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BUOXUMUYECKUE AOANTALMN MOPCKUX ABYCTBOPYATbIX
MOJUJTIOCKOB K AHOKCUU (OB30P)

H. H. ®dokuHa, 3. A. Hedepora, H. H. HemoBa

UHcTuTyT 6uonorum Kapenbckoro Hay4Horo ueHTpa PAH

O630p BK/IIOYAET aHaNM3 NUTEPATYPHbIX M COBCTBEHHbIX AaHHBLIX N0 nNpobneme 61Moxm-
MUYEeCKUX aganTtaumii MOPCKUX ABYCTBOPYATbIX MOJIIIOCKOB K BO3OENCTBUIO KpaTKO-
CpOYHON aHokcun. OnucaHbl pasnyHble MexaHU3Mbl perynsaumm metabonmama y
Bivalvia B OTBET Ha AENCTBUE HU3KMX KOHLIEHTPaLUNi KUCNOPOAA B OKpYXXaloLen cpeae.
MokasaHo, 4TO BMoXMMUYEcKMe aJanTauum ABASIOTCA OOHUM U3 KITIOYEBbLIX CNocoboB
BbIKMBaHWS ABYCTBOPYATbLIX MOJIIIOCKOB B YCIOBUSIX aHOKCUM.

KniwouyeBble cnoBa:
aHoKcus.

oroxmmuyeckme agantauun, AOByCcTBOpYaTble MOJUTIOCKN,

N. N. Fokina, Z. A. Nefedova, N. N. Nemova. BIOCHEMICAL
ADAPTATIONS OF MARINE BIVALVES TO ANOXIC CONDITIONS (REVIEW)

The review includes investigation of the literature and our own data on biochemical
adaptations of marine bivalves exposed to short-term anoxia. Various mechanisms of
metabolic regulation in Bivalvia in response to low oxygen concentrations in the
environment were described. It is shown that biochemical adaptations are a key way of
marine bivalves survival under anoxic conditions.

Key words: biochemical adaptations, Bivalves, anoxia.

CnocoBHOCTb K ONNTENbHOMY BbIKMBAHUIO B
BGECKNCNOPOOHbIX YCOBUSIX (TO €CTb B YCNOBUSX
AHOKCWUM) XOPOLLO pasBuTa y MHOMMX BMAOB Oec-
MO3BOHOYHbIX >XMBOTHbIX. MopcKkne opraHu3msl
npucnocadtnmealoTCss K HU3KUM KOHLIEHTPaLMAM
Kncnopoga (rMrnokcus Uam aHOKCUS) B OKpyXKato-
LLEN cpene Ha pasnnyHblX YPOBHSX OpraHn3auun:
MONEKYIIPHOM, BUOXMMMYECKOM, dU3NoIormye-
CKOM 1 noBepgeH4yeckoM [De Zwaan et al., 1976;
Gade, 1983; Brinkhoff et al., 1983; 'pomocoBa,
LWannpo, 1984; De Zwaan, Putzer, 1985; Xouauka,
Cowmepo, 1988; Fandrey, 1995; Wu, 2002; David et
al., 2005]. XXnBoTHble, obuTalowme B NpUbpex-
HOM (NUTOPanbHOWM) 30HE MOPS, XOPOLLO aganTu-
pOBaHbl K BO3OENCTBMAM HeOnaronpusaTHbIX dak-
TOPOB OKpYyXatoLlen cpeapl n 6narogaps Habopy
agantaunii cnocobHbl BbXMBATbL B YC/IOBUSIX He-

pocTtaTtka kucnopoga. B yacTtHoCcTU: y HUX pa3Bu-
Tbl OOMOJIHATESNIbHbIE MeXaHM3Mbl MNoTpebneHus
KMCNOPOoaa N3 OKpYXaloLLen cpenpl; OHU Crnocoo-
Hbl MOOAEPXMBAaTb BHYTPEHHME JHepreTnyeckue
pecypchbl opraHnama, nepeknioyascb Ha aHaspPo6-
Hble MeTabosinyeckme MyTu; OHW CHUXAKT CKO-
pPOCTb CBOEro obuiero metabonmama B OTBET Ha
OENCTBME HU3KUX KOHUEHTpAUWUiA Kucnopoda B
mMopckoin Boae [Burnett, Strickle, 2001]. Mpuyem
TpeTuin cnocod cYMTaeTCcs OCHOBHbLIM WU OOHUM U3
BaXKHEMLLIMX MEeXaHM3MOB aJanTaunu K HegocTar-
Ky KMCnopoaa assi MHOMMX BUOOB MOPCKUX MOJI-
nockoB [Xovayka, Comepo, 1988; Larade, Storey,
2002; David et al., 2005]. Bo Bpems nepunogunye-
CkMX 00OCbIXaHWi, BO3HUKAIOLWIMX B pe3ynbTaTte
NPUINBHO-OTIMBHbLIX LUKIIOB, NUTOPasibHbie OBY-
CTBOpYaTble MOJIIIOCKN NoaBepratTcs BO3OENCT-
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BUIO KPATKOCPOYHOM aHOKCUW W MNEepeksoYaioT
CBOMN MeTabonmam Ha aHadpoOHLI NyTb. Benen-
CTBME 3TOIO OHU CYUTAIOTCS TUMUYHBIMU dakysb-
TaTUBHbIMW @HA3POOHbLIMM  OpraHuamMamun. W3-
BECTHO, YTO MHTEHCUMBHOCTb OOMEHa y MOPCKUX
Bivalvia npn aHokcun CHUXxaeTcs 6onee yem B 18
pa3 [pomocosa, Wanupo, 1984]. CHmxasa cko-
pocTb MeTabo/M3mMa, rMMMNoKCUs/aHOKCUS B 3HaYN-
TENbHOW CTENeHN BNSET Ha POCTOBbLIE N MHOTME
apyrme ou3nonornyeckne xapakTepmucTmkm Mos-
nockoB [Suchotin, Portner, 2001]. BmecTe ¢ Tem
CNocobBHOCTb Bivalvia BblogpXnBaTb ANUTENbHOE
(mo 16 cyTok) oTcyTCcTBUE KMUcnopoaa obecneyn-
BAETCH HE TONbKO BMOXMMMYECKMMN apanTauus-
MW, HO N OEATENbHOCTbLIO psaa APYyrux aganTus-
HbIX MEXaHWU3MOB Ha Pas3/INYyHbIX YPOBHSAX OpraHu-
3auumn.

