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B Teuenue nocneqHUX AECATUIETUI UCCAEIOBAHMS UMMYHHOUN CUCTEMBI IBYCTBOPYATHIX MOJUTIOCKOB
cOKyCHpOBaHbl Ha U3Y4YEHHUH BIIHSIHUS (DAKTOPOB BHEILIHEH cpejibl Ha Ga3aJIbHBIA CTATYC 3AIUTHBIX
cHcTeM opranu3ma. VIMMyHHast cCcTeMa MOJUTIOCKOB UYBCTBHTEJbHA K JICHCTBHIO aOUOTUYECKUX (pak-
TOPOB, CPEeI KOTOPBIX HauboJjiee CYIIECTBEHHBI TeMIIepaTypa, COJIEHOCTh BOJbI U YPOBEHb PacTBO-
PEHHOIO KMCJIOPOAa. I MIIOKCHUS MIMPOKO pacipoCTpaHeHa B MPUOPEKHBIX BOgaXx MUPOBOro OKeaHa
¢ 1950-X IT.; TMITOKCHYECKHUE 30HHI (C KOHIIEHTpanuel Kucimopona MeHee 0,5 M Oz-n‘l) COXPaHSIOT-
cs Ha 1esbge B TeUEHUE AJIUTEIbHOTO BPEMEHHU, COOTBETCTBYIOLIETO MPOJOKUTEIbHOCTU KU3HEH-
HOT'O IIMKJIa MHOTUX THAPOOHOHTOB. [IByCTBOpUYAThie MOJUTIOCKH, SIBJISISICH OEHTOCHBIMH OpPraHU3MaMH,
YacTO MOMAAAI0T MO/ BO3JEICTBUE MOHKEHHOM KOHIIEHTPAILUU PaCcTBOPEHHOrO Kucnopona. Jannas
rpyInra BOAHBIX OECIIO3BOHOUHBIX UIPAET BAXKHYIO POJib B (DYHKIIMOHUPOBAHUM BOJHBIX SKOCUCTEM,
TP 3TOM JIBYCTBOPOK aKTUBHO MCHOJB3YIOT JUISl aKBAaKYJILTYPHOTO BBIpANMBaHus. D(P(PEeKTUBHOCTh
KYJIbTHBUPOBAHHUSI STUX OPTaHU3MOB HAIIPSIMYIO 3aBHCUT OT MIX IMMYHHOTO CTaTyCa, OIpe e IsIoNIero
YCTOMYHUBOCTD K 3a00ieBaHisAM. OCHOBY IMMYHHOM CHCTEMBI JIByCTBOPYATHIX MOJLTIOCKOB COCTABJISIET
KOMIUIEKC HeclelIU(pUIYECKUX PEAKLUI KJIETOYHOIO U 'yMOPaJIbHOIO KOMIIOHEHTOB. [ eMOLUTHI, Lup-
KyJIUpyoII1e B reMoaumde, SABIAIOTCSA KI0YeBbIMU 3(hPeKTopaMu KJIETOUHOTO UIMMYHHOTO OTBETA,
KOTOpbIE, HAPSLY C OapbepHBIMU TKAHSIMU MOJLTIOCKOB, OCYILIECTBIISIIOT CUHTE3 TYMOPAJIbHBIX (DaKTO-
POB C IIMPOKUM CHIEKTPOM aHTUMUKPOOHOM aKTMBHOCTH. ['eMojimMda MOJUTIOCKOB Pa3JIMUHBIX BUOB
COJICPXKUT Pa3HbIE TUITHI KJIETOK, KOTOPhIE OTIIMYAIOTCS 10 pazMepamM, MOP(POJIOTHH U HATMIUIO BKITIO-
YEHWH B IIATOIIIa3Me. BOJIBITMHCTBO BUIOB JIBYCTBOPOK MMEET JIBA THIIA TEMOITUTOB — T'paHyJIsIPHbIE
U arpaHyJisipHble TeMOLUTbI; OHU MOTYT MOAPA3JEIIAThCS Ha MOP(OTHUIIBL B 3aBUCUMOCTH OT 4YuClia
Y OKPACKU T'paHyJl, pa3MepPOB siipa U HAJIMYMSI OpraHeul B uuToruiazMe. CUuTaeTcsi, YTo rpaHyJIOLUThL
SIBJISIIOTCS] OCHOBHBIMU UMMYHHBIMU KJIETKAMU, OCYILECTBIISIOIIUME (ParouTos u (W) UHKATCYJIs-
1110 MH(MEKITMOHHBIX areHTOB, a TAKXXe UX MOCIEAYIONIYI0 HERTpaIU3alvIO MyTEM BhIIEICHUS aKTHB-
HbIX (hOPM KUCIIOPOJA, JIM3UPYIIIUX (DEPMEHTOB U TYMOPAJIbHBIX aHTUMUKPOOHBIX OesKoB. Takxke
B KOMIUTEKC 3aIlIUTHBIX CUCTEM OpPraHW3Ma BXOIUT aHTHOKCHIAHTHASI, TECHO CBSI3aHHAS C IMMYHHTE-
TOM MOJLITIOCKOB, IIOCKOJIbKY 3Ta CUCTEMA OCYIIIECTBIISET HEUTPATU3AIIMIO AKTUBHBIX (hOPM KUCIIOPOJIA,
BBIJIEJISIOIIMXCS B TIPOLIECCE aKTUBAIMH KJIETOYHBIX MIMMYHHBIX MEXaHU3MOB. VI30BITOK STHX BEIIECTB
OKa3bIBaeT MOBPEXAAIoNIee ISHCTBIE Ha KJIETKA MOJUTIOCKOB ITYyTEM OKUCIICHUSI OEJIKOB, JIMTUIOB IU-
toruiazmaTudeckoin MmemOpansl u JJTHK. B HacTosiiiem 0630pe rpuBeieHb! JaHHbIe O BIUSIHUU HeJlo-
CTaTKa KUCJOPOJa Ha KJIETOYHBIA U TYMOPAJIbHBIN KOMIIOHEHTH IMMYHHOUM CHCTEMbI M HA TKAHEBBII
AHTHOKCHIAHTHBIA KOMITJIEKC JBYCTBOPYATHIX MOJUTIOCKOB.

