaTUBHBINA pU-
CYHOK (Ha c. 8) aTannoB (popMUpPOBaHUS U UIECHTUDI-
Kallli1 3KOCUCTEMHBIX YCIYT U ONpeAeIeHNs UX LIeH-
Hoctu (1mo: Haines-Young, Potschin, 2013). Ilpwu
9TOM aBTOPBI NMTOJYEPKUBAIOT, YTO “IKOHOMUYECKUE
OLIEHKU He IOJKHBI ObITh OKOHYATEIbHBIM KPUTEPU -
eM ISl TIpUHSTUS pelneHuii. OlieHoYHas CTOMMOCTD
HEPBIHOYHBIX TOBAPOB U YCJIYT OCTaeTCs MpUOIU3U-
TeJIbHOW, HU OJHA U3 CYIIECTBYIOIIUX METOIUK HeE
aBJsieTcs uaeanbHoi” (T. 1, c. §).

B >T0i1 Xe r1aBe 00CyxXIarTcsl HECKOJIbKO Kjlac-
cU(pUKALIMI 3KOCUCTEMHBIX YCIIYT; TTpU4YeM OCOObIit
WHTEpeC MNpEACTaBIsieT CpaBHEHWE ABYX MEXIyHa-
POIHBIX KJIaccuuKalurii (MeXXKIyHapOIHOTO MPOeK-
Ta “DKOHOMMKA KOCHUCTEM M O0MOpa3HOOOpa3us —
TEEB”, xoTopast HCIIoinb3yeTcsl CTpaHaMM-YJaCcTHHU -
KaMU 3TOro TIpoeKTa IS OLEHKU SKOCUCTEMHbBIX
YCJIyT Ha HallMOHaJbHOM ypoBHe, U EBporeiickoro
areHTCTBa IO oxpaHe oKpyxKaronieit cpensl (Common
International Classification of Ecosystem Services,
CICES), HaueneHHas Ha 5KOHOMUYECKYIO OLICHKY 1
YYeT 9KOCUCTEM Ha HallMOHAILHOM, PETMOHAJIBHOM
1 JIOKaJIbHOM YPOBHSIX) U Kj1acCU(dUKAIIUU B paMKax
“HanmoHanbHOI CTpaTeruy COXpaHEeHMs OMOpa3Ho-
oopazus Poccun” (2001 r.). OueHb HATJISIAHO Mpe-
CTaBJIEHBbI pe3yJibTaThl cpaBHeHus (T. 1, c. 11—12,
TabJI. 2), 4YTO MO3BOJIMJIO aBTOPaM B3SITh 32 OCHOBY B
IIpomomune nayuonanvHo2o dokaada ob 3Kocucmem-
Holx yeayeax Poccuu mogxon “HamroHanbHOI cTparte-
IMU...”, KOTOpBIK Oas3upyeTcs, Ipexiae Bcero, Ha
0COOEHHOCTSIX BaXKHBIX JJIST 9eJToBeKa (PYHKIIUMA TTpH -
POIHBIX CUCTEM, a TaKxKe Ha BO3MOXHBIX IMOCIEI-
CTBUSIX JJ151 IPUPOIHBIX SKOCUCTEM B pe3yJIbTaTe UC-
MOJIb30BaHUSI JaHHBIX yciayr 4denoBekoMm. Ilpasna,
HaM IpeJcTaBIIsieTcs 00jiee JOrMYHBIM (ITOCjIe Mpo-
BEIEHHOTO CpaBHEHWUSI) IOIOJHUTH Kiaccuduka-
110 B paMKax “HammoHanbHOM cTpaTeruu...” OTCyT-
CTBYIOLIMMU B HE#l MyHKTaMU M3 MEXIYHapOIHBIX
kjnaccudukauuii (HampuMep, KyJbTYpHbBIMU U WH-
opMaIIMOHHBIMM YCITyTaMU MO peKpealuy U prupo/I-
HOMY TYpU3MY, UTO CETOIHS IIIMPOKO OOCYKIAETCSI CIie-
LUaJIMCTaMM, “3eJICHbIMI~ U JPYITMMHU “TOTPEeOUTEISI-
MK 3KocuCcTeMHBIX yeiryT (Posenbepr u ap., 2011)).

MBI 0XOTHO OOMyCKaeM, 4ToO Mepela aBTopaMu He
CTOslJIa 3aia4ya JaTh MOAPOOHBIN UCTOPUIECKUM aHa-
JIN3 BOBHUKHOBEHMSI IIPEAICTABICHU 00 9KOCHUCTEM-
HBIX YCJIyrax U HpupoaHOM KanuTaje (oT padbot Map-
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mra (Marsh, 1864) yepes ncciengoBanus KocTaHIbI,

Heitnu, Cyxnesa* u ap. (Costanza et al., 1997, 2011;
Daily, 1997; Sukhdev, 2008; Kocranna, 2011) K oteye-
cTBeHHBIM pabdortam (Twuikos, 2005; boonuteB, 3axa-
pos, 2009; ITyzayenko, 2012; Pozenoepr, 2015, u 1p.));
OJIHAKO B TAKOI'0 poaa 0000ILIAI0IINX CBOJIKAX “UCTO-
pUdecKuii pasaen’ SIBHO ObLT Obl HE TUITHUM.

