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OB30PHBIE U ITPOBJIEMHBIE
CTATBIA

10 convey hypoxia tolerance and prevent hypoxic damage,

it will be important to mimic a natural hypometabolic systems-level state.
Habitually hypoxia-exposed animals ... know exactly how to attain ... hypometa
bolic state, and our task should be to follow their lead.

[Ramirez et al., 2007].
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Iunokcuyeckue/niieMmyecKue MopakeHUsl TOJIOBHOTO MO3ra MpPeICTaBIISIIOT CEPbe3-
HYIO MEIMIMHCKYIO TTpobjeMy. OTHUM U3 TIOAXOI0B K pa3paboTKe TeparneBTUYECKUX
BMEIIATEbCTB SIBJISIETCSl YCTAHOBJIEHHWE MyTeil BbIKMBAHUSI HEMPOHOB YCTOMUMBBIX K
neduunty O, TO3BOHOYHBIX, KOTOPBIE MOTYT MOICKA3aTh COCOOBI CMSATYEHUST TUIO-
KCUYECKOM KaTacTpodbl UISl OTAEAbHBIX KJIETOK IMPU KHUCIOPOIHOM TojiogaHuu. Me-
TabosiMuecKasi Ienpeccusi CUMTAeTCsl YHUBEPCATbHOM CTpaTernueil BbKMBAHUS TOJIe-
PaHTHBIX K TUTTOKCUM XXMBOTHBIX, OTHAKO JI0 HACTOSIIIIETO BpEMEHH JIeTaJIM MeXaHU3Ma
orpaHMYeHMsT MeTabonm3Ma Mo3ra ipu cHkeHun PO, He yctaHosneHsl. [1pu kucmo-
POIHOM TOJIOJAHWU TOBBILICHUE BHEKJIETOUHON KOHUEHTPALIMM TOPMO3HbBIX HEHpPO-
MEIMaTOPOB MOXET ObITh OIHVUM M3 3HAYMMBIX 3BEHbEB arapaTa IoIaBJIeHUs 3JICKTPU-
YEeCKOI aKTMBHOCTHU, YTO MO3BOJISIET CHUXATh NoTpedienue sHeprun. FTAMK (y-amuHo-
MacJisiHasi KMCJIOTa) CIYXXUT YHUBEpPCAJIbHBIM TOPMO3HBIM Heiipomenuaropom [IHC
BBICIINX M HU3ILIMX MO3BOHOYHBIX XXUBOTHBIX, (PYHKIIMOHUPOBAHUE KOTOPOTO CBSI3bI-
BalOT C TMOJaBJIeHUEeM MeTaboJM3Ma M HUBEJIUPOBAHUEM TOCIEICTBUI dHEepreTuye-
cKoro c6osi. B 0630pe paccmarpuBaloTes ctpareruu BopiaedeHusi TAMK B MexaHM3MbI
obecreyeHus! yCTOMYMBOCTU MO3ra K KUCJIOPOAHOMY TOJIONAHUIO Y TIpeICcTaBUTeNei
pa3HBIX TAKCOHOMMYECKMX TPYITI HU3IIMX MO3BOHOYHBIX XUBOTHBIX (KPYTJIOPOTHIX,
XPSIIEBBIX U KOCTUCTBIX PbIO, 3eMHOBOIHbBIX, PENTUIINIT), KOTOPbIE OTJIMYAIOTCSI Hau -
0osiee BBIPAXKEHHON CIOCOOHOCTHIO BBDKMBATH MPU OCTPOM M XPOHUYECKOU THITO-
KCUU/aHOKCUU.
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BBEAEHUME

TepmuH “runokcus” (KMCJIOPOMIHOE TOJIONAHNME; KpalHISI CTEIIEHb HNPOSIBICHUS TH-
MOKCUM — aHOKCHSI) O3HAYaeT HeJOCTaTOYHOe CHabxXeHue TKaHeil O, Wi HapylleHue

€ro yruimsanuum mnpu OMOJIOTUYECKOM OKUCJIEHUU. [MIMOKCUYECKUE COCTOSIHUSI TOJIOB-
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HOrO MO3Ta HaOII0IaI0TCd MPU MHOTUX HEBPOJIOTMYECKUX PAaCCTPOMCTBAx (TpaH3UTOP-
HbIe UIIIEeMUYECKUE aTaKu, MHCYJIbT, YePEITHO-MO3roBasl TpaBMa, KPOBOTEUEHUE, TTEPU-
HaTaJibHasl H1IedanonaTus, 601e3Hb AnblreiiMepa, 6one3db [lapkuHcoHa u ap.) [1, 2].
HecmoTpsi Ha MHOroJjIeTHHME UCCJIeOBaHUs, JieueHUue U NpodUIaKTUKA TUTIOKCUYe-
CKUX/MIIEMUYECKUX MOPaXKeHUI TOJIOBHOTO MO3Ta OCTAIOTCS CEPbe3HOI MEIUIIMHCKOM
npobnemoii. Kak n3BecTHO, OAHUM U3 CMOCOOOB YCTAHOBICHUSI MUIIIEHE NI pa3pa-
OOTKM TepaneBTUYECKUX BMEIIATEIBCTB MOXKET CITY>KUTh U3YYEeHUE MEXaHU3MOB TTOBpe-
XKIeHUS U TnOenn HeiipoHOB [1, 3]. AJbTepHATUBHBIM IIOIXOIOM K IMPOBEICHUIO TTOMC-
KOBBIX MCCJIEIOBAHUI SIBJISIETCS YCTAaHOBJICHUE CTPATeTMU BBIKMBAHUS TOJEPAHTHBIX K
TUTNIOKCHY HEMPOHOB [3]. MWIITMOHEI JIET SBOJIOLMY ITIOPOIIIIN YCTONINBEIX K Ie(UIIATY
O, n03BOHOYHBIX [4]. HeTann3auusi MEXaHU3MOB MEPEHOCUMOCTH TUIOKCUU YCTIEIIHO
BbIKMBaIOLIUX MpU O,-TOJI0OJAaHUU BUAOB MOXET He TOJIbKO 00ecreynTh hyHIaMeHTalb-
HbIE€ TIpEACTaBJeHUS 00 3KO(U3MOJOIMU SKCTpEeMaJbHBIX YCJIOBUI OOUTAHUSI, HO M
OTIPEAETUTD ITyTH CMSATUYEHUS] TUTTOKCUYECKOI KaTacTpodbl JIsl OTAEIbHBIX HEHPOHOB B
suieHHoMm O, mosre [5].

YCTOMYUBOCTb MO3TA K O,-TOJIOTIAHU IO

YHUBepCcaIbHbIM TPABUJIIOM 3HEPTreTUYECKOro oOMeHa MpU HOPMOKCUW U TUTIOKCUU
SIBJISIETCSI ypPaBHOBEIIMBaHUe cripoca u npemioxennss ATD [4, 6]. [Ipyroe yHuBepcaabHOE
TpebOoBaHUE 3aKJII0UAETCs] B MHTErpalii MeTaboamu3Ma U (PyHKLIME MeMOpaH KJIETOK [6].
BeposiTHO, OCHOBHOIT MPUYMHOI OrpaHUYESHHOM TOJIEPAHTHOCTH MO3Ta K TMIIOKCHH,/aHOK-
CUU SIBJISIETCS BbICOKAsT TTOTPEOHOCTh HEMPOHOB B SHEPTUU B COYETAHUM C HECITOCOOHO-
CTBbIO CHU3UTH €€ MoTpebJIeHrne IpU OrpaHUYeHHOI BhipaboTke. I1py CHIKeHUU YPOBHSI
O, ¥ nocenyoLeM MpeKpallieHn OKUCIUTENTBHOTo (hochOopuInpoBaHUs MO3T BBIHYXK-
neH nipuberatb K MeHee 3 HEeKTUBHOMY aHAa3pOOHOMY TTPOU3BOACTBY 3HEPTUU (TJIMKO-
JIN3Y) KaK K eIMHCTBEHHOMY UCTOYHUKY TIpoayKinn AT®. Kak rnpaBuio, IUKOJIUTUYE-
CKHe MEeXaHM3Mbl YCTOMUYMBBIX TTO3BOHOUYHBIX MOMIEPKUBAIOTCS 3arlacaMy TJIMKOTeHa B
MO3re, KOTOpble BO MHOIO pa3 MPEBbIIAIOT aHAJIOTUYHbBIE 3arachl HE MEPEeHOCSIINX
aHOKCHIO KUBOTHBIX [7, 8]. B cBOO ouepenb, Mpu IMTEIBLHOI TUTIOKCUN/aHOKCUU B He-
ycToiiuuBoM K O,-rojIofaHUI0 MO3re aKTMBHOCTb KJIIOYEBBIX ITIMKOJIUTUYECKUX (dep-
MEHTOB Tnogasiisiercs [9].

Y “00bIYHBIX”, HEYCTOMYMBBIX TO3BOHOYHBIX ypoBeHb AT® B M03re pe3ko naiaer B
TeYEHUE HECKOIbKUX MUHYT O,-rojomaHusi [4]. BciencrBue CHUXEHUSI KOJUYECTBA
AT®, padora Na*/K*-AT®-a3 3amenssiercs UM ocTaHABIMBAETCS, TPUBOJS K MACCH-
pOBaHHOMY OTTOKY M3 KiieTkn nonos K*. Bckope kommuecTBo BHekietrouHoro KV mo-
CTUTaET JOCTAaTOYHO BHICOKOI KOHLICHTpALIMU, O0ECIeYMBaOIIe ASMOISIpU3aliuio MEM-
OpaH HepBHBIX kJeTok. [Ipu nenonsipuzanuu B HEHPOHBI HAYMHAIOT MTPOHUKATh MOHBI
Na®™ u Ca?'; Takoe IPOHNKHOBEHME MOHOB CTUMYJIMPYETCA COIYTCTBYIOIIMM BBICBO-
OoXIeHUEM BO30YXIAIOIIMX HEWPOTPAHCMUTTEPOB, TJIyramMara M aclapraTa, KOTOpbie
OMOCPEAYIOT MOBPEXIeHNE U TnOeab HepBHBIX KIeTOK [10]. OCHOBHBIM ITyTEM ITPOHUK-
HoBeHust Ca?" B KJIETKH SIBJISIOTCS akTHBUpYeMble TiyTamaTtoM NMDA-penenTopsl. Pe-
syapTupyomuii Bxon Ca>" MPUBOANT K aKTHBALMY THAPOI3a (ochOIUIIIOB (BKITIO-
yasi CTpyKTYpPHbIE OBPEXIEHUS TIPe- U MOCTCUMHANTUYECKUX MEMOpaH U HapylleHUe pe-
LIETITOPHOW CUTHAJIM3allMKi), 00pa3oBaHUIO CBOOOMHBIX paaukayioB [10]. Jlusmuecs
0oJ1ee HECKOJIbKMX MUHYT YIIOMSIHYTbhI€ BbIIlI€ COOBITUSI TPUBOAST K HEOOPATUMBIM TO-
CJIE/ICTBUSIM, KOTOPbIE 3aKaHYUBAIOTCS TUOEIbIO OOJIBIITMHCTBA MO3BOHOYHBIX ITOCJIE 10-
CTaTOYHO KOPOTKOTo nepuona O,-rosogaHusl.
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OCHOBHBIM OTJIMYMEM YCTOMYUBBIX OT YYBCTBUTEIbHBIX K TUITOKCUN/aHOKCUU BUIOB
SIBJISIETCSI CIIOCOOHOCTh MX MO3Ta B OTBET HAa CHUXKEHUE YPOBHSI O, MperoTBpalliaTh UCTO-
meHre AT®, HUBeIMPOBATh MOCENCTBUS IHEPTETUIECKOTO COOSI, COXPAHAThL MOHHBIE
rpagueHTsl [11] u momaepxuBath romeoctas [12]. [pearnonaraloT, 4To camMa TMIIOKCHUS
CO3JaeT TaKylo CUCTEMY, B KOTOPOIi nageHue ypoBHs O, aBTOMaTUYECKU BbI3bIBAET MO-
BBIIIIEHNWE YPOBHSI TOPMO3HBIX HEMPOTPAHCMUTTEPOB/MEIUATOPOB, CHUXKAIOIIMX BO3-
Oy>kJIeHre U 0OecCIeunBarIINX MeTaboIndecKylo aerpeccuto [13]. BeposiTHo, B ycioBuUsiX
O,-ro10JaHus TOAABJIEHUE 3HEPreTUYECKOro obMeHa MyTEM M3MEHEHUSI BHYTPUKIIE-
TOYHBIX MeTaOOIMUEeCKNX MyTell (MeTaboamdecKasi Aernpeccusi, “metabolic arrest” , TuIIO-
MeTaboIMUEeCKOE COCTOSIHUE) U BJIEKTPUYECKUX CBOMCTB MeMOpaHbI (U4epe3 psin mepe-
KPBIBAIOIIMXCSI MEXaHU3MOB: “channel arrest,” “spike arrest,” n “synaptic arrest”) mipen-
CTaBJISIOT COOOM MPUHLUMITUAIBHYIO CXEMY 3alllUThI Mo3ra [14—16].