KurroueBrble cjioBa: BYCTBOpYATHIE MOJUTIOCKU, UMMYHUTET, TeMOIIUTHI, TUTIOKCH ST, AHTUMUKPOOHBIE
O€JIKU, AHTUOKCUJAHTHBIN KOMILIEKC
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[1yGoKMe TUMOKCUYECKUe YCIIOBHUs, KaK MPaBUIIO, XapaKTEPHBI I BOAHBIX dKOCUCTeM, rae dhop-
MUPYIOTCSI 30HBI KucjiopoaHoro muHumyMma (Diaz & Breitburg, 2009). ®opmupoBaHue TMIIOKCUU
BO MHOTHMIX BOJHBIX 3KOCHUCTEMax OOYCJIOBJICHO MPUYMHAMHU €CTECTBEHHOTO XapaKTepa, OIHAKO YCH-
JIEHWE aHTPOIIOTeHHOW HArpy3Kd Ha MPUOpEKHbIE YYaCTKU BOJOEMOB IPHBEJIO K CYIIECTBEHHOMY
pacIpoCTpaHEHUI0 TUIIOKCMM M aHokcuM B Muposom okeane (Gallo & Levin, 2016). Ilpu stom
JOCTaTOYHOE KOJIMYECTBO PACTBOPEHHOIO KHUCIOpoaa — (PAKTOp, OIpelessionuil BbIKUBAHUE Op-
raHW3MOB B BOJHOI cpeje. [ MIOKCHS BBI3BIBAET CYIIECTBEHHBIE TpaHC(OPMAIMU CTPYKTYPHI COO0-
IIECTB, NPUBOJISI K CMEHE WX BUIOBOTO COCTaBa M K M3MEHEHUSIM YMCICHHOCTU U OMOMACCHl TIOMYJIs-
umii (Diaz & Breitburg, 2009). Henoctatok kKuciopoaa oco6eHHO BMsieT Ha (PU3HOJIOTHI0 OEHTOCHBIX
MakpoopranusmoB (Wang Y. et al., 2012).

JIByCTBOpYaThlie MOJLTIOCKM — MAacCCOBbIE MIPEICTABUTENN MPUOPEKHBIX MOPCKUX BOJOEMOB. MHO-
rve BUABl SIBJSAIOTCS OOBEKTAMU KYJIbTHMBUPOBAHUS W 00JaJal0T BBICOKOH KOMMEPYECKOH LIEHHO-
creio (Wijsman et al., 2019). Kpome TOro, MOJUIIOCKM WIpaiOT KJIIOYEBYIO POJIb B (PYHKIIMOHUPO-
BaHUM MOpckux 3sKkocucteM (Hartmann et al., 2016). Beicokas Ouosiormueckass U SKOHOMHUYECKAsI
3HAYMMOCTb 3TUX OPraHU3MOB OOYCJIOBJIMBAET MHTEPEC MCCieqoBaTelell K U3y4eHHI0 OCOOEHHOCTEN
(pyHKIIMOHMPOBaHUSI UX UMMYHHOIH CHUCTEMBI M K ONpEJe/IeHUI0 CTeNeH! BIUsHUSA HETaTUBHBIX (DaK-
TOPOB CpeAbl Ha CIOCOOHOCTh MMMYHMTETa IMPOTUBOCTOSATh MH(PEKIMOHHBIM areHTaM pa3iu4HOu
npupoasl (Anderson, 2001).

WMiMMyHHas 3amrTa AByCTBOPUYATHIX MOJUTIOCKOB OCHOBaHA B MEPBYIO OUYepe/lb Ha OUOJIOTMIECKUX
Oapbepax (pakoBMHA M MaHTHS), a TaKke Ha HecHeUM(PUUIECKUX peakLsaX BPOXKAEHHOTO MMMYHHTeE-
ta (Donaghy et al., 2012). IMMyHUTET ABYCTBOPOK COCTOUT M3 KJIETOYHOTO U TyMOPAJIbHOIO KOMIIO-
HeHToB (Anderson, 2001). Mo/uTIOCKM UMEIOT OTKPHITYIO CUCTEMY LIUPKY/IAUMU. OCHOBHBIMU ar€HTaMH,
OCYILIECTBIIAIOIIMMY KJIETOYHbI IMMYHHBIN OTBET, sABJIsI0TCS reMouuTsl (Donaghy et al., 2012). Mexa-
HU3MBI KJIETOUHOTO KOMITOHEHTa UMMYHHOW CCTEMbI MOJLTIOCKOB BKJIIOUAIOT (DArouTo3 1 (MJIK) MHKAIl-
CYJISILIMIO NTATOT€HHbIX MUKPOOPTaHU3MOB C MOCEAYIOIEH UX JeCTpYKLIUen MyTéM (pepMEeHTaTUBHOIO
pacIierieHus Wi BeIOpoca akTUBHBIX (hopM kucnopoaa (naee — APK) (Pauletto et al., 2014). I'ymo-
PaJIbHBII OTBET peaiM3yeTcs MOCPEACTBOM BO3/IEHCTBUSI Ha MATOTeHbl KOMILJIEKCA MOJIEKYJI, B YHUCIIE KO-
TOPBIX — aHTUMUKPpOOHBIe Oesiku (Rodrigues et al., 2010), nektunsl C-tuna (Wang S. et al., 2010), nern-
TuIorIMKaHpacrosHatworue Oenku (Ikuta et al., 2019) u psng npyrux coenurenust (Wootton et al., 2003).