XapakTepHOM NMOBEOEHYECKON peakumen apy-
CTBOpYaTbIX MOJUTIIOCKOB HAa BO3AENCTBME HU3KUX
KOHLEHTpauuin Kncnopoaa B MOPCKOM BOAE SBNS-
€TCS NJIOTHOE CMblKaHNe CTBOPOK PaKOBUHbI, HYTO
npensaTcTeyeT 006e3BOXNBAHUIO opraHmama
[AnsikpuHckas, 2004]. dusnonornyeckum mexa-
HM3MOM MPUCMOCOBNEHUS K HeOoCTaTKy KUCIO-
poaa B cpene obutaHus y Bivalvia cuntaetcsa 3a-
nacaHve kucnopoga B MaHTUMHOW XUOKOCTMU
[Newell, 1989]. B ycnoBusix aHOKCMK 3anachbl Kn-
cnopoga 6bicTpo uctowatotcs [Gabbott, 1983;
Newell, 1989], u, koraa napuuanbHoe OaBfieHNe
kucnopoga nagaet Hmxe 20-50 mm pT. CT., MON-
JIIOCKN MEepexoasT Ha aHadpPOOHbIN 0OMeH 1 pac-
X0, QHEPrnmn y HUX 3aMeTHO cHuxaeTcs [Ortmann,
Grieshaber, 2003]. nsa Toro 4tobbl n3dexaTb 3a-
KWUCNEHNS BHYTPEHHEW cpeabl NpoaykraMmy aHa-
3p0oB6HOro metabonmama, yBenmiunBaeTcst KOHLUEH-
Tpauus kanbums B numde 3a CHET pacTBOPEHUS
PakoBWUHbI, KOTOPbIV PEryAnNpPYyeT YPOBEHb pH Kpo-
B/ N JaeT BO3MOXHOCTb n3bexarb aumposa Tka-
Hel [AnskpuHckas, 2004]. Ona npuKpenaeHHbIX
NINTOPaJbHbIX OPraHM3MOB peakums mabexaHus
HebnaronpuaTHOro BO3OENCTBUS TUMOKCUN He-
BO3MOXHa, NO3TOMY, MOMUMO PU3NONOrMYECKNX
MexXaHU3MOB NMOTPebIeHNa MakCUManbHO A0CTYM-
HOro KMCNopoaa U3 BoAbl U ero TpaHcnopTa B TKa-
HW, 015 HUX XapaKTepHbI crneayloLlme aganTuBHbIe
MeTabonmyeckne cTpaTterum BbKMBAHUSA B YCJO-
BUSIX HegocTaTka KMcnopoga B MOPCKOW BOAE:
obnagaHue 60MbLUMMUK 3anacamu NoTEHUMANbHbIX
WCTOYHMKOB 3HEPIMU B TKAHSAX (FNaBHbIM 06pa3om
rIMKOreHa n HEeKOTOPbIX aMUHOKUCIOT); coeauHe-
HUEe peakumii rMKonmM3a ¢ ONONIHUTENbHbIMUY pe-
aKkuMsiMn Ha ypoBHe cybcTpaTHoro gochopunn-
pPOBaHNS C NOBbLILLEHHBLIM BbixoaoM AT®; ob6paso-
BaHVe anbTepPHaTMBHbIX KOHEYHbIX MPOAYKTOB MO-
JIOYHOWM KMUCNOTbI, KOTOPbIE ABASIIOTCS W NETY4U-
MW, NN MEHEE KUCNOTHBIMW KOMIMOHEHTaMW, AJ1S
TOro 4toObl KNETOYHbIN FOMEeocTa3 MUHUMasbHO
M3MEHANICS BO BPEMS BO3OENCTBUS O0NArOCPOY-
HON aHOKCUW; 3HAYUTENIbHOE MOHWXEHNE CKOPO-
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CTK meTabonnama, YTo CriocoOCTBYET CHUXEHUIO
notpebHocTelh opraHuama B Mornekynax ATd
[Kapper, Stickle, 1987; Burnett, Strickle, 2001;
Larade, Storey, 2002].

na MOpCKUX MONOCKOB XapakKTepeH ABYyX-
dasHbIN aganTUBHbLIN OTBET HA BO3AENCTBUE HUS-
KX KOHLEHTpauMin KMcnopoaa B OKPYXatloLlen
cpene. Bo Bpemsa otnnea oHM noaBepraioTca nep-
BMYHOMY BO34EVICTBUIO MMMOKCUM, MPN 3TOM Y HUX
3HAYUTENIbHO UCTOLLAKTCA 3anachkl KMcnopoaa B
TKaHSX, MOCTEMNEHHO yCUMBaeTcsa pacnag yrie-
BOOOB. Takme nameHeHus B metabonname MoJ-
JIIOCKOB MPUBOAAT K KOMMEHCATOPHOMY yBenn4ye-
HUIO BbiIxoaa depmeHTaTnsHoro AT®, Heobxoam-
MOro Afasa nognep>XXaHusi HopManbHOM CKOPOCTU
obuiero metabonmama.

Mpwn agnnutesnbHOM BO3AEVICTBUN HU3KUX KOH-
LieHTpauni kmucaopoaa, To eCTb Npu OTCYTCTBUM
KMcnopoaa B MOPCKOM BOAE (Hanpumep, B aKcne-
PUMEHTAasbHbLIX YCOBUAX WUAN NPU 3arpsi3HEHUU
cpenbl 00bnTaHna), y MOJUTIOCKOB NaaaeT CKOPOCTb
MeTabonmama, a Bbixod AT®D coctaensaet 10% ot
aspobHoro metabonuama. CHUXEHME CKOPOCTU
MeTabonmama npoaosiKaeTcs A0 Tex Mop, fnoka
BHYTPEHHME 3anacbl OpraHuama CrnocoOCTBYIOT
BbDKMBAHWIO MOJIJIIOCKOB B Takmx Hebnaronpusr-
HbIX ycnoBusax. M3BeCTHO, 4TO BONbLUMHCTBO MOP-
CKMX MOJUIIOCKOB, OOMTaOLMX HA INTOPann, Mo-
ryT BbDKMBATb B YCNOBUSAX aHOKCUW OHU N Oaxe
Hepenn [Larade, Storey, 2002; AnskpuHckas,
2004]. 3HaunTtenbHoe cHmxeHne metabonmuama B
CBOI0 o4yepenb CrnocoOCTBYET MOAABJIEHUIO CKO-
POCTU peakuuii CuHTesa 1 ncrnonb3oBaHna ATP B
MeTabonuyecknx npoueccax. CnepoBaTenbHO,
MHOrme @un3nonornyeckme npouecchbl AINTenNb-
HOe BpeMsa MOryT obecrneymBaTbCs 3a CYeT Npo-
aykuym  AT®D  depmMeHTaTUBHBIM  CMOCoBoM
[Storey, 2004].

Y MOPCKMX MOJIIIOCKOB OMUCAHO HECKOJIbKO
MEeXaHU3MOB Perynsaumm ypoBHA MeTabonuama.
OOHUM U3 HUX SGBNSIETCS W3MEHEHME CKOPOCTU
CIVKONUTUYECKNX peakuuii. Hanpumep, aonsa
Bivalvia xapakTepHO a1/10CTepUYECKOE PErYJINPO-
BaHWe aKTUBHOCTU (DEPMEHTOB B YCNIOBUSX aHOK-
CuN, B XOOe KOTOPOro mMeTabonuTtbl OKasbiBalOT
BO3OENCTBME Ha cneumpuyeckne nokycel dep-
MeHTOB. OgHMM 13 NPUMEPOB TaKOM PErynaumn B
©EeCKNCNOPOOHbIX YCIOBUAX CNYXUT NMHIMOMpPOBa-
HUEe aKTUBHOCTU 6-dochHodpyKTO-1-KMHA3bI 1 M-
pyBaTKMHAa3bl HU3KUMW KOHUEHTPaUusaMn GpykTo-
3a-2,5-agndocdarta 1 NOBLILLEHHBIM COOEPXAHN-
eM L-anaHuHa cooTBeTCTBEHHO. Perynauns ¢ no-
MOLLbIO M3MEHEHUI B 3HadYeHusix pH okpyxato-
el cpeapl Takke CnocoOCTBYET anbTepauusiMm B
CKOPOCTU TNUKONUTUYECKUX peakumin. Tak, HU3-
kKme 3HaveHus pH GnaronpuaTCTBYIOT Hanpasne-
HUI0 NoTokoB docdoeHonnupyeata (PEM) B cTo-
POHY CUHTE3a cykumHata [Larade, Storey, 2002]
(noppobHee cMm. nanee).




