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O600611eHa H(MOopMaLus 0 haKTopax, ONPeaesSIONINX POCT coaepxkaHusl MeTreMorioonHa (MtHb) B kpo-
BU KOCTUCTHIX pbIO. [TloKa3zaHo, 4TO ITepexon reMorioonHa B peppu-(popmy y peId MOKET OBITH O0YCIIOBICH
He TOJIbKO ClIydassMU TOKCHUYECKOIl MeTreMOINIOOMHeMMU. 3HAaUUTEeIbHbIN poCcT KOHIleHTpauuu MtHb B
KPOBHU Y HUX HAOIIOMAeTCS TaKKe B YCJIOBUSX BHEIIHEN TUITOKCUY U TUTIOTEPMUU. DTO MOXKET OBITH 00Y-
CJIOBJIEHO MOBBIIIEHHBIM COAePXKaHUEeM JAe30KCU(DOPMbI MUTMEHTA (TUTTOKCHSI) U CHUXKEHUEM aKTHUBHOCTU
NADH-muadopass! (runmorepmus). Takke y ppIid OTMEUEHO II€pUOINYECKOE ITOBBIIIICHUE COACPKAHMS
MtHb B KpoBU Ha MPOTSKEHMM FOA0OBOTO 1IMKJIA. Takoe coOCTOosTHUE IIPUYPOYEHO K TPeIHEPECTOBOMY U He-
peCcTOBOMY TieproaaM U CBS3aHO ¢ MOHOLIMKJIMYHOCTBIO (DYHKIIMOHMPOBAHUSI KPOBETBOPHOM TKaHM. AK-
TUBHBIN 9PUTPOII033 y PbIO MPOUCXOIUT TOJIBKO B IOCTHEPECTOBBII MEPUOJ B TEUEHUE NBYX-TPEX MECSILIEB.
B ocranpHOe BpeMst B cicTeMe KpacHOM KPOBU ITpeo0JIafaloT JeCTPYKTUBHBIE TTPOLIECChI, KOTOPHIE OTpa-
JKaIOTCS Ha YKCJie IMPKYJIUPYIOLIMX SPUTPOIIMTOB Y YPOBHE OKUCIUTENbHBIX MTpolleccoB B HUX. ['emorio-
OGUHBI PBIO, B CPABHEHUH C TAKOBBIMU MJICKOITUTAIOIINX, OKA3aJIMCh MeHee CTOMKUMU K OKUCIIUTEIbHOM
Harpyske, 4To, Io-BUAUMOMY, CBSI3aHO C HECTaOMIbHOCThIO U HU3KOI addekTuBHOCTHIO NADH -nuado-
pa3bl B KJIeTKaxX KpacHOM KPOBM TaHHOM IPyMITBl OpraHU3MOB. [1py 3TOM 3pUTPOLIMTHI PHIO OTIMYAIOTCS
BBICOKUM cojepxkaHueM riayratnoHa (GSH), ocobeHHo B nepecueTe Ha remMoriodbuH (uHaekc GSH/HDb),
YTO OOYCJIOBJIEHO BBICOKOM 3(D(MEKTUBHOCTBIO peaKlIMii TIEHTO3HOTO IIIYHTA, MO3BOJISIONIECH TTOAIePKM -
BaTh Beicokuii ypoBeHb NADPH B kietke. JlaHHasi 0COOEHHOCTD, BEPOSITHO, KOMIIEHCUPYET HU3KYIO aK-
tuBHOCTh NADH-nmmadopassl. B ciiydae HUTpUTHOM MHTOKCUKALIMM OTMEUYEHO MPOTEKTOPHOE IeiicTBUe
Ha remMorjioouH co ctopoHsl Cl™ u agpeHanuHa. OHO B 3HAYUTEJbHOI CTENEHU MOHMXAIO TOKCUYECKUIA
addext NO,. ObcyxaaloTcss MEXaHU3MBbI, OTBETCTBEHHBIE 3a MEPEXO] TeMOIJI00MHA PBIO B OKUCIEHHOE
COCTOSIHUE.

Knrouesvie croea: merremornoou, NADH-auacdopasa, 3puTpoLIUTHI, TUTIOKCHUSI, TUTIOTEPMUSI, TOOOBOI1
LIUKJI, MOPCKHE PHIOHI
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BBEAEHWE

DPUTPOLUTHI HAXOAATCS B cpelie ¢ 6ojiee BbICO-
KO KOHIIeHTpalei Kuciaopoaa, YeM OOJIbIITUHCTBO
KJIETOK, M MOTEHLIMAJIbHO TTOJBEPXKEHBI MOBPEXKIAI0-
eMy neiicTBuio okucaureaein. [Ipu 3ToM reMorsio-
OUH MOXET OJTHOBPEMEHHO HAXOAWUThCS B HECKOJIb-
KUX (PYHKIIMOHAJIBHBIX COCTOSSHUSIX: OKcudopma
(HbO,), nezokcudopma (Hb), okucieHHas gopma
(MtHb). B HOopMme KOMIJIEKC ero ¢ KHCJIOPOIOM
(HbO,) nuccoumnupyeT ¢ CoOXxpaHeHUEM XKejie3a B re-

Me B peppococrossauu (Fe?t-Hb) (Schechter, 2008):
(Fe’")HbO, — (Fe’")Hb + O,

Cokpamennsa. GSH — rimyratnon, MtHb — MeTreMoryioGuH;
CAT — karanaza (K® 1.11.1.6); SOD — cynepokcuaarucmyrasa.
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O,[[HaKO B HEKOTOPLIX ClIydadX OC€OKCUTCHaLMA
COIMPOBOXKAACTCA 06p330BaHI/ICM CyII€poKCHa aHNO-

Ha ("O,) ¥ MepexonoM Xeje3a B reMe B TPeXBaJICHT-

Hoe cocrogHue (Fe’™-Hb, wmer-dopma, MtHD)
(Schechter, 2008):

(Fe*")HbO, — (Fe’" ) Hb + 0.

CymectByer crienuduueckuii ¢epMeHTaTUBHbIA
MeXaHW3M BOCCTaHOBJICHUsI MeTreMoriioonHa (MtHD).
KimroueBast poib B HeM npuHamiexuT NADH-auado-
pase (K® 1.6.2.2), koTopast IEPEHOCUT 3JIEKTPOH C
NADH Ha uutoxpom bs, a 3ateM Ha MtHDb (Percy,
Lappin, 2008):
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NADH + cytbs (Fe™ ) — cytb (Fe™) + MtHb —
—cytb;s (F e3+) + Hb.

B nipoiiecce BocctaHoBienuss MtHb npuHumator
yyactue tTakke GSH, ackopOuHOBast KMCI0Ta, TOKO-
depon (Krishna, Venkataramana, 2007).

SnepHble 3pUTPOLIUTHI PbIO UMEIOT TOT K€ aHTH-
OKCUJAHTHbBI!f KOMILIEKC, YTO U Oe3bsiIepHbIE 9PUT-
pOLMTHI BBICIIMX MO3BOHOYHBIX (Mather-Mihaich,
Di-Giulio, 1991; Zikic et al., 1991). B Hux BhIsIBIcHa
NADH-guacdopaza (Tucker, MacMillan, 1992;
Schoore et al., 1995). I1epBbie cBelleHUS O CYILIECTBO-
BaHUM JaHHOTO (pepMeHTa B 3PUTPOLIMTAX PbIO ObLIN
nmoyydyeHsl B 1982 r. o Komaubero comuka (Huey,
Beitingh, 1982). Heckonbko no3xe NADH-auado-
pa3y OOHapyXWJIM B PUTPOLUTAX yIpsl U OaJITHii-
ckoii cemru (Hardig, Hoglund, 1983; Kawatsu et al.,
1987). YcraHoBiEHO, 4TO B BoccTaHOBJIeHM MtHb y
pPBIO MOXET MPUHUMATh y4acTHe TakxKe TOKoGheposT 1
ackopOunoBas kuciaora (Wise, Tomasso, 1988; Saji-
ki, Takahashi, 1991). OnHako neiicTBUe MX MEHee
cneuuduyHo, yeM NADH-nuadopassi. [TokazaHo,
YTO aKTMBHOCTb HEKOTOPBIX (hepMEHTOB (ITEPOKCU-
nmaspl, K@ 1.11.1.1-1.11.1.10, cynepoKCUIAMCMYTa3hbl,
K® 1.15.1.1) ¥ KOHUEHTpalusi BOCCTAaHOBUTENECH
(GSH) mpesnilraeT TakoBhIe y yeoBeKa (Wdziec-
zak et al., 1982; Dafre, Reischl, 1997). Bmecte ¢ Tem
YCTOMYMBOCTh PECHUPATOPHBIX MUTMEHTOB PHIO K
OKWCJIEHUIO OKa3aJIach CYLLIECTBEHHO HMXe. B cpaB-
HEHUMU C MJIEKOMNUTAIOIIMMU TIEPEXO] FeMOTrJI001Ha B
MeT-hopMy U JIM3UC IPUTPOLIUTOB Y HUX MTPOUCXO-
IUT Tpu Oojiee HU3KUX KoOHUeHTpauusix H,O,
(Kawatsu et al., 1991; Alayash et al., 1993; Powell,
Perry, 1997). Yposenbr MtHb B KpoBU npu 3TOM MO-
xket npeBbimaTh 10% (Hardig, Hoglund, 1983; Sajiki,
Takahashi, 1991). ¥ yenoBeka B HOpMe ypOBEHb TaH-
Horo coeauHeHust <1% (Schechter, 2008). JlaHHBII
(akT CBS3BIBAIOT C HAIMYMEM Y PbIO HECTaOMIbHBIX
remorioonHoB (Blair et al., 2020). OcobeHHO XOpo-
110 3TO 3aMETHO TPU U3YYEHUU TeTEePOreHHBIX KOM-
IiekcoB maHHoro 6eika (Giles, 1991; Imsland et al.,
1997; Soldatov et al., 2004). MccienoBanusi, mpoBe-
IeHHble Ha ycaue (Barbus holubi Steindachner, 1894)
u come (Clarius gariepinus Burchell, 1822), mokazaiu
CYLIECTBOBAHUE Pa3JIMYUl B YCTOMUYMBOCTU K OKUC-
JICHUIO OTAEIbHBIX KOMIIOHEHTOB IreMOTJI00MHOBOI
cucteMbl y 3tux BumoB pui0o (Hattingh, Du Toit,
1973). Tak, y coma MtHb oOHapykeH B IByX U3 IIIe-
CTH (PpaKIlIvii, IpUYeM, OJHA CoJepKaia ero B 60JIb-
moM konmuectBe (~50%). Y ycaua remMorioOuH
MPEeNCTaBIeH TPeMsi KOMIIOHEHTaMU M BO BCEX ObLI
o6HapyxeH MtHDb B koimuectBe ot 4.4 1o 85.0%.