HexkoTtopble aBTOpbl paccMaTpuBalOT AHTUOKCUIAHTHBIN (Jasee — AQ) TKaHEBBI KOMILIEKC
KaK eIll€ OJUH MEXaHU3M MMMYHHOM 3alllUThl MOJUIIOCKOB, ITOCKOJIbKY B IMPOLIECCE peaju3aluu OTBe-
Ta HAa BO3JIEICTBUE MATOTEHOB M HEOJATONMPUSITHBIX YCIOBHI Cpedbl MPOUCXOAUT TeHepalusi reMoIu-
tamu ADPK (Donaghy et al., 2012). ITpu 3TOM BOCCTaHOBJIEHME KUCIOPOJa A0 CYNEPOKCUAHOIO aHUO-
Ha MPUBOJUT K NOSBJIEHUIO MHOKECTBA BBICOKOAKTUBHBIX (hOPM KHCJIOPO/a, CPEId KOTOPBIX MMIpOIe-
PEKUCH, CUHIJICTHBIA KUCJIOPO WM TuapokcuiI-paaukaibl (Lambert & Brand, 2004). M30bITOK 3THX
BEIIeCTB CIIOcOOeH MOBPeIUTh KiieTouHble CTpyKTyphl (Valko et al., 2006). Mexay Tem OajiaHC B ITPO-
u3BoJcTBe U HeuTpam3aumu APK nocruraercs 3a cU€T Noj/iep:KaHUsl BHICOKOM aKTUBHOCTU TKaHe-
BbIX AO-(epMeHTOB (KaTaiasbl, CyepOKCUIAUCMYTa3bl U JIP.), KOTOPbIe PACHICIUISIOT TMIPONEPEKUCH
Ha MeHee aKTHUBHBIN razoo0pasHbiii kuciaopoa u Boay (Monari et al., 2007). Takum o6pa3oM peasu-
3yeTcsl BHYTPEHHUI MEXaHW3M 3allliThl OpraHu3Ma oT noBpexaatoiiero neiicteusi APK B mpoiiecce
(pyHKIIMOHMPOBAaHVSI UMMYHHOW CUCTEMBI.

SBnsAsiCh MPEMMYIIECTBEHHO JOHHBIMU OPraHM3MaMM, MOJUTIOCKHM 4acTO CTaJKMBAIOTCS C YCJIOBH-
SIMU TIEPUOANYECKOM WIIM TOCTOSIHHOM TMITOKCHH, YTO OOYCJIOBHJIO HAJIMYME Y HHUX IIMPOKOTO CIIeK-
Tpa aJallTAHUOHHBIX MEXAHU3MOB [JI BBIZKUBAHUSA B CPEAC C MUHUMAJIIbHBIM COACPKAHUEM KHCJIOPO-
na (Sokolov et al., 2019). B HacTosimeit paboTe npuBeaEH 0030p COBPEMEHHBIX MOHATHIA O peakIiu
KJIETOYHOTO ¥ TYMOPaJIbHOTO IMMYHHOTO OTBETa, a Takke 0 peakimn AQ-KOMIUIEKca JAByCTBOPYATBIX
MOJITIOCKOB Ha HEZIOCTATOK KUCJIOPO/A.
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1. KiieTouHblil HIMMYHHBII OTBET

1.1. Coomnouterue munos 2eMOUUMo8 u ooujee YUCA0 2eMOUUMo8 8 zemorumde. VI3BECTHO, 4TO KJie-
TOYHBINA COCTaB reMoJUM@bl U (PYHKIIMOHAIbHbIE OCOOEHHOCTH TeMOIIMTOB Pa3fIMuHbl y MPeICTaBUTE-
JIeil IByCTBOPYATHIX MOJUTIOCKOB. Paznnuns B kjaccuguKalyy reMOIUTOB Y Pa3HbIX BUIOB (a MHOTIA
Yy O/IHOTO BM/Ia) 3aBUCAT OT METO/Ia aHAJIN3A U OT MPUHIIMIIA, TOJIO)KEHHOTO B OCHOBY KJIacCU(PUKAITUU
kyeTok (Hine, 1999). O6001mast cyriecTByoIye KiacCu(pUKAIMHA, MOXKHO BBIICJUTD 1B OCHOBHBIX TH-
na KJIETOK — arpaHyJjisipHbie (6J1acTONOI0O0HbIE KJIETKH, arpaHyJIONUThl U THAIMHOIUTHI) U TPaHyJIsp-
Hble (Andreyevaetal., 2019 ; Hine, 1999). IMeHHO rpaHy isipHbIe KJIETKU B O0JIbILEN CTENEH! OTBEYAIOT
3a peasim3aiuio uMMyHHoro otBeTa (Wang W. et al., 2017), B CBfI3M ¢ UeM COOTHOIIIEHUE TUIIOB KJIETOK
B reMoJiuMe — 3TO BaKHbII AUArHOCTUYECKUI MOKa3aTe b (PYHKIIMOHAIILHOTO COCTOSIHUSI OpraHu3Ma
MoJuTIocKa. CHYDKeHUe OOIIEero KOJTMYeCcTBa FeMOIMTOB MJTH M3MEHEHHE UX COOTHOIIICHHS B reMosiuMde
MO3KET HOBJIUSATh Ha 3(P(PEKTUBHOCTH UMMYHHOTO OTBETA.