OOHMM K13 BaXHbIX MEXaHW3MOB CHUXEHUSs
CKOpOCTK 00LLero metabonuama cnyxmt obpatu-
Moe docdhopunrpoBaHue 6enkoB. Takme n3meHe-
HUS B CTPYKType OenkoB Bbi3blBAOT 3HAYUTESb-
Hble Mogudumkaumn B aKTUBHOCTU MHOrux ¢ep-
MEHTOB U (YHKUMOHANbHbLIX OENIKOB, Y4acTBYO-
LMX BO BCEX MPOLECcCax XNU3HeaeaTeNnbHOCTN Op-
raHmama. Hanpumep, y Littorea littorea, kak n 'y
OO0MbLUMHCTBA MOJUTIOCKOB, YCTOMYMBBIX K aHOK-
cumn, obpaTtrmoe GochopnINpPOBaHNE HEKOTOPbIX
dEPMEHTOB NKONM3a CMNocoOCTBYET MepeHa-
npaeJfiEHMIO NOTOKA yrnepoaa B aHa3pobHbI NyTb
depMeHTaTUBHOro Metabonnama, a Takke nogae-
JIEHUIO CKOPOCTU TFANKONUTUYECKOro nyTu. W3-
BECTHO, 4YTO B @HOKCUWHbLIX YCNOBUAX Gocdopun-
nmposaHue GocPOPPYKTOKNHA3LI U MUPYBATKU-
Ha3bl NEPEeBOAUT UX B MeHee akTUBHblE POPMbI
[Storey, 2004]. CnepoBaTenbHO, KOBasieHTHas
Moaguduvkauma GepMeHToB, UHAOYLMPOBaHHaAA
AHOKCUEN, 3HA4YUTEeNbHO MOHMXAEeT WX akTuB-
HOCTb, N3MEHSIET KMHETUYECKME CBOWCTBA U MO-
pasnsieT 00LLyo CKOPOCTb MeTabonmama.

docohopunmpoBaHne GepmMeHTOB MNKONN3a 1
pa3nnyHbIX NPOTENHKMHA3, BbI3BAHHOE OENCTBU-
€M aHOKCUN, MOXET HE TOJIbKO UBMEHSATb NX KNHE-
TUYEeCKMe CBOMCTBA, HO M npesBpawatb atn oep-
MEHTbl B MeHee akTuBHble POopMbl. OCHOBHbLIMU
KMHasamu sBnsioTcs LAM®-, urMd-, Ca* n dpoc-
donnuasaBnUCUMblie  MPOTEUHKNHA3bl, aKTUB-
HOCTb KOTOpPbIX TakXe obecrneynBaeTcs COOTBET-
CTBYIOLWLMMN BTOPUYHBIMU MECCEHXAEPaAMM —
LAM®, urM®, Ca* n dochonunuagamm [Larade,
Storey, 2002]. lNoka3aHo, YTO B YCNOBUSIX aHOK-
CUM CHMXaeTcs konmyectso UWAM®-3aBucumorni
npoTenHkmnHasbl. CnepoBaTtenbHO, MeTabonnye-
ckme OyHKUUK, KOTOPbIE YCUIMBAET AAHHAA Mpo-
TEUHKMHa3a, OyaoyT NoOaBnaATbCA BO BPEMS aHa-
apobuno3sa.

CuuTtaetcsq, 4TO NogaBAeHWE Kackaaa CUrHasb-
HOW TPaHCOYKUMW ABAFETCA OOHUM N3 MEXaHWU3-
MOB CHWXEHUS CKOpPOCTU meTabonnama [Storey,
2004]. N3BecTHO, 4TO UMD 1 ero NPoTEMHKNHA-
3a UrpatoT OCHOBHYIO POJib B CUIHANIbHOW TPAaHC-
OyKUMM Npyv aganTMBHOM OTBETE MOPCKMX ABY-
CTBOpYATbIX MOJUIIOCKOB Ha [OENCTBUE HU3KUX
KOHLUEHTpaumi Kucnopoga B MOPCKOM Boae. B ne-
peoHeM myckyne-3amblikatene Mytilus edulis yse-
JNn4eHne KoHueHTpauuu ul Md nponcxogmT B OT-
BET HA OENCTBME aALETUNXONIMHA, KOTOPbLIN ABNS-
€TCS HenpoTPaHCMUTTEPOM, CTUMYIMPYIOLLNM
CoKpalleHne 3TUX MbIWL, Aas Toro, 4ToObl 3a-
KPbITb CTBOPKM PaKoBUHbI. Y ABYCTBOPYATbLIX MOJI-
JIIOCKOB 3aKPbITble CTBOPKU PAKOBUHbI CTUMYU-
pyloT NageHne YpoBHS KMCNOpoaa B OpraHname, a
TaKkke akTUBUPYIOT aHal3pobHble ajantaumm
[Larade, Storey, 2002]. ur Md-3aB1cumas npoTe-
MHKMHa3a cnocobcTeyeT HochopUNMpPoOBaHUIO
HEeKOTOPbIX PEPMEHTOB, BKIIOYEHHbIX B OOMEH yr-
NeBOAOB (B YaCTHOCTM NMupyBaTkuMHasbl) y 60Sib-

LUMHCTBA BUOOB MOPCKUX MOJUIOCKOB [Brooks,
Storey, 1997], n akcnpeccun reHoB, OTBETCTBEH-
HbIX 32 YCTOMYMBOCTb MOJIIIOCKOB K aHOKCUW
[Larade et al., 2001; Larade, Storey, 2002].

HecmoTps Ha TO YTO CHUXEHUE CKOPOCTU Me-
Tabonuama SBNSEeTCA KOAMYECTBEHHO BbIrOAHbLIM
MEXaHM3MOM, CMOCOOCTBYIOWNM  BbIXWBAHUIO
MOPCKMX MOJUTIOCKOB B YCJIOBUSIX @aHOKCUWN, aKTU-
BaUUS MOANPULMPOBAHHbLIX NMyTen meTabonmama
TaKxke UrpaeT BaxHYIO pofb B NpoLeccax aganTta-
UM MOPCKNUX MOJUTIIOCKOB K HU3KMM KOHLEHTpa-
UMaM Kucnopona B MoOpckon Boge. B xone paH-
HbIX peakunii B 3HAYUTENIbHOW CTENEHN YBENNYN-
BaeTcs Bbixod AT®D 1 0b6pas3yloTcsd HEKUCIIOTHbIE
/NN neTydme KoHe4Hble MPOAyKTbl, CNOCOOCT-
BYIOLLME B CBOIO 04epenb COXpPaHEHMIO roMeocTa-
3a KNEeTKN B YCOBUSIX aHOKCUN.

Y MOPCKUX MOJUIKOCKOB MEPBUYHLIM OTBETOM
Ha HeJoCTaToK KMCNOpPOoAa B OKPYXAlOLLEN cpene
aBnseTca 0Obl4HbIA MeTabonNnyYeckuni NyTb: npe-
BpalleHVe rnnMKkoreHa 1 acnaprtata B KOHe4Hble
NPOAYKTbl — aNaHnH 1 CyKUMHAT COOTBETCTBEHHO.
Tak, B x0O€e peakumn ramkonmsa ranmkoreH (a
MMEHHO [/l0KO3a) pacnagaeTcs A0 nupysarta, a
3aTeM, BMECTO TOro 4ToObl BOCCTaHaB/MBATbCSH
0O nakTata, nuMpyBaT MoaBepraeTcsd peakumm
TPaHCaMUHUPOBAHUSA (MUCMONb3yss aMUHOIPYNMbl
acnaprtata) ¢ ob6bpaszoBaHuem anaHuHa (puc.).
MpoaykT Ae3aMmnMHUpPOBaHUA acnaprara — okcasno-
auetar — BOCCTaHaBIMBaeTCs A0 Manarta (uc-
nonb3ys HALH, KOTopbIn B ApYyrux 00CTOATENbCT-
Bax pacxo4yeTcsl B peakuuu C nakratgerngpore-
Ha3on). Manart npeBpaliaeTca B pymapar, a 3a-
Tem — B CyKuuHaT ¢ obpasoBaHuem AT®d, a nocne-
Oylollee npeBpalleHne CykuyHaTa B nNponuoHar y
HEeKOTOpPbIX BUAOB MOPCKUX MOJIIIOCKOB CBA3aHO C
JOMNONTHUTENbHLIM cuHTEe3oM AT®d. N3BECTHO, 4YTO
BCNeOCTBME UCTOLLEHUS Myfna acnaprara npouc-
XOOUT MeTabonn4yeckuin cosur, KOTOPbIW Hanpas-
naet GEM, o6pa3oBaHHbIN B X04€ peakuuii rmko-
Nn3a, Ha CMHTE3 okcanoaugertarta (cMm. puc.). [aH-
HbI 3ddekT gocTuraeTcs MHrMbuposaHnem dep-
MeHTa nNMpyBaTKMHa3bl TaknMm 06pasom, 4to DEN
kapbokcunmpyetcs ¢ obpa3oBaHMeM oKcasoaue-
Tara, KOTOPLIM 3aTEM UCMOb3YyEeTCa B peakumsax
CUHTE3a CcykuumHaTa [Xovadka, Comepo, 1988;
Larade, Storey, 2002].