IMo-Buaumomy, metaboanueckasi Aerpeccus SIBJISIETCS MPaKTUYECKU YHUBEPCATbHOM
cTpaTerveil BEDKMBaHUS TOJIEPAHTHBIX XXKMBOTHBIX/BUIOB [15]. deTtanu MexaHu3Ma orpa-
HUYCHUST MeTa00IM3Ma YCTOMUMBBIX XKMBOTHBIX JOJITO€ BPEMSI OCTAIOTCSl YCKOJIb3aIOII1-
MU OT 4eTKoil maeHTudukauuu. [TockonbKy UMEHHO HelipoMeauaTopbl UTPAIOT LIEH-
TPAJILHYIO POJIb B CHHANITUYECKON KOMMYHUKAIIUU, KOHTPOJIUPYIOT NeSITeTbHOCTh MO3Ta
U KOOPAWHUPYIOT €ro afanTUBHbIE peakluu, MPeanosaaraloT, YTO MOBbIILIEHUE BHEKJIe-
TOYHOTO CONIeP>KaHUSI TOPMO3HBIX AaMUHOKHUCIJIOT MOXET OBITh OMHUM M3 TE€X CaMbIX HeE-
YJIOBUMBIX 3BE€HBEB arrapaTa MoAaBJIeHUS JIEKTPUUECKON aKTUBHOCTH M MOTPEOIeHUS
SHEpruu B JuilieHHoM O, Mmo3re [17]. [1pu 3Kkcro3nuuu K rurnmokcuu,/aHOKCUU YCTONYM -
BbI€ BUbI (KUBOTHBIX IEMOHCTPUPYIOT JOCTATOYHO CXOJAHBIE U3MEHEHUS] MEIMATOPHOTO
aMMHOKMCIJIOTHOTO TyJjia B BUze nosbilieHUs1 ypoBHs1 TAMK (y-amMuHOMacisiHast KUcCio-
Ta) U NIMLIMHA HAa (DOHE CHUXKEHUST YPOBHSI BO3OYIMTEILHOTO MEIMATOpa IIyTaMaTta v ero
npenilecTBeHHUKa ryramuHa [18]. Kpome Toro, y oTneabHbBIX BUIOB TaKKe ITOBBIIIIAETCS
KOHIICHTpAaIlMs MHIMONPYIOIIETO CUHAIITUYECKYIO Iepenady taypuHa [18]. Hamportus, y
BUJIOB C HU3KOI nepeHocuMocThio O,-ronoganusi TAMK siBisieTcsi eIMHCTBEHHOM TOpP-
MO3HOI1 aMUHOKHUCJIOTO, KOJIMYECTBO KOTOPOM HapacTaeT, B TO BpeMsl KaK KOHILIEHTpa-
1LIMM TJIyTaMaTa U IIyTaMWHa OCTAalOTCS HEM3MEHHBIMU WJIM [aXxe yBenaudyuBawoTcs [18].
OueBUIHO, MNOBBIIICHHBIM YPOBEHb TOPMO3HBIX AMMHOKMCJIOTHBIX MEIUATOPOB —
TAMK, muiMHa 1 TaypyHa B COYETAHUM CO CHUXKEHHOI KOHIIEHTpalueil Bo30yKaaro-
111eif aMMHOKUCJIOTHI TJIyTaMaTa CIOoCOOCTBYEeT OrpaHUYEHUIO JIEKTPUYECKOU aKTUBHO-
CTU Y NOTPeOJCHUSI SHEPTUU KaK KJIIOYEBOI CTpaTeTUM BbKUBAHUS B YCIOBUSIX O,-T0-
JogaHus mosra. Kpome Toro, cuutaercs, uro npoaykuust TAMK npu aHokcuu 3aiuina-
€T HEpPBHbIC KJIETKM OT TMOEU B pe3yJibTaTe 3KIIMTOTOKCUYECKOTro moBpexaeHus [19].
CyliiecTByeT BbICOKasi BEPOSITHOCTb TOTO, YTO MPU F'MITOKCUU B MO3T€ HEYCTOMYMBBIX BU-
JIOB IpyTre€ TOPMO3HbIC MEIUATOPHbIE MEXaHU3MbI He (PYyHKIIMOHUPYIOT, YTO 3aCTaBJISIET
o0OpaTuTh 60JIee MpUCTAIbHOe BHMMaH1e nMeHHO Ha [TAMKeprudeckoii cuctemy.

OueBungHo, uyTo onocpenyemasi TAMK meraGonudeckast menpeccusi IOCTYIIHA BCEM
Mo3BOHOUYHBIM [13]. OmHaKo, MOCKOJIbKY OOJIBIIMHCTBO IMO3BOHOUHBIX JIOCTATOYHO
OBICTPO YMMPAIOT MPU T'MITIOKCUN/aHOKCUHU, MTO-BUAUMOMY, OHU HE YCIIeBalOT M3BJICYb
BoITOYy M3 o6ecnieunBaemoii TAMK rummomMeTaboIndeckoro COCTOSTHUST W/UIW OTHOCH-
TEJILHOTO MajaeHus YpoBHs IimyraMaTta [13]. XoTs Gobliiast 4acTb COBpEMEHHBIX MO3BO-
HOYHEBIX HE MOKET KOMIICHCMPOBATh SHEPTeTUUECKUIA cOOI ITyTeM aKTHUBALIIM aHa3pO0-
HOIO INIMKOJIM3a, BMECTE C TEM MHOTHME BUIbI 00JIafaloT TAKUMU METa0OIUIECKUMU Xa-
PaKTepUCTUKAMM, KOTOPbIE TIO3BOJISTIOT UM CIIPaBIISIThCS ¢ Oojiee yMEpEeHHOM TUTIOKCHUEA.
Taxk wim uHaue, B cutyauuu O,-rojaogaHusl IUAHChl HA BBDKMBAHUE OTAEJIBHOIO OPraHU3-
Ma CYIIECTBEHHO BO3PacCTalOT IIPU YCJIOBUM KOHOMUM TOILIMBA (IJIMKOTEHA) 3a CYeT I1e-
pexona K MeTaboinmdeckoit nerpeccun [13].
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Puc. 1. ITytu cunteza TAMK.

Glutamine — mryramuH, glutamate — nryramat, TCA cycle — UK TpuKapOOHOBBIX KUCIIOT, acetylCoA — aire-
TiiiKodepMeHT A, a-ketoglutarate — a-ketormytapat, GABA — TAMK, SSA — sHTapHBIii MOTyalbIeTua, suc-
cinate — cykuuHat, AAT — acrapraramuHorpaHcdepasa, GABA-T — TAMK-tpancamunaza, GAD — niyra-
Mataekap6okcunaza, GDH — mryramatnerunporenasa, PAG — docdarakrBupyemast myrammuasa, SSADH —
nmeruaporeHasa sHrapHoro noiyaibaeruna. Llynr TAMK (o603HaueH 3e1eHbIM IIBETOM) COCTOUT U3 Tpex (ep-
MEHTAaTUBHBIX peakiuii, katanusupyembix GAD, GABA-T u SSADH.

BUOXNUMUA U PELHEIITOPBI TAMK

TAMK gBnsieTcss omHUM M3 Haubosiee BaxKHBIX MeauatopoB/TpaHcMuttepoB ITHC
MO3BOHOYHBIX XUBOTHBIX, (DYHKIIMOHUPYIOIIAs B 3pEJIOM MO3Te B Ka4eCTBE TOPMO3HOTO

areHra 3a cuyeT U3MEHEHUSI MPOHMIIAeMOCTH KJIeTOuHOi MeMOpaHbl K moHaMm Cl~. B pa3s-
puBatoniemcs mo3re TAMK oGecrieunBaeT mpoiiecc BO30yXKIEHUS U OKa3bIBaeT Hepo-
Tpoduueckoe aeiicteue [20]. M3BecTHO, uTo okoj0 20—40% Bcex HeitpoHoB ITHC mo-
3BOHOYHLIX ABIIsIIOTCSI [TAM Kepruuecknmu [ 13].

Cunte3 TAMK (puc. 1) BKIoyaeT MeTabOIMYEeCKIE ITyTH MUTOXOHIPHAIBHOTO IIUKJIA
TpuKap6oHOBbIX KUcaOT (TCA) [21]. Tuaponus myramuHa nop aeictereM ochatakTBu-
pyeMmoii mmyramuHasbl (PAG) mpuBomuT K 00pa3oBaHMIO ITyTamMara (IJIyTaMUHOBOI KHC-
JIOTBI) B MUTOXOHIpuUaibHOM MaTpukce. CuHte3 TAMK ocylecTBisieTcss IMTO30JIbHBIM
depMeHTOM AeKapOOKCMIIa30i TyTaMUHOBOM KcIoTh (GAD) 13 mmyramara ImyTeM ee ae-
kapookcunupoBaHusi. TAMK o6pa3syetcst 1160 HEMOCPEACTBEHHO M3 IyTaMmaTa 0o 13
mIyTaMmaTta, MpOou3BeACHHOTO U3 Ol-KeToITyTapara, KOTophlit cuHTe3upyetcs B inkie TCA
W3 Ie3aMUHUPOBAHHOTO ITyTaMaTa ¢ yyactheM nryramataeruaporeHassl (GDH).

TAMKepruyeckast cucreMa Mo3ra BKJIFOYAeT B ce0s1 TOCTaTOYHO OOIIMPHBIN anrapar
B Bune noHoTponHbix TAMK(A)- u metaboTponHbix TAMK(B)-penentopoB, TpaHCIIOP-
TepoB, YIIOMUHABIIIMXCS Bblllie (hepMEHTOB CUHTE3a — IyTamataekapookcuiias (gads —
nuroriazmatnyeckass GAD67 u GADG65, mokaau3oBaHHAas ITPEUMYILIECTBEHHO B IIPECH -
HanTUYeCKUX TEPMUHAISAX), 4-aMUHOOyTUpaTaMUHOTpaHCcdepassl (abat) 1 accoluupo-
BaHHBIX 0eKOB [22]. TAMK(A)-peLenTopsl COCTOSIT U3 ITIEHTaMEePHOTI'O arperara OTAeIbHbBIX
cyObenMHMLL, 00pAa3yIOINX LIEHTPATbHBII MOHHBI KaHaJl, KOTOPBII MPOHULIAEM IJIST XJIO-
PUIHBIX 1, B MEHbIIEHl cTeneHu, OMKapOOHAaTHBIX aHMOHOB [20]. B ¢dusnonornyeckux
YCIOBUSIX akKTUBalus rmoctcuHanTudeckux TAMK(A)-penenTopoB BeI3BIBACT TUIIEPIIO-
JISIpY3aliiio MeMOpaHbl M1 YMEHbIIIaeT BeJInuuHy noteHuuana neiicteus. TAMK taxcke
neiictByeT Ha TAMK(B)-penienitopsl, JIoKaJInM30BaHHEIE Ha IIpe- M MOCTCUHAIITUYECKIX
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MeMmOpaHax. AkTuBalus npecuHantuuyeckux TAMK(B)-peuentopoB cHUXaeT BbICBO-

GOXIeHUE HeMPOTPAaHCMUTTEpA 3a CUCT MHTMONPOBAaHMS TOTEHINAN-3aBrcMbIX Ca’’-Ka-
HasioB N- win P/Q-tuna. B cBolo ouepenp, aktuBaius nocrcuHantudeckux TAMK(B)-pe-

LENTOPOB BhI3bIBaeT akTUBaluio K -kaHanos BHyTpeHHero BeimpsaMiaeHus: (GIRK wnu
Kir3), xoTopble UTpaloT BaxKHYIO POJIb Ha MO3MHEH (pa3e reHepalliy TOPMO3HOTO IOCTCH -
HaNnTU4YeCKOro MoTeHIIMaia.

TAMKeprudeckas Tepenada CUTHAJIOB SIBJISIETCS] OMHUM W3 OCHOBHBIX ITyTeil, KOTO-
pbIe CITOCOOCTBYIOT BBIKMBAHUIO HEMPOHOB TIPU TMUTTOKCUM/aHOKCUM 3a CYET IOJaBJie-
HUS KJIETOYHOM Bo30yaumoctu [16]. Kpome Toro, npenmnonaraeTrcst, YT0 UMEHHO (pakTop
TUMOKCHUU OCYILIECTBIISIET 9BOJIFOIIMOHHbBII OTOOP U KOHCEPBALIMIO ABYX OCHOBHBIX MEIM-
aTOPHBIX cUCcTeM Mo3ra — Topmo3Hoii TAMKepruueckoit 1 Bo30yzKarolieii yramaTep-
rudyeckoii [13]; yacTHBIM mposiBieHUEeM OaJlaHca ABYX MEIUATOPHBIX CUCTEM CIIyXaT pe-
nurpokHbie oTHomeHus TAMK u rmyramaTa npu ruroxkcuu [ 18, 23].

TAMK MOXXeT CIIyXKUTb He TOJIbKO areHTOM, (hYHKIIMM KOTOPOTO CBOASTCS K obecrie-
YyeHMI0 MeTaboanueckoil nenpeccuu [24]. B yacTHOCTH, WIMTEIbHOE, MHOTOMECSUYHOE
BbDKMBaHUE 9MOpUOHOB Kuutubuil Austrofundulus limnaeus B yCn1oBUsIX aHOKCUM CBSI-
3bIBAIOT C HAKOILJIeHUE MIJIMMOJISIpHBIX KoandecTB TAMK [25]. Takoe KonnyecTBO Me-
nuMaropa SBJISIeTCS U30BITOYHBIM, MPEBBIIIAIOIINM HEWPONPOTEKTOPHYIO KOHIIEHTpA-
nuto. Hakonnenne TAMK (8 1000 pa3 GoJjblile, 4eM Y APYTUX YCTOMUMBBIX K aHOKCUU
BUIOB) TMpEAIiojiaraeT MHOXECTBEHHbIE WJIM COBEPIIIEHHO HOBBIE, BBIXOASIIINE 32 paMKU
HeliporpaHemuccun GyHkuuu. [IpennonararoT, 4To IpyU aHOKCUM 1 a3pOOHOM BOCCTa-
HoBJleHUU (peokcureHaluu) FTAMK MoxXxeT BbICTyIaTh OMHOBPEMEHHO B Ka4eCTBE Me-
nuaropa u aHtuokcunanTa [19]. Kpome toro, TAMK MoxeT UCIOb30BaThCS B KAUECTBE
9HepreTrudeckoro cyocrpara [19] B Tak HazpiBaeMoM 1yHTe TAMK npu npespaiiieHumn
ee B sHTapHBIN ntoayanbaerua (SSA) TAMK-tpancamunazoit (GABA-T) (puc. 1). Jlanee
SSA mnpeo6pasyercsi SSA-gerunaporeHasoir (SSADH) B cyklimHaAT, KOMMOHEHT IMKJIa
TCA, u NADH, xoTophbie SIBISIIOTCSI JOHOPaMM 3JIEKTPOHOB MUTOXOHIPUAJILHOM HENU C
KOHEYHBIM TTPOAYKTOM B Buse ATD.

Kpome HeitpoHoB, cuHTte3 TAMK ocyiectBisieTcst KiaeTkamu i [26]. B wactHO-
ctu, ipeanoiaraercs, 4To TAMK MoxeT cuHTe3upoBaThes acTpountamMmu GAD-He3aBu-
CUMBIM ITyTEM, KOTOPBI TpeOyeT Haluuus MyTpeclMHa B Ka4YeCTBE UCXOQHOIO cybcTpara.
Kpome TAMK acTponuThl CHHTE3UPYIOT M BEICBOOOXIAIOT APYyrye MeIrUaTopkl (Tak Ha-
3bIBa€Mbl€ INIMOTPAHCMUTTEPHI) U TAKUM O0pPa30M CIIOCOOHBI MOIYJIMPOBATh BO30YIM-
MOCTh M CHUHANTUYECKYIO Mepeaayy HepBHBIX KieTok [26]. ImanbHas TAMK wurpaer
0co0y10 poJib B pa3BUBalOIIEMCSl MO3re. ACTPOLIMTHI B3POCJIOrO MO3ra Clly>XKaT UCTOYHU-
KOM TOPMO3HOTO Meauaropa, B3aumMmoeicTByoiiero ¢ Tonndyeckumm FAMK-peuenTo-
paMu HEelipoHOB M 00ecIieunBaloIIero HeiipoHaJlbHO-INIMaJbHbIe B3auMoelicreue. Ha-
IpUMep, B MO3XeUKe ININaJIbHbIe KJICTKM MOTYT BeICBOOOX1aTh TAMK BO BHEKIIeTOUHOE
MPOCTPAHCTBO U TOHUYECKU aKTUBUPOBaTh BbicoKoadduHHble TAMK(A)-perentopnl
HEMPOHOB ITOCPEACTBOM 00BEMHOII ITIepeaadun, IMOaaepKUBas CTOMKIM TOPMO3HOM TOHYC
B 3TOI obsactu mo3sra [27, 28]. IlpennonaratoT, uto BeicBoOOXKAeHMe TAMK 13 kietok
IJIMA MOXET OBITh TAKXKE HAMPSMYIO CBSI3AHO C PSIIOM TMaTOJIOTUYECKUX COCTOSTHUI MO3-
ra [29].