Bropasg tnaBa “Metoanka OLIEHKM 3KOCHUCTEM-
HbIX yciyr” (c. 15—24) comepXuT uHMoOpMalunoo oo
OCHOBHBIX MUCTOYHMKAX JaHHLIX (TJIaBHBIM 00pa3oM
3TO OTKPBIThIE OOMIEMOCTYITHBIE 0a3bl HAHHBIX W
ONnyO0JIMKOBaHHBIE CTATUCTUYECKUE COOPHUKU U HC-
clieloBaHUs), KapTorpadmuiyeckoM OOECEeYCHUH,
eIUHULIaX olleHKHU (1o cyobrekTaM Poccuiickoit Me-
Jepalrr) U MeToJax OLEHKU 3KOCUCTEMHBIX YCIIyT
(mpstMasi KOJIMYEeCTBEHHAasI OlLIeHKA IPeIOCTaBICHHO-
T0, HEOOXOIMMOTO 1 MCIOJIE3yeMOT0 00BEMOB YCIIYT
HEMOCPEICTBEHHO I10 MMEIOIIMMCS KOJUYEeCTBEH-
HBIM JTaHHBIM; KOCBEHHAasI KOJIMYECTBEHHAsI OlleHKA
00BEMOB YCIIYT Ha OCHOBE ITpeoOpa3oBaHUST M KOM-
OMHALIMM MMEIOLINXCS KOJINYECTBEHHBIX HAaHHBIX;
oleHKa B 0ayutax (1o 10-0a/uIbHOM LIKajie) IS JaH-
HBIX, KOJIMIECTBEHHYIO XapaKTePUCTUKY KOTOPHIX B
paMKax TpoeKTa MOJIYYUTh HE yAajloCh; HaKOHEII,
CTaBWJIACh 3a7a4ya OLIEHKU YCJIYTU, €CJIU HEeOOXOm1-
MbI€ JaHHBIE OTCYTCTBOBAJIN).

B sT1011 ke rnaBe IpuBeneHBI 1 HEKOTOPBIE 0000-
LLIEHHBIE PEe3YJIbTaThl — OLIEHKA YKOCUCTEMHBIX YCIYT
O TpeM ToKa3aTessIM: MPeloCTaBIeHHOMY, HE00X0-
JTUMOMY U UCTIOJIb3YEMOMY 00beMaM U J10J11 IPUPO/I -
HbIX 3KOCUCTEM B IUToIIaau cyobekToB Poccuiickoit Pe-
nmepauyu. Ecimu mocMotpers Ha Taoi. 4 (1. 1, ¢. 17), To
JUTS TISITU TIapaMeTPOB PKOCUCTEMHBIX YCIYT PEKO-
MEHJIyEeTCsI UCITOJIb30BaTh MPSIMble OLIEHKU (B OCHOB-
HOM 3TO I10Ka3aTeau “JIeCHOTo OJIoKa” M aKKyMYJISI-
uuu CO, (NMpOoAyKUMOHHbIE W Cpenoodpasyolive
YCJIYr1)), CeMb IapaMeTpoOB OLIEHUBAIOTCSI MO KOC-
BEHHBIM IT0Ka3aTesiM, IeBITh — O0auibHo, 10 TpeOy-
10T CIELIMAJIbHBIX UCCIEN0BAHU U UX OLIEHKM (Ha-
IpuMep, NpeIOoTBPALLIEHUE OMOJIZHEN U CeJleid, BO3-
MOXHOCTH M3MEPEHUsI 3TUYECKOro, TYXOBHOTO U
PEJIUTUO3HOIO 3HAUYEHUSI MPUPOJIHBIX CUCTEM, HEKO-
TOpbIe peKpeallMOHHbBIE YCIYTH).

Becbma copepxkaTtesieH pUCYHOK Ha ¢. 19 — KOH-
LIEHTpalus MOTEHIIUATbHbBIX 9KOCUCTEMHBIX YCIYT U
MX TIOTEHIIMAJILHBIX TTIOTPeOUTEIei B pa3HbIX PErMOHAX
Poccuu (BrosiHe JOCTOWMH BKJTIIOUEHUST B YYEOHUKHU 110
coLMaIbHOM 9KoJjiornuun). OH MO3BOJISIET aBTOpaM Clie-
JIaTh BBIBOJ O TOM, UTO “COOTHOILICHME IIPeaOCTaB-
JIEHHBIX, HEOOXOAUMBIX U MCIHOJIb3YEMbIX O0BbEMOB
9KOCHUCTEMHBIX YCIIYT OIpeNeisieTcs, C OHOU CTOPO-

4 Ipemus Taitnepa (Tyler Prize; $200 Thic.) 3a aKoJOrMYecKHe
nmoctikeHust 2020 1., KoTopylo yacto HasbiBaioT “Hobenes-
CKOIl IpeMMel 3a OKpyxXKalolllylo cpemy”’, ObLIa IpUCYXIcHa
amepukaHckomy ouonory Heinn (Gretchen C. Daily) u un-
NIUHUCKOMY 3KOHOMUCTY MO BOIIpOCaM OKpyXarollei cpenbl
Cyxney (Pavan Sukhdev), koTopbsle OmHUMU U3 TIEPBBIX JaIN
KOJIMYECTBEHHYIO OLIEHKY 9KOHOMMYECKOM LIECHHOCTH MPUPOI-
Holi cpensr (http://www.teebweb.org/tylerprize2020/).
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HBI, THTCHCUBHOCTBIO M YCTOMYMBOCTBIO (DYHKITMOHM-
POBaHUS 9KOCHUCTEM, C IPYTOif — COLIMATbHO-3KOHOMU-
YEeCKUMU XapaKTeprucTuKamu Tepputopuii” (. 1, ¢. 21).