OcoO0OBIii MHTEpEeC MPEeACTaBISIIOT CIydyau CIOH-
TaHHOTO pocTa ypoBHS MtHDb B XpoBu pr10 0e3 BuaM-
MbIX TPU3HAKOB TOKCUYECKON METITeMOTJIOOMHEMUU.
K HAUM MOXXHO OTHECTU MEPUOAUYECKOE TTOBBIIIIEHUE
ypoBHsI MtHb B KpoBU HEKOTOPBIX BUIOB Ha TIPOTSI-
xeHuu romoBoro nmkia (Hardig, Hoglund, 1983;
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Soldatov, Maslova, 1989), HaxoxneHue pHIO B yCIO-
Busgx ruro- u runeprepmun (30—40°C) (Koudela,
Zitkova, 1991; Jensen et al., 1998; Andreeva, Ryabtse-
va, 2011), runmokcuu (Affonso et al., 2002; Chen et al.,
2017) u np.

B HacTosiieM 00630pe pacCMOTPEHbI HE TOJBKO
TOKCUYECKHE BapuMaHThl MeTremMorioouHeMuu. Oco-
00€e BHMMaHUe yIesIeTCs €CTECTBEHHBIM COCTOSIHU-
sIM, TIPU KOTOPBIX MPOUCXOAUT CAMOIIPOU3BOJILHBIN
pocT koHLleHTpauuu MtHb B KkpoBu pbIO.

TOKCHUYECKAA
METTEMOIJTIOBMHEMMUA V Pblb

Bonbioe ynciao myoauKalmii MoCBsIIIEHO TOKCHU -
YeCKMM BapHWaHTaM MeTremMoriioomHemun. Ilponecc
rnepexofa reMOorIoOMHA B MET-COCTOSTHUE MOXKET ObITh
WHAYLPOBaH PSIIOM areHTOB: HUTPUTOM, HUTPATAMMU,
AHWJIMHOM, HUTPOOEH30JIOM U PSIIOM APYTUX COSIHE-
Huii (Anuradha, Subburam, 1995; Schoore et al., 1995;
Mathies, Mauldin, 2020). Ocoboe BHUMaHue yaesieT-
cs nevicteuto HutputoB (Tucker, MacMillan 1992; An-
uradha, Subburam, 1995; Schoore et al., 1995; Yavuz-
can et al., 2006). B yci1oBUSIX ICKYCCTBEHHOIO BhIpa-
IIMBAHUS PbIO KOHLIEHTPALYS JAHHBIX COSAUHEHUI B
BOJIe MOXET CYIIECTBEHHO MOBBIIIATLCSI. DTO IIPUBO-
JIUT K 3HAYUTEIbHOMY yBeJndeHuto ypoBHst MtHDb, uto
CHIDKAET KMCJIOPOIHYIO €MKOCTh KPOBU U BBI3HIBACT
pa3BUTHE COCTOSIHUSI TUIOKcuM y pbio (Tomasso,
1994; Bieniarz et al., 1995; Saoud et al., 2014). I1pu
9TOM coAepKaHUe OKHUCJIEHHOIo IIMTMEHTAa B KPOBU
MOXET HOBbIIIAThCS 10 >50% (Hofer, Gatumu, 1994;
Yavuzcan et al., 2006). Poct konuenrpauuun MtHb
OOBIYHO IIPOMCXOOUT Ha (DOHE Pa3BUTUSI BhIPasKeH-
HOM aHEeMUM, YHUCJIO SPUTPOLUTOB Y KOHIICHTPALIUS
remorjobrnHa B KpoBu cHuzkaiorcs (Hilmy et al.,
1987; Wang, Hu, 1989). D10 elie 6oJiee ycyryoJsiet
pa3BUTHE COCTOSIHHUSI TUIIOKCUM M COIIPOBOXIAETCS
ruoenplo pbid. CpaBHUTENBHASI OLICHKA YYBCTBU-
TEJILHOCTU PECHUPATOPHBIX TUTMEHTOB phIO K ACii-
ctBri0 NO, Mokazana HajldYue CYLLECTBEHHBIX pac-
xoxnaeHuit (Benape, Pooma, 1990). Tak, ecinu y pamyx-
HOI (popenu IOCTOBEpHBIN pocT comepxkaHuss MtHb
otMeueH npu KoHueHTpauuu NO, 0.096 mr/n (Smith,
Russo, 1975), To y comuka (Ictalurus punctatus) Tuilib
npu 1.31 mr/n (Urrutia, Tomasso, 1987).

OTMedeHOo, YTo Iepexon remorioouHa 8 MtHb B
npucyrctBuu NO, Jierye BCero NpOUCXOAUT B JI€3-
OKCHUCOCTOSTHUM, YeM B OKCUT€HUPOBAHHOM ITUT-
MmeHTe (Jensen, 1990). D10 cBs3aHO C TeM, YTO B He-
OKCUTEHUPOBAaHHOM reMOTI00uHe (Deppo-NOH HAX0-
JIUTCSI B BBICOKOCIIMHOBOM coCTOsiHMU (YalT u ap.,
1981). Yetnbipe u3 natu 3d-opOutaneil BajeHTHOM
000JI0YKM COAepKAT II0 OJHOMY HECITapEeHHOMY
BJIEKTPOHY. Pammyc BBICOKOCIIMHOBOIO Kejie3a Be-
JIUK, TIO3TOMY OHO CMEIAETCs] OTHOCUTEIbHO TI0C-
KOCTH NopdupuHoBoro Kojibla Ha 0.06 HM B cTOpo-
HY KOOPAMHALIMOHHO CBSI3aHHOI ¢ HUM MMMAA30J1b-
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HOIl  rpynmbl  ructuamHa.  [IpucoenmHeHue
KUCJIOPO/a TIEPEBOIUT XKeJIE30 B HU3KOCITMHOBOE CO-
CTOSIHUE, B KOTOPOM BC€ JIEKTPOHBI criapeHbl. Panu-
yc Fe?* yMeHbIIaeTcs, 1 OHO BXOIUT B LIEHTP MOpGU-
puHOBOTO KoJiblla. OTCIONA CIeayeT, YTO TO0bIe 13-
MEHEHUs, BJIeKyllMe 3a Cco0Oii  U3MEHEHUE
HU3KOCIIMHOBOTO coctosinus Fe?t B HbO, koMruiek-
Ce, MOTYT CTaTh IIPUYMHOU OTPbIBA JIEKTPOHA OT XKe-
Jie3a U MPUBOAUTH K €ro okuciaeHuto. Pearoniee 3Ha-
YeHUe TIPU 9TOM UMEET B3aUMONIEHCTBIE MEXIY TTPOK-
CYMAaJTbHBIM TUCTHIMHOM 1 Fe?*,

MMPOTEKTOPHOE JIEMCTBUE XJIOPU10B
N AIPEHAJIMHA

B cepuu mccenoBaHuit OTMEYEHO, YTO XJIOPUIBI
007agaloT 3allMTHBIM JeficTBUEM, CHMXas WU
MpeIoTBpaIas pa3BUTHE METTeMOTTIOOMHEMUMN B
VCIIOBUSIX HHUTPUTHON WHTOKCUKAIIMM OpraHu3Ma
(Rodriguez-Moreno, Tarazona, 1994; Bowser et al.,
2011). IlpemmomaraeTrcsi, 4TO IIPOTEKTOPHOE JIeii-
ctBue Cl- peanmsyeTcst Ha ypoBHe kabp. Jlokasza-