IMOYEMY HMU3IMWE [TO3BOHOYHLIE JIVUIIE IMTPUCITOCOBJIIEHBI
K TMITOKCHMN/AHOKCHN?

ITo cpaBHEHUIO C BBHICIIMMU MMO3BOHOYHBIMU, HU3IIKE TTO3BOHOYHbBIE OKA3JIMCh 00-
Jlee yCTOMUYMBBI K Bapbupyoleil cpenoBoit noctymHoct O,, BbIXKMBAsl MPU TIOJTHOM

aHOKCHUU B TeuyeHue juTeabHoro BpeMeHu [30]. B mpouecce aBononum MMEHHO HU3-
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111e MTO3BOHOYHbBIE pealn30Baji OCHOBHYIO TpUaly — CIIOCOOHOCTDb K METa0OJIMYECKOM
NIeTIPECCUU, TOJIEPAHTHOCTb K TIOBBIIIEHHBIM KOHIIEHTPALUSAM ITOOOYHBIX MPOAYKTOB
MeTaboJin3Ma, COCOOHOCTh M30eraTh /WM BOCCTAHABIUBAThH KJIETOUHBIC MTOBPEXIIE-
HUS TIOCIe PEOKCUTEeHAIIUM, YTO MO3BOJISIET UM MEPEHOCUTh aHOKCUIO HAMHOTO JIyyvllie,
yeM nTulaM 1 maekonutamowmum [30]. Takue XXMBOTHBIE CYILIECTBEHHO pacIlUPUII CBOU
BO3MOXKHOCTH IJII O0PBHOEI C OCTPOIT M XpOHNYECKOI TUIIOKCHEH/aHOKCHUEH Yepe3 LeIbIin
KOMIUIEKC MPUCIIOCOOEHUI, KOTOpbIe MPAaKTUYECKN OTCYTCTBYIOT Y APYTMX MTO3BOHOY-
HEIX [31]. [Ipuyem, ciemyeT OTMETUTh, 9YTO PEIepTyap IIyTeil aganTaluy HU3IINX T03BO-
HOYHBIX K BapbUpyolleMy ypoBHIo O, oKa3ajcsi BecbMa pa3HooOpa3HbIM [31] 1 BeI3bIBa-
€T 0CoObIif HAyYHBbI UHTEPEC, MOCKOJIbKY CKOPOCTh MeTab0IM3Ma MO3ra HU3IIMX T03BO-
HOYHBIX COMOCTaBMMa C TAKOBOU Y MJIEKOTIMTAIOIINX MIPU CXOXKEN TeMIiepaType.

TAM Kepeuueckue mexaHu3mol yCMOU4UBOCIU MO32a K 2UNOKCUU/AHOKCUU

I. Knacc Kpyriopotsie (Cyclostomata): noakiaace Mukcunsl (Myxini), nonkiaacec Mu-
Horu (Petromyzontiformes). [IpecTaBuTenu KpyriopoTsiXx, MUKCUHBI U MUHOTU SIBJISI-
FOTCSI OMHUMU U3 CaMBIX APEBHUX MO3BOHOYHBIX, KOTOPbIE MPUOOpEIU COBPEMEHHbIit
BHemHu BuA okojio 500 MmummoHOB JyeT Hasan [32]. KpyriaopoTeie mpencTaBiIsTIOT
HauboJiee MPUMUTHUBHYIO TPYIIY COBPEMEHHBIX TO3BOHOYHBIX, KOTOPBIC JIMIIICHBI Ye-
JIIOCTEN U MapHbIX KOHeuHocTeit. Hapsiny ¢ 9TMM UM CBOMICTBEHEH psill BEChbMa CBOE00-
pa3HBIX YEPT, B U3BECTHOI Mepe CBSI3aHHBIX CO CIlelMaliu3alueii, 00ycaoBICHHOI Mo-
JIyIapa3suTUYeCKUM UM HACTOSIIIIUM TTapa3suTU4ecKuM oOpa3om ku3Hu. [1o BHeHe-
My BUIY U OTYACTM MO OMOJIOTMU KPYIJIOPOThbie OJIU3KM K pbldaM, HO psii YEPT UX
OpraHu3aluy yKa3blBaeT Ha ONpeleeHHYI0 000COOJEHHOCTh U TIPUHAMJEKHOCTh K
0c000i1 BETBU MTO3BOHOYHBIX.

MuUKCHUHBI OOUTAIOT B COCENCTBYIOLIMX C JOHHBIMU OTJIOXEHUSIMU OOenHeHHBbIX O,
CJI0SIX BOJbI, OCTAIOTCSI aKTUBHBIMU Jaxe npu PO, Huxe 3 kI1a [33], cnocoOHBI mepexu-
BaThb 36-yacoBoe Bo3aeicTBUeE MMoaHOM aHokcuu ripu 10°C [34], MOryT npekpaiiaTh BeH-
TUJISIAIO HA HECKOJILKO YacOB TIPU 3apbIBaHUU B TPYHT [35], 4TO 3acTaBiisieT CUMTATh UX
OIHMMM U3 CaMbIX YCTOMUMBBLIX MO3BOHOUYHBIX. MuHora Entosphenus tridentatus crioco0-
Ha MOIAEPKUBATh MOCTOSIHHBINM ypoBeHb NoTpedneHust O, (VO,) npu nageHuu ero Ha-
npskenust (PwO,), ckopocts VO, ocTaBanach HEU3MEHHOM naxe npu cHuxeHuu PwO,
1o 10 mm pT. ct. Kak npu 15°C, tak u 5°C [36]. OT™MeuaeMblil IpU aHOKCUU YPOBEHbD IO~
TpebaeHust O, NO3BOJISIET NPEAIIOTOXUTD, YTO MUKCUHBI aKTUBHO UCIIOJIb3YIOT IPAKTU-
YeCcKM JBYKpaTHOE MOAaBJI€HWE CKOPOCTU MeTabosM3Ma 1Sl TIOBBILIEHUS] CBOEI BbIXKM-
BaeMocTH [34]. KocBeHHBIM yKa3zaHMeM Ha CTeeHb IIPUCIIOCO0IEHUSI MUKCUH U MUHOT
K BBDKUBAHUIO B YCIOBUSIX TMTTOKCHUM,/aHOKCHUM CIIYKAT pe3ePBbl INTUKOTeHa HE TOJIbKO B
Mo3re, Ho 1 Mbrmax [33, 37, 38], KoTopble TaK:Ke MOTYT OBITh YACTUYHO 3a0eiiCTBOBAHBI
B MepUO PEIHEPECTOBOTO roiofaHusl. B HacTosiiee BpeMsl B IMTepaType He MpencTaB-
JICHBI HEOCIIOpUMEIe naHHbIe 00 mpuBiaecdyeHnu TAMK nmn6o apyrux MeamraTOpHEIX CH-
CTEM K 00ECIIEYEHHUIO YCTOMUMBOCTU MO3Ia 3TUX XKUBOTHBIX B yciaoBUsIx O,-roysogaHus,
OIHAKO MOXHO IPUBECTU HEKOTOPBIE TaHHBIE, Kacatoliuecs: odycTpoiictBa TAMKepru-
YeCKOI CUCTEMbI OECUETTIOCTHBIX.

Mo3r MuHOT OOHapyXHUBaeT 6oJblIoe cxoncTBoO ¢ Mo3rom Gnathostomata. Takoro po-
J1a BBICOKAsl CTeTNeHb KOHCEPBALIMY apXUTEKTYPbl MO3ra HE OU€BUIHA MPU MTEPBOM B3IJISI-
Iie, TOCKOJIbKY camMa MOpP(dOI0Tvs MO3ra MUHOTY CUJIBHO OTJIMYAETCsI OT MU3BECTHOI MOp-
¢dosorun Mozra 4emtocTHOpoThiX [39]. [lokazanHo, uto T'AMKepruueckass cucrema
B3POCJIbIX MUHOT MpecTaBieHa MHOXecTBoM TAMK-uMMyHOpeakTUBHBIX KieToK [40].
CpaBHeHUE MO3ra IByX BUIOB — MOPCKOM Petromyzon marinus n peuHoit Lampetra fluvi-
atilis MUHOT — IEMOHCTPUPYET OOIITHOCTD pacripenesieHus 1 jokanusanuu TAMKepru-
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YeCKUX HEMPOHOB B MEPEIHEM MO3Ire M CTBOJIE TOJOBHOIO MO3Ta B3POCIbIX KUBOTHBIX
[41]. TTocKONBKY OTpsii MUHOT OTBETBUJICS OT OOINETO 3BOJIIOIMOHHOTO JIpeBa ITO3BO-
HOYHBIX 0K0J10 450—500 MJIH JIeT Ha3aa, oTMedaeMoe CXOICTBO B pacnpeaeicHun TAMK
B MO3re KPYIJIOPOTHIX U MPEACTABUTENEH APYTUX KJIAaCCOB MO3BOHOUHBIX, BKIIIOYAs MJIe-
KOMUTAIOIIMX, O3HAYAeT, YTO B MPOLIECCE BBOJIOLUM ObUI BhIpAaOOTaH KapAWHaIbHBIN
wiaH FTAMKepruueckoit apXuTeKTypbl pa3IWyHbIX OTAEJOB MO3ra, HaUMHasl C CaMbIX
MPUMUTUBHBIX MO3BOHOYHBIX. KpoMe TOro, MO3r MUHOT XapaKTepHU3yeTCsl COBMECTHOI
nokanuzanueit TAMK ¢ apyrumMmu TOpMO3HBIMM MeIMAaTOPaMU, B YACTHOCTH, CEPOTOHM -
HOM serotonin, B mpeaeiaax oqHUX U TeX Xe HelipoHoB [42]. CepoToHuH-TAMKepruue-
CKHue HeHpOHbI UMEIOT 0oJiee IIMPOKOE MPECTABUTENIHLCTBO B MO3Te MUHOT 1O CpaBHE-
HUIO C MO3TOM MJIEKOMHUTAIOIINX, KOTOPOE MOIJIO TMOSIBUTHCS Y TIPUMUTHUBHBIX TO3BO-
HOYHBIX €lle [0 pasfejeHus OOIIero 3BOJIOIMOHHOTO TIYyTU OECUENIOCTHBIX |
4eJI0CTHOPOThIX. KpoMe Toro, momosHuTeNbHAsI coBMecTHas1 jJokanudauuu TAMK u
nodamMuHa B OTOEIBHBIX JoaMIHEepIUIecKuX spax Moara (mpucyrctsue TAMK He me-
Hee, yeM B 25% JIA-UMMYHOpPEaKTUBHBIX HEMPOHOB) CBUACTEIBCTBYET O BO3MOXKHOM O~
HOoBpeMeHHOM BeicBoOOXneHun TAMK u nodpamuna [43]. OueBuaHO, YTO COBIIamalonice
BO BpeMeHMU U Jiokyce BbicBoboxkneHrne TAMK ¢ npyrumMu TOpMO3HBIMU MearaTOpaMu MO -
JKeT MOBBILIATh MOLIHOCTh U 3¢(h(HEeKTUBHOCTh MEXaHM3Ma, 00ECTIeYrBaIIero Meradbo-
JINYECKYIO JEMPECCUIO TTIPU aHOKCHUM.

,Z[JIH TKaHe# Mo3ra BCeX IT03BOHOYHBIX — OT 0€CUYETIOCTHBIX 0 MJICKOIIMTAIOIINX — Xa-

PaKTEepHO BBIpaXXeHHOE CBsi3bIBaHMe paguoiuranaa [CH]TAMK 1 KOHKYpeHTHOro aHTa-
roHucra oukykyinHa ¢ TAMK-penentopamu [44]. BMecTe ¢ TeM TKaHU MO3ra MUKCUH

CBSI3BIBAIOT B /1Ba pa3a 6oble [FH]TAMK, ueM TKaHU CIIe/IyIOLIEro Mo “3BOMIOLIOHHOMY
CTapUIMHCTBY” BUAA — KOJIOYeH akyibl Squalus acanthias [44]. Mo3ar nipencraBuresieit
IPYTUX KJIACCOB TO3BOHOYHBIX CBSI3bIBAJl TPUMEPHO ONMHAKOBOE KOJIUYECTBO
[PH]TAMK, KOTOpO€e COCTaBJISUIO BCErO OT OXHOM TPETH A0 OIHOM YeTBEPTH PETUCTPHU-
pyeMoro y MUKCUH. XoTs KoandectBo TAMK-penienTopoB MUKCHUH COCTAaBJISIIOT BCETO
1/10 oT o6111ero yKciaa peLenTopoB Ha €AMHUILY TKAaHU MO3Ta JIPYrMX MO3BOHOUYHBIX, O/1-
HaKoO YITOMSIHYTbIe pelienTopbl 06JamailoT mpuMepHo B 20 pa3 OOJBIINM CPOACTBOM K
T'AMK. ITocne 06paboTku TKaHei Mo3ra TpuToHOM X-100 (03BOJISIET yaaIsSITh SHIOTEH-
HbIe MOIYIATOPHI apOUHHOCTH pelienTOPOB) Y MUKCUH HAOIIONAJIOCh HAUMEHBIIIee KO-

JIMYECTBO accouuupoBasieiicst ¢ peuentopamu [PTH]TAMK (1OKMHI); BMECTe C TeM y

MpeacTaBUTENIE IPYTrMX TAKCOHOB MMO3BOHOYHbBIX CTEMNEHb CBSI3bIBAHMS [3H]FAMK nom,
neiictBueM TputoHa X-100 yBenmuuBanach ¢ MOBHIIeHeM TakcoHa. [lo-BummMmomy, B
MpOILIECCe SBOJIIOLIMU OECUYETIOCTHBIX B MOJIEKYJIE pelieNTOpa BO3HUK YyBCTBUTEbHBINM K
TputoHy X-100 caifT, KOTOPEII1 CITOCOOCH CYIIeCTBEHHO N3MEHUTh KUHETUYECKHE CBOII-
ctBa TAMK-periennTopoB MUKCUHBI B CTOPOHY MOBBIIIEHUSI X CPOACTBA K JIUTAHITY.

Taxum oOpa3oM, MOXHO IIPEAIIOJIOXUTE, YTO obnagammmnii Kiaccuaeckoit TAMKep-
TMYECKOM CHUCTEMOI MO3T YCTOMYMBBIX K aHOKCUM OECUETIOCTHBIX 3apydaeTcsi CBOe00-
pa3HOI TOTIOJIHUTEIBPHON MOAAEPXKKONH NIPYyrnX TOPMO3HBIX MEAMATOPOB Ha (hoHe IKC-
TpeMaJibHO BbICOKOM adpprHHOCTU TAMK-perienTopoB K Turasmy.