I'maBa “O1eHKa OCHOBHBIX 9KOCUCTEMHBIX YCIYT
B Poccun” — ocHoBHas1 B iepBoM ToMe [Ipomomuna
HAYUOHANBHO20 00KAADA 00 3KOCUCMEMHbIX YCAy2ax
Poccuu. 3necv npodykuyuonnsie ycayeu (IIPOTYKIIUS
JIpeBECUHEI, HeIpeBeCHasI MPOAYKIIMS Jleca U IPYTUX
Ha3eMHBIX 3KOCHCTEM, MPOM3BOICTBO KOpMa IS
CKOTa Ha MPUPOAHBIX MacTOMIAX, TPOLYKIIUS ITpec-
HOBOJHBIX 3KOCUCTEM, MpPEXIe BCErO PhIObI, OXOT-
HUYbsI IIPOAYKIINSI, IIPOIYKIIMS Mela Ha IIPUPOTHBIX
TEPPUTOPUSIX), cpedoobpasyroujue ycayeu (YCIYTU T10
peryJMpoBaHMIO KJIMMaTa U aTMocdepbl, OMOreoxm-
MUYEeCKre M O0MoreodpusmdecKre MeXaHU3MBI pery-
JISIUMU KJIMMaTa, OYMCTKa BO3IyXa pacTUTEIbHOCTHIO,
YCJIYTH TI0 PeryJIMpoBaHUIO TuApochephbl, BOTOOXPaH-
HBIC 11 BOIOPETYJIMPYIOIINE YCIYIH, OOecIiedeHre Ka-
YecTBa BOAbI HA36MHBIMU U TIPECHOBOIHBIMU 3KOCH-
cTeMaMM, YCIIYTH 110 (pOpMHUPOBAHUIO 1 3aIIUTE TOYB,
CaMOOYHUIIIEHNE II0YB OT 3arps3HCHUIA, PEryJIsius
KPUOTEHHBIX IIPOLECCOB, PETy/sSlus YHUCICHHOCTHU
JKUBBIX OPTaHW3MOB, UMEIOIIINX BasKHOE SKOHOMUYE-
CKOe, MEAUILIMHCKOE ¥ BeTepUHAPHOE 3HAYCHUE ), UH-
dopmayuonnsie sIkocucmemtole ycayeu (TeHETUUECKUE
pecypchl IPUPOAHBIX BUIOB U IOIYJISLNiT, MHOOP-
Malus O CTPYKType 1 GYHKIMOHNPOBAHUU IIPUPOI-
HBIX CUCTE€M, 3CTETUYECKOE U MO3HABaTEeJIbHOE, 3TH-
YecKoe, IyXOBHOE U PEJIMTMO3HOE 3HAYEHUE MPUPO/I-
HBIX CHCTEM), DPeKpeaulUoOHHble 3KOCUCIEMHble YCayeu
(opMupoBaHME IPUPOIHBIX YCIAOBUM IS €3KETHEB-
HOTO OTIBIXa PSIIOM C IOMOM, BOCKPECHOTO OTAbIXa 1
Ia9HOI peKpeannu, GopMUpPOBaHUE SKOCUCTEMaMU
YCJIOBUI IJIs1 Typu3Ma Ha mpupozae, GopMupoBaHUe
MPUPOIHBIX YCIOBUI JIS1 0300POBUTEIBHOTO OTAbIXA
Ha KypopTax). YK€ TOJIbKO IIepeuncIIeHIEe ITapaMeT-
POB, MPEIOCTaBISIEMbIX 3KOCHCTEMaMM YCIIYyT, HAeT
BO3MOXHOCTb YBUJETh UX MHOTOOOpA3ue U COOTHO-
IIEHWE IIPUPOIHBIX M COUMAIBHO-3KOHOMMNYECKUX
(haKkTOpPOB, ONpEaeISIONINX IIPETOCTABICHHBINA U UC-
MOJIb3YEMbIii OOBEMBI YCIIYT.

IMTpouwmtioctpupyem, HampuMmep, TaKylo YCIyTy,
KakK “ObecriedeHre Ka4ecTBa BOIbl HA3€MHBIMU KO-
cucremamu”. HeoOGXonuMbIMU TaHHBIMU LTSI OLIEH-
KM 1 MOHUTOPHMHIA 3TOI DKOCUCTEMHOI yciayru (ee
NpenoCTaBIeHHOTO [V ,.,], HeoOxomumoro [Vl u
ucnojiabdyeMmoro [V,.,] o6beMoB) sBisitorcst pakTu-
YeCcKOoe paclpenesieHue 3arpsi3HEHHbIX TepPUTOPUI
MO0 TUIMAaM 3€MHOTO IOKPOBa, 3HAYE€HUS CTENEHU
OYMCTKHU BOJbI pa3IMYHBIMU TUTIAMU Ha3eMHBIX 9KO-
CHUCTEM U JieTajibHast UH(hOpMalIUs O KOHLIEHTPALMSIX
3arpsI3HSIONIMX BELIECTB B KOMIIOHEHTaX CTOKa C
pa3IWYHBIX THUIIOB 3eMHOro TokpoBa. Ilpm sTOM
NPEOCTaBIEHHbI 00beM yeayru [ V.| onpenenex
KakK MOTeHIUaIbHas CITOCOOHOCTD JIIOOBIX HA3€MHBIX
9KOCUCTEM OUYMIIATh CTOK B 30HAX 3arpsi3HeHus . Ya-
CTO Ha3eMHbI€ 3KOCUCTEMbl HE CIIOCOOHBI MOJHO-
CThIO OUMCTUTD 3arpsI3HEHHBIE BOJIbl, 0COOEHHO B Te-
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puon cHerotasiHus. [To aTuM mpuymMHaM BO BCeX pe-
TMOHax HMEEeTCS OCTaTOK HEOYMILIEHHOro CTOoKa
(Vieos — Vuen) > 0, T.€. TOTPEOHOCTDH B yCIIyTe HUTIE
MOJIHOCTBbIO HE ynoBjieTBopeHa. [dpyroit nHdopma-
TUBHBI MTOKA3aTe/lb — CTENEHb UCIIOJb30BaHUS YCITy-
T'U, T.€. OTHOLIEHNE 0O0BEMOB OUYHMILIEHHOTO CTOKA: pe-
anbHOTO K NOTeHUMANBHOMY (V,r/Vipen X 100%). He-
TPYAHO yOEmUTBhCS B TOM, YTO BCE€ 3T OOBEMHEI V,
KOTOpPbI€ HEOOXOIUMBI ISl OLIEHKU U MOHUTOPUHTA
JMIaHHOM AKOCHUCTEMHOM yCIYyru, TPeOYIOT crielaib-
HOTO U3YYE€HUS W OLIEHKU (PaKTUYECKM JJI KaxKaoi
“Toykn” reorpaduyeckoro npoctpaHcTna. PemeHue
TaKOro poja 3afa4d U HeM30eKHbIN Mepexo/] Ha PesibChl
“3eJIeHOM” PKOHOMMKHN HYXIAIOTCSI B KOHCOJMIA-
LMY YCUJTWN CIIEIUATMCTOB Pa3IMYHBIX HAYIHbIX Ha-
MpaBJieHUii, 4TO JejlaeT MOCTaHOBKY Bompoca o0
YUpEeXIeHUU crienuain3upoBaHHoro HWMHcrtutyTa
9KOCUCTEMHBIX YCIYT HE TaKOU YK “MaHMUIOBCKOM ™.