HeobxoouMo OTMETUTb, YTO BOCCTaHOBEHME
Manata 0O CyKuuHaTa NpOUCXOAUT C MOMOLLbIO
CYKUMHATAErngporeHa3Horo Komrjekca anek-
TPOH-TpaHcnopTHoM uenn (komnnekc Il). Bo Bpe-
MsS MPUAMBa Yy MOJUIIOCKOB adpOo0OHbIi 3HEpPreTu-
4yeckui MeTabonrsm OCyLLLECTBASIETCA NOCPEACT-
BOM umkna Kpebca, C NepeHOCOM 3/1IEKTPOHOB OT
cykumHata Ha youxmHoH (KoQ) yepes komnnekc
B 3JIEKTPOH-TPAHCNOPTHOW Lenun. Bo Bpemsa otnn-
BA Y MOJUTIOCKOB BKJIIOYAETCS aHA3POOHbIN MyThb,
Korga nepeHoc 351eKTPOHOB OCYLLECTBASIETCS Ye-
pe3 pOJOXMHOH Ha dymapaT ¢ 00pas3oBaHMEM
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cykuuyHaTta [Tielens, van Hellemond, 1998]. Pogo-
XMHOH siBnsieTcs aHanorom KoQ ¢ 6onee otpuua-
TenbHbIM noTeHumanom [Ckynades, 1989]. B Tex
cnyyasix, Korga HegoCTaTto4yHO KMCNopoaa B OKpy-
xXarwuwien cpege, dymapart OenCTBYET Kak akuen-
TOP 3NeKTPOHOB, 00pa3ys Mpu 3TOM CYKUMHAT.
[MoBbILLEHHbIV YPOBEHb CyKUMHaTa BO BPEMS aHa-
3pobro3a No3BONSET MUTOXOHOPUSM COXPaHSTb
CBOI0 MeTabo/INYecKylo akTMBHOCTb OO TEX nop,

noka Kucnopod CHOBa CTaHET [OOCTYMNHbIM
[Bacchiocchi, Principato, 2000].
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Cxematunyeckoe n3obpaxeHne MeTabonnyeckmnx nyTemn
NCnosib30BaHMs rMMUKOreHa 1 acnapTaTa y MOPCKUX
MOJIIIOCKOB B YCJIOBUSIX HegoCcTaTka Kucnopoaa
[Xouauka, Comepo, 1988]

HeobxoanMo OTMEeTUTb, YTO BO BPEMS aHadpO-
O103a y MOPCKUX MOJUIIOCKOB HaKOMJEHME fakTa-
Ta M CyKUMHaTa NPUBOAUT K CHUXEHUIO BHYTPU- U
BHekneTo4Horo pH [Ellington, 1983; Walsh et al.,
1984]. OgHUM N3 MEexXaHU3MOB N3bexaHnsa name-
HEHU B KUCMOTHOM CTaTyCce TKaHu B OpraHusme
MOJIJIIOCKOB SIBNSIETCA MHrMOMpoBaHMe nupysaT-
knHasbl [Demers, Guderley, 1994; Michaelidis et
al., 1999]. Bo Bpems aHaspobuo3a nakrat npe-
BpallaeTcsa B NMpPyBaT W, HECMOTPS Ha BbICOKYIO
aKTMBHOCTb JNaKTaTAErnaporeHasbl BO BCEX TKa-
HAX MOJUIIOCKA, JlakTaT aHadpobHO aekapbokcu-
nnpyetcs B aueTtua-KoA, KoTopblii 3aTEM UCMONb-
3yeTcs 419 CUHTE3a NMNnAoB.

B TkaHsIX MOIIIOCKOB OTMEYaeTCs NOBbILLIEHME
YPOBHS XUpHbIX kncnoT [Michaelidis et al., 1999;
Fokina et al., 2007]. KntoyeBo ranMkonmMTn4ecknin
depMeHT nmMpyBaTKMHA3a WUrpaeT BaXXHyK pPOJb
npw HanpaefeHnn NMpyBaTa B CTOPOHY OBUOCKHTE-
3a XUpHbIX kucnot. lNMytem dochopunmpoBaHud
9TOT HPEepMEHT NPEBPALLAETCS B MEHEE aKTUBHYIO
dopmy B TeueHne nepsbix 12 4 aHokcumn. UameHe-
HUS B KMHETUYECKUX CBOMCTBAX MUPYBATKUHASbI
NPMBOAAT K NOCNenoBaTENbHOMY CHUXEHUIO CKO-
POCTU HaKOMJEHMS aHa3POOHLIX KOHEYHbIX MpPO-
OYKTOB (naktata U CykumHaTa), TeM CaMblM OKa-
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3blBasi MOJIOXKUTENIbHOE BJINSIHWE HA KWUCNOTHbIN
ctatyc TkaHu [Michaelidis et al., 1999].

lMpegnonaraetca, 4TO W3MEHEHUS1 3HaAYEeHUN
pH npn BAWSHUM AHOKCUIHBIX YCAOBUN TakXe
VHUUMMPYIOT MOHUXEHME CKOPOCTM MeTabonuns-
Ma, OAHAKO 3TOMY YTBEPXAEHUIO O CUIHANIbHOWM
pPOSM 3HA4YEeHN PH B CHUXXEHNU CKOPOCTK 06LLEro
MeTabonmama npoTueopeyaT cneayowme GakThbl.
Bo-nepBbix, ypoBeHb pH BO BpeMSA BO34ENCTBUSA
aHOKCUKM CHUXAeTCs paBHOMEPHO B TeYeHne nau-
TEeNbHOro BpeMeHM, Toraa Kak nepexon B rurnnome-
Tabonnyeckoe COCTOSIHME MPOUCXOOUT 3a KOPOT-
KM NPOMEXYTOK BPEMEHW MOCNE Hayana oencT-
Bus aHokcum [Storey K., Storey J., 1990]. Bo-BTO-
PbIX, MOPCKMUE MOJUTIOCKM UCMNOJb3YIOT MEXaHU3M
«HaUMEHbLLEro CMHTE3a» KUCNOT BO BPEMS BO3-
LENCTBUS aHOKCUN (TO eCTb OHM B OCHOBHOM Ha-
KananealoT HeWTpabHble U JIeTydne KOHEYHble
NPOAYKTbl, MCMONb3ys 6uKapObOHaATbl PaKOBUHBLI
ons co3paHuns 6ydepa) [De Zwaan, 1977; Storey
K., Storey J., 1990].

BmecTe ¢ TeM NnokaszaHo, YTO HU3KMEe 3Ha4YEeHUS
pH BO BpemMsi BO3AENCTBUNSA aHOKCUMM CNOCOOCTBRY-
0T CO342aHMI0 ONPEeAEeneHHOro MeTabonmMyeckoro
COCTOSIHMSA, KOTOpOoe ONnaronpusaTCcTBYeT CHUXe-
HUIO cKopocTuM MmeTabonmama [Busa, Nuccitelli,
1984]. Hanpumep, HU3knin ypoBeHb pH akTnBupy-
eT pacnag ®EMN nocpencTsomM peakummn ¢ y4actu-
eM DEM-kapbokcmnasbl (a He C MOMOLLBIO NUPY-
BaTKMHa3bl), 1, ciegoBaTeNbHO, HanpaBnsgeT rm-
KONMMUTUYECKNI YIrNepon B CTOPOHY peakumu CUH-
Tesa cykuuHarta [Xo4dadka, Comepo, 1988]. bonee
TOro, HN3KNe 3HavyeHus pH MoryT BAnaTb Ha NPo-
TekaHne Opyrux NpoLeccoB, Takux Kak CBs3blBa-
HUe PEPMEHTOB C CYOKIETOYHbBIMU CTPYKTYPHbLIMMW
3/IEMEHTaMM, CKOPOCTb PEPMEHTATMBHbBIX peak-
UM, aKTUBHOCTb MPOTEMHKMHA3bl OTHOCUTESIbHO
npotenHdocdaTasbl, a TakKKe W3MEHEHWE CTa-
ounbHocTn  GenkoB  [Storey, 1988; Hand,
Hardewig, 1996; Schmidt, Kamp, 1996; Sokolova
et al., 2000].