I1. Knacc Xpsmesbie ppiobl (Chondrichthyes), nagorpsan Akyasi (Selachii). Camblie npeB-
HUE TIPEeICTaBUTEIN aKyJl TosiBUIUCH puMepHo 450—420 muH et Ha3zaa. B HacTosiee
BpeMs u3BecTHO OoJjiee 450 BUIOOB aKyJl, KOTOpbIe HACEJSIOT IIPaKTUUECKU BCE MOpPS U
oKeaHbl Ha TyomHax 10 2000 M; mpudyeM OTHeNIbHbIC BUABI CITOCOOHBI XUTh B MPECHOMN
Boae. OCOOEHHOCTBIO aKy/l CUMTAETCSl OTCYTCTBUE XKaOEepPHBIX KPBIIIEK, KOTOPhIE Y PhIO
MO3BOJIAIOT MPOTOHSTH BOMY CKBO3b XKa0pbl. 15T obecriedeHUsT BEHTUIISIIIAN Kaop (IbI-
XaHMST) aKyJIbl BBIHYXKIE€HBI HAXOAUTHCSI B TTOCTOSTHHOM JABUKEHUHU, 3aXBaThIBasi M IMPOKa-
yuBas yepe3 MPUOTKPBITYIO MACTh BOMY, 3aTeM YIaJIsis ee Yepe3 XKabepHbIe IIeJIH.
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DnoJieTHas akyaa (I1a3zyaTtasi 3mojieTHast (3MoJieToBasl) akyJja, Ija3daTasl KoIlaybsl
akyna, Hemiscyllium ocellatum) obutaeT B Bomax IPpMOPEXKHOIO MEIKOBOAbS TPOMUYEC-
ckux prudoB Ha ryouHax 10 50 M, TiepeaBUTasich MPEeUMYIIECTBEHHO C UCITOJIb30BaHEM
TPYIHBIX TUIABHUKOB, KOTOPBIE TTO3BOJISIIOT €if OYKBaJIbHO “moyi3aTh” 1O JHY Ha MaJloit
mrybuHe. B mepuon oTiMBa amosieTHas akyJsia 3a4acTyi0 OKa3bIBaeTCs OTpe3aHa OT OKea-
Ha. [Ip1 HOUHBIX OTJIUBAX 32 CUET AbIXaHUSI KOPAJIJIOB U CBSI3aHHBIX C HUMU OPTaHU3MOB
[O,] MOXeT KpUTUYECKM CHIKATBCS, CO3IaBasi YCIIOBUS TSRKeJoi severe Turnokcuu (5% O,,
yto cooTBeTcTBYeT ~0.34 Mr O,/11) Unu naxe even aHoKCUU rpu Temrmeparype 25—30°C
[45—48]. OueBNIHO, YTO BIOJIETHAS aKyJla MOCTOSTHHO HAXOOUTCSI B pEXXMME €CTECTBEH-
HOTO TMITOKCUYECKOTO MPEKOHIUIIMOHUPOBaHUs (MeTaboimyeckoii agantauuu). [umno-
KCUYECKOe MPEeKOHIUIIMOHUPOBAHUE aKyJIbl TIPeaoIpeaesisieT/o0ecreunBaeT CHUXXEHUE
CKOPOCTH ee MeTaboyim3Ma 1 Kputndeckux 3HaueHuit PO, [46]. Ha done O,-ronomanust
aKyJibl CIIOCOOHBI OTKJIIOYaTh HEKOTOpble (DYHKIMU Mo3ra 6e3 MpU3HAKOB €ro MnoBpe-
KIEeHUS, BKJIIOYasi BO3BMOXHOCTb OTCPOUYKM 3amycka aronrosa [47, 49]. B otiuuue ot
MJIEKOTIUTAIOIIMX, Yepernax U KOCTUCTBIX PbIO TUTTOKCUSI HE BbI3bIBACT YBEJIMYEHUS] MO3-
TOBOT'0 KPOBOTOKA 3MOJIETHON aKyibl. Hanpotus, B ycnoBusix O,-rofoJaHusi CUCTEMHOE
apTepuajbHOE MaBJIEHWE aKyJIbl CHUKAETCST MPpUOaIn3nTeibHO Ha 50% Ha (oHe comyT-
CTBYIOIIUX lLiepeOpabHOI Bazomuiaatauuy 1 opamukapaun [50]. DKcOo3uims 3moJeT-
HOI1 akysbl K 6osee kectkoit runokcuu (0.39 mr O,/71) B TeueHue 3.5 4 HE U3MEHSIET OC-
HOBHBIE TOKa3aTeJ I HeBposorndyecknx ¢pyHkuuii [45]. Peaknust BocctaHoBIIeHUs (pe-
dekc BOCCTAHOBJIEHUST), MO3BOJISIONIAs CKOPPEKTUPOBATh OPUEHTAILIMIO TeJjla aKyJibl
Mpu yTpaTe HOPMAJbHOTO IOJIOXEHUS! (pPaBHOBECHE B OTBET HA T'MIIOKCHIO), BPEMEHHO
Hapylajach TOJIbKO MOCye 4 4 TUTTOKCUY; TP PEOKCUTEHAIIMU pedieKC yaaBaloch BOC-
craHoBUTH B TeueHue 30 MuH. BMecTe ¢ TeM npubnusurenbHo nocie 40 MUH aHOKCUM
(monHoro otcytcTBust O,) 3MOJIETHBIE aKyJIbl MOJHOCTbIO MEPECTABAIM PEArUpPOBaTh Ha
pa3apaxuTeau U yTpauuBald BOCCTAHOBUTENIbHBIN pediieKkc, OMHOBPEMEHHO YCIIeIIHO
coxpansist ypoBeHb AT® B TKaHsax Mo3ra [49]. OTMeuaeTcs, 4YTO IJIsT TAaHHOTO BUIA aKysl
XapakTepHa BbIpak€HHasl TpalyupoBaHHasl peakiiisl Ha TMIIOKCUIO, KOTopas Tpearoia-
raeT CylIeCTBEHHOE MOBLIILIEHUE YPOBHS aHa3poOHOro Metadbonusma [45]. OnHoBpeMeH-
HO cHuxkeHue PO, conpoBoxnaercs: 3.5-KpaTHbIM yBEJIMYEHUEM YPOBHS alleHO3MHA B
moare akyibl [49]. OOBIYHO y YyCTOWYMBBIX K TUTIOKCUN/aHOKCUU BUJOB BBICOKUI YpO-
BEHb a/ICHO3MHA BBICTYNAET TPUTTEPOM OTKIIIOYEHHS SHEPTro3aTPATHBIX KJIETOYHBIX MTPO-
1eccos [51], peryJiupyeTr CKOpOoCTb ITTUKOJIM3a, CTUMYJIUPYET MO3TOBOM KPOBOTOK 1 MHM -
AMPYET 3aIlyCK MeXaHM3Ma MeTabonndueckoil aenpeccuu [12, 52, 53]. beiio nmokasaHo,
YTO IIPU HOPMOKCHU TIepdy3aT ¢ aIcHO3UHOM YBEJIMUUBAET CKOPOCTb KPOBOTOKA B MO3Te
aKyJibl, OMHAKO TIPY TUITOKCUYECKON apTepuajbHON T'MIMOTEH3UU aHTaTOHUCT alcHO3M-
HOBBIX PELIENTOPOB aMUHOMUJUTMH HE CMOT 0Ka3aTh 3aMETHOTO BIIUSTHUS Ha TTOIAEPXKKY
Mo3roBoro kKpoBooopameHus [50]. [To-BuauMoMy, B oT/iMune OT OOJBIIMHCTBA APYTHX
TO3BOHOYHBIX JKUBOTHBIX, aICHO3WH HE UTPAET 3aMETHOI POJIM B MEXaHU3MaX 'MIIOKCH-
YyecKoii liepeOopabHOI Ba3oauIaTallMK 3MOJIETHOM aKyJIbl.

I1pu runokcuun/anokcuu o61uii yposeHb TAMK B Mo3re akysbl ocTaeTcs ipakTuie-
CKU HeM3MeHHEIM [54, 55]; BMecTe ¢ TeM B peruoHanbHOM pactnpeneieanu TAMK mpo-
HMCXOISIT 3HAYUTeNbHbEIe ciBUTU. bruto mokasano, uyto [[AMK] 3aMeTHO moBhbIIIaIachk B
NIBUTATEJbHBIX SIApaxX U B OTAEIbHBIX CEHCOPHBIX siApax (IBUTATeIbHOE SIAPO X YepermHO-
MO3TOBOTO HEPBa, rpeOeHb MO3XkKeuKa, HUKHEe SIIPO OJIUBbI, HUXKHEE PETUKYJISIPHOE ST~
PO, MeIUabHBINM MPOIOJIbHBIN My4OK), OMHOBPEMEHHO OCTaBasiCh MPAKTUYECKU Ha T10-
CTOSTHHOM YPOBHE B 00€CTeUnBaloINX Peaklnio HACTOPOXKEHHOCTH CEHCOPHBIX siIpax
[1, 12]. JJokammzaumsa TAMK B TKaHSIX TOYHO COOTBETCTBOBAJIA CHIDKEHHOI aKTUBHOCTU
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LIMTOXPOMOKCH/IAa3bl, YTO CBSA3BIBAIOT C MaACHUEM MHTEHCUBHOCTH MeTab0JIM3Ma HEMpo-
HOB [12, 48].

Tunokcuyeckoe MPeKOHAULIMOHUPOBAHUE BTOJETHOM aKyJibl HE TOJBKO CITIOCOOCTBY-
eT 3HaunuTenbHOMY yBeanmdeHuio [[AMK], Ho u miotHocTH pacnpenencHust TAMK-pe-
LIENITOPOB B OTIEIbHBIX CTPYKTYypax Mo3ra [12], B yacTHOCTH, B Mo3xkeuke [54, 55]. To-
BUIMMOMY, TAaKO€ COYeTaHMe yBeImdeHMs KonmdecTBa 1 apdmaHocT [AMK -perreriro-
POB IOJIKHO CHMXKATh BEPOSITHOCTh BOBHUKHOBEHUS (pUKCALIMM TTOTEHIIMAa MO0 TH-
Teproisipu3aliuy MeMOpaHbl HEMPOHOB, YTO 0OECIEYNBAET 3HAUMTETbHYIO 9KOHOMUIO
sHeprum [12], a Takke peaqn3yeT 3allUTHYIO (GYHKIIMIO TIPU peOKCUTEeHAIMU Ha (GOoHe
MeHbIIero BeicBoboxmeHus TAMK [55]. Kpome Toro, oka3anaoch, 9TO aKysabl SIBISIOTCS
€IMHCTBEHHBIMU TTO3BOHOYHBIMU XKUBOTHbIMU, TAMK(A)-petienTopbl KOTOPHIX 00J1a-
naroT cneuuduieckoi cyobennHUIe ¢ OeH30IMa3EMMH-CBI3bIBAIOIIMM YYaCTKOM Me-
Hee 53 x/la [56]. OueBuaHo, TAMK(A)-penenTopsl IIaCTUHYATOXKAOEPHBIX CTPYKTYPHO
ommyaoTcst oT TAMK(A)-penenTopoB Ipyrux ITO3BOHOYHBIX, BKJIIOYAST YTPATHUBIIMX
TaKkylo cyObemUHUILY KOCTUCTBIX pbl0. KpoMe Toro, rutoTHocTh pacnpenenenus TAMK-
peuenTopoB Ha MeMOpaHe HEPBHBIX KJIETOK MO3XeUKa 3TO0JIETHON aKyJibl TPUMEPHO B
3 pasa BhbIllIE, UeM Y aKyJIbl — MOPCKOI co0aku (0OBIKHOBEHHAsI KOIIaybsl aKyJia, MEJIKO-
MSATHUCTAs Kollaubsl akyna, Scyliorhinus canicula) [55], nist Kotopoit kputuueckasi [O,]
COCTaBJISIET MPUOIU3UTENBHO 4.5 MT/11. BepossTHO, UMEHHO TakKasi BbICOKAsl TIJIOTHOCTh
anmnapata TAMK-penienTopoB Mo3:xxeuKa 3M0JEeTHOU aKyJibl OnpenesieT yIIOMUHaBIILY -
10CsI BBIIIIE YTPATy paBHOBECHUSI Tejla TPU aHOKCUY Ha (hoHE BLICBOOOXKIAEHUS MeaUaTopa.

IMpu runokcuu/aHokcuu udMeHeHue 6ananca Mexay TAMK- u mmyramaTepruyecku-
MU CUCTEMaMU MOXET CIYKUTh 00eCTIeUeHUI0 MEeTabOIMIECKOM AETIPECCUU B OTAETbHBIX
obJtacTsx Mo3ra 3MoJieTHOM akyisl [1]. B To xxe BpeMs mipenroaraeTcs, 4To COXpaHso-
LIUIACST aOCOMIOTHBINM YPOBEHb IIyTaMaTa HeoOXOIMM ISl BOCCTAHOBJIEHUSI aKTUBHOCTH
HEeUpOHOB Ipu peokcureHauu [1, 12].

TakuM obpa3zoM, MOXHO 3aKJIIOYUTH, YTO, B TO BpeMsl KaK BCE M3BECTHBIE Ha CEro-
MHSUIHWI IeHb YCTOMYMBBIE K TUTIOKCUU U aHOKCUY BUbI TO3BOHOYHBIX PEarupyoT Ha
Hu3kuit ypoBeHb O, mnoBbilieHUeM ypoBeHsi TAMK B moasre, ¢uoreHetnuecku “crapast”
9MOJIeTHasl aKyjia MCIMOJIb3yeT ajlbTepPHATUBHBIN, “aIpecHBbIi” TOPMO3HBIM MeEXaHU3M
IJISI COXpaHEHUsI SHEPruu B sapax Mo3ra [55]. HeliponpoTeKTopHbIe MEXaHU3MBbI aKyjl B
BUIE U3MEHEeHUsI pernoHanbHoro pacrnpeneneHus: TAMK cnocoGceTByeT 3amure oT mo-
BPEXIEHUS] KU3HEHHO BaXHBIX obyacteil Mo3ra npu O,-roJofaHuMM U MOCIEAYIOLIEei
peokcureHauuu [12].

ITI. Knacc KoctHbie poiobl (Osteichthyes), ungpakiacc Koctucroie poiobl (Teleostei).
OobuTaresiv COJEHbIX U MPECHBIX BOJIOEMOB, KOCTHbBIE PbIObI, MTPOU3OLIIN OT XPSIIEBBIX
PBIO M COCTABJISIFOT CaMblii MHOTOYMCJIEHHBIN TTO BUIAM KJIACC TIO3BOHOUYHBIX SKUBOTHBIX
(moutu 30000 BuaoB). KOCTHEIX pBIO pa3fesssioT Ha KOCTHO-XPSIIEBbIX, ABOSKOIbIIIA-
IIUX, KUCTETEPBhIX U KOCTUCTHIX; K TTOCIENHUM OTHOCUTCS OOJBIIMHCTBO COBPEMEHHBIX
pb10. KocTucThie phIObI COCTABISIOT 3BOJIOLIMOHHYIO TPYIITy, MTOSIBUBIIYIOCS OKOJO 435
MJTH JIET Ha3a/l.

