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OB30PHBLIE U ITPOBJIEMHDBIE
CTATbUA

To 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].

TAMKEPTUYECKUE MEXAHU3MBbI YCTOMYMUBOCTU MO3TA K TUTTOKCUU
HU3MIMINX ITO3BOHOYHbIX 2KMBOTHbBIX
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linokcuyeckue/MiieMUyecKe MOpakeHus TOJIOBHOIO MO3ra MpeaCTaBIIsIOT Cepbes3-
HYI0 MEIMIIMHCKYIO pob6iemMy. OMHUM U3 TTOOXOIOB K pa3paboTKe TepareBTUIECKUX
BMEILATEIIbCTB SIBJISIETCS YCTAHOBJIEHUE IyTeil BBDKMBaHUSI HEHPOHOB YCTOMYUBBIX K
nednuuty O, MO3BOHOYHBIX, KOTOPbIE MOTYT MOACKA3aTh CITOCOOBI CMSITYEHUST TUIIO-
KCUYECKOM KaTtacTpOMBbI IS OTIENBHBIX KJIETOK TIPU KMUCIOPOIHOM TOJIOAaHuu. Me-
Tabonauyeckasl Ienpeccusi CUUTACTCS] YHUBEPCAIBbHOM CTpaTerreil BbKMBaHUS TOJIe-
PaHTHBIX K TUITOKCHHU XXUBOTHBIX, OHAKO 1O HACTOSILIETO BPEMEHMU 1eTald MEXaHU3Ma
OTrpaHUYeHUsT MeTabom3Ma Mo3ra rpu cHukeHun PO, He ycraHoBieHsl. [1pu kucio-
POIHOM TOJIOaHUM TOBBILIEHUE BHEKJIETOUHOM KOHLEHTPAIMM TOPMO3HBIX HEHpO-
MEIMATOPOB MOXET ObITh OMHUM U3 3HAUMMBIX 3BEHBEB arrapara MoIaBJIeHUs] eKTPU-
YECKOIi aKTUBHOCTH, YTO IMO3BOJISIET CHIXATh NoTpedneHue sHeprun. TAMK (y-amuHo-
MacisiHasi KMCJIOTa) CIOYXKUT YHUBEPCAJIbHBIM TOPMO3HBIM HelipoMmenuaropoM ITHC
BBICILIMX Y HU3LIMX [TO3BOHOYHBIX )KMBOTHBIX, (GDYHKLIIMOHUPOBAHUE KOTOPOTO CBS3bI-
BAIOT C TOAAaBJICHUEM MeTa0oJIM3Ma U HUBEJIMPOBAHUEM IOCIEICTBUIN dHEpreTuye-
cKkoro cbosi. B 0630pe paccmarpuBaioTes ctpareruu BopiedeHuss TAMK B MexaHM3MbI
obecrieyeHUs1 YCTOMYMBOCTH MO3Ta K KUCJIOPOILHOMY TOJIOLAHUIO Y MpencTaBUTeeit
Pa3HbIX TAKCOHOMUYECKUX TPYII HU3IIMX MO3BOHOYHBIX XKMBOTHBIX (KPYIJIOPOTHIX,
XPSIILEBBIX U KOCTUCTBIX PBIO, 36 MHOBOJIHBIX, PEITWINII), KOTOPbIE OTIMYAIOTCS HAU-
GoJiee BBIPAXEHHOI CIMOCOOHOCTBIO BBLKMBATH MPU OCTPOil U XPOHMYECKON TMIIO-
KCHM/aHOKCUU.

Knrouegvie cnosa: TAMK, M03T, TMIIOKCHSI, MeTaboIMIecKast ACMPEeCcCUsl, HU3IINE 0~
3BOHOYHbBIE
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BBEAEHUE

TepmuH “runokcus” (KMCIOPOTHOE TOJIOMaHME; KPAWHS CTEIICHb MPOSBICHUS TH-
TMOKCUU — aHOKCHSI) O3HayaeT HeJOoCTaTOYHOe cHabxXeHMue TKaHeit O, Win HapylleHue

€ro yrujinsauuu Irpu OMOJIOTMUECKOM OKHUCJeHUU. [UIMOKCHUUECKHUE COCTOSIHUS T'OJIOB-
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HOro Mo3ra HabJIIoalTCs MPU MHOTUMX HEBPOJIOTMYECKUX PAacCTPOiCTBax (TPaH3UTOP-
HbIE UIIIEMUYECKNE aTaKu, MHCYJIbT, YepeTHO-MO3roBasi TpaBMa, KpOBOTEUEHUE, TEPU-
HaTtajbHas ’H1edanonarus, 6oyge3Hb Asblireiimepa, 6oJyie3Hb IlapkuHcona u ap.) [1, 2].
HecmoTpsi Ha MHOTOJIETHME MCCIeNOBaHUsI, JIedeHUe M MpodUIakTUKa TUIMTOKCHYE-
CKMX/HUIIEMUYECKUX TTOPAXKEHUIA TOJJOBHOTO MO3ra OCTaIOTCS CePbe3HON MEAUIIMHCKOMN
npo6siemoii. Kak M3BeCTHO, OMHUM U3 CIIOCOOOB YCTAHOBJICHUSI MUIIIEHEN NJIsl pa3pa-
OOTKU TeparneBTUYECKUX BMEIIATEIbCTB MOXET CIYKUTh U3yYEeHUE MEXaHU3MOB TTOBpE-
XKIeHUS U Tudenu HelipoHOB [1, 3]. AJTbTepHATUBHBIM IIOIXOIOM K HPOBEICHUIO ITOMC-
KOBBIX MCCJIEIOBAHUI SIBJISIETCS YCTAaHOBJIIEHUE CTPATETUU BbIXKMBAHUS TOJEPAHTHBIX K
TUITOKCUY HEMPOHOB [3]. MIWIIMOHBI JIET SBOJIIOLIMY IIOPOIWIN YCTOMUMBBIX K Te(UITATY
O, no3BOHOUYHBIX [4]. JeTasM3anusi MEXaHU3MOB NEPEHOCMMOCTU TMIIOKCUU YCIIELLHO
BbKMBaoUX npu O,-rojiofaHuyM BUJOB MOXKET HE TOJILKO 00eceuynThb hyHIaMEHTAJb-
HBbI€ TIpencTaBJeHUsI 00 3KOMU3MOJIOTMM SKCTPEMAIbHBIX YCIOBUM OOMTaHMUS, HO U
OIPENEIUTh MYTU CMSITYEHUS] TUTIOKCUUECKO# KaTacTpodbl 1151 OTIETbHBIX HEMPOHOB B
JuimeHHoM O, mosre [5].

YCTOMUYUBOCTH MO3TA K O,-TOJIOTAHUIO

YHuBepcaibHbIM MPAaBWIOM 3HEPTreTUYECKOro oOMeHa MPU HOPMOKCHU W THUTIOKCUU
SIBJISIETCSI ypaBHOBELLIMBaHUE cripoca U rpemioxenus AT® [4, 6]. [Ipyroe yHUBepcalbHOE
TpeboBaHUe 3aKJII0YAETCs B MHTErpaLMyu MeTaboamM3Ma U (pyHKLUE MeMOpaH KJIETOK [6].
BeposiTHO, OCHOBHOI MPUYMHOM OTpaHUYEHHOM TOJIEPAaHTHOCTU MO3Ta K TUTIOKCHUM,/aHOK-
CUMU SIBJISIETCSI BBICOKASI MOTPEOHOCTh HEMPOHOB B SHEPIUMU B COYETAHUU C HECTTIOCOOHO-
CTBIO CHU3UTH €¢ TTOTpebIeHNe MPY OTpaHNYeHHOM BhIpaboTKe. [1py CHIKEHUN YPOBHS
O, ¥ nocienyoleM MpeKkpalieHn OKUCIUTENbHOTO (pochOopruaupoBaHusl MO3T BBIHYX-
IleH npuderath K MeHee 3(h(hEeKTUBHOMY aHa3pOOHOMY MPOU3BOACTBY 3HEPTUU (IJIMKO-
JIN3Y) KaK K eMMHCTBEHHOMY MCTOYHMKY nponykinu AT®. Kak rpaBuiio, IMKOIUTHYE-
CKMe MEXaHU3Mbl YCTOMYMBBIX TTO3BOHOUYHBIX MOIIEPXKUBAIOTCS 3ariacaMy IIIMKOTeHa B
MO3re, KOTOpble BO MHOTO pa3 MpPEBBINIAIOT aHAJIOTUYHBIC 3armachl He TEePEeHOCSIINX
AHOKCHIO XHUBOTHBIX [7, 8]. B cBOIO ouepenb, Mpu IMTEIBLHO TUITOKCUN/aHOKCUHU B He-
ycTOYuBOM K O,-TONONAHWIO MO3Te aKTUBHOCTBH KITIOUEBBIX TIMKOIUTHYECKUX (ep-
MEHTOB Tiofasisiercs [9].

Y “00bIUHBIX”, HEYCTOMYMBBIX ITO3BOHOYHBIX ypoBeHbh ATM B M03re pe3ko maiaeTr B
T€YeHUEe HEeCKOJbKUX MUHYT O,-rosonaHusi [4]. BciencrtBue CHUXEHUSI KOJWYECTBa

AT®, padora Nat/K*-AT®-a3 3amensiercs UM oCTaHABAMBAETCS, MPUBOJS K MACCH-
pPOBaHHOMY OTTOKY M3 KieTkn nonos K'. Bckope kommuectBo BHexsetouHoro KV no-
CTUTAET JOCTATOYHO BBICOKOI KOHIIEHTPAIIMM, 0O0eCTIeUMBaIOIIEH AeTTONSIpU3aIII0 MEM-
6paH HEepBHBIX KJIeToK. [Ipu Aemoisipu3anviv B HEMpOHBI HAYMHAIOT TIPOHUKATh MOHBI
Na®™ u Ca?"; Takoe TIpOHNKHOBEHIE MOHOB CTUMYJIUPYETCS COIYTCTBYIOIIMM BBICBO-
OOXIEeHUEM BO30YXXIAIOIIMX HEMPOTPAHCMUTTEPOB, IIyTaMara U acrnapTaTra, KOTOpble
OMOCPEAYIOT MOBPEXICHNE N TOeb HepBHBIX KiIeTOK [10]. OCHOBHBIM ITyTEM IIPOHUK-
HoBeHnst Ca?’ B KJIETKH SIBISIIOTCS aKTUBHpyeMble niyramatom NM DA-perentopsl. Pe-
synbTupyomuit Bxon Ca?" MPUBOAUT K aKTHBALIMY THAPOIN3a (HochOIUITIIOB (BKITIO-
Yasi CTPYKTYPHBIE MOBPEXACHUS Mpe- U MOCTCUHANITUYECKUX MeMOpaH 1 HapyllIeHUe pe-
LENTOPHOM CUTHaJIM3alMKM), 00pa3oBaHUIO CBOOOMHBIX pamukayioB [10]. Jusiiuecs
6o0Jiee HECKOJILKUX MUHYT YIIOMSTHYTBIE BBIIIIE COOBITHSI IIPUBOIAT K HEOOPATUMBIM TIO-
CJIEICTBUSIM, KOTOPbIE 3aKaHYMBAIOTCS THOEIBIO OOJIBILIMHCTBA IMTO3BOHOYHBIX TTOCJIE 10-
CTaTOYHO KOpOTKOTO TIepuona O,-rorogaHus.
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OCHOBHBIM OTJIMYMEM YCTONYUBBIX OT UyBCTBUTEIbHBIX K TMTTIOKCUM/aHOKCUYN BUIOB
SIBJISIETCST CITOCOOHOCTD X MO3Ta B OTBET Ha CHUKeHUe ypoBHS O, MpenoTBpaIiaTh UCTO-
meHre AT®, HUBEIMPOBATH MOCIEACTBUS IHEPTreTUIECKOTO cOOSI, COXpaHSITh NOHHBIE
rpanueHTsl [11] u mogmepxuBaTh romeoctas [12]. [IpeamonaraioT, 4To camMa TUIIOKCUS
CO3/IaeT TaKylo CUCTeMY, B KOTOPOii mageHne ypoBHSI O, aBTOMaTUYECKU BBI3BIBACT T10-
BBIIIICHWE YPOBHSI TOPMO3HBIX HEMPOTPAaHCMUTTEPOB/MEAMATOPOB, CHUXKAIOIINX BO3-
Oy:XneHue 1 o0ecIieunBaloIx Metadbonnuyeckyto aenpeccuio [13]. BeposaTHo, B ycioBusIxX
O,-roJIoNaHusI TOAABICHUE SHEPreTUYECKOrOo OOMeHa ITyTeM W3MEHEHUST BHYTPUKIIC-
TOYHBIX MeTabOJIMYEeCKUX ITyTeil (MeTaboamdecKas nernpeccus, “metabolic arrest”, TUIIO-
MeTa0O0IMYECKOE COCTOSIHME) M DJCKTPUUYECKUX CBOMCTB MeMOpaHbI (4epe3 psia mepe-
KPBIBAIOIIMXCSI MEXaHU3MOB: “channel arrest,” “spike arrest,” n “synaptic arrest”) npen-
CTaBIISIIOT COOOM MPUHIUITHAIBHYIO CXEMY 3alllUThl Mo3ra [14—16].