TEJIbCTBO 3TOI0 — CHMXKEHME KOHLleHTpauuu NO, B
TU1a3Me KPOBU Y XKUBOTHBIX, HAXOISIIIUXCS B Cpefe ¢
noBbilIeHHBIM conepxkaHuem Cl- (Tomasso et al.,
1979). Y pbI® ¢ MOHUXEHHBIM YPOBHEM XJIOPUIHBIX
KJIeTOK B xkabpax poct NO, B 11a3Me 0osiee BbIpakeH
(Williams, Eddy, 1988a). B To ke Bpewmsl, psia ucce-
JloBaTesie CUYMTAIOT, YTO MEXaHW3M 3alllUTHOTO Jeii-
ctBus Cl™ Ha reMorjo0UH B YCJIOBUSIX HUTPUTHOTO
3arpsi3HEHUsI 10 KOHIIa He BbisicHeH (Tomasso, 1994).
He uckiouyaeTcsl Takxke HEMOCPEACTBEHHOE BIIUSI-
Hue Cl- Ha mojexkyny nurMmeHTa. ITokazaHo, 4To
npouecc obpaszosanuss MtHb B mpucyrcTtBumM HUT-
PO30ITPOM3BOIHBIX OMPEeHMIIPUPHBIX TEPOUITNIOB
3aBUCHUT OT ynciia Mosiekya Cl B JaHHBIX COeAUHEHU -
SIX: YEM BTO YUCJIO OOJIbIIIE, TEM HUXKE YPOBEHb OKHC-
JienHoro nurMmeHTa (Miyauchi et al., 1979). Bmecre ¢
TeM Ha HEKOTOpble BUIBI PbIO (TopObLIb Sciaenops
ocellatus) Cl- He oKa3bpIBaeT 3aMETHOIO BJIMSHUS
(Wise, Tomasso, 1988). MeHee BbIpakeHHOE MPOTEK-
TOpHOE JEWCTBUME OTMEYEHO TakKXke CO CTOPOHBI

HCO; (Tomasso et al., 1979), K*, Na* u Ca?* (Ben-
ape, Pooma, 1990).

dnutenbHoe copepkaHue pbl0 B Cpelie ¢ BLICOKOM
KoHLeHTpaueil NO, B psiie Cay4aeB CONPOBOXIA-
JIOCh KOMIIEHCallMeii OTMEUEHHBIX B Hayajle Hera-
TUBHBIX U3MeHeHui. Conepxanue NO, B rutazme u
KoH1eHTpalusa MtHb cHuzkanuch Ha ¢hoHe yBeInue-
HUS YPOBHS aJipeHaJIMHA U MOSIBJICHUSI B KPOBU HO-
BOM momyJisinuy MeJKux spurponuTtoB (Williams,
Eddy, 1988b). BeneHue B MHKYOAIIMOHHYIO CpPEmy
amwiopuaa (ycunusaeT BoiBeneHne Na® u Cl- Ha
YPOBHE MOYEYHBIX KaHAJIbLIEB) MOAABIISIIIO IeCTBIE
anpenanuHa (Paajaste, Nikinmaa, 1991). 910 ykasbI-
BaeT Ha TO, YTO B OCHOBE, OTMEYCHHOI BBIIIIE peak-
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umu, Jexut Na*/H'-obMeH Ha ypoBHE MeMOpaH
LUPKYJIUPYIOIINMX KJIETOK KpacHOi kposu. Bxox Na*
B OPUTPOLIUTHI U €I0 BBIXO JOJIKHBI COIIPOBOXAATh-
Cs COOTBETCTBEHHO YBEJMYEHUEM U CHIKEHHEM
BHYTPUKJIETOYHOIo ypoBHs1 Cl~, KOTOpBIA IpersT-
CTBYET MepeXoay reMOIjIo0MHa B OKHMCIEHHOE COCTO-
sHue. B aToM, To-BUOIMMOMY, U CIIeAyeT yCMaTpH-
BaTh MEXaHM3M 3aLIUTHOTO ACHCTBHS anpeHaIHA.

CE3OHHAA ITMUHAMUWKA KOHUOEHTPALIM
METTEMOIJTIOBMHA B KPOBU PLIb

Kak yxe oTMeuyasiu, pecriupaTOpHbIE TUTMEHTHI Y
PBIO OTJIMYAIOTCS HU3KOM YCTOHUMBOCTBIO K OKUCIIE-
HUIO B CpPaBHEHWM C BBICIIUMMU TTO3BOHOUYHBIMU
(Kawatsu et al., 1991; Alayash et al., 1993; Powell,
Perry, 1997). OH1 MOTYT N€pUOANYECKU TEPEXOAUTH
B (heppu-dopmy 6€3 BUTUMBIX MPU3HAKOB TOKCHUYE-
cKoit MetremoryioonHeMuu. Takoe cocTosiHue oOHa-
PYXEHO Y OTACIbHBIX BUIOB Ha MPOTSKEHUU TOJ0OBO-
ro uukia (Hardig, Hoglund, 1983; IlyouHuHa u ap.,
1988; Soldatov, Maslova, 1989). MakcumanbHas
KOHIIEHTpalusl MeTreMorjioonHa BeisiBiieHa Y Gadus
morhua — 27% (Graham, Fletcher, 1986). I[1pu sTom
ce30HHas1 JMHaMMKa ypoBHsI MtHb B kpoBu mmMmeer
SIBHO BBIPAXXEHHYIO BHUIOBYIO CIEUIM(PUUYHOCTb U
OOBIYHO HE OTpaXkaeT eCTeCTBEHHbIN X0 U3MEHEHU S
temrepatypsl 1 doronepuoga (Graham, Fletcher,
1986; Soldatov, Maslova, 1989). Ananus Ipu4YnH po-
CTa IO OKUCJIEHHOIO MUTMEeHTa B KPOBU PbIO B Te-
YeHUEe TOA0BOTr0 LIMKJIa IoKa3aj, YTO OH 00YCJIOBJIEH
OCOOCHHOCTBIO TEUYEHUSI IPUTPOMOITUYECKUX ITPO-
1IECCOB B KPOBETBOpHOIi TKaHU. Hanbosnee akTuBHas
npoymmdepanns 1 TuddepeHIIMPOBKA SPUTPONTHBIX
BJIEMEHTOB MPOUCXOAUT B MpoHedpoce 1 OTYACTU B
Me3oHedpoce (Pieposa u Ap., 2020) B MOCTHEPECTO-
BBbIii MIEPUOI U MPOJOJKAETCS B TEUEHUE ABYX-TPEX
MecsieB (Maslova et al., 1988; Andreeva et al., 2017a).
B octanbHOE BpeMsi KpOBETBOpHasl TKaHb BBIKJIIOUE-
Ha U3 aKTUBHOTO (DYHKIIMOHUPOBaHUS. DTO NIPUBO-
JUT K MOCTENEHHOMY CTapeHUIO LUPKYJIUPYIOIIS
APUTPOLIUTAPHON Macchl. AKTUBHOCTL NADH-mma-
¢dopasbl B 3pUTpoOILIMTaX MTaaeT, YTO IPUBOJUT K PO-
cty KoHueHTpauu MtHb B kpoBu (Soldatov, Maslo-
va, 1989).

st yTouyHeHMsT MEXaHU3MOB, OIPEASIISIOIINX
U3MEHEeHUEe KOHIEHTpAalUu TeMOrjIo0MHa U MeTre-
MOTJIOOMHA B TEUEHUE T0a, UCCIIeI0BaHA SPUTPOIIO-
3THUYECKasi aKTUBHOCTh KPOBETBOPHOI TKaHU ITIPO-
Hedpoca y Kedanu u kKambansl (Maslova et al., 1988).
IToka3aHo, yTo akTUBHAas npoaudepauus u nudde-
PEHLIMPOBKA 3PUTPOUTHBIX 3JIEMEHTOB B I'OJIOBHOM
MMOYKe MPOMCXOANIIA TOJIBKO B ITOCTHEPECTOBBIIA IEpU-
o 1 Habmoaanack B TeyeHue 1.5—2 mec. O6 3ToM CBU-
JIETEJIbCTBOBAJIO 3HAYUTEJIBHOE YBEIMYCHUE SPUTPOUI-
HOI1 TIOIYJISIUAN KJIETOK B IIpoHedpoce, pocT MHIEKca
VIMITYJIbCHOTO MEUEHUS KIIETOK *H-TUMUINHOM, OSIB-
JeHue B repudeprudecKoM pyciie Ipoandepupyio-
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mux 6a30PIBHBIX HOpMoOiacToB. B ocTanpHEBIC TIE-
PUMOIBI TOAOBOTO LIMKJIA MTPOUCXOANUIIO CO3pEeBaHUE U
cTapeHHe O0pa30BaHHOI 3PUTPOLUTAPHOII MACCHI,
YTO OTpaXKaeT CHIDKEHYE €€ YCTOMUMBOCTU K KUCIIOT-
HoMmy ¢akTopy. KpoBeTBOpHAsI TKAHb ITPY 3TOM OBIIa
BBIKJTIOYEHA W13 aKTUBHOrO (YHKIMOHUPOBAHMS.
MMeHHO KpaTKOBPEMEHHOCTh 3PUTPOITIO3TUYECKUX
MPOLIECCOB B TEUCHME TOJa, MO-BUIMMOMY, — OCHOB-
Hasl IIPUYMHA TOro, 4To cnycTd 8—10 Mec, K Hadamy
CJIEIYIOIIET0 HEPEeCTOBOro MEpHoia 3PUTPOLIMTAPHOE
paBHOBeCHE CMEIICHO B TOJIb3Y JECTPYKTUBHBIX MPO-
LIECCOB 1 COIPOBOXIAJIOCH CHIKEHMEM YKCJIa 3PUTPO-
LIUTOB ¥ KOHLIEHTPAI1 TeMOIIOOHA B KPOBH.