Mo3r KOCTUCTBIX pbI0 UMEET CXOAHYIO C MO3IOM MJIEKOIMUTAIOIIMX YAEIbHYIO CKO-
pocTb MeTabosmama [57], a oTaenbHbIe BUIBI PhIO 00Iadal0T TaKOM e BBICOKOI cTerie-
HbIO YYBCTBUTEIBHOCTM K aHOKCHUHM, KOTOpasi XapakTepHa JJisl BBICIIUX MO3BOHOYHBIX.
Tak, MogO6GHO MO3TY MJICKOITUTAIOIIUX, IO/ BO3ACHCTBUEM aHOKCUU MO3T dopenu (On-
corhynchus mykiss) 1OCTaTOYHO OBICTPO YyTpauMBaeT MOHHBIM rOMEOCTa3 U MacCOBO BBI-
CcBOOOXMaeT obJiamaroluii SKCIUTOTOKCUUYecKUM 3ddexkToM ryramar [58]. Bmecre ¢
TE€M B OJIMYME OT KpaiiHe YyBCTBUTENbHBIX K O,-rojioaaHuio BuaoB Teleostei CylLecTBYIOT psif,
MpeAcTaBUTENIEN 3TOTO TAKCOHA, AEMOHCTPUPYIOIINX PEKOPIHYIO MEPEHOCUMOCTh TUIO-
kcuu/aHokcuu (kapacb Carassius carassius, 3o10Tast pbloka Carassius auratus, Topyak
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Rhodeus sericeus) [59—62]. OnyH U3 YHUKAJBHBIX TPUCTOCOOUTETBHBIX MEXaHU3MOB Ta-
KUX YCTOMYMBBIX BUIOB MTO3BOJISIET UM TIPU HemocTaTke O, U30aBISIThCS OT TIPOIYKTOB
aHa’POOHOTO MIMKOJIN3a, YTO CBI3aHO C 9K30TUIECKOM CITOCOOGHOCTHIO MBIIIIEYHOM TKa-
HU TIpeBpallaTh KOHEYHBI MPOAYKT aHAa3pOOHOro pacrnanga IIOKO3bl JIAKTaT B 3TAHOJI
[59—61]. B ycnoBusix aHOKCUM BCe TKaHU PBIO, BKITIOYAst MO3T, IIPOU3BOMSIT JaKTaT, KO-
TOPBI TPAHCIIOPTUPYETCS C KPOBBIO K MbITIIaM. M3 MBI 06pa3oBaBIIniics U3 IaKTaTa
9TaHOJ BEICBOOOXKIAETCST 00paTHO B KPOBB, TPAHCITIOPTHUPYETCS K KabpaM, KOTOPBIE IKC-
KPETUPYIOT €ro U3 opraHusma peid. B ycinoBusix aHokcuu olliiee coaepkaHre 3TaHoa B
KPOBM YCTOMYMBBLIX BUIIOB HE MOTHMMAETCS BBIIE CTAOMIBHOTO YpoBHA ~10 MM, 4TO
MO3BOJIIET N36eKaTh MOAABIEHNST aKTUBHOCTH HEPBHBIX KJIETOK [63]. Takoe ycTpoiicTBO
MeTaboan3Ma obGecrneunBaeT BbDKUBaHUE TPU JUIMTEIbHON aHOKCHHU 0e3 HaKOIICHUS
JlaKTaTta u Mocyeayloero aluno3a.

Kocrtucteie ppiobl mMeroT xopoio pa3Butyio TAMKepruueckyio cucrtemy Moasra.
Okcnpeccuss TAMK omHOBpeMeHHO ¢ KaTexoJlaMUHAMU U CEPOTOHMHOM OTMEYaeTcst
yXe B IMIEPBUYHBIX NOMNYJISLUSIX KICTOK HelipoMepoB Mo3ra aMoOpuoHoB [64]. B IHC
aMOpuoHOB Danio rerio TAMK npucyTCTBYeT B siipax KOHEUHOTO MO3Ta, BEHTPaJIbHOI
YaCTU HPOMEXYTOYHOIO U cpeaHeM mo3are [65]. [To Mmepe pa3BuTusi 5SMOpUOHA KOJIMYE-
c¢tBo0 TAMK-MMMYHOPEaKTUBHBIX HEMPOHOB MMOCTEIIEHHO HapacTaeT [66], 4To yKa3bl-
BaeT Ha onpeneaeHHyIo pojib TAMK B kauecTBe HelipoTpodudyeckoro ¢pakropa, npem-
moJjlaraeT ee ydyacTue B CMHamnToreHese u auddepeHIIMpoBKe HEPOHOB Ha paHHUX
cTaausiXx pa3sBuTus pbid [67, 68]. B ronoBHOM Mo3re B3pocibix ocobeit D. rerio TAMK-
nMMyHopeakTuBHble KieTKu (GABA-IR) npucyTcTBylOT B OOOHSITEILHOM JIYKOBUIIE,
KOHEUYHOM MO3Te, TeKTyMe u rumnotaiamyce [65]. Cnekrtp pacnpeneienus MPHK
cyobenuuull TAMK(A)-penenTopoB 1Mo OTAEAbHBIM KOMIIAPTMEHTaM TIPUIAET CXOM-
cTBO MO3Ty D. rerio ¢ mo3roM miekonutawinux [22]. Kpome Toro, y D. rerio OblIn
UIeHTUDUIIMPOBaHBI TpU M30MOPMHBI TMyTamataekapookcunas (GAD), nBe u3 KoTo-
pbix — gadla u gad1b — HanoMuHaioT GAD67 TAMKepruueckux HEiipOHOB MJICKOTIM -
Talomux, TpeThst — gad2 — romosiornaHa GADG65, TOKaIM30BaHHOM B HEPBHBIX TEPMHU -
HaJIsIX BBICIIUX MTO3BOHOYHBIX [22]. B Mo3re Carassius auratus TAMK pacnpenensiercs
Mo KOMITAapTMEHTAM MO3Ta CXOIHBIM 00pa3oM M Haubojee MIOTHO CKaIIMBAaeTCs Mo
ero cpenHeit auHuu [69]. Illupokoe npencraBureabctBo TAMKepruyeckux HeiipoHOB
B pa3HbIX siapax mosra Teleostei ykassiBaeT Ha 3HaunMocTh [AMK kak ogHOTrOo u3 oc-
HOBHBIX TPAHCMUTTEPOB M Mpearoaraer noaodue opraHuU3aluu MeIUaTOPHBIX CHU-
CTeM KOCTHUCTBIX PbIO U BBICIIIMX TO3BOHOUYHBIX XXUBOTHBIX.

AHOKCHSI CTIOCOOHA OTHOBPEMEHHO BO3NENCTBOBaTh HA pa3Hble MEAUATOPHBIE CUCTEMBbI
(Bxmouass TAMKepruaeckyio cucremy) Mo3ra pblO, OTIMYAIONINXCS METa0OIMIECKOMN
crpaterueil BbkuBaHus [10]. 3oyoTast ppioka oObeAMHSIET TTpeoOpa3oBaHUe JaKTaTa B
3TAaHOJI C METabOJIMIECKOI1 nerpeccueil (rurmomeradbonnim), Tuwissnuss Oreochromis mos-
sambicus couyeTaeT aHa3pOOHBI NIMKOIM3 C TUIIOMeTaboIM3MOM, a kapn Cyprinus carpio
WCITOJIb3yeT MHTEHCUBHbII aHA3POOHBIN TIIMKOINU3 AJIs1 MTPOM3BOACTBA 9Heprum. st 30-
JIOTOI pHIOKU OBLT OMpeieSieH §-4acOBOM MepUO IKCITO3ULIUU. JJIUTETbHOCTh HAXOX e~
HUS B YCJIOBUSIX aHOKCUM JJIs1 TUJIATIMUY U Kapra Oblia BBIOpaHa 10 MOMEHTA yTpaThl paB-
HOBECUsSI U MPOSIBJICHUST peakuuu u3deranus (2 4 mist Tuiaanuu, 30 MUH — JIJIsl Kapra).
[IpumeuarenbHO, YTO MATTEPH CONEPXKAHUS AMUHOKUCIIOT B MO3re pbIO HanboJiee cylie-
CTBEHHO U3MEHSIJICSI UMEHHO Y TOJIEPAHTHBIX K aHOKCHUM 30JI0ThIX pbIOOK [10]: ypoBeHb
mIyTamara, IIyTaMWHa CHIDKAJICSA, a KOHIIEHTpanus IuinHa, ajdanmHa, TAMK (xHa
48.8%), cepuHa TIOBBIIIATAch. TUIANMUs XapaKTepU30Bajach MPOMEXYTOUHBIM TUIIOM
peakiiuu, TpU KOTOPOi MJOCTOBEPHO BO3pACTaO COAEpKaHWE IMUIMHA, aJlaHWHA,
TAMK (Ha 27%), cepuna [10]. B Mo3re HeyCTOMYMBOIO K aHOKCUM Kaplia U3BMEHEHUS
KOHIIEHTPAIUM aMUHOKUCIIOT ObLTM MUHUMAJIBHBI 32 UCKJIIOUEHUEM MTOHUKEHUS YPOB-
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Hs miyTamuHa glutamine. O4yeBUIHO, HE3aBUCUMO OT M30MpaeMoil MeTaboJM4ecKoit
CTpaTeruy BbIKUBAHUSI YCTOMUYMBOCTh MO3ra K T'MIIOKCUM/aHOKCUY MOIIEPXKUBACTCS B
nepByto ouepenb TAMKepruueckoii cucremMoii.

O,-rojonaHue Ha MPOTSIXKEHUM 5 4 KpaifHe ycToituuBoro kapacst Carassius carassius
MPUBOAWIN K YABOEHUIO KonyecTBa BhicBoboxXmaeMoii TAMK B koHeuHom mosre [70].
I1pu Gosee mIMTENBHOI aHOKCHUU (B TeUeHHE IpUMepHO nByX Henenb) [[AMK] rmpomo-
>Kajla HapacTaTh M yBeJIUYMBaJach NPUOIM3UTENBHO B 5 pa3 [71, 72]. Bbbuio ycTaHOBJIEHO,
gro u3meHenune [TAMK] monBep:keHO 3HAYUTEILHOM MHONBUIYaJIbHOM BapuabeIbHO-
CTH, YTO MOXXET YKa3blBaTb Ha y4acTHE 3TOrO MeIuaTropa B MeXaHM3MaX OUYeHb TOHKOIt
HACTpOMKM TTomaBiieHus anekTpudeckoit aktuBHocT! LIHC mpm anokcum [70]. Kpome
TOTrO, MOTEHIMAJIbHbIE BO3MOXHOCTU O0BEMOB BhICBOOOXIeHUsI [TAMK 3HauuTeaIbHO
TMpEBBIIIATIA TaKOBbIE ISl TiIyTaMarta. Jlernonspusanus TKaHeit Mo3ra myTeM nepdy3uu
pactBopoM Punrepa c Broicokoit [K'| compoBoxnanach yBeIMueHHEM BHEKJIETOUHOTO
ypoBHs1 TAMK B 14 pa3, B To BpeMsI KaK KOJIMYECTBO ITyTaMaTa B 3aJaHHBIX YCIIOBUSIX
enBa ynBauBayioch [70]. CooTHouleHue KoaudyecTBa riayramata 1 TAMK cBunerenbcTBy-
€T O CITOCOOHOCTM MO3Ta Kapacsl u3beratb BLICBOOOXIEHHS TIyTaMaTa B “3KCIIUTOTOK-
cu4YecKoM KoimuecTBe”. MHrmOupoBaHMe INIMKOJIM3a B KOHEYHOM MO3re Kapacs mpu
BBeneHnM iomoarietata (IAA) 3acTaBUIO HE TOJIBKO CTPEMUTELHO CHU3UTDH YPOBEHb, HO
M obecrieunsio ObIcTpoe MaccupoBaHHoe BhicBoOoxneHne TAMK (10-kpaTHoe yBeauue-
Hue yepe3 30 MUH) OTHOCUTEIBbHO DiyTaMaTa (B 3 pa3a yepes 2 u) [70]. [TonydyeHHBIE pe-
3yJIbTaThl CBUIETENBCTBYIOT O COMPSIKEHUM Pa3BUBAIOIETOCS TP TMITOKCUN,/aHOKCHUM
nedulMTa 3HEPTUM CO 3HAYUTENbHBIM BhiOpocoM TAMK, uTo obGecrieunBaeT qOCTATOY-
HO CUJIbHOE YTHETEHUE DJIEKTPUYECKON aKTUBHOCTU HEMPOHOB U MO3BOJISIET BOCCTAHO-
BUTb ypoBeHb ATD.

IIpu nedpunure O, AMHAMUKA BBICBOOOXIEHMS M KOJIWYECTBO BBICBOOOXKIAEMBIX
MeANaTOPOB CYIIECTBEHHO Pa3invaloTcs Y BUAOB PbIO ¢ pa3HOU CTENeHbIO YCTOWUMBO-
CTH K TUIIOKCUM/aHOKCUU. B Mo3re HeycToitunBoii hopenu Oncorhynchus mykiss BbIXOI,
mIyTaMara TipeaiiecTBoBai BeicBoOokaAeHUI0 TAMK, HauuHasich depe3 45—60 MuH
aHOKCHUU, B TO BpeMsl Kak ypoBeHb [AMK He noBbiiancs 1o 90—105 MUH 3KIo3uLiuu
[58]. ¥V kapacs aHOKcuS 3aryckajia o0paTHYO TUHAMUKY COOBITUI B BUIIE CYIIECTBEH-
Horo yBeaudyeHus: BHekJieTouHoit TAMK B TeueHue mepBbix 30 MUH aHOKCUHM, B TO
BpeMs Kak TIJyTaMaT ellle He AOCTUTraeT CTaTMCTUYEeCKW 3HAUYMMOTO TTOBBILICHUS
BIJIOTh 00 90-i1 MuH O,-ronoganus [70]. Ilo-BuaMMOMy, TOJIEpAHTHBIE BUIbBI PbIO
CIOCOOHBI OTCPOYUTH U OTPAaHUYUTh BBIXOJ INlyTamara J0 TOTO MOMEHTa, Korga OyaeT
peann3oBaH HAKOTIUTEIbHbBII HEPOTIIPOTEKTOPHBII 3PDEKT OBICTPOro MU MACCUPOBAH-
Horo BbicBoOOXneHust TAMK.