[MoMMMO OCOOEHHOCTEN OopraHmsauun rInko-
JINTUYECKOM CUCTEMbI U AMKAPOOHOBOW 4YacTu
umkna Kpebca, no3onsiowmx GyHKLMOHMPOBATb
B YCNOBUSX OTCYTCTBMSA KUCNOPOOA OSINTENbHOEe
BPEMSI U OOCTATOYHO 3ddekTuBHO [(poMOcCoBa,
LWannpo, 1984], K 6BUOXMMUYECKNM MeXxaHn3Mam
aganTauuii MOIIOCKOB MOXHO OTHECTU OosbLLoe
coaepXxaHne KapoTMHOMOOB, SABMSIOLMXCA aKKy-
MynaTopamMm Kucnopoga B knetke [KapHayxos,
1973].

BONbWMHCTBO MPOLECCOB, 3aTpayMBaloOLLMX
3HEpruo, B TOM 4YncCie NpoueccoB cuHTe3a 6ern-
Ka, NoaaBnsAOTCHA y OPraHM3MoB Npu OONrocpoy-
HOM BO3LENCTBUN HU3KUX KOHLEHTPALWUA KUCNO-
poga B okpyxawouien cpene. Bmecte ¢ TeM uU3-
BECTHO, 4YTO HekoTopble cneundpundeckne PHK
TpaHCKpMNTbl, HAOOOPOT, aKTUBUPYIOTCA Mo, Aeli-
CTBMEM aHOKCUU. BeposaTHO, oHM obecnedmBaloT




CUHTE3 0OEeNKoB, CMOCOOCTBYIOLLUMX BbDKMBAHUIO
MOJIJIIOCKOB B HEONAronpuaTHbIX aHa3POOHbIX YC-
nosusx [Larade, Storey, 2002]. AKTUBHOCTb Npu-
MepHO 10,6% nepekpecTHO AENCTBYIOLNX FEHOB
(okono 300 reHoB), NpPeanonoXMUTENbHO, YCUNN-
BaeTcs B Aga unn 6onee pas nof BAUSHUEM aHOK-
cnn. OHM BKITIOHAIOT reHbl NPOTEUMHKMHA3 N doc-
daTas, pakTopoB TPAHCAALNN, aHTUOKCUOAHTHbIX
dEePMEHTOB N 90€EPHbIX peLenTopoB. B yacTHO-
CTU, IMMNOKCUS-UHAYUMPYEMbBIA TPaAHCKPUMLUMOH-
Hbin dakTop (HIF-1) cnyxut nocpeoHukomM npu
YCUJIEHUM CUHTE3a MMUKONUTNYECKMNX (PEPMEHTOB,
HEOBX0ANMBIX O NOBbILLEHUS Bbixoga PepMeH-
TaTMBHOro ATO®.

Y Littorea littorea BnepsBble 0OHAPYXeHbl U UC-
cnenoBaHbl reHbl kvn n sarp-19. Tak, y npoaykra
kvn reHa N-koHueBasi ruapodobHas curHanbHas
nocfiefoBaTeNbHOCTb HanpaenaseT 6efkn K aHAo-
niasmaTuyeckoMy pPeTuKyymy, roe oHn obpabda-
ThIBAIOTCHA U CEKPETMPYIOTCS K KOHEYHOMY MECTY
HazHa4vyeHud. [JaHHbii pakT Nno3BONSET NPeanono-
XUTb, 4TO 6eniok KVN BbINOSHAET BHEKIETOYHYIO
dyHkumio. OH obnagaet pagoM onpeneneHHbIX
nocnegoBaTeNlbHOCTEN, TakMx Kak LUCTEMHOBbIE
knactepsl. Npegnonaraetcd, 4to KVN gaBnseTtca
Xene3o-cepHblM OGENKOM, KOTOPbIA CBA3LIBAET
XEeneso, U N03TOMY MOXET OTHOCUTLCS K CEMEN-
CTBY eppenokcnHoB. Ero dyHkuma aHanormnyHa
apyrum peppenokcrnHnogobHbim 6enkam. Mo-Bu-
OMMOMY, OH $BNSIETCA MNOCPEeOHUKOM B 3MeK-
TPOHMNEPEHOCALLNX peakumsax BO BpeMs OencTBus
AHOKCUW WM NpU BO3BPALLEHUM OPraHM3MoB B
MCXOAHbIE YCIOBUS.

MpoaykT reHa sarp-19 — 6enok, cuHTesnpye-
MbIl B pe3yfibTate AenCTBMA aHOKCUM Ha MOJIIIO-
ckoB. Obuwas dyHkuma EF- nomeHa npaHHoro 6en-
Ka — 9TO CBfI3blBAHWE KasblLMs, 4TO B CBOK O4e-
peaob CTUMYNMpPyeT KOHPOPMAaUMOHHbLIE N3MEHE-
HMA, NPMBOASLIME K akKTUBaUMM (UM MHAKTUBA-
umn) 6enkoB-muleHen. PyHkuma 6enka SARP-19
npu aHaspobmo3e MOXET BKJOYATb KasbLMiA-ak-
TUBUPYEMbI CUTHANVHI U BblAENEHNE KasnbLunS.
Kak yxe oTMe4danoch, nepekoyeHne Metabonmns-
Ma y MOJUTIOCKOB C a3pOOHOro Nyt Ha aHaspo6-
HbIi COMPOBOXOAETCA PACTBOPEHMEM PAKOBUHBI
c obpa3oBaHMem brkapboHaTa KasbLms, KOTOPbI
BbINONHAET OydepHble PyHKUMN.

XapakTepHOM peakunen y AOBYCTBOPYATbIX
MOJIIIOCKOB Ha BO3AENCTBME BO3yXa CIYXMUT 3a-
KPbITE CTBOPOK PAKOBUHbI, @ Y OPIOXOHOTMX MOJI-
JIOCKOB — KPbILLUKM OTBEPCTUS B PAKOBMHE. Taknm
0o0OpasoM, MOJIIIOCKU OrpaHn4YmBatoT cebs oT foein-
CTBUS OKPYXAIOLLLEN cpefbl, YTO B CBOIO O4Yepeap
TpebyeT co3aaHne BOAHOro U OCMOTMYECKOro 0a-
NlaHca BHYTPU opraHnamMa. 3akpbiBaHME PaKOBUHbI
MOJUIIOCKOB BbI3blBaeT CYLLECTBEHHOE MOBbILlEe-
HMWE YPOBHSA KasbLMsi BO Bpemsi aHasapobumosa.
CnepoBaTenbHO, MOBLILLEHHOE KONIMYECTBO Kaslb-
unriceasbiBatolero 6enka (SARP-19) B opraHms-

Me MOJIIIOCKOB Nog, AeNCTBMEM aHOKCUM cNoco6-
CTBYET CHMXEHMIO YPOBHA CBOOOOHOrO KanbLUs.
B OCHOBHOM 3TO MPOMCXOAMT B YCIOBUSIX FTMMIOME-
Tab0JINYeCKOr0 COCTOSIHUS OpraHMama, Korga co-
KpawiatotTcs pacxoabl ATD Ha nepeHoc Kasnbuus
yepe3 nnasmMatuyeckylo MembpaHy [Storey,
2004].