YrHeTeHNe 3pUTPOII033a, CHIZKEHIE YK CIIa DPUT-
POLIUTOB 1 KOHIIEHTpalluM T'eMOTJI00MHA B KPOBHU B
Mepuoj HepecTa OTMEYeHO B paboTax psiia aBTOPOB
(Raizada, Singh, 1981; MacnoBa, TaBpoBckas, 1991;
Ranzani-Paiva, 1995). Hapsiny co cMelieHueM a3pur-
pPOLIUTAPHOTO PaBHOBECHUSI, CHUKCHUE KUCIOPOTHOI
€MKOCTH KPOBHU B IIPEIHEPECTOBHII IIEPUOI MOXKET
OBITh CBSI3aHO M C OEIKOBOM HETOCTaTOYHOCTHIO B
opraHusMe pbIO, pa3BUBaIOIIEiicsl HA OCHOBE aKTUB-
HOM reHepalry IIOJIOBBIX IPOAYKTOB. M3BeCTHO, UTO
0eJIKoBasi HEIOCTaTOYHOCTh BCeraa compsikeHa ¢ 00-
Jiee WU MeHee BbIpakeHHol aHemuent y peio (Kok-
kidis et al., 2000). AHeMMSI ¥ TUTIOKCHSI, B CBOIO OUe-
penb, ciyXaT MOIIHBIM (PAaKTOpOM BBIPAOOTKU
SPUTPONO3TUHOB UM aKTUBM3ALIMM 3PUTPOIIOI3a Y
peI6 (Weinberg et al., 1976; Marinsky et al., 1990; Mu-
rad et al., 1990; Houston et al., 1996; Rothmann et al.,
2000). O BO3MOXHOCTU MPOAYKIIMU TaHHBIX COCI-
HEHMII B OpraHM3Me PbI0 CBUOCTEILCTBYIOT PaOOTHI,
BBIITOJTHEHHBIE Ha pamyxHoit dopemm (Wickramasing-
he, 1993). UMMyHOXMMWYECKU 3PUTPOITOSTUHBI UIEH-
TU(PUIIMPOBaHBI Y 3TOrO BUJA B II0YKAX, CEIE3CHKE, TIe-
YeH! U1 IU1a3Me KpoBU. MecToM Mx o0pa3oBaHUsl, I10-
BUOVMOMY, SIBJISIIOTCS TIOUKM. 31eCch OOHapy:KeHa ca-
Masl BbICOKAasI KOHIIEHTPAIIKs 3pUTPOHOSTUHOB. OTMe-
YEHO TaKXKe, YTO MPOAYKIMS IPUTPOINIOITUHOB B Opra-
HU3MeE PbIO MOJOXKUTETBHO KOPPEJIUPYET C colepxKa-
HUEM II0JIOBBIX TOPMOHOB B KpOBM (T€CTOCTEPOHA),
T.€. HEpeCT U 00pa30BaHUE DPUTPOILIUTOB KPOBETBOP-
HOM TKaHbIO — COIpsizKeHHBIe npoliecchl (Pottinger,
Pickering, 1987). B cBsi3u ¢ 3TuM, MHTEHCU UKL
MPOIIECCOB ITpordepan 1 AudhepeHIIMPOBKY Kile-
TOK BPUTPOMAHOTO psla B KPOBETBOPHOII TKAaHU B
IIOCTHEPECTOBBII IIEpUO[ SIBJISIETCS BIIOJIHE 3aKOHO-
MEPHBIM CJICACTBUEM AHEMUYHOTO COCTOSIHUSI PHIO B
TPEIHEPECTOBbIN TIEPUOIL.

KpaTtkoBpeMeHHOCTh (DYyHKIIMOHUPOBAHUS KpPO-
BETBOPHOI TKaHU B TEUCHME rojia, Mo-BUAUMOMY, —
OCHOBHAs IIpUYMHA TOTO, 4TO cnycTs 8—10 Mec, K Ha-
YJaJry CJIEAYIOIIErOo HEPECTOBOTO MeProaa IPUTPOLIM -
TapHOE PaBHOBECHE CMEIIAIOCH B MOJIb3Y JECTPYKTUB-
HBIX IIPOLECCOB. DTO COIPOBOXKIAJIOCH CHIDKECHUEM
YuClIa OPUTPOLIUTOB U KOHIIEHTPAIIMK TeMOII001MHa B
KpoBu. Takasi cuTyalusi BO3MOXHa TOJIbKO B Cllyyae,
€CJIM LMPKYJIUPYIOLINE KIETKM KPAaCHOM KpPOBU Oy-
YT WUMETh BBICOKYIO IIPOIOJLKUTEIbHOCTb >KU3HU.
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HccnenoBaHust, BBIIOJIHEHHBIE HA Psiie IPECHOBOI -
HBIX PBIO ¢ IpUMeHeHreM *H-TuMuarHa, mokasaiu,
YTO CpEIHsSISI MPOAOJIKUTEIBHOCTh KU3HM 3PEJIoro
IPUTPOLIMTA Y HUX cocTaBisieT >315 cyT (3oJioToBa,
1989), uto cornacyercsl ¢ BbISIBJIEHHOI 3aKOHOMEp-
HOCTBIO.

W3 npencraBiaeHHOM MH(pOpMALIMU CIIEIyeT, YTO B
TeueHre 8—10 Mec B Tomy 0OOHOBIIEHUE IIMPKYITUPYIO-
LIUX PUTPOLIUTOB Y PbIO HE TTIPOUCXOIUT U, COOTBET-
CTBEHHO, IOJDKHO IIPUBOINUTHL K pPABHOMEPHOMY CTape-
HUIO KJIETOK Y CHIDKEHMIO VX KUCIIOTHOM PE3UCTEHT-
HocTH. JIoKa3aTeabCTBO 3TOr0 — aHaJIM3 KUCJIOTHBIX
spurtporpamm Kedaneit (CongaTtos, 2005). OT oceHM K
JIETY YCTOMYMBOCTD LIMPKYJIUPYIOIINX SPUTPOLIUTOB
K KHCJIOTHOMY BO3IEHCTBUIO pABHOMEPHO CHUXKACT-
cs1. O6 3TOM CBUACTENILCTBYET 3HAYUTEIbHBIII POCT
YHCia KJIETOK KpacHO# KpPOBH, JIM3UPYEMBIX B TIep-
BbIE€ 2.5 MMH, U CHIDKEHHE YMCJIa SPUTPOLIUTOB, JIU-
3upyeMbIX mociie 5.5 muH. CiegyeT OTMETUTh, 4TO
HepecT Kedaa-CUHTUIS IPOUCXOIUT B TSUSHUE aB-
rycra—ceHTs10ps (I'puiieHko u ap., 2006).

M3BecTHO, YTO AKTUBHOCTD (PepMEHTATUBHBIX CU-
CTeM aHTUOKCUIAHTHOM 3alllUThI ¥ CTApbIX 3PUTPO-
nuToB cHmeHa (Phillips et al., 2000; Lund et al.,
2000). BT0, KaK claeacTBUE, JOJLKHO COIPOBOXIATHCS
OKMCIINTETbHOM MoanprKaIieii 0eJIKOB ¥ TeMOTJI00M-
Ha, B YaCTHOCTU. B MccenoBaHusIX, BBIIOJIHEHHBIX HA
HEKOTOPBIX BUAAX YEPHOMOPCKHX PBIO, TIOKA3aHO, YTO
B MPEOHEPECTOBLIN TTepUOd MPOUCXOIUIIO CHIDKEHUE
aktuBHocT NADH -nnadopassl aputpounToB (Solda-
tov, Maslova, 1989). Ilo muHenuio P.E. Perana u
H.I'. Apennana (Reagan, Drennan, 1993), nmaHHBII
¢depMEHT — KITIOYEBOi1 B BOCCTAHOBJIEHUU METI€MOIJIO-
6uHa y pei0. OH Urpaet poyib cieHu(pUIECKOro nepe-
Hocuuka 351eKTpoHOB OT NADH uepe3 uutoxpom bs
Ha MOJICKYJIY OKHCJIIEHHOTO PECITMpPaTOPHOrO ITUT-
MeHTa. [ToaToMy pocT coepKaHUSI METTeMOTJIOOMHA
B KpPOBU PHIO B TIPeIHEPECTOBLIN ITepuod, OYEeBUIHO,
HeCJIyJalHbIN.