[TokazaHo cHMXkEHHe OOIIero Yucia TeMOLMTOB B YCJIOBHUSIX HEIOCTATKA KUCIOPOJAa Y Pa3HbIX
BUIOB MOJUTIOCKOB. Tak, uHkyOarwms muauil Mytilus coruscus Gould, 1861 Ha mpoTskeHMH 3 CyTOK
B YCJIOBUSIX MMIIOKCUU MPUBOJMIA K CHUKEHUIO OTHOCUTEIBHOTO YKCJIa TPaHy/IsIPHbIX KJIETOK B reMO-
mamde (Sui et al., 2016). ¥V muguu Perna perna (Linnaeus, 1758) uHkyOarms Ha BO3AyXe B Tede-
Hue 48 4 Beja K YMEHBIIEHUI0 KOJMYECTBA IUPKYIMPYOIMX reMormtoB Ha 73 % (Nogueira et al.,
2017). CHmxeHre 0oOIIIero Yyncja reMOoIUTOB NOc/Ie MHKYOAMK B TUITOKCUYECKHUX YCJIOBUSAX OTMEUEHO
y Perna viridis (Linnaeus, 1758) (Wang Y. et al., 2011) u Chamelea gallina (Linnaeus, 1758) (Matozzo
et al., 2005). YmeHnbliieHue 0oOIIero KOJMYecTBa TeMOIIUTOB CBS3BIBAIOT C HAPYIIIEHUEM WX Tposurde-
paryu, MUrpalyei reMoIMTOB B APyrie TKaHW, YBeJIMYEHUEeM CKOPOCTH arionTo3a U ypPOBHSI CMEPTHO-
ctu (Mydlarz et al., 2006). [Toka3aHo, 4YT0 MHKYOAIMs B YCIOBHUAX JIeUIIUTA KUCIOPOAA 0OYCIOBIIH-
BaeT yBeJMYEHUE YPOBHsI CMEPTHOCTH reMouuToB P. viridis (Wang Y. et al., 2011) u M. coruscus (Sui
et al., 2016). ITo pe3yabTaTam Apyrux MCCIEJ0BAaHUM, TUIIOKCUS MOXKET IMPUBOIUTh K CHUKEHHIO 00-
IIer0 YKcia reMoIuToB 6e3 yBenuueHus: ypoBHs ux cmeptHoctu (Nogueira et al., 2017). MuTtepecHo,
yro y Ch. gallina, monBeprimmxcsi CyTOYHOM TMITIOKCUM TIociie 96 4 MHKyOalyu B yCIOBUSIX HOPMOKCHH,
YHUCJIO TEMOIIMTOB BOCCTAHOBHUJIOCH JI0 YPOBHS KOHTpOJIs1 (Matozzo et al., 2005). B To xe Bpems Bo3iei-
cTBUe iepuITa KUCIopoa 6osee 24 9 MpUBOAMIO K HEOOPATUMBIM U3MEHEHHSIM B OTHOIIIEHUH YMCIIa
remouuToB (Pampanin et al., 2002).

1.2. @azoyumos. T'emouuThl cOCOOHBI (hArOIIUTUPOBATH UYKEPOJHBIE YACTUIIBl U MATOTEHHBIX
MUKPOOPraHU3MOB, MPOHUKAIOIIMX B OopraHu3M Mosutiocka. [lpoiecc parouurto3a BKJIOYAET pac-
MO3HaBaHUe, CBsI3bIBAHME W MHaKTHBaluio natoreHa (Canesi et al.,, 2002). Kak nmpaBuio, runokcusi
MPUBOAUT K moaasieHuio garouutapHoi aktuBHocTU (Ellis et al., 2011); e€ cHukeHHE OTMEYEHO
y P. viridis mocie cyrouHod WHKyOanuu B yciaoBusix rumokcuu (Wang Y. et al., 2011), y Mytilus
galloprovincialis Lamarck, 1819 nocne 12 u 24 4 unkybGaumuu Ha Bosayxe (Mosca et al., 2013),
a Takxke y M. coruscus (Sui et al., 2016), Chlamys farreri (K. H. Jones & Preston, 1904) (Chen J.
et al.,, 2007) u Ch. gallina (Matozzo et al., 2005). VI3meHeHus1 3aBUCEIM OT BpeMEHM WHKYOAllWu:
npu OoJiee JUTENHHON TUIMOKCHUY 3a(hUKCHPOBAHA MEHbINAs MHTEHCMBHOCTH (parommrosa (Sui et al.,
2016). CHuxeHue (aronuTapHOM aKTUBHOCTH MPU TMIOKCHM CBSI3BIBAIOT C YMEHBIIIEHWEM 4YHUCIIA
remouuToB (Pampanin et al., 2002). Henocratounas npoaykims aaeHO3UHTPUGPOCHOPHON KUCIOTHI
npu AeduIMTe KUCIOPOAA MPUBOAUT K CHUKEHUIO CIOCOOHOCTHM MHIPUPOBATh U (DaronuTupoBaTh
WHOPOJHBIE YacTHUIlbl. BMecTe ¢ Tem MHKyOaus Ha Bo3ayxe P. perna crnocoOCTBOBaIA YBEIUYCHUIO
(parouurapHoil aktTuBHOCTH X remouuToB (Nogueira et al., 2017).