IMo-BunumMomy, metabonuueckas JeMpeccus SIBISIETCS MPAaKTUYECKU YHUBEPCATbHOMN
cTparerueil BBKMBAHUS TOJIEPAHTHBIX XXMBOTHBIX/BUAOB [15]. [leTaqn MexaHM3Ma orpa-
HUYEHUST METab0IM3Ma YCTOMUUBBIX XKUBOTHBIX JOJITOE BPEMSI OCTAIOTCS YCKOJIb3aIOII1-
MU OT 4yeTKoil uaeHTudukauuu. [TockosbKy MMEHHO HEWpoMeauaTopbl UTrparoT LIEH-
TPAJIBHYIO POJIb B CHHANTUYECKOW KOMMYHMKAILIMU, KOHTPOJUPYIOT NESITETbHOCTh MO3Ta
U KOOPAUHUPYIOT €r0 aJanTUBHbIE peaklluu, MpearnosaraloT, YTO MOBbIIIEHUE BHEKJIE-
TOYHOTO CONIeP>KaHUSI TOPMO3HBIX aMUHOKHUCIIOT MOXET OBbITh OJHUM U3 TE€X CaMbIX HeE-
VJIOBUMBIX 3BEHBEB arrapara MoJaBJeHUs] 2JEKTPUUECKO aKTUBHOCTH U MOTpPeOIeHUs
sHepruu B auuieHHoM O, Mosre [17]. I1pu akcro3uy K rMMOKCUY,/aHOKCUM YCTONYM -
BbI€ BUJbI (KMBOTHBIX IEMOHCTPUPYIOT JOCTATOYHO CXOIHbIE UBMEHEHUSI MEINATOPHOTO
aMMHOKMCJIOTHOTO MyJia B BUJe NnoBbllieHUs1 ypoBHSI TAMK (y-amuHOMacsiHast KUCiao-
Ta) U IIMIIMHA Ha (hOHE CHUKEHUS YPOBHSI BO3OYIMTEILHOTO MEMATOpa IJTyTamara 1 ero
npeniiecTBeHHUKa yramuHa [18]. KpoMe Toro, y oTneJbHbIX BUAOB TaKXKe MOBBIIIAETCS
KOHIIEHTpallrs MHIMOMPYIOIIEro CMHANITUYECKYIO Iepenady taypuHa [18]. Hamportus, y
BUJIOB C HU3KOI nepeHocuMocTbio O,-rosnioganusi TAMK siBisieTcst e1MHCTBEHHOM TOp-
MO3HOI aMUHOKMCJIOTOM, KOJIMYECTBO KOTOPOU HApaCTaeT, B TO BpeMsl KaK KOHLIEHTpa-
1M TJIyTamaTa U TIyTaMUHA OCTAlOTCS HEM3MEHHBIMU WIM Jaxe yBenauuyuBarorcs [18].
OueBUIHO, MOBBIIIEHHbI YPOBEHb TOPMO3HBIX AMMHOKHUCIOTHBIX MEAMATOPOB —
IT'AMK, muimHa u TayprHa B COYETAaHUUM CO CHUXKEHHOM KOHIIEHTpalMel BO30yKaato-
11eif aMMHOKHUCJIOTHI IJTyTaMaTa ClOoCOOCTBYET OrPaHUUYEHUIO 3JIEKTPUUYECKON aKTMBHO-
CTU U TIOTPEOJIEHUS] SHEPTUU KaK KITI04YeBOIl CTpaTeruu BbDKMBAHUSA B ycioBUsIX O,-ro-
Jnonanus Mmodra. Kpome toro, cuuraercs, yro npoaykiiuss TAMK mnipu aHokcuum 3aiiuiia-
€T HEpBHbIE KJIETKM OT TMOeu B pe3ybTare 3KIIMTOTOKCUYECKOro nmoBpexaeHus [19].
Cyl11ecTBYeT BbICOKAsl BEPOSITHOCTh TOTO, YTO MPU T'MIIOKCUM B MO3Te HEYCTOMYUBBIX BU-
JIOB Ipyre€ TOPMO3HbIE MEAUATOPHbIE MEXaHU3Mbl He (DYHKIIMOHUPYIOT, YTO 3aCTaBJISIET
oOparuTh 6oJiee MpUcTaibHOE BHUMMaHue MMeHHO Ha TAMKepruueckoii cucremy.

OueBunHo, uTo omocpenyemass TAMK merabonudueckast nenpeccust IOCTyIIHA BCeM
no3BOHOYHBIM [13]. OmgHako, MOCKOJBKY OOJIBIIMHCTBO MO3BOHOYHBIX JOCTATOYHO
OBICTPO YMUPAIOT MPU TMIIOKCUM/AaHOKCUU, TIO-BUANUMOMY, OHU HE YCIIeBalOT U3BJIEYb
BbIroay u3 obecneunBaemoii TAMK rumomeTaboanueckKoro COCTOSTHUSI U/UIW OTHOCH-
TEJILHOTO MaJaeHMs YpOoBHs Dryramarta [13]. XoTs Gonblmas 9acTh COBPEMEHHBIX TO3BO-
HOYHBIX HE MOXET KOMITIEHCUPOBAaTh SHEPreTUYECKHU COOI IMyTeM aKTUBAILIMM aHA3PO0-
HOTO IJIMKOJIM3a, BMECTEe C TEM MHOTHE BUIbI 00JIalal0T TAKUMU META0O0JTUUYECKUMU Xa-
pPaKTepUCTUKAMM, KOTOPbIEC TTO3BOJISIIOT UM CIIPABISITHCS ¢ 60jiee YMEPEHHOI TMITOKCUEHA.
Tak wnu uHave, B cutyauuu O,-rojloJaHUsl LIAHChl HA BBDKMBAHUE OTAEIBHOTO OPraHu3-
Ma CyllIeCTBEHHO BO3PACTalOT MpPU YCJIOBUM 3KOHOMMU TOTUIMBA (IJIMKOTeHA) 3a CUeT Tie-
pexona K MeTaboyimdeckoii nenpeccuu [13].
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Puc. 1. I[Tytu cunteza TAMK.

Glutamine — mryramuH, glutamate — miyramat, TCA cycle — MK TpMKapOOHOBBIX KUCTIOT, acetylCoA — alie-
TunkodepmeHT A, o-ketoglutarate — oi-ketormyrapat, GABA — TAMK, SSA — siHTapHBIii NOTyalbaerua, suc-
cinate — cykumuHat, AAT — acrnapraramuHorpaHcdepasa, GABA-T — TAMK-tpancamunasa, GAD — niyra-
matraekap6okcuiaza, GDH — miyramarnerunporeHasa, PAG — docdarakrBupyemasi niyramudasza, SSADH —
neruaporeHasa ssHrapHoro nojyanpaeruaa. Lllynr TAMK (o603HaueH 3e1eHbIM LIBETOM) COCTOUT U3 Tpex dep-
MEHTaTHUBHBIX peakiuii, Katanusupyemoix GAD, GABA-T u SSADH.

BMOXMUMUMA 1 PELHETITOPBI TAMK

T'AMK saBiseTcs omHUM M3 HauboJsiee BaXKHBIX MenuaTopoB/TpaHcMutTepoB ITHC
MO3BOHOYHBIX XUBOTHBIX, (DYHKIIMOHUPYIOIIAs B 3pEJIOM MO3Te B KaYeCTBE TOPMO3HOTO

areHTa 3a CYeT M3MEHEHMS IIPOHUIIAEMOCTH KJIeTOUYHOM MeMOpaHbl K moHaM Cl~. B pas-
BuBatouemcst mo3re TAMK obecrieunBaeT npoliecc Bo30yKIeHUsI U OKa3bIBaeT HEelpo-
Tpoduueckoe aeiictue [20]. M3BecTHO, uTo oKo010 20—40% Bcex HelipoHoB ITHC mo-
3BOHOYHBIX siBIIsTIoTcsT TAMKepruueckumu [ 13].

Cunre3s TAMK (puc. 1) BKIoyaeT MeTaboIM4IecKre IIyTH MUTOXOHIPUAIBHOTO ITMKJIA
Tpukap6oHoBbIX KucJoT (TCA) [21]. Tunpoaus niyraMuHa 1o aeMctBueM dochaTakTBU-
pyemoii rnyramuHasbl (PAG) mpuBomuT K 00pa30oBaHMIO ITyTaMara (IJIyTaMUHOBOI KHC-
JIOTBI) B MUTOXOHApUaibHOM MaTpukce. Cunte3 TAMK ocyiecTBisieTcs: IMTO30JIbHBIM
depMeHTOM AeKapOOKCHIa30ii IITyTaMIHOBOM KUCIOTH (GAD) 13 mryramaTa ImyTeM ee ae-
KapookcmiupoBaHusi. TAMK oGpa3syercst 1u00 HENocpencTBeHHO U3 IIyTaMaTa JIM0o u3
mIyTamaTa, MpOu3BEJEHHOTO U3 Ol-KeTOoITyTapara, KOTophiit cuHTe3upyercs B unkie TCA
U3 Ae3aMMHHIPOBAHHOIO IIyTaMarta ¢ ydacTueM nryrtamataeruaporeHassl (GDH).

TAMKepruyeckas cucteMa Mo3ra BKJIIOYaeT B ce0sl JOCTAaTOYHO OOLIMPHBIN anmapar
B Buze noHOTponHBIX TAMK(A)- n metaborponHbix TAMK(B)-penentopoB, TpaHcop-
TEpOB, YIIOMWHABILIMXCS BblllIe (PepMEHTOB CUHTE3a — TIyTamaTtiaekapookcuiaas (gads —
uuroruiazmatndeckas GAD67 u GAD65, nokanu3oBaHHasI MPEUMYILIECTBEHHO B IIpeC-
HanTUYeCKUX TEPMUHAIISIX), 4-aMUHOOYyTHpaTaMuHOTpaHchepassl (abat) U accolumupo-
BaHHBIX 0e1KOB [22]. TAMK(A)-penenTopsl COCTOSAT U3 IIEHTaMEePHOTIO arperaTa OTASIbHBIX
CyObeAMHMUII, 0Opa3yIOIINX LIEHTPAIbHbBII MOHHBII KaHaJ, KOTOPbI TTPOHULIAEM TSI XJ10-
PUOHBIX M, B MEHBIIIEi cTerneHu, OmkapOoHaTHBIX aHMOHOB [20]. B du3momormyeckux
YCIOBUSIX aKTUBalus mocrcuHanTuyeckux TAMK(A)-penenTopoB BbI3bIBACT TMIEPITO-
JISIpU3alnio MeMOpaHbl M YMEHbBIIaeT BeJIMUYMHY noTeHnuana meiicteus. TAMK takke
neiicrByet Ha TAMK(B)-penenropsl, TOKaTu30BaHHBIE HA TIPe- U MOCTCUHATITUYECKUX
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MeMmOpaHax. AktuBanusl npecuHantudyeckux AMK(B)-penenTopoB cHUXKaeT BBICBO-
GOXIEHUEe HeMPOTPAaHCMUTTEPa 3a CUET MHIMONPOBaHNS MTOTeHIMAI-3aBrcuMbIX Ca’t-ka-
HanoB N- wm P/Q-tuma. B cBoro ouepensy, aktuBaims nocrcnHanTndeckux TAMK(B)-pe-

LIENITOPOB BhI3BIBAcT akTUBaLuio K -kaHanos BHyTpeHHero BeimpsMieHus (GIRK
Kir3), koTophle UTpaloT BaxkKHYIO POJIb Ha MO3IHel (pa3e reHepallii TOPMO3HOTO IIOCTCH -
HaITUYECKOTo MOTeHIIMaa.

IF'AMKepruueckas riepenavya CUTHAJIOB SIBJISIETCSI OMHUM M3 OCHOBHBIX MYTei, KOTO-
pbIe CITOCOOCTBYIOT BBKMBAHUIO HEMPOHOB TMPU TMIIOKCUHU/AHOKCUM 3a CUET IMOoJaBJie-
HUSI KJIETOYHOI Bo3oynumocTH [16]. KpoMe Toro, rpeamnonaraercs, 4To UMEHHO (hakTop
TUMOKCUU OCYILIECTBISIET 3BOJIIOLIMOHHBIN OTOOP U KOHCEPBALIMIO IByX OCHOBHBIX MEAU-
aTOPHBIX cucTeM Mo3ra — TopMo3Hoit TAMKepruueckoii u Bo30yxxnaroleit rimyramarep-
ruyeckoii [13]; yacTHbIM nposiBieHUEeM OajlaHca ABYX MEIMATOPHbBIX CUCTEM CIIyXaT pe-
unpokHbie oTHoeHuss TAMK u rmyramara npu runokcuu [18, 23].

TAMK MoXeT cy>XXKuUTh HE TOJIbKO areHTOM, (YHKIIMM KOTOPOTO CBOJSTCS K oOecrie-
YeHHMIO MeTaboandecKoit menpeccun [24]. B yacTHOCTH, WIMTEIbHOE, MHOTOMECSIYHOE
BbDKMBaHUEe SMOPUOHOB Kumuduil Austrofundulus limnaeus B yCIIOBUSIX aHOKCUU CBSI-
3BIBAIOT C HAKOIUICHNEe MIJIMMOJISIpHBIX KoandecTB TAMK [25]. Takoe koandecTBO Me-
IMaTopa SIBJISIETCS] M30BITOYHBIM, IPEBBIIIAIOIIMM HEHPOMPOTEKTOPHYIO KOHIIEHTpA-
nuio. Hakommenne TAMK (B 1000 pa3 GoJibliie, YeM y APYTUX YCTOMYMBBIX K aHOKCUU
BUIOB) MPEAIIOaraeT MHOXECTBEHHbIE UJIM COBEPIIEHHO HOBBIEC, BBIXOASIIME 32 paMKHU
HelipoTpaHcMmuccuu ¢yHkiMU. [Ipeanonarator, 4To MpyM aHOKCUU U a3pOOHOM BOCCTa-
HoBJieHUU (peokcureHann) TAMK MoxkeT BBICTYIIaTh OMHOBPEMEHHO B KayeCTBE Me-
nuatopa u antuokcunanta [19]. Kpome Toro, TAMK MoxeT UCTIONb30BaThCsl B KAUECTBE
3HepreTuueckoro cyocrpara [19] B Tak HazpiBaeMoM 1yHTe TAMK npu npeBpaiieHun
ee B stHTapHEIA mTosryanbaerun (SSA) TAMK-tpancamunaszoii (GABA-T) (puc. 1). Jdanee
SSA npeoOpasyercst SSA-nerunporeHaszoii (SSADH) B cykKuuHaT, KOMIOOHEHT IIUKJIa
TCA, u NADH, xoTopkle SIBISTIOTCSI JOHOpaMU 3JIEKTPOHOB MUTOXOHIPUAILHOM LU C
KOHEYHBIM TTPOAYKTOM B Buie ATD.

Kpowme HeiiponoB, cunte3 TAMK ocyiiectsiasieTcst KiieTkaMu miuu [26]. B yactHO-
ctu, npennonaraercst, yto TAMK MoxeT cuHTe3upoBaThest acTpountamu GAD-He3aBu-
CHUMBIM TTyTeM, KOTOPBIIi TpeOyeT HaTu4usl MyTPeCliIMHA B Ka4eCTBE MCXOMHOTO cyOcTpara.
Kpome TAMK acTpoliuThl CHHTE3UPYIOT U BBICBOOOXKIAIOT IPYTUE MEAUATOPHI (TaK Ha-
3bIBa€Mbl€ TJIMOTPAHCMUTTEPHI) U TAKUM OOpPa30M CIIOCOOHBI MOIYIUPOBATH BO30OYIM-
MOCTb UM CHMHANTHUYECKYIO Mepeaady HepBHbIX KiaeToK [26]. ImmansHast TAMK urpaet
0co0yI0 pOJIb B pa3BUBAIOLIEMCS] MO3Te. ACTPOLIMTHI B3pOCJIOTO MO3Ta CIy>KaT UCTOYHM -
KOM TOPMO3HOTO MeauaTopa, B3auMoaeicTBytoliero ¢ TonnyeckumMmu '’AMK-penenTo-
paMu HEMPOHOB U 0OeCIeunBaIOIIero HelipoHabHO-TJIMAJIbHBIE B3auMoneiicTeue. Ha-
NpUMeEp, B MO3XEUKe MIUaIbHbIE KJIETKU MOTYT BbicBOOOXaaTh [AMK BO BHeKJIeTOUHOE
IPOCTPAHCTBO M TOHMYECKM aKTUBUPOBATh BhICOKoadduHHBIe [TAMK(A)-perentopsl
HEMPOHOB MOCPEACTBOM OOBEMHOI TIepenadu, MoaIepK1uBasi CTOMKHWit TOpPMO3HOI TOHYC
B 9TOI obiactu mo3ra [27, 28]. Ilpenmomaraior, yro BeicBoOoXneHrne TAMK mn3 kireTok
IJIMKA MOXET ObITh TAKXKE HANPSMYIO CBSI3aHO C PSIZIOM MATOJIOTUUYECKUX COCTOSTHUIA MO3-
ra [29].