YPOBEHb METTEMOTIJIOBMHA B KPOBHM
Pblb U TEMIIEPATYPA

Temneparypa — oauH M3 BaXXHeHIIUX (aKTOPOB
BOIHOM cpenbl. Obagaroliast BEICOKOM TETTOEMKO-
CTBIO ¥ TETUIOTIPOBOTHOCTHIO BOAA HE MOITYCKaeT Cy-
IIECTBEHHBIX UBMEHEHUI 3HAUEHMIT 3TOTro (pakTopa,
MMO3TOMY OGOJBITMHCTBO BOMTHBIX HONMKMJIOTEPMOB
00MTaeT B OTHOCUTEIBLHO TTOCTOSTHHBIX TeMITepaTyp-
HbIX yclioBUsix. OMHAKO Ce30HHbIE Bapualuu TeMIle-
paTypel Ccpeobl OKa3bIBaIOT BeChbMa CYIIECTBEHHOE
BJIMSTHUE Ha MHOTHME MOJIEKYJISIPHBIE CUCTEMBI Opra-
HU3Ma pbIO, U TEMOIJIOOMH B 3TOI CBSI3U HE SIBJISIETCS
WCKITIOYCHUEM. YPOBEHb OKHMCJICHHOTO ITUTMEHTAa B
KPOBHM B Te€UEHME TOOBOTO ITMKJIA MOXKET ITPEBHIIIATh
10% (Hardig, Hoglund, 1983; Soldatov, Maslova,
1989). Y HeKOTOpPBIX BUIOB pbIO OH mocturaet 31%
(YepHuxosa, 1974). JaHHoe siBjieHUE HaOI01aeTCs

BUOJIOTUA BHYTPEHHUX BOA Ne 6 2021
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KaK MPU BBICOKUX, TaK 1 HU3KUX TeMIIepaTypax cpe-
Ibl U CKOpee OTpaxaeT AUHAMUKY eCTECTBEHHBIX
(GYHKIIMOHAIBHBIX COCTOSSHUIT opraHmM3Ma pbIO, He-
KEJU HEeTOCPEICTBEHHOE BIVMSIHAE TeMIIepPaTypHOTO
daktopa. OO0 3TOM CBUACTEIBCTBYIOT ITaHHBIC
MpeabIIyIIeTo pas3aeiia.

Bmecte ¢ Tem McclienoBaHus, BBITIOJIHEHHBIE B
YCJIOBUSIX 3KCIIEPUMEHTA, MOKA3aJIu CYIIECTBEHHOE
BJIMSTHUE TeMIiepaTtypbl Ha ypoBeHb MtHb B kpoBu
pbi0. [Ipy ee MOHMXKXEHUU OJISI OKUCIEHHOTO TTUT-
MEHTa B KpoBHU pbIO moBbimanack (Conmaton, 1989;
Koudela, Zitkova, 1991; Jensen, Nielsen, 2018). Poct
KOHILIeHTpauuu MtHb KoppesinpoBa co CHUXEHEeM
aktuBHocT NADH-muadopassl (Congatos, 1989;
Schoore et al., 1995). PacxoxneHue pe3yabTaToOB Ha-
TYPHBIX (CE30HHbIE W3MEHEHUs TeMIepaTrypbl) U
5KCIEPUMEHTATIbHBIX UCCIIEIOBAHUM OTIPENESIIOCh,
MO-BUIMMOMY, TEM, YTO MMOCTAHOBKA CPOYHOTO 3KC-
MeprvMeHTa TMPUXOoAWIach Ha OMHO U TO XK€ ecTe-
CTBEHHOE (DYHKIIMOHAJIbHOE COCTOSIHME OpraHu3Ma.
OTO UCKITIOYAJI0O MHOTO(MAKTOPHOCTh XapaKTEPHYIO
IUTsl YCJIOBUI BHEIIHE! cpelibl, T.€. TTO3BOJISLIO U3Y-
YaTh BJIMSIHUE TEMIIEPATYPbl KAK CAMOCTOSITEJIbHOTO
dakTopa.

T'MITOKCHUA 1 YPOBEHD
METTEMOIJIOBMHA B KPOBHA PbIb

Crnydyau mepexoja reMorjioonHa B MeT-¢opMy B
YCIIOBUSIX TUIIOKCUM OTMEYEHBI BO MHOTHUX padoTax,
BBIMOJIHEHHBIX Ha HU3IINX U BBICIIMX IMTO3BOHOYHBIX
(Affonso et al., 2002; Chen et al., 2017). DTa uHdop-
Malus II0JIydeHa B OCHOBHOM B YCJIOBUSIX M Situ NI
SKCIIEPUMEHTOB in Vivo, KOTOPbIE HE UCKIIOYAIOT
BIMSIHUE U ApyTrux ¢akTopoB. HemaBHO MoydeHBI
AHAJIOTUYHBIE PE3YJIbTATBl U Ul YCIOBUM in Vitro
(Soldatov et al., 2020). Peakums mocTtaTo4yHO I1apa-
JIoOKcaJlbHa, TaK KaK HaOJrogaeTcsi Ipu HU3KOM YpOB-
HE OKMCJIMTEJIbHOM Harpy3ku. [Ipu 3ToM oTMedeHO,
YTO I€OKCUTeHMPOBAHHBII I€MOIJIOONH JIerde MO-
Bepraetcst okuciaeHuo (Mansouri, 1981; Jensen et al.,
1998), Tak kaKk B Ae30KcUdpOpMe reMorioduHa ¢ep-
PO-MOH HAXOOMUTCSI B BBICOKOCITMHOBOM COCTOSIHUU
(4yeTblpe HecHapeHHBIX 3JiekTpoHa) (Yait u np.,
1981), Kak ObLIO cKazaHO Bbile. Posb akuenrTopa
BJIEKTPOHA MPH 3TOM MOXET BBIIIOJHSITH MOJIEKYJIa

KHCJIOpOJIa, YTO MPUBOAMT K 06pazoBanuio ‘O;:
(Fe’")Hb + 0, — (Fe' ) Hb +"0;.

B ycnoBusix runokcum goas ae30KcuopMbl IO-
BBIIIAETCS, YTO JOJIKHO YCUJIUBATh IIPOLIECCHI aBTO-
OKUCJIeHHs TeMoriaoouHa. [Tpu 3ToM B BEeHO3HOI Kpo-
BU JOCTaTOYHO CBOOOTHOIO KHMCJOpPOAa CIOCOOHOIO
MIPUHATH AeKTPoHbI 0T Fe?", Tak kak nuddysust ero B
TKaHU OrpaHUYMBAETCS M3-3a HU3KMX KOHIIEHTpaLl-
OHHBIX TPAIMEHTOB B CUCTEME “KPOBb — TKaHN .
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He cnenyer nckiroyaTts 13 BHUMaHUS U TOT (DaKT,
YTO B YCJIIOBUSIX HOPMOKCHUM B SIIEPHBIX 3PUTPOLUTAX
pBIO aKTHMBHO TPOTEKaIOT a’poOHbIe Tpoiecchl. OO
5TOM CBUIETEIbCTBYET HATMYKE B HUX MUTOXOHIPUIA
(Boutilier, Ferguson, 1989; Phillips et al., 2000). ITpu
neduimTe Kuciaopoga B KJIETKaxX KpacHO KpOBU
JIOJDKHA ITOBBIIIATHCS POJIb PeaKIIMil TJIMKOJIN3a, KO-
TOpPBIE MOTYT MMETh ABa CJICACTBUS: CHIDKCHIE BEJIM -
YUHBI BHYTPUKJIETOYHOU pH M BO3HUKHOBEHUE Mic-
duruta NADH. D10 10715KHO CONMMPOBOXAATHCS CHU-
xeHnueM aktuBHocTM NADH-muadopassl, KkoTopast
BBITIOJIHSIET POJIb CIEUM(PUISCKOr0 NepEeHOCUYMKaA
aniekTpoHa ¢ NADH Ha nutoxpom bs, a 3aremM Ha
MtHb (Percy, Lappin, 2008). JIeiicTBUTEIEHO, TIpYU TH-
MOKCUM HAOIIOdaeTCsl CYIIECTBEHHOE 3aKMCIICHUE
BHYTPUKJICTOYHOI cpenbl spuTpoumTa (Adragna et al.,
2004). D10 1OJLKHO OrpaHMYNBaTh aKTUBHOCTE NADH -
nragopasbl ¥ CIIOCOOCTBOBATH MIEPEXOIy TeMOIJIO0MHA
B OKHCJIeHHOe cocTostHue. [TokazaHo Takke, 4TO 3Ha-
yuTelIbHOE CHIDKeHue pH yckopsier mpoliecc aBTO-
okucneHus: remoriioorna (Perutz, 1990).