1.3. Cnonmannas npooykyusi axkmusHolx ghopm kucaopooa. I'emorutsl mpoayrmpyioT APK s rpo-
TUBOMUKpOOHOW 3amuThl (Anderson, 2001). OObIMHO TI'paHYJISIPHbIE KJIETKH JIBYCTBOPYATHIX MOJI-
JIOCKOB B OOJIbIIIEN CTENEeHU CHOCOOHBI K TeHepald OKHUCIUTEJIbHOTO B3pbiBa, YeM arpaHyJisip-
Hele kietku (Pauletto et al., 2014). Cuuraercsi, 4T0 OCHOBHOUW HcTOUHUK APK B remorurax —
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mutoxoHapun (Donaghy et al., 2013), a cHmkenne npoaykiu APK MoxeT ObITh BBI3BAHO MHIMOM-
poBaHUEM (PEPMEHTOB, YYACTBYIOIIMX B I'€HEPALIMM OKUCIUTEIBHOTO B3phiBa (Andreyeva et al., 2019).
Nurubuposanue npoaykumu APK ormeueno y remouutoB P. viridis (Wang Y. et al., 2011). CHukeHue
npoaykimr ADK cBI3bIBAIOT ¢ MEXaHU3MAMH META00TMUYECKON KOPPEKTUPOBKY TP y4acTuM (PakTopa,
uHaympyemoro rurokcuert (hypoxia-inducible factor, HIF) (Michiels et al., 2002). C qpyroii CTOpoHHI,
y M. galloprovincialis KpaTKOCpOYHasi THIIOKCHSI MHAYLMPYET YBEIMUEHUE CIIOCOOHOCTH K TPOAYKIUH
A®K B arpaHyJIoLMTax U CHUKEHHME — B rpaHyJjouurax (Andreyeva et al., 2019). Anasornunsie pe-
3yJIbTaThl OJTy4eHs! Apyrumu asropamu (Chen J. et al., 2007 ; Sui et al., 2016). BeposiTHO, y HEKOTO-
PbIX BUAOB I'MIIOKCHUSI MHIYLIMPYET PEOPraHU3ALMIO AbIXATEIbHOW LIE MUTOXOHJPUM, YTO TIPUBOIUT
K yBemmuenuto oopasoBanusi APK (Chandel et al., 2000).

2. 'ymopaabHblii HIMMYHHTET U PeaKIUs HA THIOKCHIO

JIBycTBOpYATBIE MOJUTIOCKH 00JIaIaI0T KOMITJIEKCOM T'yMOPATbHBIX UMMYHHBIX (PAKTOPOB, aKTHBUPY-
€MBIX B OTBET Ha MHBA3UIO MTATOTEHHBIX MUKPOOPTaHU3MOB U (WJIM) Ha HETAaTUBHOE BO3EUCTBUE OKPYKa-
fo1eit cpeibl. OCHOBHBIMU KJIaCCaMU COeIMHEHUH, MPUHUMAIOIIUX yYacTUe B TyMOPaIbHOM UMMYHHOM
OTBETEe MOJUTIOCKOB, SIBJISIIOTCSI aHTUMUKPOOHbBIE OEJIKU, IUTOKUHBI, (DPAKTOPbI CUCTEMBl KOMIUIEMEHTA,
AO-depmenTsl 1 6enku octpoii assl (Rodrigues et al., 2010). DddekTopbl rymopaibHOTro Hecrieldu-
YeCKOro UMMYHHUTeTa 00JIa/Ial0T MM POKUM CIIEKTPOM aKTUBHOCTH IMPOTHUB I'PAMITOJIOKHUTETLHBIX U TPaM-
OTPHIIATENILHBIX OAKTEePHIA, IIPOCTEUIIIHX, IPOKKEH, TpuOOB ¥ BUPYCOB. OJJHUMU W3 TIEPBHIX BISIBJICHBI
1 OIMCAHbI AHTUMUKPOOHBIE OeIku y Mytilus edulis Linnaeus, 1758 u M. galloprovincialis (Charlet et al.,
1996 ; Mitta et al., 2000). HanGosiee pacnipocTpaH€HHON y IBYCTBOPOK I'PYNITON aHTUMHUKPOOHBIX OeJI-
KOB SIBJISIOTCS Ie(DeH3UHBI, OIHAKO OIMKCAHBI U JPYrve KJIAcChl COeIUHEeHUN, 00IaJal0uX aHTUMUK-
poOHBIMU CBOWCTBaMU, — TUCTOHHI (Dorrington et al., 2011), muzosumsl u ap. (Wang Q. et al., 2013).
[TokazaHo, YTO CEMENCTBO JIM303UMOB Y MOJITIOCKOB IPEICTABIICHO OOJIBIIIM YUCIIOM OEJIKOB, KOTOPbIE
B OCHOBHOHM CBOEH Macce KCIPEeCCHPYIOTCS B MYKO3aJIbHBIX TKaHAX (MaHTHH, )kaOpaxX W reraTtoraH-
kpeace) (Wang Q. et al., 2013). O4eBUAHO, YTO CIIEKTP COEAUHEHUI, MIPUHUMAIOIIUX YYacThe B TyMO-
paJIbHOM UMMYHHOM OTBETE€ MOJUTIOCKOB, 3HAUMTENbHO IIMPE U3BECTHOTO B HACTOsIIee BpeMs. B oc-
HOBE IPUHIIUIA UCCJIEIOBAHUI JIEKUT MOUCK AHAJIOTHI C YK€ OMMCAHHBIMU (pakTOpamMu Hecrienuduye-
CKOT0 UMMYHHUTETa MO3BOHOYHBIX, ¥ TIPU TAKOM IOJIXO/Ie Crieli(pruiecKue /11 MOJUTIOCKOB COEMHEHU ST
OCTAIOTCS HEONMMCAHHBIMU. KOHKpeTHast pojib OOJIBIMMHCTBA MICHTU(DUIIMPOBAHHBIX (DaKTOPOB I'yMO-
PaIbHOTO UMMYHHUTETA BCE elI€ He M3yueHa BBUJY CJIOKHOCTE B MOCTAHOBKE SKCIEPUMEHTOB U BbI-
6ope meronuk. Tem He MeHee OOJBIIMHCTBO aBTOPOB CXOASTCS BO MHEHMU O MEPBUYHON POJIM ITUX
COEMHEHWI B UMMYHHOM OTBETE MOJUTIOCKOB. JlaHHOE TPEeroioKeHne OCHOBAHO Ha OBICTPBIX U3Me-
HEHUSIX YPOBHEHN SKCIPECCUU 'YMOPATIbHBIX (DAKTOPOB B OTBET HA IKCIIEPUMEHTATIbHYI0O UMMYHHU3AIIUIO
remonutToB (Suarez-Ulloa et al., 2013).