[MTOYEMY HUSIIME ITO3BOHOYHBLIE JIVUIIE [MTPUCITOCOBJIEHbI
KTHUITOKCHUN/AHOKCHUN?

ITo cpaBHEHMIO ¢ BBHICITUMU TTO3BOHOYHBIMY, HU3IIIME MTO3BOHOYHBIE OKa3aJUCh 60-
Jilee YCTOMUYMBBEI K Bapbupylolleil cpenoBoil noctynHoctd O,, BbDKMBasi NMPU MOTHOMN
aHOKCHUU B TeuyeHMe JuinTenbHoro Bpemenu [30]. B mpoiiecce 3BoOLIMM MMEHHO HU3-
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11IM€ MTO3BOHOYHbIE PEaTU30BaJIM OCHOBHYIO TPUAly — CIIOCOOHOCTh K META00JUYECKOM
NIeTIPECCUM, TOJIEPAHTHOCTb K TTOBBIIIEHHBIM KOHLIEHTPALUSM ITOOOYHBIX MPOJYKTOB
MeTaboM3Ma, CIIoCOOHOCTh U36eraTh M/WJIM BOCCTAHABIMBAThH KJIETOUHBIE MOBPEXIC-
HUS TIOCIe PEOKCUTEHAIIUY, YTO MO3BOJISIET UM NEPEHOCUTh aHOKCHUIO HAMHOTO JIyyYliie,
yeM ntuiaM 1 miaekonutamium [30]. Takue XXUBOTHBIE CYIIIECTBEHHO pacCIIUupPUI CBOU
BO3MOXHOCTH JIJIs1 60pbOBI C OCTPOI U XPOHUUYECKOM T'MTMIOKCHEli/aHOKCHE Yepe3 LeTbIi
KOMILJIEKC MPUCTIOCOONIEHU, KOTOPbI€ MPAKTUUYECKH OTCYTCTBYIOT y APYTMX MO3BOHOY-
HBIX [31]. [Ipudyem, cienyeT OTMETUTh, YTO peIepTyap IIyTeil aganTaluy HU3IINX [103BO-
HOYHBIX K BapbupyouieMy yposHio O, oka3zajicst BecbMa pa3Hoo0pa3HbIM [31] v BbI3bIBa-
€T 0COObIi1 HaAyUHBbI UHTEPEC, TOCKOJbKY CKOPOCTb METa001M3Ma MO3Ta HU3IIMX MMO3BO-
HOYHBIX COMOCTaBMMa C TAKOBOU Y MJIEKOTIUTAIOIIMX TIPU CXOXEU TeMIieparype.

TAM Kepeuueckue mexaHuzmol yCMOU4UBOCMU M0O32A K 2UNOKCUU/AHOKCUU

1. Knacc Kpyriopotsie (Cyclostomata): moakiaacc Mukcunbsl (Myxini), moaknacc Mu-
Horu (Petromyzontiformes). [IpecraBuTenn KpyriopoTbiX, MUKCUMHBI U MUHOTHU SIBJISI-
IOTCSl ONHUMMU U3 CaMbIX IPEBHUX MO3BOHOUYHbBIX, KOTOPbIE MPUOOPETN COBPEMEHHBIN
BHemHUK BuA okoyio 500 MmyutmoHOB JjeT Hasan [32]. Kpyrioporbsle mpeacTaBiIsIIOT
HauOoJiee MPUMUTUBHYIO TPYIIYy COBPEMEHHBIX MO3BOHOUYHbBIX, KOTOPbIE JIMILIEHBI Ye-
JIIOCTEN M MapHbIX KOHeuHocTeit. Hapsiny ¢ 9TUM UM CBOMCTBEHEH psiJl BEChbMa CBOE00-
pa3HBIX YEPT, B U3BECTHOI Mepe CBSI3aHHBIX CO CIlelManr3anueit, o00ycaoBIeHHOM O-
JIyIapa3suTUYeCKUM UM HACTOSIIIUM TTapa3suTUYecKuM oopa3zom kusHu. [1o BHenHe-
MY BUIY U OTYACTU MO OUOJIOTUU KPYIJIOPOThbIEe OJM3KM K pblbaM, HO Psa 4epT UX
OpraHmM3aliy yKa3blBaeT Ha OMNpeleIeHHYI0 000COOJIEHHOCTh M TIPUHAIJIEKHOCTh K
0c000ii BETBU MTO3BOHOYHBIX.

MUKCHHBI OOUTAIOT B COCEACTBYIOLIMX C JOHHBIMU OTJIOXEHUSIMU OOenHEeHHBbIX O,
CJI0SIX BOZbl, OCTAIOTCSl aKTUBHBIMU Aaxe npu PO, Huxe 3 kI1a [33], cnocoOHBI nepexu-
BaTh 36-yacoBoe Bo3aeiicTBue nonHoi anokcuu npu 10°C [34], MoryT npekpaiiaTh BeH-
TWISILAIO Ha HECKOJIBKO YaCOB IIPU 3apbIBAaHUU B TPYHT [35], 4TO 3acTaBisieT CUMTATh UX
OMHMMH U3 CaMbIX YCTOMYMBBIX ITO3BOHOYHBIX. MuHora Entosphenus tridentatus cnoco0-
Ha TMoAepX1BaTh MTOCTOSIHHBINA ypoBeHb noTpedneHus O, (VO,) npy naaeHuu ero Ha-
npsekeHust (PwO,), ckopocts VO, ocTaBanack HEM3MEHHOI naxe npu cHrkeHun PwO,
10 10 MM pT. cT. Kak nipu 15°C, tak u 5°C [36]. OTMeyaeMBblii MPU aHOKCHU YPOBEHD MO~
TpebaeHus1 O, NO3BOJISIET MPEANIONOXUTb, YTO MUKCUHBI aKTUBHO MCTIOJIb3YIOT IPAKTH -
YeCcKM JBYKpPaTHOE MOAaBI€HNE CKOPOCTU MeTaboIM3Ma ISl TIOBBIIIIEHWST CBOEI BbIXKM-
BaemoctH [34]. KocBeHHBIM yKa3zaHUeM Ha CTeNeHb IMPUCIIOCOOJICHUS MUKCUH U MUHOT
K BBDKMBAHUIO B YCIIOBUSIX TUTIOKCUM/aHOKCUM CITYKaT pe3epBbl INIMKOTEHA HE TOJIBKO B
Mo3re, Ho 1 MbIax [33, 37, 38], KoTopble TaK:Ke MOT'YT OBITh YACTUYHO 3a/IefiCTBOBaHEI
B MIEPUOJ, TPEAHEPECTOBOTO TojlofaHusi. B HacTosiiiee BpeMsi B IUTepaType He MpencTaB-
JIeHBI HeocnopuMble naHHble 00 npubiiedueHn TAMK n1u6o Apyrux MenuaTopHBIX CH-
CTEM K 0OECIIEYEHUIO YCTOMUMBOCTU MO3Ta 3TUX KUBOTHBIX B yCI0BUSIX O,-rojonaHus,
OIHAKO MOXHO IPUBECTH HEKOTOPBIE TaHHbBIE, Kacaiomuecs ooycTpoiictBa TAMKepru-
YECKOM cucTeMbl OECYETIOCTHBIX.

Mo3r MUHOT 0OHapyKHUBaeT 6oblIoe cxoacTBO ¢ Mo3roM Gnathostomata. Takoro po-
Jla BBICOKAasl CTeTIeHb KOHCEePBallMU apXUTEKTYPbl MO3ra HE OUE€BU/IHA TIPU TIEPBOM B3IJIsI-
Iie, MOCKOJIbKY caMa MOP(MOJIOTHUsSI MO3ra MUHOTHY CUJIBHO OTJIMYAETCS OT U3BECTHOI MOP-
¢donorun mozra uemoctHopoTbix [39]. [lokazano, yto I'AMKepruueckass cucrema
B3POCJIBIX MUHOT ITpeacTaBieHa MHOXXecTBOM TAMK-1MMyHOpeakTUBHBIX KiIeTOK [40].
CpaBHeHME MO3Ta IBYX BUIOB — MOPCKO Petromyzon marinus u pedHoit Lampetra fluvi-
atilis MUHOT — IEMOHCTPUPYET OOILIHOCTh pacrpeneiieHus u jokanuzanuu TAMKepru-
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YeCKUX HEHPOHOB B TMEPEAHEM MO3Te U CTBOJIE TOJIOBHOTO MO3Ta B3POCBIX XXMBOTHBIX
[41]. TToCKONBKY OTpPSII MUHOT OTBETBMIJICS OT OOILETO 3BOJIOLMOHHOIO IpeBa MO3BO-
HOYHBIX 0KOJ10 450—500 MJIH J1eT Ha3all, oTMe4aeMoe CXOICTBO B pacnpeneaeHuu TAMK
B MO3Te KPYTJIOPOTBIX U TIpeACTaBUTENIEH IPYTUX KJIaCCOB MO3BOHOYHBIX, BKITIOUAsh MJle-
KOIUTAIOIIMX, O3HAYAeT, YTO B MPOILIECCEe DBOIOLIMU ObLT BbIPpAOOTaH KapAWHATbHbBIN
miaH TAMKepruyeckoif apXUTEKTypbl pasJIUYHBIX OTAEIOB MO3ra, HaYWHAsI C CaMbIX
MPUMHUTUBHBIX TTO3BOHOYHBIX. KpoMe TOro, MO3r MUHOT XapaKTepu3yeTcsl COBMECTHOI
snokanusanueit TAMK ¢ npyruMu TOpMO3HBIMU MEIUATOPaMM, B YACTHOCTH CEPOTOHU-
HOM serotonin, B mpenejax onHUX U Tex ke HelipoHoB [42]. CeporonuH-IT'AMKepruye-
CKHe HeIpOHBI UMEIOT GoJiee MUPOKOE MPENCTaBUTEILCTBO B MO3Te MUHOT O CpaBHe-
HUIO C MO3IOM MJIEKOTIMTAIOIINX, KOTOPOE MOIJIO TMOSIBUTHCS Y MPUMUTUBHBIX MTO3BO-
HOUHBIX eIlle JIO pasaelieHUus] OOIIero 3BOJIOIMOHHOTO MYTU OECUYETIOCTHBIX U
yeaocTHOPOThIX. KpoMe Toro, momojHuUTeNbHasi coBMecTHas Jokanu3auuu TAMK u
nmodaMuHa B OTASIBHEBIX JoaMUHEepTUIeCKUX saapax Mosra (mpucyrcteue TAMK He me-
Hee, 4yeM B 25% IA-MMMyHOPEaKTUBHBIX HEIPOHOB) CBUIETEIBCTBYET O BO3MOXKHOM OfI-
HoBpeMeHHOM BbIcBoOOXneHU TAMK 1 nodpamuna [43]. OueBuIHO, YTO COBITaaIolice
BO BpeMeHHU U JiIoKyce BbicBoOoxkneHrue TAMK ¢ npyrumMu TOpMO3HBIMU MeIaTOpaMu MO-
JKeT TOBBIIIATh MOIITHOCTDh U 3(P(eKTUBHOCTh MeXaHW3Ma, 06ecTieYnBaloero MetTabo-
JINYECKYIO NETMPECCUIO TTPU aHOKCUM.

HJ’IH TKaHEe Mo3ra BCeX IO3BOHOYHBIX — OT OECUETIOCTHBIX 0 MJICKOITUTAIOIINX — Xa-

PaKTepHO BeIpaxXeHHOe cBsi3biBaHue pagnonuranna [*H|TAMK 1 KOHKypeHTHOro aHTa-
roHucra oukykyuwimHa ¢ TAMK-penenropamu [44]. BMecTe ¢ TeM, TKaHM MO3Ta MUKCHUH

CBSI3bIBAIOT B /1Ba pa3a 6oibiue [TH]TAMK, uyeM TKaHM CIIeIyIOLIEro MO “IBOJIOLOHHOMY
CTapIIMHCTBY” BMIA — KoJto4el akyibl Squalus acanthias [44]. Mo3r npeacraBuTesei
IPYIrUX KJIacCOB ITO3BOHOYHBIX CBSI3BIBAJl TPUMEPHO OMMHAKOBOE KOJIMYECTBO

[PH]TAMK, KOTOpOe COCTaBJISUIO BCETO OT OXHOI TPETH [0 ONHOI YeTBEPTH PErNCTPH-
pyemoro y MUKCUH. XoTs1 konnyecTBO TAMK-perienTopoB MUKCUH COCTaBJISIIOT BCETO
1/10 ot o61Iero yncia peuenTopoB Ha eAMHUILY TKAHU MO3Ta JAPYTMX MO3BOHOYHBIX, OJI-
HaAKO YIOMSIHYTBhIE pellenTOpbl 00agaloT npuMepHo B 20 pa3 OOJBIIMM CPOIACTBOM K
TAMK. ITocne 06paboTku TKaHei Mmo3ra TpuToHoM X-100 (mo3BoJIsIeT ynaiasiTh 9HAOT€H-
HbIe MOIYJIATOPHI apMUHHOCTH pEeleNTOPOB) Y MUKCHUH HaGIIOAAIOCh HAUMEHbIIIee KO-

JIMYECTBO accoluupoBaslieiicst ¢ peuentopamu [PH]TAMK (1OKHMHT); BMecTe C TeM y

MPEACTaBUTEIEH IPYINX TAKCOHOB MO3BOHOYHBIX cTereHb cBsi3biBanus [PH]TAMK rmoxn
neiictBreM TputoHa X-100 yBenWuMBaiach ¢ MOBBIIIEHUEM TakcoHa. [To-BuauMomy, B
Mpo1ecce IBOMIOLIMU OECUETIOCTHBIX B MOJIEKYJIE PELeNTOPa BOZHUK YyBCTBUTEIbHBIN K
TputoHy X-100 caiiT, KOTOPHIA CIOCOOEH CYIIECTBEHHO U3MEHUTH KUHETUISCKIE CBOM -
crBa TAMK-penenTopoB MUKCUHBI B CTOPOHY ITOBBIIIIEHUST UX CPOICTBA K JIUTAHIY.

Takum o6pa3zoM, MOXKHO IIPEAIIOIOXUTD, YTO oOagaoImnii Kiaaccuaeckoit TAMKep-
TMYECKO CUCTEMOI MO3I YCTOMYMBBIX K aHOKCUM OECUEIIOCTHBIX 3apydyaeTcsi CBOe€00-
pa3HOIl AOTIOJTHUTEIbHON TTOMIEPKKON NPYrUX TOPMO3HBIX MEIMATOPOB Ha (hoHe IKC-
TpeMajabHO Bbicokoi aduHHOCTM TAMK-pelienTopoB K JUraHmy.