INepexomy reMorino6MHa B OKHMCIEHHOE COCTOSI-
HUE MOXET CIIOCOOCTBOBATH €llle OAWH JOCTATOUYHO
MacIUTaOHbBII TpoLiecC, KOTOPLIA pa3BUBaeTCs B
SPUTPOLIMTAX IIPU aJAIITALIMU PhIO K YCIIOBUSIM TUIIO-
KCUHM, — CBEJUIMHI (HaOyxaHUE) KJIETOK KpacCHOI
kpoBu. OH ornucaH Bo MHorux pabdorax (Holk, 1996;
Jensen et al., 1998). Cuuraercs, 4To JaHHAasI peaKIys
HaIpaBJieHa Ha KOppPeKLMI0 BHYTpHUKiIeTouHOTro pH
u onpenenserca pa6oroii Na'™/H*-antumopra
(Tufts, 1992). OHa KOHTPOJUPYETCS aApPeHATIMHOM,
HOPAJPEHAIMHOM U peain3yeTcs yepes 3-aapeHope-
nenTopbl KiieTok 1 cAMP (Salama, Nikinmaa, 1990;
Val et al., 1997). CienyeT OTMETUTb, YTO CBEJUIMHT
SPUTPOLIMTOB PHIO HAOJIOJAICS U Y U30JIMPOBAHHBIX
B3Beceil KieTok (Andreeva et al., 2017b). domyckaet-
cs, YTO JAaHHAsI PeaKIUs CBSI3aHA CO 3HAYUTEIbHBIM
cHrXeHueM pH muromniasMsel 1, Kak ClIeICTBUE, PO-
CTOM CpOJCTBA BHYTPEHHEH CTOPOHBLI MeMOpaHBI
kierok K H*, uro aktusupyer Na*/H* -anTuropr.

Pa6ora Na'/H"-antumopra B yCIOBUSX THIIO-
KCHUH IIpenoaraeT Bxo B KieTky Na*. DTo 1o/KHO
00eCIeYnTh OBOTHEHME LIUTOIUIA3MbI M POCT €€ OU-
2JIEKTPUYECKOI ITpoHMiIaeMocTu. IlocnenHee ober-
yaeT MPOHUKHOBEHNE BOABI B THIPOMOOHYIO TTOJIOCTh
0eJIKOB M reMorioouHa B 4yactHoctu (YailT u mp.,
1981). Bona BcTpauBaeTcsi Ha ypOBHE UMUAA30JbHOM
rpynmbl His, BbI3bIBasi OKHUCIIEHNE KaK OKCH-, TaK U
JIe30KCU(MOPM TMUTMEHTAa, YTO IOJKHO COIPOBOXK-

Jnathbesi ocBoboxaeHueM "O,. YuuThiBash MaciuTab-
HOCTh JAHHOTO MPOIIecca, MOXHO TOMYCTUTh, YTO OH
SIBJISIETCSI OCHOBHBIM B 00pa3oBaHUU MeT-(MOpPMBI U
'O, npu 3KCTpeMaTbHbIX GOpMax r’MIMOKCUU.

BMmecTte ¢ TeM, HEOOXOAMMO OTMETUTh, UTO HE BO
BCeX paboTax perucTpUpyeTcsl POCT COAepKaHUS
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METTeMOIIOOMHA B KpOBU Mpu ruriokcuu (Soldatov,
Parfenova, 2001), 4To, BEpOSITHO, CBSI3aHO C HCCJIe-
JIOBaHWEM yMEpPEeHHBIX (POpM TUIIOKCUM (>2.5 Mr/I1).
B 3TOM ciiydae 3Tu KOHIIEHTpalIMM KUCIOPOAa TaKXKe
HE OKa3blBaIM 3aMETHOTO BIMSHUS Ha (QYHKIIMO-
HaJIbHOE COCTOSTHUE TeMOTJIOONHA.

I'unokcus BEI3BIBAET Y PHIO TaKoKe €llle Psii HeO I~
HO3HAUHBIX peaKllMil: pOCT aKTUBHOCTU KaTaja3bl
(CAT, K® 1.11.1.6) u cynepokcuaaucmytasbl (SOD),

YTO JomycKaeT nucMyranuio ‘0O, :

M"™*_ CoJl +°0;— M™ - COJL + O,,
M™ - COJL +'0; + 2H'—» M"*_ cop + H,0,,
roe M — nmepexoaHBIif MeTaJll.

BOTO OTMeYaeTcsl Ha YPOBHE Pa3JIMUYHBIX COMATU-
YeCKMX TKaHel, BKiItodast 3puTpoLuThl KpoBu (Will-
more, Storey, 1997; Lushchak, Bagnyukova, 2006;
Stara et al., 2012). ITockoabKy OOJBIIMHCTBO TUAPO-
OMOHTOB JIMIIb IEPMAHEHTHO CTAJIKMBAIOTCS C YCIIO-
BUSIMU BHEIIHEN TMITOKCUM, MPEAIOXKEHO paccMar-
puBaTh (akt pocra aktuBHoctu CAT m SOD, kxak
MOATOTOBKY K Mocienytoneit peokcureHauuu (Lush-
chak, Bagnyukova, 2006). MOxXHO TakXXe JOIYCTUTD
HaJM4yue CBS3U MeXIy pocToM coaepxaHus MtHb B
KpoBH 1 yBeamdeHueM aktuBHOCTH CAT 1 SOD, 110-
CKOJIbKY MOBBIIIEHUE coaepKaHUs (peppu-DopMbl B
KPOBU MOXET COIPOBOXIATbCS OCBOOOXIECHUEM

0,.

B skcnepumMmeHTax, BBIITOJIHEHHBIX Ha MOPCKOM
epllle, MoKa3aHo, YTO aKTUBHOCTh 000MX (DepMEHTOB
MOBHIIIAJIACH M JOCTUTAIa MAKCUMAJIbHBIX 3HAUCHUH
MPpY KOHIIEHTPALIMSIX KUCIOPoIa B MHKYOAIIMOHHOM
cpene <1 mr O,/n (Soldatov et al., 2020). Benuuuna

R? st cuctembl “SOD < CAT” npesbiuana 0.8.
OnmHoBpeMeHHO OOHapy:KeHa 3HAaUYNMasl CBSI3b MEXIy
aktnBHOCTBIO SOD m CAT, ¢ omHOIT CTOPOHEBI, M CO-
IepXaHueM MeT-(POpMbI IeMOITIOOMHa, C OPYrou
cTopoHsbI (R? >0.7), T.€. B 3pUTPOLIUTAX MOPCKOTO €P-
1lIa B YCJIOBUSIX TUITIOKCUHY PEATU3YETCS PeaKIINs TUC-
MYTall1 CyNepOKCUAA, IPOAYKIIUS KOTOPOTO, C BbI-
COKOI1 JToJieil BepOSTHOCTH, OIPEIEISIeTCSI TepPexo-
JIOM TeMoryIo0uHa B peppu-qpopmy.

DPdEeKTUBHOCTD IIepexBaTa CyIIepoOKCHIa B peaKk-
USX TUCMYTALlUM MOXHO OLIEHUTH ITO COCTOSIHUIO
SPUTPOLIMTOB. B yCIOBUSIX TMITIOKCUM YPOBEHb aK-
TUBHBIX (DOPM KucJIopoaa (TMAPOIEPeKUCel) B KJIET-
Kax KpacHOM KpoBHU He ToBbIIajcs (Soldatov et al.,
2020). MarencuBHOCTh iryopecueHun DCF-AM,
HampoTUB, OBLIa HIXE KOHTPOJBLHBIX 3HAYCHUIA.
Hannbie o dayopecueHun SYBR Green I u Pl He
MO3BOJISIIOT TOBOPUTH O pocTe (pakUU MEPTBBIX
KJIETOK B CYCIIEH3UM 3PUTPOLIMTOB. DTO O3HAYaeT,
yto SOD 1 KAT moyrHoCTBhIO HEMTpaaIn3oBaan odbpa-
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3ytomuiics ‘O, , T.e. KOHTPOJIUpPyeMasi HAMU peaKiiusi
HaXOJWJIAcCh B Mpeaeaax pU3noI0rniecKoil HOpMEL.