[MockonbKy 6a3a pyHIaMEHTATBHBIX 3HAHUI 00 OCOOEHHOCTSIX (DYHKIIMOHUPOBAHUSI TYMOPAJIBHOTO
MMMYHUTETA JIBYCTBOPYATHIX MOJUTIOCKOB OTCYTCTBYET, UYPE3BbIUANHO CIIOKHO OXapaKTepU30BaTh CTe-
MIEHb HETaTUBHOTO BJIUSIHUS HEIOCTATKA KUCIOPO/A Ha 3Ty YaCTh UMMYHHOM CUCTeMbl. TpaHCKpUNTOM-
HBIE VICCIIE/IOBAaHUS CBUICTEILCTBYIOT 00 aKTHBAIIMY 11eJIOT0 KOMITJIEKCA TeHOB, KOTOPbIe 3a/IeliCTBOBA-
HBI B psiJic UMMYHHBIX CUTHQJIBHBIX TyTeH, peaM3yIoKX OTBET Ha OAKTEPUAIbHYIO WHBA3HIO y MOJ-
JIIOCKOB, KOTOPBIX COJEpkKaT B YCJIOBUsAX runokcud (Zhang et al., 2019). ITokazaHo, 4TO OHa OKa3bl-
BaeT yrueraolee JAHCTBUE HAa TYMOPAJIbHBIA UIMMYHHUTET MOJUTIOCKOB. YPOBEHb KCIpeccuu aedeH-
3uHa B kaOpax Brachidontes pharaonis (P. Fischer, 1870) camxancs B 5-20 pa3 mocje 6-THEBHOTO
BO3JIEMICTBUSI HU3KUX KOHIeHTparmil kucinopoaa (Parisi et al., 2015). ¥V apyrux npejacraButesneit tuma
Mollusca Takke OTMEUYEHbI CyIIECTBEHHbIE N3MEHEHHU I SKCIIPECCUA UMMYHHBIX TeHOB. Tak, y TUXOOKe-
AHCKOro abajioHa 3aperucTpupoBaHO YyTHETEHHE IKCIIPECCUU 6 FeHOB, ACCOIMUPOBAHHBIX C UMMYHHbBIM
OTBETOM, B ycJOBUsAX Jeduuuta kucnopoga (Shen et al., 2019). C gpyroit ctopoHbl, HHKYOALMsl MOP-
ckux yiuek (Haliotis discus discus Reeve, 1846) B TMIIOKCUYECKUX YCIOBUSX B Te€UEHHUE 8 U BbI3bIBAJIA
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CYILECTBEHHOE yCHJIEHWE TPAHCKPHUIILUU OEJKOB, 3a[eMCTBOBAHHBIX B PEryJIsALMU aKTUBHOCTH LIUTO-
KHMHOB, YTO FOBOPUT 00 aKTHMBAIMU MOCJETHUX, & TAK)KE HEKOTOPBIX IPYrMX OEJIKOB, y4acTBYIOIIMX
B MMMYHHOM OTBeTe N03BOHOUHBIX (De Zoysa et al., 2009).