IMocnenyromue yeTeipe ri1aBbl (“MaciiTabbl 9K0-
CUCTeMHBIX ycayr”, “IIpuMepbl >KOHOMMWNUYECKOM
OLICHKM 3KOCHUCTEMHBIX yciayr B Poccumn”, “3HadeHue
9KOCHUCTEMHBIX YCIIYT ISl YCTOMUMBOIO pa3BUTUSL” U
“Pa3BuTHe cMCTeMBI OLICHKU 1 MOHUTOPUHTA KOCH -
CTeMHBIX YCJIYT U y4yeTa UX HeHHOCTU MPU MPUHSITUN
pelIeHmni1”’) yMeCTUIINCh Bcero Ha 25 crpanunax. Omn-
HaKO B KaXI0M M3 3TUX 2—7-CTpaHUYHBIX IJIaB, KaK
" B “OcHOBHBIX BbiBo#ax” (T. 1, c. 129), MoxXHO HaliTU
conepkaTeybHble mojioxkeHusi. Hampumep, paznuyHbie
9KOCHUCTEMHBIC YCIyTH “paboTaror” B pa3HBIX IIPO-
CTPAaHCTBEHHO-BPEMEHHBIX Auarna3oHax, IM03TOMY
MEXaHU3MBbl MHTErpalliu UX LIEHHOCTU B 9 KOHOMUKY
U TIpOLIECC TPUHSITUS PELICHUI MOJKHBI COOTBET-
CTBOBATb MacIlTaOy AeMCTBUS KaxXIoi u3 ycayr. Minu
psll BaXXKHEUINMX XXKU3HEO0OeCTIeUMBaIOIIMX YCIyT MC-
MOJIb3YETCS TTOJIHOCTBIO, UJIM OHU YK€ HEOCTATOYHbI
IUJIsl yIOBJETBOPEHUSI TTOTpEeOHOCTE! JIoAeii U 9KO-
HOMUKM (HAIIpUMeED: peTyJisiiiis 00beMa CTOKA BOJIbI
U obecrieyeHUe ee KauecTBa Ha3eMHbIMU 9KOCUCTE-
MaMM, OYMIIEHUE BOAbLI B BOAOEMax, IOTJIOIICHUE
3arpsi3HeHU# 13 BO3ayxa MPUTOPOIHBIMU JIECAMU).

Bo BTOpOM TOMe “DKOCHUCTEMHBIX yCiIyT Poccrm™?
MpeNCTaBIEHbI OCHOBHbBIE PE3yJIbTaThl BTOPOii (has3bl
npoekta — TEEB-Russia 2. Otot atamn (2018—2019 rr.)
OB HaIlpaBJIeH Ha JajibHeiIee pa3BUTHE METOIO-
JIOTUM 5KOCHUCTEMHOTO yuyeTa B Poccuu myrem uHTe-
rpallii MHIMKATOPOB DKOCUCTEMHBIX YCIYT, Ipel-
JIOXKEHHBIX B IEpBOii (ha3e MpoeKTa, 1 UHAUKATOPOB
SKOCHUCTEMHBIX aKTUBOB, BKJIIOUAsI TOKA3aTEIU TLIO-
IIaau 3KOCUCTEM U OMopa3HooOpa3us. DTa 3amaya
COOTBETCTBYeET 1ieJsiM KOoHBEH1IMY 0 OMOJI0TMYeCKOM