IV. Knacc 3emuoBoanbie (Amphibia): oTpsia 6ecXBOCTBIX 3eMHOBOAHBIX (Anura), cemeii-
ctBo JIsarymkoBbie (Ranidae). AMbu6un nosssunuck 6osee 370 MITH JIeT Ha3al U CYMTAIOT-
Csl MIEPEeXOMHOI SBOJIOLMOHHON CcTaauell MeXIy pbloaMu U penTtuaussMu. IlomoGHO
TMPECHOBOIHBIM UeperiaxaM U KapacsiM, 3UMYIOIIIME JISATYIIIKHA CTaJIKMBAIOTCS C TSKEJIOi
TUINOKCUEl/aHOKCHUE TIPY 3UMOBKE B TTOKPBITHIX JILAOM Ipynax u ozepax [73]. ITomara-
10T [74—76], uTO OTAENbHBIE BUIBI JsATYIIEeK (Rana temporaria, Rana pipiens) obiaamnaioT
MPOMEXYTOUHOI CTEMEeHbIO YYBCTBUTEIBHOCTU K aHOKCUU MEXIY YYBCTBUTEIHLHOCTHIO
MJIEKOTIUTAIONIMX U TOJIEPAHTHOCTBIO K aHOKCUHU Yepenax 1 Kapacs. CeBepoaMepuKaH-
cKas JieonaproBasi Jisrylika Rana pipiens BpeMsi OT BpDEMEHU “HbIpSIET” B JiUlIeHHbIE O,
CJIOM BOJABI OT XMIITHUKOB M BBIIEPXKMBAET AHOKCHUIO B TeUeHUE HECKOJBKUX JHEM Mpu 3—
5°C [74]. EBpomneiickasi oObIKHOBEHHasI JisITylliKa Rana temporaria IeMOHCTPUPYET aHa-
JIOTUYHYIO CTeNEHb YyCTOMUUBOCTHU K O,-rononanuio [75]. Mo3ar R. femporaria v R. pipiens
cnocoOeH nepexuThb 4—5 4 B orcyrcTBue O, Npy KOMHATHOM TeMnepatype [74, 77] v Bbl-



410 KOJIECHHUKOBA

nepxathb He MeHee 30 u aHokcuu rpu 5°C [76]. TIpu rurmokcumn/aHoKCUH pedIeKChl 3eM-
HOBOJHBIX MTOCTETIEHHO YTPAuUBAIOTCS, CITYCTSI HEKOTOPOE BPEMSI Pa3BUBAETCSI COCTOSI-
HUe TIoJIHOro napanuya [75].

B ycnoBusix anokeun (100% N,) npyu KomMHaTHO# Temnieparype conepxxanve AT® B
MO3Te JISITYIIEK CHIXKAeTCs OJOCTaTOYHO MEIUICHHO B TedeHue mpumepHo 3 4 [73, 77].
ITpu Hu3kom copepxanuu O, (PO, Bogsr 30—60 MM PT. CT.) JISTYIIKA MOTYT TTOAEPKATh

onpeaeneHHbI ypoeHb AT® no 16 Henenb [74, 77]. Pa3BuBaoleecs: mpyu aHOKCUU Ma-
nenve [AT®] no 35% oT HOPMOKCHYECKOTO YPOBHSI HAapylllaeT MOHHBII TOMeocTa3, KO-

roa KoHueHTpauusi BHekaeTouHoro K+ ([K*],) HauuHaer nocreneHHo HapacTaThb [77].

B nanbHeitem MennenHoe ysennuenue [K*], nmpusoaut K erie 60mbiiemMy €ro noBbiie-
HUIO C HOCJIEeOyIOINUM BbeICBOOOXAeHeM Tmyramata 1 TAMK. Takum obpa3om, “men-
JIEHHAasl CMepPTh MO3ra JIATYIIKKU” TIpU aHOKCcuM (slow death of the anoxic frog brain) Hane-
JIeHa BCEMM TIpU3HAKaMM OCTPOI DHEPreTMYeCcKO HeAOCTaTOYHOCTH, KOTOpasl Xapak-
TepHa MJisi MJIEKOMUTAIOIIMX, HO pa3BopauuBaeTcs B Oojiee NIUTEILHOM BPEMEHHOM
macmrabe [73, 77].

Komnarnc ypoBHst AT® B Mo3re JISITYIIEK ITOXOX Ha 00Jiee ObICTPYIO peaKIIMIo MJICKO-
nuTatomux [78], omHaKO CYIIeCTBEHHO OTJIWYAeTCsl OT IMPOIECCOB alalnTUPOBAHHBIX K
aHOKCHMU XUBOTHBIX, KOTOpbIe MoaaepXkuBaioT [AT@®] B Mo3re Ha MPOTSKEHUU MHOTHUX
yacos [9]. [Ipumepno Ha 100-it MuH O,-rosogaHus B MO3re JISITYLIEK HaYWHAeT Hapac-
TaTh KOHIEHTpAIMs aleHO3MHA (M03IHee BHICBOOOXIEHNE aflcHO3MHA), YTO, BEPOSITHO,
SIBJISIETCSI PE3YJIbTATOM pacrana BHYTPUKIETOUHBbIX 3amacoB AT®d u paccmaTpuBaetcs
KaK TaToJIoThYeckKoe COObITHE, CBSI3aHHOE C dHepreTudyeckum coboem [74]. B cBoto oue-
penb, ocie uctolieHus 3anacoB AT® noBbIlIIeHe BHEKJIETOYHOTO YPOBHS TlyTaMara u
I'AMK He npoucxoaut enie B TeueHue 1—2 9 [74]. Takoro poma peakiivsi COBEpPIIIEHHO He
MoxXoXa Ha MpOoLIecChl, HAOII0JaeMble Y IPYTUX MO3BOHOYHBIX HE3ABUCUMO OT CTEMEHU
ux ycroiumBocTu. CreayeT HallOMHUTb, YTO XapaKTePHBIN NJI1 HEYCTOMYMBBIX BUJIOB
9HEPreTUYECKUi cO0il MPUBOMUT K TOCTATOUYHO OBICTPOMY HEKOHTPOJIUPYEMOMY U HEei -
POTOKCHUUYECKOMY BHICBOOOXKICHUIO BO30OYXKIAIOIINX aMUHOKHUCIIOT.

CIocoGHOCTh MO3Ta JIATYIIIKY TTepeHOCUTDh yTpaty AT® sBiseTcst BecbMa MHTPUTYIO-
UM (akTOM, TTOCKOJBKY 3alllUTa 3HEPreTUYeCKOro CTaTyca CYMUTAETCsS JTOCTaTOYHO
BaXXHBIM MOMEHTOM BBDKMBaHMS HeMpoHOB. OYeBUIHO, dHEpreTUUYecKuii c60it Mo3sra
caM 110 cebe He sBisieTcsl (haTaibHbIM COOBITUEM TSI 3TUX 36MHOBOIHBIX. OCOOEHHOCTH
GYHKLMOHUPOBaHUS MO3ra amGuoOuii mokaseiBaior, yto norepss AT® u rubenp Heitpo-
HOB MOTYT OBITh HE HACTOJIBKO TECHO B3aMMOCBSI3aHbI MEXIY COOOM, KaK 3TO IPUHSITO
cuutars [74].

IT'AMKepruyeckasi cuctema Mmo3ra ampuoMii XxapaKTepru3yeTcsl 10CTaTOYHO XOPOIIUM
pa3BUTHEM U OJIM3KUM MOA0OMEM YEPT, MPUCYIIUX MJleKonuTaromuM [79]. B mo3sre ms-
T'yILIEK aHOKCHSI COTTPOBOXKIAETCST YBEJIMUEHUEM COIECPKAHMSI LIEJIOr0 psifa aMUHOKUCIIOT —
cepuHa, IuiMHAa, anaHnHa 1 TAMK, 4To neMoHCTpupyIOT ToaepaHTHBIC BUAbL. CiaenyeT
MPU3HATh, YTO COJEpKaHUE IIyTaMWHA, TaypuHa M IIyTaMaTa He BO3pacTaeT B TOM XKe
Mepe, YTO Yy ICTUHHBIX (aKyJIbTaTUBHLIX aHa3po0oB [80]. Beuto moka3ano, uyto [[AMK]
Bo3pactasia Ha 45% Tmocie mepBoro yaca u elle 6ojee CylecCTBEHHO MOBBIIIANAcCh 10
302 + 78% 1o ucTedeHUH 4-10 4 aHOKCUU, TOCTUTAsT CaMOTO BBICOKOTO MoKa3aTelisl cpe-
nu apyrux MmenuatopoB [80]. OueBUIHO, YTO B MO3re aMmpuOuii KOHIIEHTPALIMX BHEKJIE-
TouHblX TAMK U myramara HaUMHAIOT YBEJIMYUBATBCS JOCTATOYHO 1Mo3mgHO [74]. [1pu-
MeydaTeIbHO, UTO Y JisAryiiiek nopbiieHue [[AMK] 6b110 oueHb Majio/HEe3HAYUTEIBbHO 110
cpaBHEHUIO ¢ 90-KpaTHBIM YBEJIMYEHMEM KOJIMYECTBA MeaUaTOpa B MO3Te YCTOMYMBBIX
BHUIOB 4yeperax rmocie 6 4 anokcuu [17]. TIpu conocTaBieHMN KOHLIEHTpALKil MearaTopa
B pa3HbIX TakcoHax 1leHHOCTh [AMK B KauecTBe TOpMO3HOTO HEMPOTPAaHCMUTTEpA LIS
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MO3ra JISTYIIKU MOXET ObITh TEM CllydaeM, KOTOPBI OMUCHIBAETCS BBIpAXKEHUEM “cauul-
Kom mano, caumkom no3ono” (a case of ‘too little, too late’). Kak 1 y MiaeKonuTamImmx npu
aHOKCHUHM, HauOoablIMii MpupocT BHekIeTouHO [[AMK] 3eMHOBOmHBIX OTMedaeTcs
nocjie OeToJisipu3alii KJIIETOYHBIX MeMOpaH [74], 4TO SBIsIETCsS CKOpee IaTOoJIorhde-
CKoOIi peakiiueii. BMecTe ¢ TeM BbICBOOOXAEHKE OOIBIIOTO 00beMa TOPMO3HBIX COeTMHE -
HUIl OMHOBPEMEHHO C 3KIIMTOTOKCUYECKMMM areHTaMM MOXKET TIPENCTaBIsATh COOO
cnelUYHbBII 3alUTHBIA MeXaHU3M, MPOTUBOACHCTBYOIINI 3G eKTy M30bITKA BO3-
OyXmaroImmx aMIHOKUCIOT [81]. Takue 3almuTHBEIE MEXaHM3MEI CpadaTEIBAIOT Ha paHHEM
stane O,-rosionaHust U GYHKLMOHUPYIOT 00J€e MHTEHCUBHO Y YCTOHYMBBIX K THUIIO-
KCUM/aHOKCUM opraHu3MoB [80]. OueBuIHO, 4YTO Ha (hOHE 3aMETHOIO MPUPOCTA BHEKJIC-
TOUYHBIX KOHIIEHTpaluii acraprara, TaypuHa 1 TAMK oTHocuTenbHbIi ypOBEHb ITyTa-
Mara cHuxaetcs. [lonnepkaHue CpaBHUTEIbHO HU3KOI'O YPOBHSI BHEKJIETOYHOTO IJTyTa-
MaTa TIpU aHOKCHM/UIIIEMWN COCTaBJISIeT HauOoJiee CYIIECTBEHHOE pa3inyue MeEXIy
MO3TOM JISITYIIKU 1 M0o3roM MJjekonuTaroiux [80]. KpoMe Toro, B Te4eHME HECKOJIBKUX
9acoB “MeICHHOM CMePTH”’ MO3ra JISITYIIKHM IIPpU aHOKCHHU ObUIO HalimeHo 12-KpaTtHoe
YBEJIMYEHNE BHEKJIIETOYHOIO YpOBHSI Ho(amMuHA, YTO TaKXKe OTIU4Yaiio R. pipiens oT
YCTOMYMBBIX K aHOKCHUH IT03BOHOYHEIX [80]. [To-Bumnmomy, TAMK MoxeT GyHKIIMOHM-
poBaTh KakK “moO6pocoBecTHHIN” /bona fide KO-TpaHCMUTTEP B MOHOAMMHEPTUYECKUX (B
YJaCcTHOCTH, TopaMUHEPrudecKmnx) HeiipoHax [82].

[ToMMMO CHMXKEHHMSI CKOPOCTH MeTaboim3Ma Ha (poHe MeyIeHHOM yTpatsl 1yjia AT®
W AVICCUTIALIMM MOHHOTO rpaaveHTa [30], omHUM U3 MEXaHU3MOB, OOBSICHSIOLIUX CITO-
COOHOCTh JIATYIIEK TEePEHOCUTh 3HEPreTUYECKYK HEIOCTATOYHOCTb MO3ra, MOXKET
OBITh 3a/1ep>kKKa BBICBOOOXKAEHMST BO30YKAAIOIIMX aMUHOKHCIIOT, YTO MPEIiojaraeT MHyIO
MOC/IeN0BaTeIbHOCTh COOBITUIT BO BpeMs M IIOCJIE CaMOT0 HepreThudeckoro coos [74].
Bo3MOXHO, 4TO B aHOKCUYECKOM MO3Te JISTYIIKA AEMOoJIsIpU3alus MeMOpaH HEPBHBIX
KJIETOK JIN0OO 3a7epKMBaeTCsI Ha CPOK 110 2 4 mociie ucrtoumeHuss ATD, 1160 BLICBOOOXK-
eHre BO30yXIaloINX aMUHOKMCIIOT TTPOUCXOAUT 3HAYUTENIBHO TO3Xe AEINosipu3a-
uuu [74].

V. Knacc Ilpecmbikaomuecs (Reptilia), orpan Yepenaxu (Testudines). Uepenaxu —
OJIMH U3 YEThIPEX COBPEMEHHBIX OTPSIOB MPECMBIKAIOIIUXCS, KOTOPhIE CYILIECTBYIOT Ha
npotrsckeHun 250 MmwummoHoB yieT. OTpsia BKIIIOYaeT OKOJIo 328 COBpeMEHHBIX BUIOB,
MPEANOYNTAIONIUX TPOMUYECKUM U YMEPEHHbIN KiInMaTt. XapaKTepHO OCOOEHHOCThIO
CTPOEHMS Yepernax SBIsIETCS] KOCTHO-POTOBOM MJIM KOCTHO-KOXHWCTBIN TTaHLIMPb. bob-
IIIMHCTBO BUIOB Yepernax BeleT MOJIyBOAHbBIII 00pa3 XKM3HM; B XOJIOIHOE U 3aCylUIMBOE
BpeMsI Tofla yeperaxy MOTYT BMajaTh B Crsiuky. Cpeay yepernax BCTpedaroTcsl CyXOImyT-
HbIe, MPECHOBOAHBIE U MOPCKUE BUIbI SKMBOTHBIX.

OtnenbHbIE TIPEACTABUTENIM 3TOTO OTpsifa 00JanaloT UCKITIOUMTEIbHONW yCTOMYNBO-
CThIO K aHOKCUU HE TOJIbKO Cpeay PeNnTUInii, HO TakKXKe Cpeau APYTMX MO3BOHOYHBIX
[30]. 3aprIBasich B MUIMCTOE THO IMMOKPHITHIX JILAOM O3€p U IIPYAOB B IIEPUOI 3MMHETO IO~
KOs$1, ceBepoaMeprKaHCcKasl MpeCHOBOAHAsI pacnvcHas uepenaxa Chrysemys picta crioco0-
Ha BblIEpKAaTh 4—5 Mec. aHOKcuu rpu Temneparype 1—3°C; npu 6osee BEICOKMX TeMITe-
parypax oHa BbiaepxkuBaet aHokcHio B 100—1000 pa3 qosbliie Miaekonurarommux [83—85].
KaitmanoBas wiu Kycaromasics dyepenaxa Chelydra serpentina BeinepxuBaior 100 mHei
rorpyxeHus B TunieHHoi O, Boze [86]. BMecte ¢ TeMm apyrue BUIbI Yepernax, B 4aCTHO-
CTHU, 3JI0i1 TPMOHUKC Apalone ferox He OTIMYAIOTCS 0CO00I BBIHOCIUBOCTHBIO [87]. TTo-Bu-
TMUMOMY, OCHOBHbIE MEXaHU3MbI TOJIEPAHTHOCTU K aHOKCUU Yeperiax MpeacTaBisioT Co-
001t HabOp YHUKAIBHBIX MPUCIIOCOOJEHU BHYTPU CaMOii TAKCOHOMMWYECKOM TPYIINbI.