HenocpencTBeHHblE peakiMyi T'yMOPaJIbHOIO UMMYHUTETA, BO3HUKAIOIIUE BCIEACTBUE U3MEHEHUN
9KCIPECCUU T'€HOB, OCTAIOTCS MPEAMETOM JMCKYCCHUHU, U Pe3yJIbTaThl JMIIb (PUKCUPYIOT (PaKT HU3Me-
HEHUH KCIpeccuy (PaKTOpOB ryMOpaIbHOTO MIMMYyHUTETa. PeasbHast (bu3nosiornueckast posib Haomo-
JaeMbIX U3MEHEHHH MOKa He HccienoBaHa. BeposiTHO, o1o0Hble peakimi IMMYHHOW CHCTEMbI UMe-
I0T HEraTUBHBII XapakTep, NOCKOJIbKY Y HEKOTOPBIX BHJIOB OTMEYEHO CHUKEHUE IKCHpPEecCHM (pakTo-
POB r'yMOpPaJIbHOTO MMMYHHUTETA B OTBET HA CTUMYJIAIMIO TATOT€HHBIMU OPraHW3MaMU IIPY UHKYOAK
B IMIIOKCHYECKUX ycioBusix (Sun et al., 2016).

3. BiusiHue runmokcum Ha aHTI/IOKCI/IIIaHTHI)Iﬁ KOMIUIEKC IBYCTBOPYATHIX MOJIJIOCKOB

AO-KOMILIEKC MOJUTIOCKOB SIBJISIETCS BaXKHEMINEH CUCTEMON Hecrneuu(pUyecKoil 3aliThl OpraHu3-
Ma OT okuciurtesabHoro crpecca (gajiee — OC) M B 3HAUUTEBHOM Mepe ONpelesisieT UX yCTONYM-
BOCTb K JIeHCTBUIO HeOaronpuAaTHeIX (pakropoB cpeabl (I'octioxuHa u Anngpeenko, 2018 ; Soldatov
et al.,, 2014). Ogaum ©3 HamOosiee CYIIECTBEHHBIX MOBPEXAAIOMIMX (PAKTOPOB, 3aLIUTY OT KOTO-
pbIx oOecrieunBaeT AO-cuctema, siBiisietcs gepunuT kuciaopoaa. [loseimeHHOe BricBOOOKAeHe ADK
y MOJUTIOCKOB Tipu rumnokcuu yBenuuuBaeT puck OC (Tomanek, 2015). AO-3amuTy MOJUTIOCKOB
obecrieunBaloT AO-(pepMeHTHI, TaKMe KaK Karajiasa, CylNepOKCHAIMCMYTa3a U TTyTaTUOHIIEPOKCHIA-
3a (manee — KAT, CO/] u I'Tl coOTBETCTBEHHO), a Takke ps/i HU3KOMOJIEKYJISIPHBIX aHTUOKCHUJIAH-
toB (Livingstone, 2001). Hekotopsie KoMHOHeHTH AO-KOMILIEKCa HE TOJbKO 00ECHEeUMBAIOT 3alllH-
Ty OT THUINOKCHUM, HO M CIYXaT BaKHBIMU T'yMOpaJIbHBIMU (DAaKTOPaMU UMMYHHOM 3alllUThl; HAIpU-
Mmep, aktuBHOCTh KAT, COJL u I'Tl xopomo KoppeaupyeT ¢ UMMYHHOR KOMIIETEHTHOCTBIO KJIETOK
mosumiockoB (Liu et al., 2004 ; Sui et al., 2017). Bbicokass akTMUBHOCTb pa3HbIX 3BeHbeB AQO-cucTe-
MBI Y MOJLTIOCKOB-IBPUOMOHTOB TMO3BOJISIET UM BBIIEPKHMBATH JIUTUTEIIBHBIN JIE(OPUIIUT KUCIOPOJa B BO-
ne (Irato et al., 2007 ; Soldatov et al., 2014), aganTupoBaThCs K HEMY M 3aHHUMATh CBOID COOCTBEHHYIO
skonuy ([loBxeHko, 2006).