5B aBTOPCKUI1 KOJJIEKTUB BTOPOIO TOMa MOHOrpa¢uy BOIILIMU:
K.A. Anekcannpuiickass, C.H. boosnés, E.H. Byksapéra,
O.B. Boauur, B.W. I'paboBckuit, A.A. JanunkuH, A.B. JIpo3s-
noB, M.IO. Iyounun, A Jl. lymnaos, E.C. EcunoBa, O.A. WUn-
nmapuoHoBa, M.B. Kansikun, O.A. Kiumanona, E.}JO. Koi-
6oBckuii, C.H. JIsicenkos, O.A. Mypauko, C.A. OcTpoyMOB,
P.A. Ilepener, I'.'1. Py6an, T.B. CBupunona, A.C. CeméHoBa,
C.B. ConosbeBa, A.B. Xopomies, A.B. Illep6akos.
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pazHooGOpasuu (nmpuHsara B Puo-ne-2Kaneiipo, bpa-
3uaus, S moHda 1992 1.) 1 cOTpyAHUYECTBY B paMKax
IPBES (Intergovernmental Science-Policy Platform

on Biodiversity and Ecosystem Services)®; oHa Heo6-
XonuMa i1 pa3BUTUSI B Poccum akcnepuMeHTalb-
HOTO 3KOCHCTEMHOTO y4JeTa B paMKaX CUCTeMBbI TTpH-
poIHo-3KoHOMMYecKoro ydyera (CIIDY-D3Y).

IlepBas rmaBa “BeaeHue: 1ieb mpoekTa” U IyiaBa 2
“OCHOBHBIC 32Ja4M, MACIIITAOBI aHATN3a ¥ UICTOYHM -
KA DAHHBIX” BO MHOTOM ITOBTOPSIIOT aHAJOTUYHBIE
pas3aesbl IepBOro ToMa.

B rnnaBe 3 “MHAMKATOPHI COCTOSIHUS 9KOCUCTEM U
omopa3HooOpa3nsa” 0oOCYKITAIOTCS CTENeHb TpaHC-
(GOpMUPOBAHHOCTU TEPPUTOPUH (TTOUYTU TTOJTHOCTHIO
omnpeaesisieTcsl NoJiel Molaad MamiHu), ¢pparMeH-
TUPOBAHHOCTh MPUPOJIHBIX IKOCUCTEM (TTOKA3ATENU:
OTHOIIIEHUE TepruMeTpa K TUIOMIaAN YYaCTKOB MpH-
POIHBIX 3KOCHUCTEM U CpeAHEEe PACCTOSHUE MEXKIY
y4yacTKaMM TPUPOAHBIX dKOCUCTEM), uTOMacca u
MPOIYKTUBHOCTb.

Bri6op Tex miu MHBIX BUIOB B KAYECTBE MHAUKA-
TOPOB COCTOSTHMSI 3KOCHCTEM M OMOpa3sHooOpa3us B
OCHOBHOM OIIpeAeicH MCIOJHUTEISIMUA, KOTOPBIX
MpUIjacwind B mpoekT. Tak, B KauecTBe UWHIUKATO-
POB, KaK MOCTaBIIMKHM 3KOCUCTEMHBIX YCIYT, BEIOpa-
HBI ITULBI M KJIIOYEeBbIE OPHUTOJIOTMYECKUE TePPHU-
TOopuHU (COOTBETCTBYIOIIYE pa3aesibl JOKJIaaa FTOTOBIN
opHuToaory K. 6. H. O.B. Boaour, 1. 6. H. M.B. Ka-
JISIKWH, K. 0. H. T.B. CBupunoBa) uiu BumoBoe 6orar-
CTBO COCYIMCTBIX pacTeHuii (O6oTaHuWK 1. 0. H.
A.B. Illep6akoB). Huyero He nmes1 IIpOTUB IITUL] U
pacTeHuii KakK OMOMHIMKATOPOB 3KOCHUCTEMHEBIX
YCJIYT, BCe-TaKU B TAKOM CBOZHOM JOKYMEHTE, KaK
IIpomomun HayuoHaabHo20 00KAAOA 00 IKOCUCMEMHBIX
yeayeax Poccuu, xotellochk OBl BUAETh 0ojiee yoemu-
TeJbHOE 000CHOBaHUE BEIOOpA OMOMHINKATOPOB.

I'maBa 4 “OxocucremMHsnie ycayru Poccum: mera-
ym3anuys nocie mpoekra TEEB-Russia 17, kak u cie-
JIyeT U3 ee Ha3BaHMsI, IIPEACTaBIISIeT cO0O0ii eTanmn3a-
LIAIO U YTOUHEHME OLIEHOK 3KOCUCTEMHBIX YCIYT IS
Espomneiickoii Tepputopun Poccuu. DToT mpoiecc
KOCHYJICSI M JIECHBIX DKOCUCTEM, 1 aKKYMYJISILIUU YT~
Jiepoza, v IIpeA0TBpallieH1sI BOMHOI 9pO31U ITOYB U TIp.
Hurtepecen pasmen “DKOCUCTEMHEIE YCIYTU KpyIl-
Helimux ropogoB Poccun™: oueHKa “3ejIeHOM” MH-
dpacTpyKTyphl IIpoBeaeHa I 15 KpymHEeHIInX ro-
pomoB Poccum ¢ 4mMcIIeHHOCTBIO HaceleHUs1 Oojiee
1 MJTH 4eJIOBEK, YTO MO3BOJIMJIO MHTETPUPOBATh MOKAa3a-
TeJIM, MOXHO CKa3aThb, ypOO3IKOCUCTEMHBIX YCIIYT B IIPO-
LIECChl TEPPUTOPUATIEHOTO IUIAHMPOBAHUS M OLIEHKU
KayecTBa ropoACcKoii cpeapl. JleiicTBUTEIbHO, OOTraT-