I1. Knacc Xpsesbie ppiobl (Chondrichthyes), Hagorpsan Aky.si (Selachii). Cambie npes-
HUE TIPEICTaBUTEIN aKyJl MOSIBUIUCH mpuMepHo 450—420 muH et Hazan. B HacTosiee
BpeMs1 u3BecTHO OoJsiee 450 BUAOB akyJsl, KOTOPbIe HACENSIIOT MPaKTUYECKU BCE MOPS U
okeaHbl Ha rmyouHax n1o 2000 M; mpu4eM OTaebHbIE BUIbI CIIOCOOHBI KUTh B MTPECHOM
Bozie. OCOOEHHOCTBIO aKyJl CUMTAeTCsl OTCYTCTBUE KaOEPHBIX KPBIIIEK, KOTOPbIE ¥ PbIO
MO3BOJISIIOT IMPOTOHSITh BOLY CKBO3b XKabphl. {151 obecriedeHrsT BEHTWISILIUY XKaop (AbI-
XaHMsI) aKyJIbl BBIHYKII€HbI HAXOIUTHCS B IIOCTOSTHHOM JIBMXKEHU U, 3aXBaTbIBasi U MIPOKa-
YyuBas 4yepes3 MPUOTKPHITYIO MAacTh BOMY, 3aTEM yAallsisl ee yepes >kabepHbIe IIeIu.
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DnojerHas akyaa (m1a3yaTasi 3mojieTHasl (3moJjieToBasi) aKyJsa, Ijla3yaTasl Kolllaybs
akyna, Hemiscyllium ocellatum) obutaeT B Bogax NMpUOPEXXHOIO0 MEIKOBOIbSI TPOITUYE-
ckux prudoB Ha ryorHax 10 S0 M, TiepenBUTasich MPEeUMYIIECTBEHHO ¢ UCITOJIb30BaHUEM
TPYAHBIX MJIABHUKOB, KOTOPBIE MTO3BOJISIIOT €if OyKBaJbHO “mosizaTh” IO AHY Ha Majloi
mTyouHe. B mepuon oTyiMBa s1osieTHast akyja 3a4acTylo OKa3bIBaeTCsl OTpe3aHa OT OKea-
Ha. [Ipy HOYHBIX OTJIMBAX 3a CUET IBIXaHWsI KOPAJUIOB U CBSI3aHHBIX C HUIMHW OPTraHU3MOB
[O,] MOXeT KpUTHYECKN CHIKATBCS, CO3MaBasi YCJIOBUS TsDKeJIOi severe Thmokcuu (5% O,,
yTO cooTBeTcTBYeT ~0.34 Mr O,/11) UIM naxe even aHOKCUU Npu Temnepatype 25—30°C
[45—48]. OyeBUIHO, YTO AII0JIETHAS aKyja IMOCTOSIHHO HAXOMUTCS B PeXHME €CTeCTBEH -
HOTO TUITOKCUYECKOTO MPEKOHAMIIMOHUPOBaHUs (MeTabosnyeckoi aganTaiuu). [umno-
KCUYECKOe MPEeKOHAUIIMOHUPOBAHUE aKyJ/Ibl Mpenonpeaesier/odecrneynBaeT CHUXKEHUE
CKOPOCTH ee MeTabosm3Ma 1 Kputnieckux 3HaueHuit PO, [46]. Ha ¢pone O,-rononanust
aKyJbl CIIOCOOHBI OTKJIIOUATh HEKOTOpbIe (bYyHKILIMM Mo3ra 0e3 MpM3HAKOB €ro I0Bpe-
KIEeHUsI, BKJIIOYasi BO3MOXHOCTh OTCPOYKHM 3amycka amnomnTo3a [47, 49]. B omiuuue ot
MJIEKOTIUTAIOIINX, Yepernax U KOCTUCTBIX PbIO TMITOKCHUS HE BbI3bIBAET YBEIUUYCHUSI MO3-
TOBOTO KPOBOTOKA 3M0JIETHOM aKyibl. Hanporus, B ycnoBusix O,-rojogaHust CUCTEMHOE
apTepuajbHOE JaBJIEHUE aKyJbl CHUXKAETCS MpUOIn3nTebHO Ha 50% Ha doHe coryT-
CTBYIOILIMX liepeOpabHOM BaszomwiaTauuu U opagukapauu [S0]. DKCIIO3UIUS 3M0JeT-
HOI aKyJbl K 601ee xecTkoit runokcuu (0.39 mr O,/n1) B TedeHue 3.5 4 HE U3MEHSIET OC-
HOBHbIE MOKa3aTeJu HeBpoJornuyeckux GyHkiuii [45]. Peakuusa BocctaHoBiIeHUs (pe-
(rekc BoccTaHOBJIEHUST), MO3BOJISIIONIASI CKOPPEKTUPOBATh OPUEHTALIMIO Tejla aKyJjbl
Mpy yTpaTe HOPMAaJIbHOTIO IOJIOXEHUSI (pPaBHOBECHE B OTBET HA TMIIOKCUIO), BPDEMEHHO
Hapyliaaach TOJBKO MOcCJe 4 4 TUTIOKCHUU; TIPY PEOKCUTEeHAIIMU pedIIeKC yIaBajaoch BOC-
craHoBUTH B TeueHune 30 muH. BmecTe ¢ Tem npubimsutenbHo mociae 40 MUH aHOKCHU
(trortHOTO OTCYTCTBUS O,) SMOJIETHHIE aKyJIBl TIOTHOCTHIO TIEPECTaBAIM PearnpoBaTh Ha
pa3apaxkuTeIn U yTpauuBajId BOCCTAHOBUTEIbHBIN pediieKC, OMHOBPEMEHHO YCHEITHO
coxpansisi ypoBeHb AT® B TKaHsIX Mo3ra [49]. OTMeuaeTcs, 4TO JIsT JAHHOTO BUIA aKysl
XapaKTepHa BhIpaKeHHas IpaTyupoBaHHas peakivs Ha TUIIOKCUIO, KOTopast Ipenroia-
raeT CylIeCTBEHHOE ITOBHIIIIEHIE YPOBHS aHA?pOOHOro Metadbonusma [45]. OmHOBpeMeH-
HO cHuxeHue PO, compoBoxnaeTcst 3.5-KpaTHbIM YBEJMUYEHUMEM YPOBHS alecHO3MHA B
Mo3re akyibl [49]. OGBIYHO y YCTOMYMBBIX K TUITOKCUN/aHOKCUM BUAOB BBICOKHMI YpO-
BEHb aJIcHO3MHA BBICTYITACT TPUTTEPOM OTKITIOUEHUS S9HEPro3aTpaTHBIX KJIETOYHBIX ITPO-
1eccoB [51], peryaupyeTr CKOpoCTb IJTUKOIN3a, CTUMYJIMPYET MO3TOBOM KPOBOTOK U MHU-
LUYPYET 3aIlyCK MexaHu3Ma MeTabonnueckoit nenpeccuu [12, 52, 53]. beuio mokasaHo,
YTO NIPU HOPMOKCHUM Tepdy3aT ¢ aleHO3UMHOM YBEJIMYMBAET CKOPOCTh KPOBOTOKA B MO3Te
aKyJibl, OMHAKO MPU T'MIIOKCUYECKOI apTepuabHON T'MIIOTEH3UU aHTATOHUCT aJecHO3M-
HOBBIX PELIENTOPOB aMUHOMWLIMH HE CMOT OKa3aTh 3aMETHOTO BJIUSIHUS Ha TTOXIEPXKKY
M03roBoro kposoobpaiieHus [50]. [To-BugmMoMy, B oTIM4re OT OOJBIIMHCTBA APYTUX
TTO3BOHOYHBIX XKUBOTHBIX, aleHO3WH HE UTPaEeT 3aMETHOM POJIM B MeXaHU3MaX TUITOKCH -
YeCcKoU 1epedpabHOM Ba30oIUIaTalluy STOJIETHOM aKyJIbl.

[Mpu runokcun/anokcuu oo6mnit ypoeeHb TAMK B Mo3re akyJibl OCTaeTCsl MpaKTU4e-
CKU HeM3MEHHEIM [54, 55]; BMecTe ¢ TeM B peruoHaibHOM pacripeneiaeanu TAMK mpo-
WCXOISAT 3HAUUTEbHbIE cABUTU. bbuto moka3zaHo, yto [[AMK] 3ameTHO moBblliasiach B
JIBUTATEIbHBIX SIIPAaX U B OTHAEIbHBIX CEHCOPHBIX SApax (IBUTraTeIbHOE AP0 X YepEeTnHO-
MO3TOBOTO HEepBa, TpeOeHb MO3XKeUKa, HUXHEE AP0 OJIMBBI, HUXKHEE PETUKYISIPHOE SI/I-
PO, MeUaNbHbIN MPOJOJABHBINA My4OK), OMHOBPEMEHHO OCTaBasICh MPAKTUYECKU Ha TMO-
CTOSIHHOM YPOBHE€ B 00ecCleuyuBalolIUX Peaki[Mi0 HACTOPOXKEHHOCTH CEHCOPHBIX siIpax
[1, 12]. JTokanuzamust TAMK B TKaHSIX TOY4HO COOTBETCTBOBaJIa CHUXKEHHOM aKTUBHOCTH
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LIUTOXPOMOKCHUIA3bI, YTO CBSI3BIBAIOT C MaJeHMEM MHTEHCUBHOCTU MeTaboJM3Ma Heiipo-
HOB [12, 48].

Tunokcryeckoe NMPeKOHAUIIMOHUPOBAHUE ITOJETHOM aKyJIbl HE TOJBKO CITOCOOCTBY-
eT 3HauuTenbHoMYy yBeandeHuio [TAMK], Ho u iotHocTU pacnpeneienus TAMK-pe-
LIENTOPOB B OTAEABHBIX CTPYKTypax Mo3ra [12], B yacTHocTU B Mo3xeuke [54, 55]. Ilo-
BUIMMOMY, TAKO€ coYeTaHne yBeandeHus KonndectBa u adppuaHoctu TAMK -penenTo-
POB IOJKHO CHUXKATh BEPOSITHOCTh BOBHUKHOBEHUS (pUKcaIMKM MOTeHIIMaa JU00 Iu-
MepnoIsipU3alud MeMOpaHbl HEIIPOHOB, UTO 0OeCITeYNBaAET 3HAYNTEIBHYIO 9KOHOMUIO
aHepruu [12], a Takke peajnsyeT 3allUTHYIO0 QPYHKIIMIO TIPU peOKCUreHaluu Ha (oHe
MeHbIero BeicBoboxmenuss TAMK [55]. Kpome Toro, oka3aiaoch, 4YTO aKyJIbl SIBISIOTCS
€IMHCTBEHHBIMU ITO3BOHOYHBIMU XUBOTHBIMU, TAMK(A)-penentopsl KOTOPHIX 00J1a-
AT crenudUIecKol cyObeIMHULIEH ¢ GEH30IMa3eMMH-CBSI3bIBAIOIINM YIaCTKOM Me-
Hee 53 k/la [56]. OueBuaHo, TAMK(A)-peuenTopsl IIaCTUHYATOXAOEPHBIX CTPYKTYPHO
otmnyaTcss ot TAMK(A)-penenTtopoB Ipyrux IIO3BOHOYHEIX, BKJIIOYasl YTPATUBIIMX
TaKylo cyObeIMHUILy KOCTUCTBIX pbi0. KpoMme Toro, riotHocTh pacnpeneineHus TAMK-
pelenTopoB Ha MeMOpaHe HEPBHBIX KJIETOK MO3XKedKa SIMOJETHOM aKyJbl TPUMEPHO B
3 pa3za BbIllIe, YEM Y aKyJIbl — MOPCKOI co0aku (0OBIKHOBEHHAasI KOIIa4ybsl aKyjaa, MEJKO-
MATHUCTAS Kollauybsl aKyna, Scyliorhinus canicula) [55], nisa kotopoit kputnueckasi [O,]
COCTaBJIIET MPUOIN3UTENBHO 4.5 MT/1. BeposATHO, MMEHHO TaKasl BBICOKAsl TUIOTHOCTh
annapata TAMK-peliennTopoB Mo3KeuKa 3MOJETHON aKyJbl ONpeaesisieT yIIOMUHAaBIITY-
FOCSI BBIIIIE YTpaTy paBHOBECHS TeJia ITIPU aHOKCUY Ha (pOHe BBICBOOOKICHUSI MeIaTopa.

ITpu runokcun/aHokcuu nusMeHeHue o6ananca mexny TAMK- 1 miyramaTepruyecku-
MU CUCTEMaMU MOXET CITY>KUTh 00€CITIeYeHNI0 METab0TNIECKOM IeTTPECCUY B OTAEIBHBIX
00JIacTsIX Mo3ra 3I10JIeTHOI akyJnsl [1]. B To ke BpeMs mpeamnojaraeTcs, 4YTO COXpaHsIIo-
IUiics aGCOMIOTHBINM YPOBEHDb IIyTaMaTa HEOOXOIUM ISl BOCCTAHOBJICHUST aKTUBHOCTH
HelpoHOB Ipu peokcureHanuu [1, 12].

TakuM o6pa3oM, MOXHO 3aKJIIOUMTh, YTO, B TO BpeMsl KaK BCE M3BECTHBIC Ha CEro-
TMHSIIHWAMN TeHb YCTOMYMBBIE K TUTIOKCUY U aHOKCWM BUIbBI TTO3BOHOYHBIX pearupyoT Ha
HU3KMIA ypoBeHb O, mnosbllieHueM yposeHs1 TAMK B mosre, dunorenetnyecku “crapast”
BMOJIETHAsI aKyJia MCIIOJIb3yeT ajJbTepHATUBHBINA, “alpecHblil” TOPMO3HBIH MeXaHU3M
IUIST COXpaHEeHMSI 9HEPIUM B simpax mo3ara [55]. HeitponpoTekTopHbIE MEXaHU3MbBI aKyll B
BUIE U3MEHEHMSsT pernoHanbHoro pacrpeneieHusi TAMK criocoOGcTByeT 3aliuTe ot mo-
BpPEXICHUST XN3HEHHO BaXXHBIX oOsacteil Mosra 1pu O,-TOJIOZaHUM U TIOCIEAYIONIeit
peokcureHauuu [12].

II1. Knacec Koctabie puiobl (Osteichthyes), ungpaknacc Kocrucroie poiobr (Teleostei).
OOUTaTENIN COJNICHBIX M MPECHBIX BOTOEMOB, KOCTHBIE PHIOBI, TIPOU3OIIIN OT XPSIIEBBIX
PBIO U COCTaBJISIIOT CaMbIii MHOTOYMCJICHHBII TTO BUAAM KJIACC TTO3BOHOYHBIX KUBOTHBIX
(mouytu 30000 BumoB). KOCTHEIX pBIO pa3nesssioT Ha KOCTHO-XPSIIEBHIX, ABOSKOIBIIIIA-
IIUX, KUCTENEPbIX U KOCTUCTBIX; K MOCAEAHUM OTHOCUTCS GOJIBIIIMHCTBO COBPEMEHHBIX
po16. KocTucThie phIObI COCTABIISIIOT 3BOJIOLIMOHHYIO TPYIIITY, ITIOSIBUBIIYIOCS OKOJIO 435
MJIH JIET Ha3aj.