[MTageHue MpOAYKIIMM MaKpO3ProB B MO3Te 4yepernax Mpu aHOKCUU COTIPOBOXIAETCS
yMeHbllleHueM NoTpebieHuss AT®, 4To 1mo3BoJIIeT NONAePKUBATh €ro YypOBeHb U U30e-
XaTh Aenojsgpuzanuu MeMopansl kietok [17]. be3ycnoBHO, cMOCOOHOCTh MO3Ta 3THUX
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PEeNTUINI CHUXATh MOTPeOJeHNE DHEPTUM UTPAET KITIOUEBYIO POJIb B MX CIIOCOOHOCTH
niepeHocuTh O,-TOJI0MaHNEe ITUTEIbHOE BpeMsi. FICXOMHO ¥ SKTOTepPMHBIX PETITYIINI MH-
TEHCUBHOCTh SHEPTETUUECKOTO MeTabon3ma Bcero Ha 10—20% MeHblie TaKOBOM y Mite-
KOITMTAIOIIMX TAKOro Xe pa3Mepa IpY ONMHAKOBOU TeMIieparype Tejia [88]. AHOKcUS
BBI3BIBACT JOMOJHUTEILHOE PE3KOe IMaieHUe SHEePreTUYeCcKOoro ooOMeHa uyepenax mpu-
onusutenbHo Ha 90% [89, 90]. TTokazaHO, YTO B COCTOSTHUM 3UMHE CrisTuku (TMbepHa-
A1) CKOPOCTh MeTaboaM3Ma uepenax noHmkaercsa 6ojee ueM B 10000 pa3 1mo cpaBHe-
HUIO C MOKOSIIIMMUCS MJIEKOMUTAIOIINMU aHaJorTudHoro pasmepa [90]. ITo-BuauMomy,
HU3Kasi CKOPOCTh OOMEHHBIX ITPOIIECCOB KPUTUUYECKM BaxKHA JUIS Yeperax, IMOCKOJIbKY
MO3BOJIIET UM 3aMeIJIUTh MCTOLIEHNE SHEPTETUYECKUX PE3EPBOB U OTCPOUYUTH HAKOILIEe-
HUe OOJIBIIIOTO KOJIWIECTBA KUCIBIX KOHEUHBIX MPOMYKTOB XU3HenesATeIbHOCTH. [Toce
HECKOJIbKUX MecsilieB O,-ToIoiaHNsi B KPOBU U TKaHSIX TMOEPHUPYIOIINX Yeperax 3auya-
CTYI0 HaOJII0AAI0TCSI BLICOKOE coiepxkaHue taktara, 1o 200 MM [91, 92]. O6pasyromuiics
B TIpoliecce aHadpOOHOTO TIMKOJIM3a JIAKTAT OJHOBPEMEHHO C TTOBBIIIEHWEM €ro KOH-
LHCHTpAaLMH B IJ1Ia3ME JICTKO ITPOHUKACT B TKAaHU IMaHUUPS U KocTel KMNBOTHBIX, IA€ MpPO-
WCXOIUT/OCYIIECTBIIsIETCST Oydepusalins JJaKTaTHON Harpy3Ku C TTOMOIIBI0 KapOoHaTa
Kanbuus [91]. M3-3a 3HAaUMTEAbHON OTHOCUTEILHO MacChl MaHIIMPST U KOCTeil cKeneTa
(6omee 35% macchl Tella yepernax) B MUHEPaTU30BaHHBIX KOCTHBIX CTPYKTYpax CKaIlId-
Bajnoch 10 40—45% Bcero pou3BeIeHHOIO B opraHuamMe jakrara [91, 92].

HeiiponpoTeKTOpHBIIT MEXaHW3M MO3ra yeperax BKJIoYaeT paHHee BBICBOOOXIEHNE
aneHo3uHa [93, 94|, a Takke 6ojee mo3mHee, LIUTeIbHOe BhicBoOoXneHue TAMK [17,
52]. MaccupoBaHHoe yBennuyeHue [[AMK] ormevaeTcss mpuMepHO B MOMEHT BpEMEHU
CHIDKEHMS TIepBUYHOIO nuka ageHo3uHa [52]. I1pu anokcuu conepxanue TAMK B mo3-
re yeperiax yBenuunBaercs: B 80 pas, a ajieKTpuyeckasi akTUBHOCTb MO3Ta TTOAaBJISIETCS
Ha 75-95% [17, 53, 95, 96]. Y P. scripta yepe3 240 muH O,-ronomanusi [[AMK] npeBsI-
111aJ1a HOPMOKCUYECKU ypoBeHb 90-KpaTHO, B TO e BpeMsl CyllIeCTBEHHOTO U3MEHEHUS
YPOBHSI IiIyTaMaTa He oTMeualioch | 17] Ha choHe riponosrkatolieiicss paboThl TpaHCTIOPTE-
poB ryramata (EAAT, cemMeiicTBO MepeHOCYMKOB BO30YXKIaIOLIUX aMUHOKHUCIOT) [97].
[To-BuauMOMY, TIpECUHATITUYECKOE BHICBOOOXKICHUE TITyTaMaTa MHTMOMPYETCsl TTOCpe/-
crBoM aktuBauuu 'AMK-peuentopoB [98]. MHTeHcuBHOe noBbiieHue [TAMK] npu
aHOKCHUU TaKXKe BO3MOXHO 3a CUeT aHa’poOHOro npeBpaiieHus niyramata B TAMK, to-
rna kak pacnan FAMK 3aBucur ot Hammuust O,. Hapactanue [TAMK] conpsixeHo ¢ yBe-
mmueHuem koiandectBa TAMK(A)-peliennTopoB B TeUueHHE KaK MUHUMYM 24 4, 4TO IO-
BhIIIaeT 3P HeKTUBHOCTH AEUCTBUS TOPMO3HOIO MeauaTopa [99].

I'myGokast MeTabonmyeckasi JeMmpeccusi MO3ra yeperax COlpoBOXKIAETCS COCTOSTHUEM,
BU3YyaJIbHO Mog0OHBIM KoMe [100]. BMecTe ¢ TeM yepemnaxu He BXOAST B COCTOSIHUE TJTy-
OOKOI1 KOMBI, TOCKOJIbKY COXPaHSIIOT 3aMeIJICHHYIO PeaKI[Mi0 HACTOPOXKEHHOCTH, a Mpu
3UMHEN CIsTYKe TMOAASPKUBAIOT HEKOTOPbIE ABUTraTe/ibHbie PYHKIIMU. B ocHOBe npakTu-
YeCcKr KOMAaTO3HOTO cocTosiHus (a comatose like state) Mo3ra yepenax TakxKe MOXKET Jie-
2KaTh PsiZ MPOLIECCOB B BUJIE PAHHETO BBICBOOOXIEHNUS aleHO3UHA, akTuBauuu Krqp-Ka-
HaJIoB, Mporpeccupymoliero BeicBoooxaeHusi TAMK, pe3koro cHuXeHUsl 3JeKTpuye-
CKOI1 aKTUBHOCTH U OTpaHUYECHUSI MOHHBIX TOKOB [73]. I1pu aHOKcnu BEIOpOC GOJIBIIIOrO
konnyectBa TAMK neiicTByeT momoOHO HAOTEHHON aHECTe3UuM, KOTopasli MOAaBseT
MeTaboIM3M U 3allMIIAaeT MO3T TIPAKTUUYECKU TaK Xe, KaK aHEeCTeTUKU CpadaThIBAIOT B
mo3sre mirekormTarommx [101]. OTcyTcTBME 3aMETHOIO BBICBOOOXIEHMS INIyTamara BO
BpeMsI aHOKCHUY Pa3UTENIbHO OTJIMYAeT MO3T Yeperaxyu OT Mo3ra myiekonuTaommx. OauH
W3 MpeanojaraéMblX MEXaHM3MOB, 00eCIIeUBaIOIINX MACCUPOBAaHHOE BBICBOOOXKIEHE

TAMK, MoXeT ObITh cB3aH ¢ akTuBanueii AT®-3apucuMbix K*-kaHanos kjieToyHoit
memOpaHsl [102]. B orcyretBue O, B MO3re yepenaxu OCyLIeCTBISIETCS IEPEXO], OT MUTO-
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XOHJAPUAJIbHON (OKMCIUTEIbHON) K LUTO30JbHOM (IIMKOJUTUYECKON) MPOAYKIMU
AT®. OueBUIHO, aHOKCHUS MOXKET COIMMPOBOXKIATHCS JIOKATbHBIM YBEeJIMUeHUEM KOHIICH-
Tpauuu AT® BGIM3M KJIETOYHOIT MeMOpaHbl U TAaKUM 00pa3oM COCOOCTBOBATH JIOKAJIb-

HOIi Jemonsipuzanuyu MeMmOpaHbl, comepxaiueit AT®-3aBucumbie K -kaHansl. TToBbl-
IIIEHHOe KoJn4yecTBO 3HAoreHHoil TAMK nmpu aHOKCUM 3aMejisieT HEOOXOOUMYIO ISt
TMOCTVKEHUST TTMKOBOTO 3HAYeHUsI MOTEeHIIMaNa NeUCTBUS MEMOJISIpU3aliuio MeMOpaHbl
(spike arrest) myrem axktuBauuu [AMK(A)- u TAMK(B)-peuentopos [102]. Taxxke
aHokcust moMmumMo FTAMK cTumMyupyeT BbIXOH MOBBIIIEHHOTO KOJUYECTBA IPYTUX TOP-
MO3HBIX, CHUXKAIOIIMX CUHATITUYECKYIO Tlepenayy HeMpoTpaHCMUTTEPOB, — DIMLIMHA U
TaypuHa [17]. ¥YBenndyeHre BHEKJIETOYHOTO ITyJIa MHTUOUPYIOIINX aMUHOKHUCIOT MOXET
OBbITH OMHUM W3 MEXaHU3MOB, JIEXKAIIIMX B OCHOBE CHUKEHMSI CIIOHTAHHOM 2JIeKTprYe-
CKOIf aKTUBHOCTHU U MOTPeOIeHUs 9Hepruu B JuiieHHoM O, mo3re yepenaxu [17]. Tlo-
BUIMMOMY, BBICOKasl YCTOMYMBOCTh MO3Ta Yeperax Ha (h)OHe MHOTOKPATHOTO TOBHIIIIE-
Husi [TAMK] cBsizaHa ¢ TECHBIM CONpPSIKEHUEM ITPOLIECCOB TMOEpHAIIMU, TOPMO3SIIIUX
MPaKTUIECKU Bce (prsmoaorndeckre GyHKIIUU, 1 TTPOLIECCOB, 00eCTIEeYNBAIOIINX BHIXKM -
BaHUe npu O,-rojiogaHuu.

BbICOKASl YCTOMYUBOCTDb K TUTTOKCUU/AHOKCUU
BBICIINX ITO3BOHOYHBLIX 1 YEJIOBEKA

CyuraeTcs, 4YTO BBICIIME TTO3BOHOYHBIE (TITULIBI, MJIEKOITUTAIOIINE, BKIIIOYasl YeJIOBe-
Ka) 00J1aJaloT BeChMa OrpaHMYEHHOI CITOCOOHOCTBIO TIEPEHOCUTh I'MITOKCUI0/aHOKCUIO
[30]. BmecTe ¢ TeM Bo n30exXaHMe IIPEAB3SITOTO IIPEACTABICHMS 00 3TUX IPYyMIIax O3B0~
HOYHBIX U YEJIOBEKE, CJIEAYET MPU3HATh, UTO CPEAM HUX BCTPEYAIOTCSI CBOM UCKJIIOYEHUS.
Hpripsitoiiye, poroliye 1 BNajalolye B CIsTUKY XKMBOTHBIE SIBJISIIOTCS] 0€3yCIIOBHBIMU Ma-
crepamMu amanrtauuu K runokcuu [31]. K coxaneHnuto, naHHble 0 GyHKIIMOHUPOBAHUU
TAMKepruyeckoii cuctemMbl TaKUX IMTO3BOHOYHBIX OTCYTCTBYIOT. BMecTe ¢ TeM K HacTosi-
IIEeMY BPEMEHM CJIOXMWJIOCh MPENCTaBIeHUE O TOM, YTO ycTOiH4YuBble K O,-TojoIaHUIO
BBICIIIVI€ TTO3BOHOYHBIC 0CO0OO0 BBIAC/SIIOTCS TIIATEIBHO CKOOPAMHUPOBAHHOI Ha YPOBHE
CUCTEM OpraHOB peKOH(UTrypalmeit, BKIoJaloleil YaCTUYHOe OTKIIIoUeHue (QYyHKINI
OTIEJNbHBIX OpraHoB Npu cHuxeHuu PO, [31]. Takas cuctemHasi peKoHdUrypauus no-
CTUTAETCS 3a CYET CTOJIb Xe CI0XKHOM MepeHaCTPONKU Ha KJIETOYHOM U MOJIEKYJISIPHOM
YPOBHSIX, KOTOPbIE 3aBUCAT OT MHOXeCTBa (PAKTOpPOB, BKJIIOYAsi OKPYXKAIOIIYIO Cpelny,
CTeNeHb TMITOKCUYECKOIO CTpecca, a TaAKXKe YCIOBUSI Pa3BUTHS, TIOBEAECHUSI U DKOJIOTUU
OTpeAeIeHHBIX BUIOB.

B manHOM 00630pe MPUBOAUTCS BeChMa KpaTKHUil MepedyeHb Hanbosiee aaarTUpOBaH-
HBIX TIPEACTaBUTENEI BBICIITUX TO3BOHOYHBIX.

ITTUIBI-HBIPSTBIIMKN (TAHTBUHBI, YTKW) TIEPEXUBAIOT IJIUTEIbHbBIC TIEPUOIbLI TUTIO-
Kcuu (TUIOKCeMUHU ) /ac(pUKCUM MO CpaBHEHUIO ¢ HazeMHbIMU Buaamu [ 103, 104]. Umne-
paTopckue MUHTBUHBI Aptenodytes forsteri HbIpsIOT Ha m1youHy 500 MeTpoB Ha ~15 MUH
[105]. YTKM ciocoGHBI NMEPEHOCUTH MOTpyKeHue B TeueHue 6osiee 10 muu [104, 106].
Br110 MokazaHo, YTO MO3T TIpefcTaBuTelisl YTUHBIX (Anatidae) OOBIKHOBEHHOM raru So-
materia mollissima 00671agaeT MOBBLIIICHHON aHA3’pPOOHON €MKOCThIO, ITOCKOJBLKY B €ro
TKaHU COJIEPXKUTCS BCEro oauH u3odepMeHT JakTataeruaporeHassl LDHS, koTopwiii y
MJIEKONUTAIOIIMX OOHAPYKMBAETCS TOJBKO B CKeJIETHBIX MbItax [107].