Mpegnonaraercs, 4TO y MHOrMX OPraHnM3mMoB
KMCNOPOAHBbIM CEHCOPOM CNYXUT PEepMeEHT npo-
nuarngpokcunasa, KoTopbii MmogmpuumpyeTt oc-
TaTtok MNPOJIMHA B KUCIOPOA3aBMCUMMOM [OOMEHe
HIF-1, OCHOBHOIoO TPaHCKPUNUMOHHOIo ¢pakTopa,
BKJIIOYEHHOI0 B PErynsauuio TpaHCKpUnuum reHoB
c nomowbio kucnopoga [lvan et al.,, 2001;
Jaakkola et al., 2001]. LaHHbIn KMCNOPOAOHbLIN
CeHCcop BCTpedvaeTcs Yy O0JbLUMHCTBA XUBOTHbIX,
OHaKO BTOPUYHbIE MULLEHN 3TOro ceHcopa (HIF-
1 vnn gpyrue) 3Ha4YnTEeNbHO OTANYAKTCS Y XXUBOT-
HbIX, YYBCTBUTE/IbHbIX K TMMOKCUN U YCTOMYUBBLIX K
aHokcun. N3BecTHO, YTo HIF-1 y 4yBCTBUTE/IbHBIX
K FAMNoKcuy MNeKonuTalLmMxX 3anyckaeT pasnmy-
Hble KOMMEHCATOPHbIE peakLunn, B XoOe KOTOPbIX
YBENMYMBAETCH NOCTYMJIEHNE KNCNOPOAA B TKAHU
N YCUIIMBAIOTCS MNKONUTUYECKME peakumn. Y Xun-
BOTHbIX, YCTOMYMUBLIX K AEUACTBUIO aHOKCUM, Ha-
0060pOT, MHNLMNPYETCS CEPUS MEXAHU3MOB, CMO-
COOCTBYIOLLUMX MOAABIEHNIO CKOPOCTU MeTabo-
nmama, n obpatMMo OCTaHaBAMBAKOTCA pasnny-
Hble SHepro3aBucKuMble npouecckl. CnegoBartenb-
HO, Y XWBOTHbIX, YCTONYMBbLIX K aHOKCUWN, B TOM
4yncrne y MOpPCKUX MOJIJIIOCKOB, B ONOCPeaoBaHnE
3KCMpeccun reHoB B OTBET HA HEOOCTATOK KNCIIO-
poaa BKOYAOTCS TPAHCKPUNLUMOHHbIE PaKTOpPHbI,
otnunyHble oT HIF-1 [Larade, Storey, 2002].

YpoBeHb OOMeHa BelecTB, U B 4aCTHOCTU
3HepreTMmyeckoro metabonuama, onpegensiet
aganTuBHblE BO3MOXHOCTM opraHmama. Knioue-
BbIM 3BEHOM, OOYC/I0BNMBAIOWNM YPOBEHb OUO-
3HEepreTMkn 0ocobu, CNYXUT KONMYECTBO MOCTY-
nailoulero B opraHmam kucnopoga [O3epHiok,
2003]. B nutepaTtype no GMO3HEpPreTmke XMBOT-
HbIX 0cob0e BHUMaHWe yaensieTcss MCnosb3oBa-
HUIO NTNNUAHBIX N YINeBOAHbIX CyOCTPaToB B Kaye-
CTBE UCTOYHMKOB 3Heprun [[pomocosa, LLanupo,
1984; Xo4auka, Comepo, 1988]. N3BecTHO, 4TO B
a3pO0OHbIX YCIIOBUSIX MOPCKWUE MOJITIOCKN UCMOSb-
3yI0T B Ka4eCTBe WCTOYHMKOB SHEPruv nunugpl,
yrneeodpl 1 aMMUHOKMUCNOTHLI. [pn aHokcuun yrne-
BOAbl CTAHOBATCS OCHOBHbIM 3HEPreTUYeckmm
cyOGCTpaToM, MOCKOJIbKY B XO4E pPeakuui riamko-
nn3a, a MMEHHO OKUCeEHUa ¢ochaToB rekcos
(0oObpa3oBaHHbIX M3 TOKO3bl W FMKOreHa) Ao
docdaToB TPMO3, a Takke cydcTpaTtHoro dpocdo-
punupoBaHus, obpasyetca ATD [Larade, Storey,
2002]. Y monniockoB HabniogaeTcs Ncnonb3oBa-
HME B KAYeCTBE 3SHEPreTMyYeckmx cybcTpaToB He
TOJIbKO INMKOreHa, HO 1 BenkoB, Toraa Kak nunm-
Obl euwe He CTann rnaBHbiIM UCTOYHUKOM 3HEeprmn
[Xouauka, Comepo, 1988; Lynbman n gp., 1993].
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BmecTte ¢ Tem y Mytilus edulis L. 66110 noka3aHo,
4YTO NUNMAObLI MOTYT YTUNM3UPOBATLCS B aHa3pob-
HbIX YCNOBUSIX Yepea -oKkncneHne ¢ obpa3oBaHun-
em auetun-KoA [pomocora, Llanupo, 1984].
B nccneposaHuax Ha 6enoMopckux mmauax [Po-
KnHa n ap., 2006a, 2010] Obi0 NokasaHO CHUXe-
HUe ypoBHSA TpraumnranuepuHos (TAlN) n adupos
XOJNiecTepuHa nop BnusHnem 12 u 24 4 aHokcun,
YTO CBUAETENLCTBYET O BO3MOXHOM UCMONb30Ba-
HMUM 3anacHbIX NUMMOOB B KAa4eCTBE WMCTOYHWKOB
MeTabonMyeckon aHeprum nanm Ha cuHTes oObly-
HbIX O MUONUIA 3HepreTudeckux cybcTpaToB yr-
NneBoaHON/6enkoBon npupodsl. MNpuyem ydactue
3anacHbIX IMNUAOB B KOMMEHCATOPHON peakumuun
©enoMopCKMX MUAMA B OTBET Ha OENCTBME KpaT-
KOCPOYHOW aHOKCUM 3aBUCUT OT 3Tana nepuona
HepecTa (3B wan 3C) [DokmHa u ap., 2006a].
OnucaHHble Bbile konebaHua B cOocTaBe 3anac-
HbIX TMNMOOB XapakTepHbl ana 3C mmamn (3tan
pe3opbumn OCTaTOYHbIX MOMOBLIX MPOAYKTOB). Y
3B muguin (aTan BbiIMeTa ramMeT), HaobopoT, 3Ha-
YNTENbHO NOBbLILWAETCSA YpOBeHb TAlT, 4TO yka3bl-
BaET, BEPOSATHO, Ha NOSIB/IEHME NOTPEeOHOCTHN anb-
TEPHATUBHOIO UCTOYHUKA SHEPTrNU, KOTOPLIM MO-
ryt OobiTb nunuasl [BacunbeBa, MellepsikoBa,
2003; dokmHa n gp., 2006a]. HekoTopkle aBTOpbI
CBS3bIBAIOT MOBbIWEHUe ypoBHS TAI y muauin B
YCNoBMSAX HegocTatka kucnopogda (CyTOYHOM
aHOKCUKN) C sIBNeHMeM ayTodarmm B MnuLieBapu-
TenbHbIX kKneTkax [Hole et al., 1995].