®IPBES co3maHa B 2012 r., mrab-kBaptupa — bonn (I'epma-
HUs1); B Kakoii-To cterieHu IPBES co3nana “mo o6pasy u momgo-
ou0” MexnpasutenbcTBeHHOM rpyrnbsl OOH no nuameHenuio
kiuMmarta (Intergovernmental Panel on Climate Change, IPCC
(University of Copenhagen, 2012)).
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CTBO MPUPOIHBIX (hJIOP 3aBUCUT OT UX IJIOLIAIN, T€O-
rpaM4ecKoro IIOJIOXEHMsI, KIMMaTa W YPOBHSI
JaHamadTHOTO pa3HOOOpa3us; HO HeJIb3s 3a0bIBaTh
1 O TOM, UTO B CBSI3U C I100ATbHOM TEHOESHILIEHN yp-
OaHM3a MU Bce 0oJiee aKTyaJlbHbIMU CTAHOBSITCSI MIC-
cJIeIOBaHUS 3aKOHOMEPHOCTE (hOpMUPOBAHUS TO-
poackux (iop, BKITIOYAIOIIUX BUIBI PACTCHUI ¢ pa3-
HOI UCTOpUEl TIPOHUKHOBEHUSI — a0OpPUTeHHBIE U
anBeHTUBHbIE (BecenkuH u np., 2017). B yactHOCTH,
B ypbaHodiropax Poccumt, Kak 1 B IPYyTUX perMOHaXx,
JIaBHBIN, TIPaKTUYEeCKU eAMHCTBEHHBIN (akTop 00-
IIIETO YKCJIa BUOOB M YKCJIa aOOPUTEHHBIX BUIOB —
MacCIITaOHbIH, T.e. IIOIIAAb TOPOJA U YUCICHHOCTh
HacejaeHus. CIIOXHEe OIIpenesiioTcss 00rarcTBo U
JIOJIsl aIBEHTUBHBIX BUIOB (OHU CYIIICCTBEHHO 3aBU-
CAT M OT pa3Mepa ropoza, U oT KJImMaTa, U OT MHOTO-
00pa3us aHTPOITOTeHHBIX (DAKTOPOB).

Caenytomiast rmasa “CoOTHOIICHMS MEXKIY MHIUKA-
TOpaMU 3KOCHUCTEMHBIX aKTUBOB, YCIYT U MPUPOIHBIX
ycaoBuii, BeIsIBIeHHBIC B TpoekTe TEEB-Russia” mo-
CBSIlICHA OIIMCAHUIO 3aBUCHUMOCTEIl MEXIY ecTe-
CTBEHHO-HAyYHBIMU MHIUKATOPAMH SKOCUCTEMHBIX
aKTUBOB (B IEPBYIO OYEePeIb IUIOIIAIBIO KOCUCTEM U
Oropa3HooOpa3rueM), KIMMATUIECKUMHU YCIIOBUSIMU
1 DKOCUCTEeMHbIMU ycayraMu. [J1aBa HachlllleHa CTa-
TUCTUYECKMM MaTepuajaoM, IpapukamMu, olleHKaMU
Koppensiuii u 11p. [IpoaHam3npoBaHbL Bce BApUAHTBI
3aBUCUMOCTENl MEXIY BSKOCUCTEMHBIMM YCIyTaMMu,
KJIMMaTUIEeCKUMM YCJIOBUSIMU, CTEIIEHBIO TpaHC-
GOpPMUPOBAHHOCTA TEPPUTOPUM, WNHAUKATOPAMU
Ouopa3HooOpa3usl U PYHKIIMOHUPOBAHUEM 3KOCHU-
creM. Bce To mo3BomIO aBTOpaM MPUIATHU K BEIBOLY
0 TOM, UTO BEISIBJICHHBEIE HAa HAlIMOHAJILHOM U CyOHa-
1MoHasIbHOM (U151 EBpornieiickoii Tepputopuu Poccun)
YPOBHSIX aHAIN3a KOPPEISALMU MeXITy MHINKATOPaAMU
SKOCUCTEMHBIX YCIYI M 3KOCHUCTEMHBIX aKTHBOB B
OOJIBIIMHCTBE CJIydaeB OTpaXkaloT HE MPUUYMHHO-
CJIEIICTBEHHEBIE CBSI3H, a OMHOBPEMEHHOE N3MEHEHNE
WHINKATOPOB B 3aBUCUMOCTU OT KIIMMATHYECKMX
YCJIOBUI U CTENEHU aHTPOIIOT€HHOI TpaHChOpMHU-
POBAaHHOCTU TEPPUTOPUM (KOTOpAsI CaMa 3aBUCHUT OT
KJIMMaTU4decKux yciioBuii). [loaToMy 3T Koppeisi-
LIMA HE MOTYT SIBJISITbCSI TIPSIMBIM OCHOBaHUEM s
MIPUHATHUS YIIPaBICHISCKUX peleHnii. TeM He MeHee
OHU (KOppessiuu) BaxKHbI JJISI ONPEeAeIeHUS] CXO/I-
CTBa Y pa3jWuMii MEeXAy peruoHaMu CTpaHbl TIpU
pa3paboTKe pervoHaTIbHO-INPdepeHINPOBAHHOTO
Moaxo/a K 3KOCUCTEMHOMY YYeTy U ONTUMU3ALUU
CHUCTEMBI TPYNIT UHANKATOPOB (MI3BMEHEHUE CXOTHBIM
00pa3oM B OTBET Ha T€ WX MHEIE (haKTOPHI, BBISIBIIC-
HY€ aHTaroOHW3Ma WJW B3aUMOYCUJICHUS Pa3InYHbIX
5KOCHUCTEMHBIX YCIIYT U TIp.).