Hanpsoxkenue O, B KpOBU MOPCKMX MJIEKOMUTAIOUINX (KUTOB, TIOJIEHE!) MpU MOrpy-
KeHUsIX nanaet Hke 20 MM pT. cT. [2]. TroneHb-xoxnau Cystophora cristata MOXET T10-
rpyxaTtbcsl Ha T1youHy Oosee 1000 M u ocrtaBatbes mom Bomoit 6ojsiee 52 muH [108].
DyHKIIMKM MO3Ta HBIPSIONIEro OOBIKHOBEHHOTO TIoJieHs1 Phoca vitulina (natrepH D3T),
MO-BUAUMMOMY, NTPAKTUYECKU HE MU3MEHSIIOTCSI IIPU CHUXKEHUM HanpsikeHus: O, apTepu-
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anbHOi KpoBu (PaO,) no 10—18 mm prt. cT. [109], 4TO CyLIECTBEHHO HMXXE KPUTUYECKOTO
3HaueHust PaO, nis1 Mo3ra HeHbIpsiolMX Miaekonurawommux (25—40 mMm pr. cr.) [110].
ITpu morpyxeHuH TIOJEHSI-X0XJIauya SHePTreTUIECKUil 6ajlaHC ero Mo3ra yaepXX1uBaeTcs, B
YAaCTHOCTH, 3a CUET CHUKEHUSI MHTEHCUBHOCTU CUHaANTU4YecKoil nepeaaun [2]. Kpome
TOTO, OBUIO YCTAHOBJICHO, YTO B HelipoHax TiojieHs C. cristata (TI0 CpaBHEHUIO C MBIIIIBIO)
OOJIBIIMHCTBO CBSI3aHHBIX C XUMUYECKOI cMHanTuueckoi (rryramar- u FTAMK-epruye-
CKOIf) TIepeadeit reHOB DKCITPECCUPYIOTCS B TOpa3ao MeHbIleM oobeMe (Ha 78 1 80% co-
otBeTcTBeHHO). Kpome Toro, Heiiponnl TioneHsa C. cristata o61agaloT CIIOCOOHOCTBIO
OrpaHMYMBaTh BHICBOOOXIEHWE U YBEIUUMBATh OOpaTHBIN 3axBaT IlyraMara, KOTOPbIit
MOXKET OKa3aTh 9KCIUTOTOKCHUYECKUIA 3(pPEKT IIpu TUIOKCcUH [2].

JnvTenbHble MepUobl OCTPOI TMITOKCUU TEPEKUBAIOT TaKXKe KUBYIIIME Ha OOJbIION
BoicoTe (1aMa Lama glama, sik Bos grunniens) nu6o BIiagalolire B 3MMHIOIO CTISTUKY MJle-
KonuTaplnue (aMepUuKaHCKUI IIMHHOXBOCTBHIN CyclMK Spermophilus parryi) [15, 31,
111]. Carypauus remornoouHa (Sa0,) aMbl octaercst cBbliie 92% npu HanpsokeHun O,
aprepuanbHoil KpoBu (PaO,) okosio 50 mm pr. cT. [112]. YcTOituMBOCTH MO3ra HOPHOTO
rphI3yHa TroJioro 3emiiekoria Heterocephalus glaber, xxuByiiero cBoiie 30 jeT, cpaBHUBA-
JOT C XOPOIIIO U3BECTHOM TOJIEPAHTHOCTbIO MO3ra HOBOPOXKIEHHBIX MJICKOITUTAIOIIUX |3,
113]. IMoka3aHo, uto nipu O,-TOJ0JAHUU HEHPOHBI TOJIOTO 3EMJIEKONA COXPAHSIOT CIO-
COGHOCTh K CUHANTUYECKON Mepenaade Topas3no J0bIle, YeM HeHPOHBI MBIIIN, U JETKO
BOCCTaHaBIMBawTCs mocie 30 MUH nepuoaoB IojiHoM aHokcuu [5]. IIpenmnonaraiot, 4To
YCTOMYUBOCTb T'OJIOTO 3€MJIEKOMNA MOXET ObITh PE3YJbTaTOM COXPAHEHUsI 1IeJoro psiaa
IOBEHIIBHBIX XapaKTEpUCTUK MO3Ta B3POCJIOTO I'phI3yHa (TUItore3a HeoTeHHWH) [5, 15,
113]. B yacTHOCTH, oIpeaeeHHbIe TTapajljie]Ii MeXIy MO3TOM 3TUX YHUKAJIbHBIX I'PhI3Y-
HOB M HOBOPOXIEHHBIX MJIEKOITUTAIOIINX MOTYT ITPOCMAaTPpUBAThCS B HAJIMYMU HEOHa-
TaJIbHOM Pa3HOBUIHOCTU CyObenuHMII riryramatHeix NMDA-penenTopos [113].

Pa3BuBaroimecss 3SMOPMOHBI MJICKOMUTAIOIIMX MPEKPACHO aJallTUPOBaHBbl K THUITO-
kcuu: HanpsikeHue O, B yTpoOe MaTEPMHCKOTO opraHu3Ma cooTBerctByeT PO, Ha BbICO-
Te 8000 M Hax ypoBHeM Mops [3, 114]. HoBopoxXIeHHbIE KPEICSITa MOTYT BEDKMBATH B CO-
crogiueit Ha 100% u3 a3ora atmMocdepe (aHOKcHsT) B 45 pa3 oJbliie, YeM B3POCIIbIe 0CO-
6u [115]. I1pu runokcum HOBOPOKACHHbBIE KPBICSITA CHIXKAIOT orocpeayeMoe 3hheKToM

DIyTamara roctyrieHne Ca’t BHYTpb HepBHBIX KIeTOK [116, 117], 4To meiaeT MX MO3T
MOXOXXKMM Ha MO3T Yepelrax MK rojibix 3emiexonos [113, 118]. Takke ycTOiYMBOCTh MO3-
ra HOBOPOXJIEHHBIX MJIEKOMUTAIOLIMX OOBSICHSIIOT CPaBHUTEIbHO HeauddepeHLupo-
BaHHBIM COCTOSIHMEM 3TOTO OpraHa, MpuoIMKamolnuM ero yHKIIMOHUPOBAHUE K Mpel-
CTaBUTESIM 00Jiee MIPUMUTUBHBIX TAKCOHOB, B YACTHOCTH, K penTuiausM [53].

Hacensioniue Beicokoropbe (Ha BbIcoTax 60siee 4000 M, B HEKOTOPBIX CiIydasix GoJjiee
5000 M) HapomHOCcTH TW1aTO THbOeTa (TUOETIIBI), AHICKOTO Haropbs AJBTUIUIAHO (ITOITY-
JISILUST MHOeHeB Keuya) u rato CeMueH DGUOIICKOTo Haropbsl B Te4eHWE MHOTMX MO-
KOJICHW 1 aalITUPOBAIACH K YCIIOBUSIM C HU3KUM MapIUaTbHBIM naBieHueM O, B aTMO-
chepe (~ Ha 40% HUXe, 4eM Ha YPOBHE MOPST), UTO B MEPBYIO OYepedb CBI3bIBAIOT C Ha-
JIMYMEeM OITPEACIISIIONIeTO BBICOKYIO KOHIIEHTpamuio remormoomHa (hemoglobin) reHa
EPAS1, a Takke Habopa APYrux YyBCTBUTEIbHBIX K TMITOKCUY U PETYJIMPYIOIINUX ajarTa-
IO K BBICOKOTOPBIO TEHOB (SIBJISTIOTCST HEOThEMJIEMOM YaCThIO PETYJISIIIMU TTPOTPaMMBbI
tpaHckpunuuu HIF) [119—121]. [To-BunuMomy, snureHeTUYeCKre MpoLEecChl Mpeno-
CTaBJISIOT ITyTh K OBICTPOMY ITPUOOPETEHUIO HACIEAYEeMbIX, aTalTUBHBIX (OYHKIIUI 1 MO-
TYT IaTh N30UpaTeIbHOE TPEUMYIIIECTBO B OBICTPO MeHsToIIeiics cpene. Takue nuccieno-
BaHUSI XKUTeJeil BHICOKOTOPbSI MOTYT MO3BOJIUTD IIIy0XKe MOHITh MEXaHU3MBI, JIEXKAIlIUe B
OCHOBE aJIaNTUBHOTO TTOTEHIIMAaJIa YeJIoBeKa M KICTOPHUU 3BOJIONWH YenoBeka [121].
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SAKIIIOYEHUE

MexaHU3Mbl YCTOMYMBOCTA MO3Ta HUBIIMX IMO3BOHOYHBIX MPU TMITOKCUM/aHOKCHUM
npeanojaraloT 3HaYMTeJIbHOE CHUXXEHUE MeTaboIM3Ma, HaJluuue 3anacoB U adekTnB-
HOE UCITOJIb30BaHNe CyOCTPaTOB, TOJIEPAHTHOCTh K KOHEYHBIM MPOIYKTaM aHA3pOOHOTO
MeTaboM3Ma, peAoTBpallleHue MOBPeXIeHU CBOOOAHBIMU pajuKallaMu B Mpoliecce
peoxkcureHauuu [30]. B To xe BpeMst oueBUMIHO, yTO Npu O,-roj10JaHUKU METaboInYEe-
cKasl IeTrpeccusl yCTOMUMBBIX TIPENCTaBUTENIEN pa3HbIX TAKCOHOB TOCTUTAETCS pa3iny-
HbIMU nyTsiMu. OGecrieunBaloliiee rurmoMeTaboIMueckoe COCTOSIHUE BBICBOOOXKICHUE U
koHeuHblIi1 3¢ dekT TAMK Ha pa3HBIX CTyNEeHSIX 3BOJIIOIUM OCYIIECTBIISIETCS 110 JOCTa-
TOYHO rrOKoi cxeme (Tabi. 1), KoTopas TpearoiaraeT pa3InyHble KOHIIEHTPAlIUU BbI-
cBoboxmaemoit TAMK, TecHoe B3auMoeiicTBue ¢ APYTUMU TOPMO3HBIMU MEIUATOPHBI-
MU CHUCTEMaMU, aipeCHOE WJIM TeHepaJIM30BaHHOE BO3ACHCTBUE Ha CTPYKTYpPhI MO3ra,
YHUKJIbHbIE BpEMEHHBIE paMKH BBICBOOOXKIEHNSI TOPMO3HBIX Y BO3OYIUTEIbHBIX aMU-
HOKHUCJIOT U JOCTUTAaeMOE€ COOTHOIIIEHWE C OCHOBHBIM 3KCIIUTOTOKCMYECKMM areHTOM
Mo3ra — riyramaroMm. Kpome Toro, HabmogaeMasi pu TUIIOKCUY/aHOKCUU aKTUBAIIUsI
IFTAMKepruueckoii cUCTEMBI COMTPOBOXIAETCS ITUPOKUM CITIEKTPOM HEBPOJIOTUUYECKUX
MPOSIBJIEHN I, KOTOPBIE MPEAIIOJaraloT Kak COXpaHeHMe OCHOBHBIX peaklIvii opraHnu3Ma,
TaK M BXOXIEHUE B TIPaKTUUECKU KoMaTo3Hoe coctosiHue. OueBunHo, uto TAMKepru-
yeckasi cucTeMa Mo3ra HyXIaeTcs B IHajlbHellleM hccliefoBaHUM. 3agada Oyaylux mo-
WICKOB B IAHHOM 00JIACTH COCTOUT B TOM, YTOOBI O0Jjiee AeTaTbHO U3YYUTh MEXaHU3MbI 1
YCIJIOBUST BXOXKIEHMST MO3Ta Y OTAEJbHBIX HEMPOHHBIX CeTeil B TMITOMETA00JIMYEeCKOe CO-
crossHre. He BbI3bIBaeT COMHEHUST TOT (haKT, YTO TTOCTOSTHHO TOABEpralommecst neii-
CTBUIO TMITOKCUM XXKUBOTHBIE TOYHO “3HAIOT”, KaK JOCTUYb HEOOXOIMMOI JIJIsT BEKMBA-
HUS TIYOMHBI MeTabOoJIMYEeCKOl Aerpeccuu; “3amadya uccienoBaTeseil JoJIKHA 3aKJII0-
yaTbCsl B TOM, YTOOBI claenoBaTh MX Ipumepy” [31], u3Biekass HeKoe pallloOHaJIbHOE
3€PHO B [TOMCKE IMyTel COXpaHEHMSI LIEJIOCTHOCTU Mo3ra nipu fedunure O,.

COBIIOAEHUE 5TUYECKHUX CTAHIAPTOB

Hacrosimast cratbst He COOCPXKUT KaKUX-JIMOO MCCIeOBAaHUI C UCTOIb30BAHUEM YXMUBOTHBIX
W y9aCTUEM JToeit B KaueCcTBe OOBEKTOB.

NCTOYHUKU ®PUUHAHCHUPOBAHUA

Pa6ora BeimonHeHa B paMkax roc3aganusg @T'BYH ®UL MHBIOM “®@yHkioHa bHbIe, MeTabo-
JIMYECKHE U TOKCUKOJIOTMYECKHE aCTIEKThI CYILIECTBOBAHMSI THAPOOMOHTOB M UX ITOMYJISILIVIA B GUOTOMaxX
C pa3IMYHBIM (PU3NKO-XUMUYECKIM peXruMoM” (HoMmep roc. peructpauuu 121041400077-1).

KOH®JIUKT MHTEPECOB

ABTOp IeKJIapUPYIOT OTCYTCTBUE SIBHBIX U MOTEHUIMAIbHBIX KOHMIUKTOB UHTEPECOB, CBSI3aH-
HBIX ¢ MyOJIMKanueil JaHHOM CTaThbH.
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Hypoxic/ischemic brain injuries a major medical challenge. One of the approaches to
the development of therapeutic interventions is to establish the pathways of survival for
neurons in tolerant to O, deficiency vertebrates, which could suggest the ways to mitigate
hypoxic catastrophe for separate cells under oxygen starvation. Metabolic depression is
considered to be a universal strategy for the survival of hypoxia tolerant animals; howev-
er, the details of the mechanism of brain metabolism limitation with a decrease in PO,
have not hitherto been established. Under oxygen starvation, an increase in the extracel-
lular concentration of inhibitory neurotransmitters can be one of the significant links in
the apparatus for suppression of electrical activity, which makes it possible to reduce en-
ergy demand. GABA (y-aminobutyric acid) serves as a universal inhibitory neurotrans-
mitter in the CNS of higher and lower vertebrates, the functioning of which is associated
with the metabolism suppression and leveling the consequences of an energy failure.
GABA is found in various taxonomic groups of vertebrates. This review considers strate-
gies for GABA involvement in the mechanisms of ensuring a brain tolerance to oxygen
starvation in representatives of various taxonomic groups of lower vertebrates (cyclos-
tomes, cartilaginous and bony fish, amphibians, reptiles), which are distinguished by a
most pronounced ability to survive under acute and chronic hypoxia/anoxia.

Keywords: GABA, brain, hypoxia, metabolic depression, lower vertebrates
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