Mo3r KOCTHUCTBIX PBIO UMEIOT CXOMHYIO C MO3TOM MJIEKOTIMTAIOIINX YIEIbHYIO CKO-
pocTb MeTabosim3Ma [57], a oTaenbHble BUABI PhIO 00J1a1aI0T TaKOM XK€ BBICOKOI CTeIe-
HBIO YyBCTBUTEJBHOCTH K aHOKCUM, KOTOpasl XapaKTepHa JJIsl BBICIIMX ITO3BOHOYHBIX.
Tak, Mogo6HO MO3TY MJICKOTUTAIOIINX, IO BO3ACHCTBUEM aHOKCUM MO3T popenu (On-
corhynchus mykiss) TOCTaTOYHO OBICTPO YTpauyMBaeT MOHHBIM FOMEOCTa3 1 MacCOBO BbI-
CBOOOXIAaeT 00JafalInil SKCIUTOTOKCUYecKUM 3¢ dekTom rayramat [58]. BmecTe ¢
TeM, B OTIMYME OT KpaifHe YyBCTBUTEIBHBIX K O,-roogaHuio BumoB Teleostei cyriecTByroT
DS TIpEACTaBUTEJIC 3TOTO TaKCOHA, TEMOHCTPUPYIONINX PEKOPAHYIO MePEHOCUMOCTD
runokcuu/aHokeuu (kapach Carassius carassius, 3onotasi ppioka Carassius auratus, Top-
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yak Rhodeus sericeus) [59—62]. OauH U3 yHUKATbHBIX IPUCIIOCOOUTEIBHBIX MEXaHM3MOB
TaKMX YCTOWYMBBIX BUIOB MTO3BOJISIET UM TIPpU HepocTaTtke O, N30aBISATHCS OT MIPOIYKTOB
aHa’pPOOHOTO MIMKOJIU3a, YTO CBA3aHO C 9K30THYECKOM CITIOCOOHOCTHIO MBIIIIEUHON TKa-
HU MpeBpallaTh KOHEUHBI MPOAYKT aHa3pOOHOro pacraaa MIIOKO3bI JIAKTaT B 3TAHOJ
[59—61]. B ycnoBusix aHOKCHMU BCce TKaHU PBIO, BKJIIOYAsT MO3T, TIPOU3BOMIST JIAKTAT, KO-
TOPBIi TPAHCITIOPTUPYETCS C KPOBBIO K MbIliIaM. M3 MBI 00pa3oBaBIIniics U3 JaKTaTa
3TaHOJI BEICBOOOXKIaeTCsl 0OpaTHO B KPOBb, TPAHCITOPTUPYETCS K KabpaM, KOTOPbIE IKC-
KPETUPYIOT €ro U3 opraHu3ma poi0. B ycaoBusIx aHoKcuM o0liiee conepkaHue dTaHoJa B
KPOBM YCTOMYMBBIX BUIOB HE MOTHUMAETCS BBIIIE CTAOWILHOTO ypoBHS ~10 MM, 4to
MO3BOJISIET U30€XaTh MTOAABIEHUS aKTUBHOCTH HEPBHBIX KJIETOK [63]. Takoe ycTpoiicTBO
MeTaboau3Ma obecrieunmBaeT BbDKMBAHUE TIPU UIMTEIBHON aHOKCHU 0€3 HaKOILICHUS
JIaKTaTa v MOCJeAyIoIero alumno3a.

Koctuctele pbeiOBI mMeeT xopoino pa3Butyio [TAMKeprudeckyio cucreMmy Mmosra.
Okcnpeccusi TAMK omHoBpeMeHHO ¢ KaTexoJaMUHAMU M CEPOTOHUHOM OTMeYaeTcCs
yKe B IMEPBUYHBIX NOMNYJISLUSIX KIETOK HEiipoMepoB Mo3ra aMoOpuoHoB [64]. B IHC
aMOpuoHoB Danio rerio TAMK mpucyTCTBYeT B siipax KOHEYHOTO MO3Ta, BEHTPaJIbHOM
YaCTHU MIPOMEXYTOYHOIO U cpeaHeM moare [65]. [To Mepe pa3BUTHSI SMOPUOHA KOJIUYE-
ctB0 TAMK-MMMYHOpPEaKTUBHBIX HEMPOHOB IMOCTENEHHO HapacTaeT [66], 4To yKa3bi-
BaeT Ha onpeneseHHYIO poib TAMK B kauecTBe HelipoTpodudyeckoro ¢pakropa, npem-
rnojaraeT ee yyacTue B cUHanToreHese u nuddepeHUMpoBKe HEMPOHOB Ha paHHUX
cTagusix pa3BuTus peio [67, 68]. B ronoBHOM Mo3Te B3pociabix ocobeit D. rerio TAMK-
uMMmyHopeakTuBHbIe KJIeTKU (GABA-IR) npucyTcTBYIOT B OOOHSITEILHOUN JTYKOBUIIE,
KOHEUHOM MO3re, TeKTyMe U runotaiamyce [65]. Crmekrtp pacnpeneinenus MPHK
cyobenuHull, TAMK(A)-penenTopoB 1o OTAEAbHBIM KOMHOApPTMEHTaM IPUIAET CXOI-
¢TtBO M0o3ry D. rerio ¢ mo3rom Miekonurtamomux [22]. Kpome Toro, y D. rerio 6bUIn
uaeHTUGUIPOBaHbI TpU M30GopMbI ITyTamataekapookcuna3 (GAD), nBe U3 KOTo-
peix — gadla u gad1b — HanomuHaioT GAD67 TAMKepruueckux HEHPOHOB MJIEKOIIU -
Talolmnx, TpeThs — gad2 — romonornaHa GADG65, TOKaJIM30BaHHONI B HEPBHBIX TEPMU-
HaJISIX BBICIIMX MO3BOHOYHEIX [22]. B Mmo3re Carassius auratus TAMK pacnpenemnsiercs
MO0 KOMITAapTMEHTAM MO3Ta CXOAHBIM 00pa3zoM U HauboJjee MJIOTHO CKalJIuBaeTcsl Mo
ero cpenHeit tuHun [69]. lllupokoe npencraButeabcTBo [AM Kepruuyeckux HeiipoHOB
B pa3HbIX siapax Mo3ra Teleostei ykazpiBaeT Ha 3HauuMocTh TAMK kak omHOro u3 oc-
HOBHBIX TPAHCMUTTEPOB U TIpeNrojiaraeT rnoaodue opraHu3aluv MEIUaTOPHBIX CH-
CTeM KOCTHUCTBIX PbIO U BBICIIMX TO3BOHOYHBIX XXUBOTHBIX.

AHOKCHSI CIOCOOHA OTHOBPEMEHHO BO3NEHCTBOBATh Ha pa3HbIe MEIMATOPHBIC CHCTEMBI
(Bxiiroyass TAMKepruueckyto cucremMy) Mo3ra pbio, OTIMYAKOIIUXCS METabOoJIMYeCcKO
crparerueil BepkuBaHus [10]. 3omoTast ppiOKa 0ObeIMHSIET IIpeoOpa3oBaHue JIaKTaTa B
9TaHOJI C MeTabOoIUUECKOl nenpeccreil (runomeTadbonusm), Tuisinust Oreochromis mos-
sambicus coueTaeT aHadPOOHBIN TIIMKOJIM3 C TUTIOMEeTab0IU3MOM, a Kapn Cyprinus carpio
WCITOJIB3YeT MHTEHCUBHbBII aHA3pOOHbII ITIMKOJIU3 IJIs1 TPOMU3BOACTBA dHEepTUm. st 30-
JIOTOI pBIOKY OB OMpeIe/ieH 8§-9acOoBOM Meproj] 9KCTIO3UILINH. ITUTEeTbHOCTh HaX0XK e~
HUS B YCJIOBUSIX aHOKCHUM JIJTsl TUJIATIMK U Kapra Oblia BBIOpaHa 10 MOMEHTA yTpaThl paB-
HOBECHUS U MPOSIBIACHUS peakKny n3deranus (2 9 misd twinanuu, 30 MUH — 111 Kapra).
[MpumeyaTebHO, UTO MATTEPH COAEPKaHUSI aMUHOKHUCIIOT B MO3Te pPbIO HanboJiee cylie-
CTBEHHO MU3MEHSIJICS UMEHHO Y TOJEPAaHTHBIX K aHOKCHUM 30JIOTHIX pbIOoK [10]: ypoBeHB
mIyTamMaTa, DIyTaMUHa CHIDKAJICSl, a KOHIIEHTpalMsl DIulMHa, ajaHuHa, TAMK (Ha
48.8%), cepuHa TIOBBIIIANIACh. TWJIaMUs XapaKTepu30Bajlach MPOMEXKYTOUHBIM TUIIOM
peakluu, MpU KOTOPOil JOCTOBEPHO BO3pACTajo COAepKaHWE TIJUIMHA, aJlaHWHA,
TAMK (Ha 27%), cepuna [10]. B Mo3Te HeyCTOMYMBOrO K aHOKCUU Kapria M3MeHEHMUS
KOHLIEHTPAalMM aMUHOKUCJIOT ObIJIM MUHUMAJIBHBI 32 UCKJIIOUEHUEM TTOHUXEHUST YPOB-
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Hs ryramuHa glutamine. O4eBUIHO, HE3aBUCUMO OT M30MpaeMoil MeTaboanyecKoi
CTpaTerny BbDKUBAHUS YCTOMYMBOCTH MO3Ta K TMITOKCUH/aHOKCUM TTONIEPXKUBACTCS B
nepByio ouepenb TAMKepruueckoii CUCTEMOIA.

O,-rosiojaHue Ha NPOTSDKEHUU 5 4 KpaitHe ycroituuBoro kapacs Carassius carassius
NPUBOIWJIM K YIBOCHUIO KOJMYecTBa BoicBoOOXkaaeMoit TAMK B koHeuHoM mo3re [70].
I1pu 6onee nIUTEIbHOI aHOKCUM (B TeUYeHHME MpUMepHO nByX Henellb) [[AMK] mmpomoi-
»Kajia HapacTaTh 1 yBeJIMYMBajaach NpuOIU3UTeIbLHO B S pa3 [71, 72]. belio ycraHoBIeHO,
yto u3mMeHeHue [TAMK] moaBepkeHO 3HAYMTENILHON MHAWBUAYAILHOM BapHabelIbHO-
CTH, YTO MOXET YKa3blBaTh HAa yyacTHhe 9TOr0 Meauaropa B MeXaHM3MaX OYeHb TOHKOM
HACTpOUKM IoxaBiieHUs anekTpudeckoil aktuBHocT LITHC npm anokcum [70]. Kpome
TOTO, MOTEHUMATbHbIE BO3MOXHOCTU 00beMOB BbICBOOOXAeHUS TAMK 3HaunTenbHO
MpeBbIIAI TaKOBbIe I myTamaTa. Jlemossipu3anus TKaHel Mo3ra myTeM nepdy3uun

pactBopoM PuHrepa c¢ Bricokoit [K'] compoBoxmanach yBeInmdeHNEM BHEKJICTOYHOTO
ypoBHs1 TAMK B 14 pa3, B TO BpeMsI KaK KOJIMYECTBO IIyTaMaTa B 3aJJaHHbBIX YCITOBUSIX
enBa yaBauBajioch [70]. CootHomeHne KoanmdecTBa rimyramata 1 TAMK cBumeTeabCcTBy-
€T O CITOCOOHOCTU MO3ra Kapacsl u36eraTb BHICBOOOXKICHUS IIyTaMaTa B “3KCIIMTOTOK-
CUYeCKOM KoimdecTBe”. MHrmbupoBaHUe IJIMKOIM3a B KOHEYHOM MO3re Kapacs Ipu
BBeneHuu ionoarerara (IAA) 3acTaBuio He TOJIBKO CTPEMUTEIBHO CHU3UTD YPOBEHbB, HO
M obecIieumyio OpIcTpoe MaccupoBaHHoe BeicBoOoneHne TAMK (10-kpaTtHoe yBeamde-
Hue uyepe3 30 MUH) OTHOCUTEIbHO TtyTaMmaTa (B 3 pasa yepe3 2 4) [70]. [TonyyeHHBIE pe-
3yJIbTaThl CBUIETEIBCTBYIOT O CONPSIKEHWN Pa3BUBAIOIIETOCS ITPU TMIIOKCHN/aHOKCUH
neduimuTa S3Hepruu co 3HaYUTeNbHbIM BeIOpocoM TAMK, uto obGecrieunBaeT moctaTou-
HO CHUIbHO€ yTHETCHME 3JIEKTPUIECKON aKTMBHOCTA HEMPOHOB M MO3BOJISIET BOCCTAHO-
BUTh ypoBeHb ATD.

IMpu nedpuuure O, AMHAMUKA BBICBOOOXIEHMSI U KOJIWYECTBO BBICBOOOXKIAEMBbIX
MeaUaTOPOB CYILIECTBEHHO Pa3JIMYaOTCs Y BUIAOB PbIO C pa3HOil CTETIeHbIO YCTOMYNBO-
CTU K TUITOKCHH/aHOKCcHH. B Mo3re HeycToitunBoit popenu Oncorhynchus mykiss BEIXOI
mIyTaMara MpeanrecTBoBai BbicBoOOXAeHUI0 TAMK, HaunmHasich depe3 45—60 MuH
aHOKCHM, B TO BpeMs Kak ypoBeHb [AMK He noBbimazcs 10 90—105 MUH aKmo3uumuu
[58]. ¥V kapacs aHOKCHUSsI 3amycKajia OOpaTHYIO IMHAMMWKY COOBITHI B BUJIE CYyIIIECTBEH-
Horo yBeanmdeHus: BHeksieTouHoit [AMK B TeueHmne nepBbix 30-u MUH aHOKCHUM, B TO
BpeMsl KakK IJlyTaMaT elle He JOCTUraeT CTAaTUCTUYEeCKW 3HAYMMOIO ITOBBILICHUS
BIJIOTh 00 90-i1 MuH O,-ronoganus [70]. Ilo-BuaMmMoMy, TOJIEpaHTHBIE BUIBI PHIO
CMOCOOHBI OTCPOYUTDH U OTPAHUUYUTDH BBIXOJ IJTyTaMaTa A0 TOTO MOMEHTa, Koraa OyneT
peann3oBaH HAKOTIUTEIbHBIN HEHPOTIPOTEKTOPHBIN 3D DEKT OBICTPOro U MAaCCUPOBAH-
Horo BbicBoOOXneHuss TAMK.