IMocnennsisi, mecrasgs miaBa “IIpenBapuTebHbBIE
MOJIXO/Ibl K yUETY DKOCUCTEMHBIX YCIYT U aKTUBOB” —
5TO B OCHOBHOM “BOTYMHA” 3KOJIOTMYECKNX SKOHOMMU-
CTOB (OTBETCTBEHHBIN 3a 0s10K 1. 3. H. C.H. boObuieB).
OHa nocBsillieHa PacKpPbITUIO CYIIIHOCTU U CTPYKTY-
Ne 2
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PbI CUCTEMBI ITPUPOAHO-PECYPCHOI'O SKOCUCTEMHOTO
yuy€Ta KakK HCpaSpLIBHOI;'I qaCTu CUCTEMbI HallMO-
HaJIbHBIX CYETOB B KOHTCKCTC SKCIICPUMCHTAJIbHOTO

skocucTeMHoro yuera (CIIDY-33V).

Oco0bliit UHTEpEC MTPeACTaBIIIET CBOAHAS Ta0IM1Ia
Ha c. 174—176, B KOTOpPOIi MIpencTaBIeHbI 9KOCUCTEM -
HbIE YCJIYI'M, WX TPeNOCTaBJI€HHbII, UCIOJIb30BaH-
HbIIA 1 HEOOXOAUMBII 00beM, MOKa3aHa CTeTIeHb UC-
MOJIb30BaHUSI 9KOCUCTEMHBIX YCIYT U CTENEHb yI0-
BJIETBOPEHUSI TIOTPEOHOCTU B HUX. AHAIU3 OTUX
JIAaHHBIX TTO3BOJIWJI aBTOpaM IIPEIOKUTh B Ka4yeCTBE
WHIMKATOPOB 9KOCUCTEMHBIX aKTUBOB UCITOIb30BaTh
TUIOIIAAb U (PparMeHTapHOCTh (IS PETUOHAJIBHOTO U
JIOKAJIbHOTO YPOBHEM) 3KOCHUCTEM, (PHUTOMACCY KO-
CHUCTEM, YUCTYIO TEePBUYHYIO MPOIYKLUIO, pa3iny-
HBIe MoKaszaTeJu 01Mopa3zHooOpa3us (BKIIOYasi O1o-
pa3HooOpa3ue Ha 0cobO OXpaHsIeMbIX MPUPOIHBIX
TePPUTOPUSIX U YKUCJIO BUAOB, 3aHeCEHHBIX B Kpac-
HYIO KHUTY), 3aTpsiI3HEHUE BO31yXa, BOAbl U TOYBHI.
IlpaBaa, 3mech cienyeT MOMHUTb, UTO “BCE€ €CTh Jie-
KapCTBO, 1 BCE €CTh 5111 — BCe MeJIO B 103e” (M3peue-
HU€ TIpUITMChIBAETCSl NpeBHErpeyeckoMy Bpauyy U
dunocody I'mnnokparty). To ke camoe MOXHO CKa-
3aTh M 0 OMopa3HOOOpa3uu: Aaxe B Ipeaesax OqHOTO
JaHamadTa pa3Hble TUITBI 9KOCUCTEM OynyT oba-
JIaTh pa3HbIM OMOPa3HOOOpPa3nEM, HO ITO COBCEM HeE
03HAYaeT, YTO BKOCHCTEMA C MEHBIIIMM OMOPa3HO00-
pasueM MeHee lieHHa, YeM cucTeMa ¢ OOJIbIINUM.
Kaxnas skocucrema agantupoBaHa K KOHKPETHBIM
yCI0BUSIM (MOXHO TOBOPUTHh O “peain30BaHHON”
9KOJIOTMYECKO HUIIIE IKOCUCTEMBI), UTO U obecrie-
YMBaeT X MaKCUMaJbHO 3(HeKTUBHOE (PyHKIITUOHU -
poBaHue. [103ToMy MMeeT CMBICI TOBOPUTH O pa3HbIX
THUMIax 6uopazHooOpasus (ajabda-, OeTa-, raMMa- 110
P. Yurtekepy (1980)).

Emre ormeTM pucyHoOK Ha c¢. 182 — cxema B3au-
MOCBSI3€i MEXIy MHINKATOPaMU 9KOCUCTEMHBIX aK-
THUBOB U 3KOCUCTEMHBIX YCIYT, BbISIBJICHHBIX Ha Ha-
OHAJIbHOM M CYOHAIIMOHAJILHOM YPOBHSX. OTa
cxeMa OYeHb HamIsIAHO B 0000IIEHHOM BUIE JEMOH-
CTPUPYET XapaKTep BBISIBJIEHHBIX KOPPEISLIUMA, UTO
MOATBEP>KIAET BBIBOABI, KOTOpPbIE ObUIM CIeJaHbBl B
MpeabIayIIeii IIaBe: KOppeasluud UHIUKATOPOB He
BCeTIa OTpaxkaloT peaibHbIe IMTPUYMHHO-CJIEICTBEH-
HbIE CBSI3U, UMEIOTCSI KOMIUIEKCHI CBSI3aHHBIX MEXIY
c000if MTHAMKATOPOB, MHTEPIIPETALIMS BBISIBICHHBIX
KOppeJsIliMi MHANKATOPOB 9KOCUCTEMHBIX aKTUBOB
M YCJIYT 3aBUCUT OT MaclilTadba TeppUTOPUU, BEIOpaH-
HOM IJIs1 aHajaM3a, HeoOXOAUMO MPUMEHSITh PErruo-
HaJIbHO-IU(hEPeHIIMPOBAHHBIN MOAX0/ K BIOOPY U
MHTEpIpeTalluy MTHINKATOPOB.