CuuTaetcs, 4To kKonebaHus B XUOKOCTHOCTMU
(MMKPOBAZKOCTU) NMNNAHONO GUCNos BNEKYT 3a
cob0on N3MEeHeHNs B NPOHNLLIAEMOCTM MeMbpaH 1
Moamdmkaumm akKTMBHOCTU BCTPOEHHbIX B Hee
6enkoB (HepMEHTOB, MOHHbIX KaHAIOB, PeLenTo-
pPOB), YTO B CBOIO 04Yepeab NPUBOANT K aKkTMBaLINK
M pasBUTUIO PErYNSTOPHbIX Peakuuin, HanpasfieH-
HbIX Ha ajanTaumio opraHn3ma K HebnaronpusaT-
HbIM YCIOBUSIM OKpyXatowien cpeabl [Jlock, 2001;
Los, Murata, 2004]. CnenyeTt OTMETUTb, 4YTO B He-
KOTOpbIX paboTax, NOCBSALEHHbLIX NCCNeA0BaHNIO
BAINSIHNUS @HOKCUM HA MOPCKMX XUBOTHbIX, OTME-
4yaeTCs CHWXEHMEe MPOoHMUAEMOCTN MeMbpaH
[Hochachka et al., 1996]. Y 6€10MOpPCKUX MO
B OTBET Ha AeNCTBME KPaTKOCPOYHOM aHOKCUM OT-
MeYanuCb M3MEHEHUS B OCHOBHbIX MOKa3aTensx
MWKPOBA3KOCTM NUNUOHOro 6mucnos — xonecrte-
puH/dochonmnmnapl 1 pochatngunaTaHona-
MUH/pochaTnamnxonnH (PIA/DX) [DokmHa u
ap., 2010], cBuaoeTenbcTByOLLME 00 YIIIOTHEHUN
MeMOpaH U1, crneaoBaTesibHO, O CHUXKEHUN UX NMPO-
Hnuyaemoctn [EngkoB, CtoHuk, 1988; Gillis,
Ballantyne, 1999a, b; Loque et al., 2000]. Bbico-
Kuii ypoBeHb xonectepuHa n MX, kotopble ctabu-
NN3NPYIOT NUNNAHBLIA OUCNON, KOMIMEHCUPOBANCS
Y MUONIA NOBbLILWEHHBIM COAEPXaHNUEM NOJSIMHEHA-
CbILWEeHHbIX XUPHbIX kucnot (MHXK), koTtopble,
Kak M3BECTHO, OKa3bIBAIOT pa3Xmxarollee OencT-
BMe Ha meMbpaHbl [Kpenc, 1981; Xo4yauka, Come-
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po, 1988; Gillis, Ballantyne, 1999a, b]. B pe3ynb-
Tate OENCTBUS KPaTKOCPOYHOM aHOKCUU cpeau
NOJINEHOBbLIX KNCNOT yBENMYMBaANacb OTHOCUTENb-
Has gons n-6 KMCNoT, KoTopble 6Gnarogapsi 0co-
OEHHOCTAM CBOEN CTPYKTypbl 0OecrneymBatoT on-
peneneHHyo Npo4YHOCTb MeMbpaHam npun Hebna-
rONPUATHOM BAIMSIHUN @HOKCUM Ha Muani. Nomn-
MO MOJINEHOB OObLIMHOIO CTPOEHUS, BaXHYIO POJb
B o6ecnevyeHmmn LenoCTHOCTN 1 CTabunbHOCTY -
NUOHOro Oucnosa uUrpatT HeEMeTUNeHpPa3aeNeH-
Hble XWpHble kKnucnotbl (HMPXKK), koTopble, kak
N3BeCTHO, 6osiee YCTONYMBbLI K OKWUCIIEHWIO, YTO
NO3BOJIIET UM B cOocTaBe GoCchOoNMnNuUaoB 3Ha4n-
TENbHO BNUSATb HA CTPYKTYPY NUMUOHOINO MaTpuK-
ca [Paradis, Ackman, 1977; Klingensmith, 1982;
Xykosa, 1992; 3axapues n ap., 1998]. OTmeueH-
Hble Moanmdukauun kKoHueHTpaumin HMPXK n mnx
ONOCUHTETUYECKMX MPEOLECTBEHHUKOB Y NUTO-
panbHbIX MUOWA CBUAETENLCTBYIOT O BO3MOXHOM
JononHuTensHoMm cuHtese HMPXK [dDokuHa u
ap., 2010]. lMpepnonaraercs, 4TO HeobXxoOu-
MOCTb B KMC/IOTax C HEOObIYHOW CTPYKTYPOI nosi-
BMACb Y NPUOPEXHbLIX MOJIJIIOCKOB B CBSI3U C Na-
neHnem yposHs n-3 MHXK. MopobHas obpaTtHas
3aBucumocTtb Mexay HMPXK n n-3 kncnotamm
Oblna paHee OTMEeYeHa y MOPCKUX MOJITIOCKOB U
apyrumn astopamu [Klingensmith, 1982; Xykoga,
1992]. Takne n3meHeHnsa B COCTABE XUPHbIX KU-
CNoT CnocobCTBYOT cTabunusauym mMemoOpaHbl
NP COXpPaHeHUN HEOOXOAMMOro YPOBHS XWAKO-
CTHOCTU 3a cyeT cuHTe3a de novo HMPXK morn-
NlockaMn, U B TaKOM CJlydae OHU He 3aBUCAT OT
BHELLUHNUX MCTOYHMKOB MOJSIMEHOBLIX KMCNOT [3a-
xapueB 1 gp., 1998]. Y cybcTpaTHbIX MUANK N3-
MEHEHUNSI B KOJIMYECTBE MOHOEHOBbIX U HMPXK
OblNIM MeHee BbIpaXeHbl, KDOME TOro, y HUX Ha-
61100aN0Chb MOBLILLEHHOE COAEPXaHMe MOJINEHOB
nnHoneHosoro cemenctea (n-3 NMHXK), koTopeble,
no-snaMMOMYy, obecneymBaloT  HOpMaJsibHOe
GYHKUMOHMPOBaHNE MeMbpaH npu BO3AENCTBUU
aHokcuu Ha mosntockoB [Fokina et al., 2007; ®do-
kuHa u ap., 2010].

Y nutopanbHbIX U CyGCTpaTHLIX MUONIA B pe3ysib-
TaTe OenNcTBUS KPATKOCPOYHOM aHOKeUn (12 1 24 )
OTMEYaNNUCb NBMEHEHNSI B COAEPXKAHUM MUHOPHbIX
dochonnmuaoos MembpaH — pochaTNanIMHO3NTO-
na (®u), nnzodochatngnnxonunHa (JIdGX) n chpun-
rommenuHa (CPM), a Takke XUPHbIX KACNOT
(18:1n-9, 18:2n-6, 20:4n-6, 20:5n-3 1 22:6n-3), 06-
najalowyx onpeneneHHon $uUsnoIorMyeckon ak-
TMBHOCTbIO [(PoknHa u ap., 2010]. B peaynbTare cy-
TOYHOrO B/IMSIHUST @QHOKCUWN HA NINTOPASIbHBLIX N Cyb-
CTPaTHbIX MUONA 3aMETHO CHUXANIOCb KOJIMHECTBO
C®DM, «oTOopbI, KaKk U3BECTHO, Yepe3 reHeTnde-
CKMIN annapaTt KIeTKM KOHTponupyeT cuHte3 XC
[Scheek et al., 1997], a noHuxeHne yposHs JIOX y
MUIONA C UCKYCCTBEHHbIX CyB6CTpaToB Nocne BAvs-
HUs 12 4 aHOKCUM CBSI3bIBAETCS C ero MemMbpaHHo-