IV. Knacc 3emuoBoaubie (Amphibia): orpsaa 6ecXBocThIX 3eMHOBOAHBIX (Anura), ceMeii-
c1Bo JIarymkossie (Ranidae). AMdubun nosisunuck 6osee 370 MIJIH JIET Ha3al U CYUTAIOT-
cs TIepeXOMHOM 3BOJIOLIMOHHON cTamveil MexXmy pbloamMu U pentwivsmu. [lomo6HO
MPECHOBOIHBIM YeperaxaM M KapacsM, 3UMYIOIINE JSTYIIKA CTAJIKUBAIOTCS C TSIKEIOM
TUITOKCHEl/aHOKC e IpHU 3UMOBKE B MOKPBITHIX JIBIOM Ipynax u o3epax [73]. Ilomara-
10T [74—76], 4TO OTAENbHBIE BUILI JsATyIeK (Rana temporaria, Rana pipiens) obnamaioT
TMIPOMEXKYTOUHOM CTEIEeHbIO YYBCTBUTEIBHOCT K aHOKCUM MEXIy YyBCTBUTEIbHOCTHIO
MJIEKOTIUTAIONIUX U TOJIEPAHTHOCTBIO K aHOKCUM Yyepenax U Kapacsi. CeBepoaMepruKaH-
cKagl JieonapioBasi JisITylluKa Rana pipiens BpeMsi OT BpEMEHU “HbIpsieT” B JULLIEHHBIE O,
CJIOU BOJIbI OT XUIITHUKOB 1 BBIIEP>KMBAET AHOKCHUIO B TEUEHUE HECKOJIbKUX AHEH Tpu 3—
5°C [74]. EBpomneiickasi OObIKHOBEHHasI JIsITyIIKa Rana temporaria NEMOHCTPUPYET aHa-
JIOTUYHYIO CTeNEHb YCTOHYMBOCTH K O,-rosonanuio [75]. Moar R. temporaria v R. pipiens
crnoco0eH nepexuTb 4—5 4 B orcyrctBue O, Npu KOMHaTHOM Temmneparype [74, 77] v BbI-
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nepxatb He MeHee 30 u aHokcuu ripu 5°C [76]. TIpu rMImoKcum,/aHOKCHU U pedIeKChl 3eM-
HOBOIHBIX MOCTETIEHHO YTPAuYMBAaIOTCS, CITyCTSI HEKOTOPOE BpeMsT pPa3BUBAETCSI COCTOS-
HMe TTOJIHOTO Tapanuya [75].

B ycnoBusix anokeun (100% N,) npu KoMHaTHO# Temnieparype conepxanue AT® B
MO3re JISTYIIEK CHMXKAeTCs JOCTATOYHO MeIJIEHHO B TedeHHe mpumepHo 3 4 [73, 77].
[Mpu Huzkom conepxanuu O, (PO, Boxst 30—60 MM PT. CT.) JIATYIIKA MOTYT MOIIEPXKATh

omnpeneneHHbI ypoBeHb AT® no 16 Henens [74, 77]. PazBuBalolieecs Mpu aHOKCHUU Ta-
neHue [AT®] 1o 35% OoT HOPMOKCHUUYECKOTO YPOBHSI HApyIlIaeT MOHHBIN TOMEOCTas, KO-

IIa KOHIeHTpauusl BHeKieTouHoro K ([K*]O) HauyMHaeT IOCTeNeHHO HapacTtaTh [77].

B nanbHeiiiem MeaneHHoe ypeandyenue K] o IPUBOAMT K ele O0JbILIEMY €TI0 IOBBILIE-
HUIO C MOCJEAyIOIUM BbiIcBOOOXAeHUeM TiyTtamata U TAMK. Takum obGpa3om, “men-
JIEHHasl CMEPTh MO3ra JISITYIIKA” TIpy aHOKcuu (slow death of the anoxic frog brain) Hane-
JIeHa BCEMM IpU3HAKaMM OCTPOI SHEpPreTuyeckKoil HeAOCTaTOYHOCTU, KOTOopasl Xapak-
TepHa JJIs1 MJIEKOMUTAIOIINX, HO pa3BopayuBaeTcsd B 0ojiee NJIUTEeIbHOM BPEMEHHOM
macuita6e [73, 77].

Komnaric ypopHust AT® B Mo3re JISITYILEK TTOXOX Ha 6oJjiee OBICTPYIO peaKIIMIo MJIEKO-
nurarmomx [78], ogHAKO CYIIECTBEHHO OTJIMYAETCS OT MPOLECCOB alalNTUPOBAHHBIX K
AHOKCHMU XXUBOTHBIX, KOTOpbIe MoaaepXuBaoT [AT®] B Mo3re Ha MPOTSIKEHUU MHOTHUX
yacosB [9]. [IpumepHo Ha 100-it MuH O,-roslonaHusl B MO3re JISITYIIEK HaYMHAeT Hapac-
TaTh KOHIIEHTpALMsl afeHO3MHa (Mo3IHee BRICBOOOXIEHME aleHO3UHA), YTO, BEPOSITHO,
SIBJISIETCSL Pe3yJIbTaTOM pachaja BHYTPUKIETOUHBIX 3amacoB AT® u paccMmaTpuBaeTcs
Kak ITaTOJIOrMYecKoe COOBITHE, CBI3aHHOE C dHEpPreTU4ecKuM cboeM [74]. B cBoto oue-
penb, mocie ucroiieHust 3anacoB AT® moBkIlIeHe BHEKJIETOYHOTO YPOBHS IIyTaMaTa 1
TAMK He npoucxonur euie B TedyeHre 1—2 4 [74]. Takoro pona peakiiysi COBEpIICHHO He
oxoXa Ha IIpoliecchl, HaOIomaeMble y IPYTUX II0O3BOHOYHBIX HE3aBUCUMO OT CTEIIeHU
ux ycroiumBoctu. Creayer HallOMHUTDb, YTO XapaKTEPHbIN MJIs HEYCTOMYMBBIX BUIOB
DHEPreTUIECKHU COOM IMPUBOIUT K JOCTATOYHO OBICTPOMY HEKOHTPOJIMPYEMOMY M HEMi-
POTOKCUYECKOMY BBICBOOOXKICHUIO BO30OYKIAIOIIMX aMUHOKHUCIIOT.

CriocoGHOCTh MO3Tra JISITYIIKY TlepeHOCUThb yTpaTy AT®D sBjsieTcsi BeCbhMa UHTPUTYIO-
MM (aKTOM, TOCKOJIbKY 3alllUTa dHEPreTUYecKOoro craTyca CYMUTAETCS 1OCTaTOYHO
BaXXHbIM MOMEHTOM BBIXMBaHUs HEWpOHOB. OUYEeBUIHO, SHEPTeTUYECKUI cOOI Mo3ra
caM 1o cebe He sIBJIsieTCs (paTaTbHBIM COOBITUEM JIJISI 9TUX 36MHOBOTHBIX. OCOOEHHOCTU
(YHKLIMOHUPOBaHKS MO3ra am(puoOuii IMoKasbIBawT, 4YTo nmotepst AT® u ruGens Heipo-
HOB MOTYT OBbITb HE HACTOJIbKO TECHO B3aMMOCBSI3aHbl MeXIy COOOi, KaK 3TO MPUHSITO
cumutars [74].

IT'AMKepruueckast cuctemMa Mo3ra aM(UONI XapaKTepU3yeTCsI TOCTATOUHO XOPOIIM
pa3BUTUEM U OJIM3KHUM MOJOOMEM YepPT, IPUCYIIUX MieKonuTamiuMm [79]. B mo3are nsi-
TYIIEK aHOKCHSI COMTPOBOXIAETCS YBEJIMUEHUEM CONIEPXKAHUS 1IEJIOTO psifia aMUHOKUCIIOT —
cepMHa, uIrHa, amaHnuHa u TAMK, 4To 1eMOHCTpUPYIOT ToJiepaHTHBIE BUIbl. ClienyeT
MpU3HaTh, UTO COAEpXaHWE MIyTaMUHA, TaypMHa U TJiyTaMaTa He BO3pacTaeT B TOM ke
Mepe, UTO Y UICTUHHBIX (DaKyIbTaTUBHBIX aHa3po0oB [80]. bsuto nmokaszano, utro [[AMK]
Bo3pactayia Ha 45% Tociie TIepBOTro Yaca M ellle 6ojiee CyIIeCTBEHHO MOBBIIIANach 10
302 + 78% 1o nctedyeHre 4-ro 4 aHOKCUHU, TOCTUTAsi CAMOTO BBICOKOTO MOKAa3aTeJst cpe-
1 apyrux meauatopos [80]. OueBUIHO, YTO B MO3Te aM(puOMii KOHIIEHTPAlIMX BHEKJIe-
TouHbliX TAMK 1 rmyramara HauMHAIOT YBEJIMYMBATHCS TOCTATOUHO TO3nHO [74]. TTpu-
MeJaTelbHO, YTOo y Jisryiek mossineHne [[AMK] 6b110 04eHb Majio/HEe3HAYNTEIBHO 110
cpaBHeHUIO ¢ 90-KpaTHBIM yBEJMUYEHUEM KOJIMYECTBA MEAMaTOpa B MO3re YCTOMYMBBIX
BUIOB yepemnax mociie 6 4 anokcuu [17]. I1pu conocraBieHUM KOHLIEHTpaluii MearaTopa
B pa3HbIX TakcoHaX HeHHOCTh TAMK B KauecTBe TOPMO3HOTO HEMPOTpaHCMUTTEpA IS
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MO3ra JIATYIIKU MOXET ObITh TEM ClydyaeM, KOTOPBIil ONTMCHIBAETCS BRIpaXKeHUEM “cauiu-
Kom mano, caumikom no3ono” (a case of ‘too little, too late’). Kak 1 y MieKonuTamomux npu
aHOKCHM, HauOoJbIIMK NpupocT BHekjaeTouHOoU [[AMK] 3eMHOBOIHBIX OTMeYaeTcst
mocjie OeToJIsIpu3alii KJIIETOYHBIX MeMOpaH [74], 4TO SIBJsSETCS CKOpee MaTOJOThYe-
CKoi1 peakiiueii. BMecTe ¢ TeM BBICBOOOXAEHME OOJIBIIIOTO 00BbeMa TOPMO3HBIX COeAHE-
HUM OTHOBPEMEHHO C 3KIIUTOTOKCMYECKMMU areHTaMM MOXET IPEeACTaBIsATh cOo0oit
cne(pUYHBINA 3alIUTHBIA MeXaHU3M, MPOTUBOAEHCTBYIOIINMN 2¢(hEKTy M30bITKA BO3-
OyxXmaromux aMuHOKUCIOT [81]. Takue 3ammTHEIE MeXaHU3MBI CpabaTHIBAIOT Ha paHHEM
arane O,-roonaHusl U GyHKUMOHUPYIOT Oojiee MHTEHCHMBHO y YCTOMYMBBIX K T'MIIO-
Kcuu/aHokcuu opranu3MoB [80]. OueBUAHO, UTO Ha (hOHE 3aMETHOIO IIPUPOCTA BHEKJIE-
TOYHBIX KOHIIEHTpalluii acraprata, TaypuHa 1 TAMK OTHOCUTENbHBIN YPOBEHb TTyTa-
mata cHuxaeTtcs. [lognepxkaHue cpaBHUTEIbHO HU3KOTO YPOBHSI BHEKJIETOUHOTO IJTyTa-
MaTa TMpW aHOKCHUM/UIIEMUU COCTaBJIsSIeT HauboJiee CYIIECTBEHHOE pasindyre MEeXIy
MO3IOM JISATYIIKU M MO3roM Miiekonuraloiux [80]. Kpome Toro, B TeueHre HECKOJIbKUX
YacoB “MemICHHOM cMepTU” MO3Ta JIATYIIKM IIPU aHOKCHUHU ObLIO HaiimeHo 12-KpaTHoe
yBEJIWYEHUE BHEKJETOUHOTO YPOBHSI nodaMuHa, 4TO TakXke OTIMYaio R. pipiens oT
YCTOMYMBBIX K aHOKCUM IT03BOHOYHEIX [80]. [To-Buaumomy, TAMK MoxeT QyHKIIMOHM-
poBaTh Kak “n00pOCOBECTHHI” /bona fide KO-TpaHCMUTTEP B MOHOAMMHEPTIUYECKUX (B
YaCTHOCTH Ho(paMUHEeprudeckux) HeiipoHax [82].

IToMuUMO CHUKEHUSI CKOPOCTU MeTabou3Ma Ha ¢oHe MelJIeHHOM yTpaThl mmyina ATdD
¥ TUCCUTIALIMU UOHHOTO TpanueHTa [30], omHUM 13 MEXaHU3MOB, OOBSCHSIIOIIMX CIO-
COOHOCTDb JISITYIIIEK TEePEHOCUTh DHEPreTUYECKYI0 HEJOCTaTOYHOCTh MO3Ta, MOXET
OBITH 3a/IePXKKa BEICBOOOXICHUS BO30YKIAIOIIMX aMUHOKHUCIIOT, YTO TIPEIIoaracT MHy0
MOCIeA0BaTeIbHOCTh COOBITUIT BO BpeMs U IIOCJIe CaMOI0 HepreTudeckoro cbost [74].
B03MOXHO, 4TO B aHOKCHMYECKOM MO3Te JISTYIIKHU AETOJISIpU3alivs MeMOpaH HEPBHBIX
KJIETOK JIMOO 3aepKUBACTCS Ha CPOK 10 2-X 4 mocie ucroieHust AT®, 1160 BbICBO-
6OXIeHNe BO30OYXIAIOINX aMUHOKHUCIOT MTPOMCXOAUT 3HAUUTEIILHO TTO3Ke TEeTOISIPH-
3auuu [74].

V. Knacc Ilpecmbikaomuecsa (Reptilia), orpsan Yepenaxu (Testudines). Uepermaxu —
OIIMH M3 YEThIPEX COBPEMEHHBIX OTPSIIOB MTPECMBIKAIOIIMXCS, KOTOPBIE CYIIIECTBYIOT Ha
npoTsokeHun 250 MUITMOHOB JieT. OTpsin BKJIOYaeT OKoJIo 328 COBpeMEHHBIX BUIIOB,
MPEAITOYNTAOIINX TPOMUIECKUI W YMEPEHHBIN KJIMMAaT. XapaKTepHO 0COOEHHOCTHIO
CTPOCHUSI Yepemnax SIBJIsSeTCsI KOCTHO-POTOBOI MJIM KOCTHO-KOXUCTBIM MaHIUpPb. bojb-
IIIMHCTBO BUIOB Yeperiax BeleT MOJTYBOAHBIN 00pa3 XXNU3HM; B XOJOMHOE U 3aCyIIIMBOE
BpeMsI Tofla yeperaxyu MOTYT BIajaaTh B crsiuky. Cpenay yepenax BCTpPevaroTcsl CyXOMyT-
HbIE, TPECHOBOMHBIE M MOPCKUE BUIbI SKUBOTHBIX.