7B 2012 r. Cratuctuueckas komuccus OOH OpUHSIa B Kaue-
CTBe MeXayHapomHoro crtaHmapta basoByio cxemy CIIDY
(SEEA Central Framework); aTa cxeMa sIBjsieTCSI MHOTOLIEJIe-
BBIM U KOHIIETITYaJIbHBIM TOKYMEHTOM, KOTOPBIi1 KOMIUIEKCHO
OIMCBIBAET B3aMMOAEUCTBUS MEXIYy SKOHOMMUKON U OXpaHOM
npupons! (JlymHoB, Peibanbckuii, 2015).
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Haiee B 3TOI TJ1aBe MOXHO HANTU MIJIOTHYIO 9KO-
HOMMYECKYIO OLIEHKY 9KOCUCTEMHBIX YCIYT U aKTU-
BoB Poccuu, 0COGEHHOCTU OTPaKEHUSI SKOCUCTEM-
HBIX YCIIYT U CONPSKEHHBIX MaKPOCTATUCTUYECKUX
xapakTepucTuk B pamkKax CIIDY-D3Y, ocHOBHI paii-
OHHMPOBaHUSI TEPPUTOPUI MO MHapaMeTpaM 3KOCHU-
cTeMHBIX yciyr (Ha mpuMmepe KocTpomckoii 06ia-
ctu). Camu aBTOpbl MOMYEPKUBAIOT, UTO “ClIEAyeT
MMETh B BUY, YTO IO Mepe II0CIeI0BAaTEILHOTO pac-
CMOTPEHMST KOHKpPETHBIX aciiektoB CIIDY-D3Y vy
OTEUYECTBEHHBIX CIIELIMAIMCTOB MOTYT BO3HUKHYTH
MPUHLWNKAILHEIE 3aMeYaHusl, CBSI3aHHbIE C HEBO3-
MOXXHOCTBIO W/WJIM HELEeNeCO00pa3HOCTbIO BHEApe-
HUSI TeX WY UHBIX MpeIjiaracMbIX MEXIyHApOTHBIMU
OpraHmM3anusIMU 3JIEMEHTOB IPUPOTHO-3KOHOMMUYE-
CKOTO U 9KOCUCTEMHOTO y4eTa B KOHKPETHYIO MPaK-
TUKY paboThl” (T. 2, c. 208). Jo6aBUM K 3TOMY, YTO
yXe TIpu TepBoHavyajibHOM opmupoBaHuu CIIDY
(e11e B peKOMEHAATEIbHOM BEpCUM ) ObLIM 0003HaUYEe-
HBI IIPOOJIEMBI, KOTOPHIE IO ONIPEACICHUIO He Mo2AU U
He Mo2ym Obimb NOAHOCMbIO peuleHbl KaK B pamKax Cur-
CTEMbI HAlIMOHAJILHBIX CUETOB B 1I€JIOM, TaK U B paM-
kax CII®Y B yactHoctu (HdyMHOB, PhIOanbcKmii,
2015). Cronma B nepBylo ouepelib OTHOCSITCSI BOITPOCHI
COCTaBJICHUSI CUETOB KOCUCTEM, OTPaKalOIIUX CO-
OTBETCTBYIOIIIME 3amachl (pecypchbl) 9KOCUCTEMHBIX
aKTUBOB, ITOTOKU 3KOCHUCTEMHBIX YCIIYT, 3JEMEHTBI
Jerpagaiyy ¥ BOCCTAHOBJIEHUSI 9KOCUCTEM U T.1.

CHOucok IpoLuUMTUPOBAHHONI JINTepaTyphbl KO BTO-
poMy ToMY OoJiee OOIIMpeH U cocTasisieT 211 Hanme-
HOBaHMUIA.

“CylIecTBYIOT CTO/Jb BEJIUKWE YCIYTHU, YTO OHU
MOTYT OBITH OIJTAaYeHBI TOJBKO HEOJIaroJapHOCThIO”
(“Existe des services si grands, qu’ils ne peuvent se
payer que par ’ingratitude”; Itoma, 1992, rmasa XX).
A1 cnoBa B poMmane [roma “TaitHBIiT 3ar0BOp” TIPO-
nzHocut MuHuctp Taneipan (Charles Maurice de
Talleyrand-Périgord; 1754—1838) — ums, craBiiee
HapUILATEIbHBIM [IJIsI 0003HAYECHUSI XUTPOCTH, JTOB-
KOCTHU W OECIIPUHIMITHOCTU. B mocienHre HeCKOIb-
KO BEKOB UY€JIOBEYECCTBO BeleT ceOsl B IIOJIHOM COOT-
BETCTBUU C TTOBeleHeM TanelipaHa, oruiaunBasi HeGJia-
T'OIAPHOCTBIO KOCHCTEMHBIE YCIyTy (Oropa3Hoobpasue
COKpalllaeTcs BO BCEM MHUpPE Bce ObICTpee U OBICTpEe).
IIpomomun HayuoHaabHo20 00KAADA 00 DKOCUCMEMHBIX
yeayeax Poccuu neMOHCTpUpYeT, UTO KOMITOHEHTBI
IIPUPOTHOTO KannTajla 1 9KOCUCTEMHEBIX YCIIYT Me-
IOT KJTIOYeBOE 3HAUYEHME TSI OJIaronoIydust Hacese-
HUSI CTpaHbl U, MO HaIlleMy MHEHMIO, CIIOCOOEH,
IyCTh ¥ KOCBEHHO, U3MEHUTh CUTYaLIUIO K JIYYIIIEMY.
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