CremyeT OTMETUTb, UTO PACCMOTPEHHBINM BEHIIIIC
MOPSIIOK TPOLIECCOB UMeEET OoIpeiesiIeHHbIe (PYHKIIM-
oHaJbHBIe cieacTBus. OH MO3BOJISIET MPOBOIUTH
Mpolecc JCOKCUTEHALIMU BEHO3HOI KpOBU, KOTOpast
conepxut 40—60% cpsizaHHOTO Kuciaoponaa. I1pouecc
He TpebyeT CHIDKeHUs TKaHeBoro PO,, 4To oco6eHHO
aKTyaJIbHO B YCJIOBMSIX TMIOKCUM. PocT comepxkaHUs
METreMonIoorMHa HaOMoaaicsl MNpU  KOHLIEHTpaLUU
KUCIopoaa B MHKyOalmoHHoi cpene <2 mr O,/ (Sol-
datov et al., 2020). DTOT IpolIeCC CTAHOBUTCS €Il
6oJjice BhIpaXKEHHBIM B KOHLIEHTPALIMOHHOM auara-
30He 0—1 mr O,/1, 4YTO COOTBETCTBYET BEHO3HOMY
HACHILLIEHUIO Kuciaopona. OTciofa clienyeT, YTo Te-
pexon reMoryioonHa B ¢geppu-PopMy IOKEH CIIO-
CcOOCTBOBATH IPOLIeCCY AEOKCUTEHAIIUY ITUTMEHTA TIPU
HU3KOM HAIPSDKEHUU KUCIOPOoAa, YTO TTO3BOJISIET MO -
JIEp>KNBATh OKUCJINTEIbHbBIC IIPOLIECCHI B TKAHSIX.

OCOBEHHOCTU METABOJIM3MA AJEPHbIX
SPUTPOLMUTOB Pblb 1 METTEMOIJIOBMH

ITo obiiemMy INpU3HAHUIO, SPUTPOLMUTHI PHIO, B
CpaBHEHUM C MJICKOITMTAIOLIMMU, — MEHee 3peble
KJIeTKU. B HUX ITOCTOSIHHO MPUCYTCTBYET SIAPO, a B
LIMTOIIa3Me METOAAMMU 3JEKTPOHHO MUKPOCKOIUU
BBISIBJISIIOTCSI HEMHOTOUYMCJICHHBIE MUTOXOHIPUH,
IMOJIMCOMEBI M CBOOOIHEIE pbocoMkl (Zapata, Carra-
to, 1981; Lane et al., 1982). B apuTpoiuTax atiaHTH-
YeCKOI BOJIOCATKM M MUKMKU OTMEUYEHO BbIPAXKEH-
Hoe aspobOHoe gwixanue (Ferguson, Storey, 1991;
Sephton et al., 1991). JTakTaT Kak KOHEUHbIii TPOTYKT
JIMKOJIM3a B HAX He HAKaIJIMBACeTCs, a B KJIETKaX BbI-
SIBJISIETCSI BBICOKASl aKTUBHOCTbH Psifa MUTOXOHIPU-
aJIbHBIX MApKePOB: LIMTPATKMHA3bl U MaJIaTAETUIPO-
reHashbl.

Bmecte ¢ Tem mogoOHast opraHu3als SPUTPOLII-
TapHOIo MeTaboJM3Ma XapaKTepHa He IJIs BCeX BU-
noB pb10. Tak, B KJleTKax KpacHO# KpoBU ¢opein 00-
Hapy>XUBAIOTCSI 3HAYUTEJIbHbIE KOHLEHTPAIUU JaK-
tata u nupysara (Planus et al., 1989). Mutoxonapuu
Yy HUX MaJIOaKTUBHBI. YpoBeHb oOpasyiouierocs CO,
B KJIeTKaxX HeBeJIMK. B apuTponuTax aky BbISIBJICHBI
JIMIIIb AEpUBAThl MUTOXOHIPHIA, T.€. a39pOOHOE OKIUC-
JIeHUWe TJIIOKO3bl C yyacTueM (pepMeHTOB LIMKJIa
Kpebca B Hux He mpenctasiieHo (Stokes, Firkin,
1971). BecbMa HeOObIYHBIC PE3YJbTAaThl ObLINA MOy~
YeHBI UISI 5pUTPOLUTOB Kapna. IToka3zaHo, 4To Iito-
Ko3a (paKTUUeCKM HE IMIPUHUMAET YIacTUSI B MeTabo-
JIN3Me KJIETOK KpacHOM KpoBU Yy JaHHOTO Buaa. Oc-
HOBHBIMU CyOCTpaTaMM y HHUX CJIyXaT JaKTaT u
nupyBart (Tiihonen, Nikinmaa, 1991).

XapakTepHasi 0COOEHHOCTb SIIEPHBIX SPUTPOLIMTOB
PBIO — BBICOKAsI aKTUBHOCTH (PepMEHTOB ITIEHTO3HOTO
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myHTa, obecrreunBaromx pecruate3 NADPH B kiieTke.
IMo ckopocTy yTHIM3alMKM TIIOKO3bI JaHHBIN MyTh HE
ycrynaer mmkoiausy (Bachand, Leray, 1975). AkTuB-
HOCTB INTI0K030-6-ocdaraernaporenassl (KD 1.1.1.49)
COITOCTaBMMa ¢ TaKOBOI y MiiekonuTaromux (Nobre-
ga et al., 1970). D10 momxHO obecnedynBaTh AOCTA-
TogHO BeIcOKI ypoBeHh NADPH 11 GSH B kiteTkax,
YTO HEMAJIOBAXHO JJISI IPOLIECCOB MOAAEPXKAHUS Te-
MOIJIOOMHA B BOCCTAaHOBJICHHOM (hopMe.

Panee 0ObL10 TTOKAa3aHO, YTO POJIb CIEIIM(PUISCKO-
ro TiepeHocunka 31eKTpoHoB oT NADH uepes muro-
XpoM b5 Ha MOJIEKYJLy OKUCIEHHOIO reMOrjo01MHa B
SPUTPOLIMTAX MJIEKOTIMTAIOLIMX BeIMoaHsIeT NADH -
nuadopasza. B HacTosiiee BpeMsl yCTaHOBJIEHA Mpsi-
Masi 3aBUCUMOCTb €€ aKTUBHOCTU OT TEMIIEpaTyphl.
IIpu 10°C pepMeHT MaJIOAKTUBEH, YTO IMPUBOIUT K
yBeandeHuIo KoHueHTpaunu MtHb B kpoBu (Conga-
T0B, 1989; Tucker, MacMillan, 1992; Schoore et al.,
1995). OnHako B yCJIOBUSIX JUIMTEbHOM aganTalluu
OTMEUEHO pa3BUTHE KOMIIEHCATOPHBLIX peaklUil 1
YacCTUYHOE BOCCTAaHOBJIEHHE aKTMBHOCTU (hepMEHTa.
ITokazaHo, 4YTO B 3TOM IIpOIIeCCe IIPUHUMAET aKTUB-
HOe yJacTHe KpoBeTBopHast TKaHb (Congatos, 1989).
AKTUBM3ALUS 3pUTPOITOITUISCKUX IIPOLIECCOB B HEM
MIPUBOIUT K 3aMEHE YaCTU LUPKYJIUPYIOIINX DPUT-
pOLIMTOB Ha KayeCTBEHHO HOBBIe KjieTKU, NADH-
nracdopasa KOTOPBIX IIPHUCIoco0ieHa K QYHKIIMOHM -
POBaHMIO B YCJIOBMSIX HU3KMX TemriepaTtyp. OTMeueHO
TaKKe, YTO aKTUBHOCTD TAHHOTO (DepMeHTa NU3MEHSIET-
CsI B TEUCHHUE IOJa Y UMeeT BhIpaxkeHHbIE MEXBHUIIOBBIC
pasmuus (Soldatov, Maslova, 1989; Reagan, Drennan,
1993).

AHTUOKCHUIAAHTHAA ®EPMEHTATUBHAA
CUCTEMA BPUTPOLIUTOB Pblb

B sputponuTax pei0 BISIBIEH CXOIHbIN C MJIEKO-
MUTAIIUMU (hepMEHTHBIN KOMILIEKC 3alUThI KJIeT-
KM OT IIEPEKMCHOIO OKMCICHUS: CYIIEPOKCUIINCMY-
Taza, Karajaasa, IepoKcuaas3a, IIIyTaTUOHIIEpOKCHIA-
3a (K® 1.11.1.9) (Mather-Mihaich, Di-Giulio, 1991;
Zikic et al., 1991). Ilpu 3TOM OTMEUarOTCsl 3HAYU-
TeJIbHbIE MEXXBUIOBBIC Pa3JINUUsSI B aKTUBHOCTU yKa-
3aHHOM rpynnbl ¢depMmeHTOB (Rabie et al., 1972;
Wdzieczak et al., 1982; Gabryelak, Peres, 1986). Ona
MOXKET OBITh, KaK BEICOKOM, TaK 1 YPE3BbIYATHO HU3-
KOi1, a B psilie CIydaeB OTCYTCTBOBaTh coBceM. Oco-
OeHHO 3To KacaeTcs KaTtajasbl (Rabie et al., 1972). Ot-
MEUYEHO, YTO KaTajla3a MOXET IOMNAaBJISITh KaK JIM3UC
KJIETOK KpacHOM KpOBHU, TaK 1 oopa3zoBanue MtHb, nH-
nyuupoBaHHoe H,0,. OnHako oHa HeakTHMBHA B TIpU-
CyTCTBUM cynepokcummucmyrasel (Kawatsu et al.,
1991). IIpu 3TOM aKTUBHOCTb CYTIEPOKCUAIUCMYTA3bI B
SPUTPOLIUTAX MHOTHX BUIIOB PBIO B TeUEHUE rofia mpe-
TepIieBaeT BbIpaXK€HHbIE M3MEHEHMSI, KOTOPhIE TEC-
HO KOPPEJIMPYIOT C €CTeCTBEHHOI fnHaMuKoi MtHb
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(Wdzieczak et al., 1982; JIyounuHna u np., 1988). I1o-
BUIUMOMY, U3MEHEHNE aKTUBHOCTU JAHHOTO dep-
MCHTa B TEUEHME T'Olla OIIPEAeIsieT, B CBOIO OUepellb,
BEJIMYMHY aKTUBHOCTHU 3PUTPOLIUTAPHOI KaTajasbl.
3aKOHOMEpHBIE WM3MEHEHUSI B TEUCHHE TOIOBOTO
UKJIa IpeTepIieBaroT Takke KoHieHTpauun GSH n
MaJIOHOBOTO aJbIAeruaa B KJIETKaX KpPacHOM KpOBU
(Wdzieczak et al., 1982; Hardig, Hoglund, 1983). On-
HAKO B OTJIMYME OT CYNEPOKCUIINCMYTa3bl U3MEHEe-
HUE UX KOHILIEHTpaluK (aKTUUECKH HE OTPaKalIoCh
Ha ypOBHE OKHCJIEHHOTro ITurMeHTa B KpoBu (Hardig,
Hoglund, 1983).