OTtnenbHbIe TIPEACTABUTENIM 3TOTO OTpsiia 00JamaloT MCKIIOUUTETbHON YCTOMYMBO-
CTBI0O K aHOKCUM HE TOJIbKO CpeIU PEeNTWINN, HO TaKXKe CPEeIM APYTUX IMO3BOHOUYHBIX
[30]. 3apbiBasich B MJIMUCTOE JHO MOKPBITHIX JILAOM O3€p U MPYIOB B MEPUOJ 3UMHETO TT0-
KOsI, CeBepoaMeprUKaHCcKasl IpecHOBOIHAs pacnicHasl ueperniaxa Chrysemys picta CTioco6-
Ha BblIEpKaTh 4—5 Mec. aHoKcuu Ipu Temneparype 1—3°C; npu 6osiee BEICOKMX TeMITe-
paTypax oHa BeiAepxkuBaeT aHokcuio B 100—1000 pa3 goibiie miekonuTaomux [83—85].
KaitmaHoBast wim Kycawouasicss uyepenaxa Chelydra serpentina Bvinepxuaiotr 100 gHeit
rorpykeHus B mineHHoit O, Boze [86]. Bmecte ¢ Tem npyrve BUIBI Yeperax, B 4aCTHO-
CTH 3JI0M TPUOHUKC Apalone ferox He oTaIM4aoTCss 0c000ii BEIHOCIMBOCTERIO [87]. [1o-Bu-
IMMOMY, OCHOBHBIE MEXaHU3MBbI TOJIEPAHTHOCTH K aHOKCHUHU Yeperiax MpeacTaBisiioT Co-
6011 HabOp YHUKATBHBIX IIPUCIIOCOOIEHUIT BHYTPU CaMOM TaAKCOHOMUYECKO TPYIIITHI.

[MageHue MpoOAYKIIMM MaKpO3ProB B MO3re 4yepernax Mpu aHOKCHU COTPOBOXIACTCS
yMeHbllleHueM noTpebiieHrss AT®, 4To o3BOJISIET MOANEePKBATh €T0 YPOBEHb U U30¢e-
KaTh Jenojisipu3alud MeMOpaHbl KJjeToK [17]. be3ycioBHO, cmoCOOHOCTh MO3ra 3THUX
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PEeNTUINI CHUXKATh MOTPeOJIeHUE SHEPTUU UTPAeT KIIOUEBYIO POJIb B UX CIIOCOOHOCTH
niepeHocUTh O,-ToJIoIaHVe IUTUTENIbHOE BpeMsl. ICXOTHO y 9KTOTEPMHBIX PEITUINIA MH-
TEHCUBHOCTb DHEPTeTUIeCKOTO MeTabomu3Ma Bcero Ha 10—20% MeHbIle TAKOBOM y MJTe-
KOMUTAIOIIMX TAaKOIO XK€ pa3Mepa MpM OJMHAKOBOM TeMmmepaType Teja [88]. AHOKcUs
BBI3BIBACT JOMOJNHUTEIBLHOE PE3KOe IMaieHue SHEepreTUYecKoro ooMeHa uyepenax mpu-
osm3uTenbHO Ha 90% [89, 90]. ITokazaHo, YTO B COCTOSIHMM 3UMHE CIISIYKU (TubepHa-
1) CKOPOCTh MeTaboM3Ma uyepenax noHmxkaercs: 6oiiee ueM B 10000 pas 1mo cpaBHe-
HUIO C MOKOSILIIMMUCS MJIEKONUTAIOIIUMHU aHajoruyHoro pasmepa [90]. I[Mo-Bunumomy,
HU3Kasi CKOPOCTh OOMEHHBIX MPOIIECCOB KPUTUUECKM BaKHA JUTS Yeperax, MOCKOIbKY
TMO3BOJISIET UM 3aMEJIUTh UCTOILIEHVE DHEPTETUYECKUX PE3EPBOB U OTCPOYUTH HAKOILIe-
HYe O6OJIBIIOTO KOJWYECTBa KUCIIBIX KOHEYHBIX MPOMYKTOB XXU3HenesaTeIbHOCTU. [Toce
HecKoIbKUX MecsilieB O,-ToofaHus B KPOBU U TKaHSIX TMOSPHUPYIOIINX Yyepernax 3aya-
CTYI0 HabJII0AAI0TCs BBICOKOE cofiepxkaHue akTaTa, 10 200 MM [91, 92]. Ob6pa3syrouuiics
B TIpoliecce aHadpPOOHOTO IIMKOJIM3a JIaKTaT OJHOBPEMEHHO C TTOBBIIIEHUEM €ro KOH-
LIEHTPAIIMHY B TJ1a3Me JIETKO MPOHUKAET B TKAHU MAHIIMPS U KOCTE# XKMBOTHBIX, T1Ie MTPO-
HMCXOIIUT/OCYIIeCTBIISIETCST Oydepu3alns JJaKTaTHON Harpy3ky C TMOMOIIbI0 KapOoHaTa
Kanbuus [91]. M3-3a 3HAUUTENBHON OTHOCUTENBHOI MacChl MAaHLUPS U KOCTEl cKeyeTa
(6osee 35% Macchl Tella yepernax) B MUHEPaIU30BaHHBIX KOCTHBIX CTPYKTYpax CKarlIn-
Basioch 10 40—45% Bcero Mpou3BeACHHOTO B opraHu3Me JakTata [91, 92].

HeiiponpoTeKTOpHBIiT MEXaHU3M MO3ra yeperiax BKJIIoUaeT paHHee BbICBOOOXIEHUE
ameHo3mnHa [93, 94], a Takke 6osee mo3mHee, LIUTeIbHOE BhicBoOoXmeHne TAMK [17,
52]. MaccupoBaHHoe yBenudeHue [TAMK] ormeyaercs mpuMepHO B MOMEHT BPEMEHU
CHIKEHUST MEPpBUIHOTO NuKa aneHo3uHa [52]. I1pu anokcum cogepxxanue TAMK B M03-
re uyepernax ypennuuBaetcs: B 80 pas, a ajieKTpruyeckasi aKTUBHOCTbh MO3ra IOJaBJISIeTCSI
Ha 75-95% [17, 53, 95, 96]. V P. scripta uepe3 240 mun O,-ronoganus [[AMK] mpeBsI-
111aj1a HOPMOKCUYECKU1 ypoBeHb 90-KpaTHO, B TO e BPEMsI CyIlIECTBEHHOTO U3MEHEHUS
YPOBHSI INIyTaMaTa He oTMedanoch [ 17] Ha (poHe mpoaosKarolieiicss paboThl TpaHCIOPTe-
poB ryramarta (EAAT, cemMelicTBO MepeHOCYMKOB BO30YXIAIOIINX aMUHOKUCIOT) [97].
[To-BuaMMOMY, MPECUHATITUYECKOE BHICBOOOXIEHNE IIyTaMaTa MHIMOUPYeTCsl OoCpe/-
crBoM aktuBaumu TAMK-peuentopos [98]. UHTteHcuBHOe moBbiieHue [TAMK] nipu
aHOKCHM TaKe BO3MOXKHO 3a CUeT aHa’poOHoro npeppaiieHus nryramara B TAMK, To-
rna kak pacnan TAMK 3aBucur ot Hannuust O,. Hapactanue [TAMK] conpsixeHo ¢ yBe-
mmueHueM kKonndectBa TAMK(A)-penenTopoB B TeUeHHE KaK MUHUMYM 24 9, 4TO MO-
BhIIIaeT 3(PpPEeKTUBHOCTD AEUCTBUSI TOPMO3HOIO Meauartopa [99].

I'my6Gokast MeTabosim4ecKas AeMpeccus Mo3ra yepernax COpoBOXKIAETCS COCTOSTHUEM,
BU3yajibHO 1ono0HBIM KoMe [100]. BMecTe ¢ TeMm yepenaxu He BXOISIT B COCTOSIHUE TITy-
GOKOI KOMBI, TTOCKOJIBKY COXPaHSIIOT 3aMEIJICHHYIO PEaKIIMI0 HACTOPOXKEHHOCTH, a TIPU
3VMHEM CIsTYKe MOAIeP>KUBAIOT HEKOTOPhIE NBUTaTeNbHbIe (DyHKIIMK. B ocHOBe mpakTu-
YeCKM KOMATO3HOTO COCTOSTHUS (a comatose like state) Mo3ra yeperax TakKKe MOXET Jie-
JKaTh PsII MPOLIECCOB B BUIE PAHHETO BBICBOOOXICHUS aleHO3MHA, aKTUBaUU Kpg-Ka-
HaJoB, nporpeccupytoiiero BeiceodoxaeHuss TAMK, pe3koro cHUXeHUs 3JeKTpuue-
CKOi1 aKTUBHOCTH 1 OTpaHNYCHMSI MOHHBIX TOKOB [73]. [1pu aHOKCHUY BEIOPOC OOIBIIOTO
komuyectBa TAMK neiicTByeT mogoOHO SHAOT€HHOM aHeCTe3MM, KOTopasi MOAaBISIET
MeTaboU3M M 3alIMIAeT MO3T MPAaKTUIECKU TaK XKe, KaK aHeCTEeTUKU cpabaThIBalOT B
mo3sre miekonurtaiomux [101]. OTcyTcTBHE 3aMEeTHOrO BBICBOOOXIEHUS IIyramMaTra BO
BpeMsI aHOKCUM PAa3UTEIbHO OTJIMYAeT MO3T Yeperaxy OT MOo3Ta MieKonuTaonmx. OnuH
M3 TIPEANnoiaraeMbIX MEXaHM3MOB, 00ECIIeUnBaIOIINX MAaCCUPOBAHHOE BHICBOOOXIEHUE

TAMK, MoxeT 6bITh cBsI3aH ¢ akTuBauueii ATdD-3aBucuMbix K -kaHanoB KjieToyHOit
mem6paHsbl [102]. B orcyretBue O, B MO3re yepenaxy OCyLIECTBISIETCS IEPEXOLL OT MUTO-
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XOHIIPUAJIbHON (OKUCIMTENbHON) K LMTO30JbHOU (ITTMKOJIUTUYECKON) MPOAYKIIMU
AT®. OyeBUIHO, AaHOKCUSI MOXET COMPOBOXIATHCS JIOKATbHBIM YBEJTMUYEHUEM KOHIIEH-
tpauuu AT® BOIM3YM KJIETOUHOI MeMOpPaHbI M TAKMM 00pa3oM CIOCOOCTBOBATD JIOKAJb-
HO1 Jenoisipu3aluu MeMOpaHbl, comepxaieili AT®-3asucumble K*-xananel. I1oBbl-
ImeHHOoe KonmdecTBO sHmoreHHo TAMK mpu aHOKCHMHM 3aMemisieT HeOOXOIUMYIO IJIst
MOCTXKEHUST MUKOBOTO 3HAYE€HUs MOTEeHIMala JEUCTBUSI NETIONSIpU3aluio MeMOpaHbl
(spike arrest) myrem aktuBamuu IAMK(A)- m TAMK(B)-peuentopoB [102]. Takxke
aHokcusi nomuMo TAMK cTuMyvpyeT BbIXOH MTOBBIIIEHHOTO KOJUYECTBA NPYTUX TOP-
MO3HBIX, CHUKAIOIIMX CUHANTUYECKYIO Mepeaayy HepOTpaHCMUTTEPOB, — TJIULMHA U
TaypuHa [17]. YBeaIuueHre BHEKJIETOYHOIO MyJia MHTMOUPYIOIIUX aMUHOKUCIOT MOXET
OBbITh OHUM M3 MEXaHU3MOB, JIeXKaIllUX B OCHOBE CHUXEHUSI CIIOHTAHHON 2JIeKTpuYe-
CKOIl aKTMBHOCTHM M NMOTPeOJIeHUsT 3HEpTuM B uiieHHoM O, mosre yepemnaxu [17]. Tlo-
BUIMMOMY, BBICOKAsl YCTOMYMBOCTbh MO3ra 4epernax Ha ()OHe MHOTOKPATHOTO IMOBBIIIIE-
Husa [TAMK] cBsizaHa ¢ TECHBIM COIPSDKEHMEM IIPOLECCOB TMOSpHAILIMK, TOPMO3SIIINX
MpakTUYECKU Bce pusnonornuyeckre hyHKIIMU, U MPOLIECCOB, 00ECIeUnBaIOIIUX BIXKM-
BaHue npu O,-roJI0JaHUU.

BbICOKASl YCTOMUYMBOCTDb K TUITOKCUU/AHOKCUU
BBICIINX ITO3BOHOYHBIX 1 HEJIOBEKA

CuuraeTcsi, UTO BBICIINE TTO3BOHOYHbBIE (TITULIBI, MJIEKOTIMTAIOIINE, BKITIOUAsl YeJIOBe-
Ka) 00J1agaloT BeChMa OrpaHMYEHHOI CITOCOOHOCTBIO TIEPEHOCUTh T'MITOKCUI0/aHOKCUIO
[30]. BmecTe ¢ Tem, Bo n3bexxaHUe IPEaB3SITOTO IIPEACTaBICHMS 00 3TUX TPYyIax I03BO-
HOYHBIX U YEJIOBEKE, CJIEIyeT MPU3HATh, UTO CPEAM HUX BCTPEUAIOTCSI CBOM UCKIIIOUEHUS.
Hpeipsitoiue, poroliye v Briagatoue B CIsTYKy XUBOTHbBIE SIBJISIIOTCSI 0€3YCJTIOBHBIMU Ma-
crepamu agantauuu K runokcuu [31]. K coxaneHuro, naHHble 0 (PYHKIIMOHUPOBAHUU
TF'AMKepruueckoii cMCTeMbl TAKMX TO3BOHOYHBIX OTCYTCTBYIOT. BMecTe ¢ TeM K HacTosi-
LLIEMY BPEMEHM CJOXMUJIOCH MPENCTABIEHME O TOM, YTO yCTOHUYUBBbIE K O,-rOJ0NaHUIO
BBICLLIME TTO3BOHOYHBIE 0COOO0 BBIAESIOTCS THIATEIbHO CKOOPIMHUPOBAHHOI Ha YPOBHE
CHCTEM OPraHOB peKOH(pUrypalueii, BKIOUYaIIeil YacCTUYHOEe OTKIIIoUueHue (hyHKIIUt
OTIEJbHBIX OPraHOB Npu cHUxeHuu PO, [31]. Takas cucteMHasi peKoH@uUrypauus 1o-
CTUTAETCs 3a CUET CTOJIb XK€ CJIO0XHOU MepeHacCTPOMKN Ha KJIETOYHOM U MOJIEKYJISIPHOM
YPOBHSIX, KOTOpbIE 3aBUCAT OT MHOXeCTBa (PaKTOpPOB, BKIIIOYAasl OKPYXKAIOIIYIO Cpelny,
CTENEeHb T’MMOKCUYECKOTO CTPecca, a TaKXKe YCJIOBUS pa3BUTHS, TOBEACHUS U SKOJOTUU
OIpeieICHHbIX BUIOB.

B nmanHoM 00630pe MpUBOAMUTCS BeCcbMa KpaTKUii MepedyeHb HauboJiee aganTUpOBaH-
HBIX TIPEICTaBUTENICI BHICIITUX MTO3BOHOYHBIX.