MOZyMpyIOLWNM  3DPEKTOM
1998; ®okumHa n gp., 2010].
Mpw BANSHUK 12 1 24 4 aHOKCUKW HA NUTOpPasb-
HbIX M CyOCTpPaTHbIX MUAOMNA 3HAYUTESIbHO MOBbI-
Lancs ypoBeHb apaxuaoHosoin 20:4n-6 KNCNOThI.
OTMeYeHHble U3MEeHeHust B  KoadpuumeHTe
18:2n-6/20:4n-6 CcBMOETENLCTBYIOT O BbICOKOM
ypoBHe meTabonmama 20:4n-6 KMCnoTbl U ee 6Gmo-
CUHTETUYECKOro NpeawecTBEHHNKA — JIMHONEBOM
18:2n-6 kucnotbl [PokuHa n ap., 200606; Fokina et
al., 2007]. Nockonbky 20:4n-6 KMCNOTa UCMNOSb3Y-
eTca Ona cuHTeda ankosaHougos [Bell et al.,
1986; Tocher, 2005], BEpOATHO, €€ YCUNEHHbIN
0oOMeH cnocoBCTBYET BbIKMBAHWIO MOJIIIOCKOB B
HebnaronpuATHbIX YCNOBUAX aHoKCUW. [loMumo
20:4n-6 KMCNOTbI, Y INTOPAsbHbIX 1 CYOCTPATHbIX
MUANN B peaynbTaTe BANAHUS aHOKCUM MOBbILIan-
cs ypoBeHb onenHoon 18:1n-9 kmucnotbl [Fokina
et al., 2007; ®dokmHa u ap., 2010]. AaHHbIin 3d-
dexkT MOXeT ObITb CBA3aH C YBEIMYEHMEM aKTUB-
HOCTU GEepMEHTOB, OTBETCTBEHHbLIX 3a CMHTE3
JaHHOM KMcnoTol. [TokasaHo, YTO reHbl, KoaMpylo-
wme pepmMeHTbl, KOTOPbIM OIS aKTUBALMN HY>XEH
KNCNOPOA, MOryT perynmpoBatbCd runokcuen. B
4acTHOCTU, akTUBHOCTb A9-aecaTypasbl, KoTopas
KaTanMaupyeTt peakumio o0pas3oBaHMs MOHOEHO-
BbIX KUCNOT (rnaBHbiIM 00pPa3oM OSIEMHOBOW
18:1n-9 KMCNOThLI), 3aBUCUT OT YPOBHS KMCNopoda
B Okpyxatwulen cpene. M3BecTHO, 4TO CTeneHb
HEHACbILLEHHOCTU XMPHbIX KWUCOT, obpal3oBaH-
HbIX B pesynbtate pencteus A9-pgecartypasbl,
BNMSieT Ha pU3nNYeckme CBOMCTBA MeMOpaHHbIX
docdhonmnuaoos. Bonee Toro, B OpraHM3mMe Xxwu-
BOTHbIX MeTabonuTbl MHXK pneicTeyoT kak cur-
HanbHble MoOnekynbl. V3MeHeHue 3akcnpeccuun
MPHK 9-pecaTtypasbl, No-BuaMOMYy, SIBNSETCSH
OTBETOM Ha HEAOCTATOK KMCnopoaa kak cybcTpa-
Ta [David et al., 2005]. CHuXeHue KonmyecTsa oc-
HOBHBbIX KUCJIOT IMHONEHOBOro cemeinictea: 20:5n-
3 n 22:6n-3 y nuTopanbHbiXx MUONK B pe3ysbTaTe
BNSIHNS KPATKOCPOYHOW aHOKCUU CBA3bLIBAETCS C
NCMOSIb30BAHNEM 3TUX KUCAOT A1 CUHTE3a 3MKO-
3aHOMOO0B WKW HA 3HEPreTudeckme HyxXxapl opra-
HM3ma [Tocher, 2005; Freites et al., 2002]. Bonee
TOro, W3BECTHO, 4YTO B aHadPOOHLIX YCNOBUSIX
MeMOpaHbl KNneTku obnagalT cnadon pepmeHTa-
TUBHOW aKTUBHOCTbLIO, @ OT/INYUTENbHOW 0COBEH-
HOCTbIO IMNWAHOrO COCTaBa Taknx MembOpaH siB-
nseTcs HebonbLIOE KONNYECTBO CTEPUHOB U He-
0ObIYHbIN COCTaB XUPHbIX KNCIOT, XapakTepuayio-
LWUWINCS HU3KNM COAEPKAHMEM MOJIMHEHACHILLLEH-
HbIX KUCNOT, B TO X€ BpeMs coctaB ¢pocdonmnu-
DoB He MeHsieTcs [KaHatok, 2006]. Y cybcTpaTHbIxX
MUANM, HA060POT, OTMEYAIOCH MOBLILLEHHOE CO-
nepxanue 20:5n-3 n 22:6n-3 KNMcnoT, KOTopsble,
KaK WU3BECTHO, MMeT GUTOMNNAHKTOHHOE MPOUC-
xoxaeHue [Ackman et al., 1974; Pollero et al.,
1979; Zhukova, Aizdaicher, 1995; Ramos et al.,
2003], 4To yka3bliBaeT Ha BO3MOXHbI UX OOMNOJI-

[Mpokasoa n pgp.,

HUTEeNbHLIN CUHTEe3. NogobHoe aBneHue, ceuge-
TENbCTBYIOLLEE O BO3MOXHOM CMHTE3€ HeHachl-
LWEHHbIX >XMPHbIX KUCAOT B YCIOBUSIX @HOKCUMU,
Oblno onuncaHo B nutepartype [Horst et al., 1970,
1974]. YCTaHOBNEHO, YTO Y MOPCKUX MPUKPENIEH-
HbIX 6ecno3BOHO4YHbIX 20:5n-3 Kncnota Hapsay ¢
APYruMm MakpoMonekynamm urpaeT BaxHyto posib
B ajanTtauMoHHOM npouecce [Pomaiwmna, 1983;
LynbmaH, KOHeBa, 1990], Torpa kak 22:6n-3 ku-
cnoTa y ABYCTBOPYaTbIX MOJUTIOCKOB B OCHOBHOM
NCNonb3yeTcs Ans Noay4eHms MeTabosMyYeckon
9HEprvm, a Takxke yyacTBYyeT B PerynmpoBaHuu
MemMbpaHHoWm xuakocTHocTu [Freites et al., 2002].

Taknm 06pa3om, aHanNn3 MMTepaTypHbIX N OaH-
HbIX COOCTBEHHBLIX WUCCNEAO0BAaHUA CBUAETENLCT-
BYET O TOM, 4TO B XOA4€ 3BOJIOLMN MOPCKUE ABY-
CTBOpYATbIE MOJUTIOCKM BblpaboTann KOMIMIEKC
OMOXMMMYECKMX adanTauunii, KOTopble NO3BONSIOT
UM nepexuBatb HebNaronpusTHoe BO3LENCTBUE
KpaTKkOCPO4YHOW aHOkcun. BcnepncTteue npukpen-
JNIEHHOro obpasa Xn3Hm BUoXMMUYeckne aganta-
UMM y OBYCTBOpYaATbIX MOJUIIOCKOB 6onee pasHo-
06pa3Hbl 1 BblpaxeHbl B O0JIbLLUEN CTENEHN, YHEM Y
CBOOOHOXMBYLLIMX OPraHM3MoB, Y KOTOPbIX B
nepBylo o4yepenb pa3BuUTbl NOBeAeHYECKME U u-
310N0rM4eCKNEe MEXaHM3Mbl, MO3BOASIOWME U3-
6exaTb KpaTKOBPEMEHHbIX HebnaronpuaTHbIX
BO3OENCTBUIA OKpyxatowen cpegpl. JaHHble nn-
TepaTypbl 0 BUOXMMUYECKMX aganTaumsix y Mos-
JIIOCKOB, NPUBEOEHHBIE B paccMaTpMBaeMom 06-
30pe, NOATBEPXOAIOT MMEKLMECS NPeanosoxe-
HUSI O TOM, 4YTO B AENCTBUTENIbHOCTU BUOXMUYe-
ckas aganTtaums 4acTo SBNSETCS KpamHUM cpepn-
CTBOM, K KOTOPOMY OpraHmam npuberaeT, Koraa y
HEero HeT NoBEeAEHYECKUX AU PU3NONOrN4ECKNX
cnocoboB n3bexarb He6GNaronpuUsaTHOroO BO3AEN-
cTBUA cpedpl [Xoyadka, Comepo, 1988; Hemona,
Bbicoukas, 2004]. TMockonbky 6uoxmmmnyeckas
agantauus — He NerkuMi NyTb, 4aCTO OpraHM3mMam
NPOoLLLe HANTX NOAXOASALWYIO cpeay nyTeM Murpa-
LK1, YeM NEPECTPOUTb XMMN3M KNETKU. B cnyyae
NPUKPEMJIEHHBLIX MOPCKUX MPUBPEXHBIX  OBY-
CTBOpYaTbLIX MOJIJTIIOCKOB MUrpaums kK 6naronpusaT-
HbIM YCNOBUSIM Cpefbl HEBO3MOXHA, MO3TOMY Yy
HMX XOPOLLO Pa3BUTbl MEXaHM3Mbl PEryNALNU Me-
TabosmM3mMa, NO3BONSIOLWME UM aAaNTUPOBATLCSH K
NOCTOSIHHO M3MeHsIIoLWEencs NpuopexHoin 3oHe
Mops, OJ19 KOTOPOI xapakTepHbl Nepuognyeckne
OCyLLEHUS.

PaboTa BbIroJsIHeHa rpu rnoaaepXxke rnporpam-
mbl [pesvneHTa PO «Beaylume Hay4yHble LLIKOJIbI»
(HLL-3731.2010.4).
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