CpaBHUTEJIbHBIC WCCACIOBAaHUS IIOKa3av, 4TO
IJIST SPUTPOLIMTOB PHIO XapaKTepHa BBICOKAs KOH-
neHTpauusa GSH. Ornomrenne GSH/Hb Obuto 3Ha-
YUTEJIPHO BHINIe, YeM y Miekormtatomux (Dafre,
Reischl, 1997). YpoBeHb nepokcuaa3HoO aKTUBHO-
CTH KJIETOK KpacHOI KPOBM TaKxKe MPEeBOCXOMMUI Ta-
KOBOM y BbICIIMX MO3BOHOYHBIX (Wdzieczak et al.,
1982). Ilepoxkcuaaza mpu 3TOM paccMaTprBaeTCs Kak
OCHOBHO# TIPOTEKTOP TOJTMHEHACHIIIIEHHBIX SKUP-
HBIX KUCJIOT LMTOMNJIa3MaTUUYeCKUX MEeMOpaH 3pUT-
pouuToB OT mepekucHoro okwucieHus: (Gabryelak,
Peres, 1986). Yuactue gaHHoro pepMeHTa B BOCCTa-
HoBjieHuM MtHb He oOGcyxnaercs. B oTHoleHuun
npyrux ¢hepMeHTOB (KaTajasbl, CyNepOKCUIAUCMY-
Ta3bl) pe3yiabTaThl ObUTM HEOMHO3HAYyHBI. B omHMX
clIyJasix aKTUBHOCTb Obl1a Hu3Koi (Wdzieczak et al.,
1982), B npyrux Bbicokoii (CoioBbeB U 1p., 1988).

3AK/IIOYEHHUE

B cpaBHEeHUU ¢ MJIEKOIUTAIOIIMMU T€MOTTIOOMHBI
pBIO OKa3aJMCh MeHEE CTOMKMMU K OKMCIIMTEILHOMN
Harpyske, 4To, No-BUIMUMOMY, CBSI3aHO C UX HECTa-
OMJIIBHOCTBIO M HU3KOM 3 PekTuBHOCTEIO NADH-
nracdopasbl B KJIETKaX KpacHOi KpOBU TaHHOM CH-
CTeMAaTUYECKO TpyIIIbl OPTaHU3MOB.

DPUTPOLIUTHI PLIO OTIMYAIOTCS BEICOKUM COMEP-
xaHueM GSH, ocobeHHO B IlepecueTe Ha TeMOTJIO-
ouH (uHoekc GSH/HDb). 910 00ycI0BI€HO BHICOKOM
3 HEKTUBHOCTHIO peaKLIUii TEHTO3HOTO IIIyHTa, KO-
TOpBIE MO3BOJISIIOT MOAIEPXKUBATh BEICOKUIA YPOBEHbD
NADPH B xietke. JlaHHast 0cOOEHHOCTD, BEPOSITHO,
KOMITEHCHpPYeT HM3KYI0 akTuBHOCTE NADH -nnado-
pasbl.

B cirygae HUTPpUTHOIT MHTOKCUKALIMM OTMEUYEHO
MPOTEKTOPHOE ACUCTBUE HA TeMOTJIOOMH CO CTOPOHBI
Cl™ u agpeHanuHa. OHU B 3HAUYUTEJIBHOI CTENeHU

MOHMXaJIU Tokcuueckuii addext NO,.

INepexon remoryiobuHa B ¢peppu-¢GopMy y peIdo MO-
KeT ObITb OOYCJIOBJIEH HE TOJIbKO CIy4YasiMy TOKCHYE-
CKOI METreMOIJIOOMHEMUH. 3HAYMTEIbHbBII POCT KOH-
neHTpauy MtHb B KpoBH y HUX HaOII0JaeTCS B YCIJIO-
BUSIX BHELIIHEU TMIIOKCUN U TUTTIOTEPMUU. DTO MOXKET
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OBbITh BbI3BAHO TTOBBILIEHUEM COAEPXKAHUS 1€30KCU-
¢dopMbI mUrMeHTa (TUITOKCHS) Y CHIDKEHEM aKTUB-
Hoctu NADH-aunadopasbl (runoTepMust).

Y pbhIO OTMEYEHO NEePUOIUYECKOE ITOBBIIICHUE
conepxanuss MtHb B KpoBU Ha MPOTSIKEHUU TOJIO-
BOoro I1ukJja. JlaHHO€ COCTOSIHUE TIPUYPOUYEHO K
MpPeIHEePECTOBOMY U HEpecToBOMY Tepuonam. OHO
CBSI3aHO C MOHOUMKIMYHOCTBIO (DYHKILIMOHUPOBA-
HUSI KPOBETBOPHOI TKaHU. AKTUBHBINA 3PUTPOIIO33 Y
PBIO MPOUCXOOUT TOJBKO B TIOCTHEPECTOBBIM TTEPUO,
B TEUEHUE IBYX-TpeX MecslieB. B octaibHOe Bpems B
cUCTeMe KPaCHO KpOBU TpeobsianaroT 1eCTPYKTUB-
HbIE MPOIIECChI, KOTOPbIE OTPaXKaroTCs KaK Ha YUCTe
LUPKYJIUPYIOINX SPUTPOLUTOB, TaK U Ha YPOBHE
OKUCJIUTEBbHBIX MTPOIIECCOB B HUX.

OMHAHCHUPOBAHUE

PaGota BbImosiHeHa B pamkax ['oc3amanuss No AAAA-
A18-118021490093-4 u mpoekra Poccuiickoro doHma
dyHmaMeHTanbHBIX McciaegoBanuit Ne 20-04-00037.
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The Content of Methemoglobin in the Blood of Teleostean Fish with Account
the Environmental Conditions and Natural States of the Organism (Review)

A. A. Soldatov*

Kovalevsky Institute of Biology of the Southern Seas of Russian Academy of Sciences, Sevastopol, Russia
*e-mail: alekssoldatov@yandex.ru

Summarized information on the factors determining the increase in the content of methemoglobin (MtHb)
in the blood of teleostean fish is presented. It is shown that the transition of hemoglobin to the ferry form in
fish can be caused not only by cases of toxic methemoglobinemia. A significant increase in the concentration
of MtHb in their blood is also observed under the conditions of external hypoxia and hypothermia. This may
be due to an increase in the content of the deox-form of the pigment (hypoxia) and a decrease in the activity
of NADH-diaphorase (hypothermia). In fish there was also a periodic increase in the content of MtHb in the
blood during the annual cycle. This state coincides with the pre-spawning and spawning periods. It is associ-
ated with the monocyclic functioning of the hematopoietic tissue. Active erythropoiesis in fish occurs only in
the post-spawning period for 2—3 months. During the rest of the time, the destructive processes dominate in
the red blood system that affects both the number of circulating red blood cells and the level of oxidative pro-
cesses in them. In comparison with mammals, fish hemoglobins turn out to be less resistant to oxidative
stress, which is probably due to their instability and low efficiency of NADH-diaphorase in red blood cells of
this systematic group of organisms. At the same time, fish red blood cells are characterized by a high content
of glutathione (GSH), especially in terms of hemoglobin (GSH/Hb index). This is due to the high efficiency
of the pentose shunt reactions, which allows maintaining a high level of NADPH in the cell. This feature
probably compensates the low activity of NADH diaphorase. In the case of nitrite intoxication, a protective
effect of C1™ and epinephrine on hemoglobin was noted. They significantly reduced the toxic effect of NO, .
The mechanisms responsible for the transition of fish hemoglobin to the oxidized state are discussed.

Keywords: methemoglobin, HADH-diaphorase, erythrocytes, hypoxia, hypothermia, annual cycle, marine
fish
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