[TTULBI-HBIPSUTBIIMKA (TUHTBUHBI, YTKU) TIEPEXUBAIOT IIUTEIbHbBIE TTEPUOIbI TUITO-
KcuM (TUIIOKCeMMH ) /acUKCHH 10 cpaBHEHUIO ¢ HazeMHbIMU Bunamu [103, 104]. Mmirre-
paTopcKue MUHTBUHBI Aptenodytes forsteri HBIPSIIOT Ha T1youHy 500 MeTpoB Ha ~15 MUH
[105]. YTKu crocoGHBI TIepeHOCUTh ITOrpykeHue B TeueHue Gojee 10 muu [104, 106].
Bbu10 1MoKa3zaHO, YTO MO3T MpeACTaBUTENs yTUHBIX (Anatidae) OOBIKHOBEHHOII raru So-
materia mollissima oGnanaeT TOBBIIIEHHONH aHA3pPOOHOI €MKOCTbIO, TTOCKOJBKY B €ro
TKaHU CONIEPXKUTCS BCEro oauH uU3odepMeHT JakTaTaeruaporedassl LDHS, KoTopslii y
MJIEKOIIUTAIOIINX OOHAPYKMBAETCSI TOJIBKO B CKeJIETHBIX MbIiax [107].

Hanpsixenue O, B KpOBU MOPCKHX MJIEKOMUTAIOIIUX (KUTOB, TIOJEHENH) Py Morpy-
XKeHUsx nafgaet Huke 20 MM pT. cT. [2]. Tronens-xoxnau Cystophora cristata MOXET TO-
rpyxXaTbcsl Ha Imyoumny 6osnee 1000 M m ocrtaBarbess mom Bomoit 6osee 52 mmH [108].
DyHKIIMKM MO3ra HBIPSIONIEro 0OBIKHOBEHHOTO TioJieHs1 Phoca vitulina (nattepH D3T),
MO-BUAMMOMY, MIPAKTUUYECKU HE U3MEHSIIOTCS IPU CHUXEHUM HanpspkeHust O, apTepu-
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anpHOI KpoBu (Pa0,) no 10—18 MM pr. cT. [109], 4TO CylIECTBEHHO HUXKE KPUTUYECKOTO
3HaueHus PaO, nnst Mo3ra HeHbIpsiolMX Miekonurawoiux (25—40 mm pt. cr.) [110].
ITpu morpy>keHUM TIOJEHSsI -X0XJ1ada IHePreTUIeCKUIi 6ajJaHC ero Mo3ra yiaep>XXuBaeTcs, B
YaCTHOCTHM, 3a CYET CHMIKEHUSI MHTEHCUBHOCTU CHUHANTU4YecKoil nepenauu [2]. Kpome
TOTO, OBLIO YCTAHOBJIEHO, UTO B HelipoHax TiosieHsl C. cristata (TI0 CpaBHEHUIO C MBIIIBIO)
OOJIBPIIMHCTBO CBSI3aHHBIX C XUMHUYECKOI cuHarnTudeckoii (rmyramar- 1 TAMK-epruye-
CKOI1) mepeaadeii reHOB 3KCITPECCUPYIOTCS B TOpas3ao MeHblleM oobeMe (Ha 78 u 80% co-
otBeTcTBeHHO). Kpome Toro, HeiipoHsl TioneHs1 C. cristata o0lIamaloT CIIOCOOHOCTBIO
OrpaHUYMBATh BHICBOOOXKIEHNE U YBEJIMUMBATh OOpATHBII 3axBaT IiyTaMara, KOTOPbIii
MOXET OKa3aTh 3KCIUTOTOKCUYECKUii 3pdekT rpu runokcuu [2].

JnvTeabHbIe IEPUOABI OCTPOI TUITOKCHY TTEPEXKMBAIOT TAKXKE KUBYIIE Ha OOJBIION
BbicoTe (1ama Lama glama, six Bos grunniens) 1100 BNafalolire B 3MMHIOIO CIISTYKY MJle-
KomnuTawllue (aMepMKaHCKUM IJIMHHOXBOCTBINM cycnuk Spermophilus parryi) [15, 31,
111]. Carypauus remorio6uHa (Sa0,) nambl octaetcs cBbilie 92% rnpu HanpskeHun O,
aptepuaipHoil KpoBu (PaO,) okono 50 MM pr. cT. [112]. YcToitunBocTh MO3ra HOPHOTO
rpbI3yHa rojioro 3emiiekona Heterocephalus glaber, xuByiiero csoiie 30 JeT, cpaBHUBA-
IOT C XOPOIIIO U3BECTHOM TOJEPAHTHOCTHIO MO3ra HOBOPOXKIEHHBIX MJIEKOTTUTAIONINX |3,
113]. TTokazaHo, yTo ipu O,-TOJIOAAHUN HEUPOHBI FOJIOTO 3EMJIEKONA COXPAHSIOT CIO-
COOHOCTh K CMHANTUYECKOI Mepenaye ropasao A0Jblile, YeM HeMPOHBI MBIIIU, U JIETKO
BOCCTaHaBIMBaOTCI nocie 30-u MUH nepronoB 1ojHoM aHokcuu [5]. Ilpenmonaraior,
YTO YCTOMUYMBOCTD TOJIOTO 3€MJIEKOTIa MOXKET ObITh Pe3yJIbTATOM COXpaHEHUS 1IEJI0TO Psi-
J1a IOBEHMWJIBHBIX XapaKTepUCTUK MO3Ta B3POCJIOro I'pbI3yHa (rUmoTe3a HeoTeHun) |5, 15,
113]. B yacTHOCTH, OIIpeaeieHHbIE ITapalIeIn MEXXIy MO3TOM 3THX YHUKAJIbHBIX IPBI3Y-
HOB M HOBOPOXJIECHHBIX MJICKOTIMTAIOIINX MOTYT IMPOCMAaTPUBATbCS B HAIMYMKM HEOHA-
TaJILHOM pa3HOBUIHOCTU CyObemuHUII mryTaMaTHEIX N M DA-peuenrropos [113].

PasBuBatoimecss aMOpMOHBI MJIEKOTTUTAIOIINX MPEKPACHO alanTUPOBaHbl K TUIIO-
kcuu: HanpspxkeHue O, B yTpobe MaTepMHCKOTO opraHn3Ma cootsercTByeT PO, Ha BbIcO-
te 8000 M Hax ypoBHeM Mopsi [3, 114]. HoBoposkaeHHBIE KPhICSITa MOTYT BBIXKMBATh B CO-
crostiieit Ha 100% u3 a3ora atMocdepe (aHOKcHsT) B 45 pa3 HoJIbIlIe, YeM B3POCIIbIE OCO-
6u [115]. ITpu runmokcuy HOBOPOXKIEHHbIE KPHICSITA CHUKAIOT oniocpeayeMoe addexkTom

DiyTamara rnoctyruieHne Ca’" BHYTpb HepBHBIX KIeTOK [116, 117], 4To meiaeT MX MO3T
MOXO0XMM Ha MO3T Yepelrax WIM TOJIbIX 3eMiteKoIroB [113, 118]. Takske ycTOIYMBOCTH MO3-
ra HOBOPOXJEHHBIX MJIEKOMUTAIOIIMX OOBSCHSIOT CpaBHUTENbHO HeauddepeHUupo-
BaHHBIM COCTOSIHUEM 3TOTO OpraHa, MpuOJIKalouM ero GyHKIIMOHUPOBaHUE K Mpe/-
CTaBUTEJISIM 00JIee MIPUMUTUBHBIX TAKCOHOB, B YACTHOCTHU K PEITWIHNIM [53].

Hacensioiue Boicokoropbe (Ha BbicoTax 6osiee 4000 M, B HEKOTOPBIX cllyyasix 6osiee
5000 M) HapogHOCTH mato Tubeta (TUOETIBI), AHICKOTO Haropbs AJBTUILIAHO (IIOITY-
JISILMS UHAeeB kevya) u riato CeMueH D@PUOTNCKOTo Haropbsi B Te4€HUE MHOTUX T10-
KOJIEHU I alanTUPOBAIMCH K YCIOBUSIM C HU3KMM MaplyaibHbIM gaBieHueM O, B aTMO-
chepe (~ Ha 40% HKe, Y4eM Ha YPOBHE MODSI), YTO B ITIEPBYIO OYEpEIb CBI3bIBAIOT C Ha-
JIMYMEM OMpPEIESIONIeTO BBICOKYIO KOHILIEHTpauuio remormoouHa (hemoglobin) rena
EPAS1, a Takke Habopa IPpYyruX YyBCTBUTEIbHBIX K TUTIOKCUM 1 PETYIUPYIOIIUX aaarTa-
LU0 K BBICOKOTOPBIO TEHOB (SIBJISTIOTCSI HEOTHhEMJIEMOM YaCThIO PETYJISIIIMK TTPOrpaMMBbl
tpaHckpunuuu HIF) [119—121]. [To-BuaumMomMy, 3MUreHeTUYECKHUEe MPOLIECCHl Mpeno-
CTaBJISIIOT IyTh K OBICTPOMY MPUOOPETEHUIO HACIEAYyEeMbIX, afalTUBHBIX (YHKIIWI U MO-
TYT IaTh U30UpaTeIbHOE MTPEUMYIIECTBO B OBICTPO MEHsTIoNIelics cpene. Takue nuccieno-
BaHMS KUTEJEH BEICOKOTOPhST MOTYT ITO3BOJIUTD TIIyOXKe TMTOHATh MEXaHU3MBI, JIeXallue B
OCHOBE a/IalITUBHOTO MOTEeHIMAaJIa YeJI0BeKa U MUICTOPUHU DBOJIIOLIMY YeaoBeKa [121].
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SAKJIIOYEHUE

MexaHM3MBbl YCTOMYMBOCTA MO3Ta HUBIIUX IMO3BOHOYHBIX MPU TMITOKCUH/aHOKCHUM
npeanojaraloT 3HaYMTeIbHOE CHUXKEHUE MeTaboIM3Ma, HaJluuue 3anacoB U 3 dekTrB-
HOE MCITOJIb30BaHNe CyOCTPaTOB, TOJIEPAHTHOCTb K KOHEUYHBIM ITPOIYKTaM aHa3pOOHOTO
MeTaboM3Ma, TpeaoTBpallleHUe MOBPEeXAeHU CBOOOAHBIMU pajuKallaMu B Ipoliecce
peoxkcureHauuu [30]. B To xxe Bpemsi oueBUIHO, YTO NIpU O,-TOJ0NaHUU META0O0INYE-
cKasl empeccusl YCTOMYMBBIX TIPENCTaBUTEeH pa3HBIX TAKCOHOB TOCTUTAETCST Pa3ind-
HbIMU nyTssMu. OGecrieunBalolliee TMIOMETab0IMUeCKOEe COCTOSIHE BbICBOOOXKACHUE U
KoHeuHbIt 3¢ dekT TAMK Ha pa3HBIX CTYIIEHSIX BOJIIOINN OCYIIECTBIISICTCS 110 JOCTa-
TOYHO TUOKOIi cxeme (Tabia. 1), KoTopasi mpearojaraeT pa3JiMdyHble KOHLIIEHTPAMU Bbl-
cBoboxmaeMmoii TAMK, TecHoe B3auMoaeiicTBUe ¢ APYTUMH TOPMO3HBIMU MEINATOPHBI-
MU CUCTEMaMM, aipeCHOE WM TeHepaIM30BaHHOE BO3IEUCTBUE HA CTPYKTYphbl MO3ra,
YHUKaJIbHBIE BpEMEHHBIE paMKH BBICBOOOXKIEHNSI TOPMO3HBIX ¥ BO3OYIUTEIbHBIX aMU-
HOKHUCJIOT U JOCTUTaeMO€ COOTHOIIEHUE C OCHOBHBIM 3KCIIUTOTOKCMYECKMM areHTOM
Mo3ra — mryramatoM. Kpome Toro, HabmogaeMast py TUITOKCUW/aHOKCUM aKTUBAIUS
TAMKepruueckoit CUCTEMBbI COMPOBOXIAAETCS ITMPOKUM CIIEKTPOM HEBPOJOTHYECKUX
MPOSIBJICHU, KOTOPBIEC TIPEITOJIAraloT Kak COXpaHeHNe OCHOBHBIX peaKIInii opraHn3Ma,
TaK U BXOXIEHHUE B MPAKTUYECKU KOMaTo3HOe cocTtosiHue. OueBuaHo, yto TAMKepru-
yeckasi CMCTeMa Mo3ra HyXIaeTcsl B TaJibHelIlIeM UcclenoBaHuu. 3amada Oyaymx mo-
MCKOB B IAHHOM 00JIACTU COCTOUT B TOM, UTOOBI O0Jiee AETaTbHO U3YYUTh MEXaHU3MbI U
YCIIOBUS BXOXIEHUS MO3Ta U OTAEIBbHBIX HEMPOHHBIX CETel B TUTTIOMETA00INIECKOE CO-
crositHue. He BbI3bIBaeT COMHEHUsI TOT (DaKT, UTO MOCTOSIHHO ITIOABEpTramolInecs neii-
CTBUIO TUTIOKCUM XXMUBOTHBIE TOYHO “3HAIOT”, KaK JOCTUYb HEOOXOAMMOM 71 BbIXKUBA-
HUS IJIYOMHBI METaOOJMYECKOM JIenpeccuu; “3amadya ucciaegoBaTelieil JoJKHA 3aKJi0-
JaTbCsl B TOM, YTOOBI cliemoBarh mx IpumMmepy’ [31], m3BieKas HeKoe palroHaIbHOE
3€pHO B [TOMCKE MyTei COXpaHEeHMsI LIeJIOCTHOCTU Mo3ra npu nedunure O,.

COBJIIOAEHUE 5TUYECKHNX CTAHIAPTOB

Hacrosiias craTbst He COAEPXKUT KaKUX-JIMOO UCCIEIOBAHUI C MCIIOJIb30BAHMEM XXKUBOTHBIX
WIN yYacCTUEM JIIOJIEH B KaueCTBE 0OBEKTOB.

NCTOYHUKU ®PUUHAHCHUPOBAHUA

Pa6ora BeinosHeHa B paMmkax rocaganuss @I'BYH ®UIL MuBIOM “®@yHkioHaIbHbIE, METa00-
JINYECKHUE U TOKCUKOJIOTMUYECKHE aCTIeKThI CYILIECTBOBAHMS THAPOOUOHTOB U UX MTOMYJISILIVI B OMOTOMax
C Pa3IMIHBIM (PUBUKO-XUMUIECKUM pexXumMom” (Homep Troc. peructparmu 121041400077-1).

KOH®IUKT UHTEPECOB

ABTOp AEKJIApUPYIOT OTCYTCTBUE SIBHBIX U MOTEHLMAIbHBIX KOH(PJIMKTOB MUHTEPECOB, CBSI3aH-
HBIX C TyOJIMKalMei JaHHOM cTaTbu.
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GABAergic Mechanisms of the Brain Tolerance to Hypoxia in Lower Vertebrates

E. E. Kolesnikova*

Kovalevsky Institute of Biology of the Southern Seas of RAS, Sevastopol, Russia
*e-mail: dr-kolesnikova@mail.ru

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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