3.1. Budosas cneyugpuxa 6 peakuyusix aHmMuoKCUOAHMHO20 Komnaekca Ha eunokcuto. Hecmorps
Ha YHUBEpCaJIbHbIN, Hecrieludpuieckuil xapakrep aeictBust AO-KOMIUIEKCa, OH MOKET UMETh crielndu-
Ky B 3aBUCUMOCTH OT BUJIOBBIX, TKAHEBBIX, SBOJIIOIIMOHHBIX U SKOJIOTUYECKMX OCOOCHHOCTEN MOJLTIOC-
koB (['octioxuHa u Angpeenko, 2018 ; Joxenko, 2006 ; ictomuna, 2012 ; Gostyukhina & Andreenko,
2019 ; Livingstone, 2001 ; Soldatov et al., 2014). Tak, B ycJIOBUSIX SKCIIEPUMEHTATIbHON TUIIOKCUU
Y aHOKCHH BBISIBWIY TPU TUIA PEAKIUI: yBeJnueHre akTuBHOCTA AO-(pepMeHTOB (y TOJIepaHTHBIX K TU-
MOKCUY BUJIOB), CHUKEHHE UX aKTUBHOCTHU U MOCTOSTHCTBO cocTOssHUS AO-Komiuiekca (MicromuHa u ap.,
2011). Ioebimenne aktuBHOocTH COJl M DIyTaTHOHPEIyKTa3bl OOHAPYXWIM y Spisula sachalinensis
(Schrenck, 1862) u Littorina mandshurica (Schrenk, 1862) — MOJIJTIOCKOB, UCTIBITHIBAIOIIUX AEDULIUT
KHCJIOpO/ia B CUJTy YCTIOBUH cpelbl ooutanus. S. sachalinensis IepuoIUYecKy 3aKaIblBAETCsS B TPYHT
Y HAXOJUTCS B TUIIOKCUUYECKUX YCIIOBUSIX, a L. mandshurica — obuTate s TUTOPai — eKeTHEBHO MO/~
BepkeHa KOJIeOAHUSM YPOBHSI KUCJIOPOAA MPH MPWINBAX U OTJIMBAX. DTH PEaKIMH CBA3BIBAIOT CO CIIO-
coOHOCThI0 AO-(hepMeHTOB TaHHBIX MOJLTIOCKOB K OBICTpO# peakimu Ha poct ypoBHs APK. B rena-
TonaHkpeace S. sachalinensis Take OTMEYEHO CHWKEHHME COJIEP:KaHUsI BOCCTAHOBJIEHHOIO IIIyTaTHO-
Ha (nanee — GSH) (Mcromuna, 2012), yro otpakaetr aktuBHyl0 AO-posibs GSH u ObicTpoe ncuepna-
HUE ero pecypca npu runokcud. Y ycroituuBbix K OC BUAOB MOJUIIOCKOB MPY FMIIOKCUU MOBBIIIAETCS
akTuBHOCTb AO-(pepmeHTOB, B niepBylo ouepeab COIl u KAT. B yacTHOCTH, peaklivs Ha KpaTKOBPEMEH-
HYIO ¥ TIPOJIOJKUTESIbHYI0 KPUTHUECKYIO TUIIOKCHIO Yy MOJUTIocKa Astarte borealis (Schumacher, 1817)
Bbipakanach B aktuBanuu COJl u KAT, a takxke I'TI (Abele-Oeschger & Oeschger, 1995). B rena-
TOMaHKpeace M ’kabpax yCTOWYMBOM K TMIIOKCUM aHajapwl Scapharca inaequivalvis (Bruguiere, 1789)
TOke BhisiBIeHa Bhicokas akTuBHOCTL KAT, COJ/l u I'TI (Irato et al., 2007).
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VY creHookcuiibHOTO BUAa Patinopecten yessoensis (Jay, 1857) aktuBHocTh AO-(hpepMeHTOB Najaana,
YTO 00YCJIOBJICHO MEHbIIEeH YCTOMUMBOCTBIO JAHHOTO MOJUTIOCKA K TUITIOKCHU. DTO CBS3BIBAIOT C €0 00U-
TAHUEM B OTHOCUTEJIbHO CTAOMIIbHBIX YCIIOBUSX U CIIOCOOHOCTBIO M30erath runokcuu (Mctomuna u ap.,
2011). ¥V uyBcrBuTensHOro kK OC mosumocka Tapes philippinarum (A. Adams & Reeve, 1850) npu ru-
nmokcuu nokaszaHo cHkeHue aktuBHoct COJL u KAT, uro MoxeT cBuaeTebcTBOBaTh 0 Hamunu OC
B TKaHsXx (Irato et al., 2007). Takxe y rpedenika Mizuhopecten yessoensis Ipi TUTIOKCUH 3apETUCTPHPO-
BaH cyniecTBeHHbIM pocT ypoBHS GSH — B 6 pa3 (Mctomuna, 2012). D10 oTpaxkaet Beayyo poas GSH
B 3alllMTe 4yBCTBUTEIbHBIX K OC MOJUIIOCKOB.

Tperuii croco® pearupoBaHusi — MoCTOsIHHAsE AQO-aKTMBHOCTh — TaKXke€ CBSI3aH, BEPOSITHO,
C YCTOMYMBOCTBIO K HEJOCTATKy KHucCiIopoaa. OTCyTCTBUE TOCTOBEPHBIX M3MeHeHHH AQ-KoMmruiekca
IpU TUNOKcUU Noka3zaHo y Crenomytilus grayanus (Dunker, 1853) u Tegula rustica (Gmelin, 1791),
OOUTAIOIINX B CYOIUTOpANIY, BEIyIIUX MPUKPETIEHHBIN WM MAJIONOBIKHBIN 00pa3 )KU3HU U He IO~
BEPKEHHBIX YaCTOMY Ae(PULIUTY KUCIOPOAA, B OTJMYKE OT JUTOPATIbHBIX UM POIOIIUX MOJLTIOCKOB (M-
tomuHa u ap., 2011). Kpome toro, munus I'pes, C. grayanus, ciocoOHa IJUTETbHOE BpeMs TOJ-
nepxuBaTh nocrosiHHylo aktuBHOcTh COIl u KAT npu gedunmre kucnopona Ha (poHE MOCTOSIH-
HOTO YPOBHSI MPOAYKTOB NepeKucHoro okuciaeHus aunuaoB (Mcromunua, 2012). Takas crparerus
AQO-3amuTel 00yCIOBIIEHa, BO3MOKHO, 3BOTIOIIMOHHON MPUCIOCOOIEHHOCTHI0O MUTHIIU]L K JUTUTEIbHOM
runokcun/anokeuu (Hicks & McMahon, 2005). OpHako npu 3TOM OTMEUEHO CHUKEHHE aKTUBHOCTH
ryraTioHpeaykTassl U ypoBHs GSH (Mcromuna, 2012). D10 yka3blBaeT Ha TO, YTO OCHOBHOM BKJIaJ
B AO-3ammry C. grayanus nipu runokcuv BHocAT KimoudeBble pepmeHTsl — COJl u KAT. B Tkansax
Anadara kagoshimensis (Tokunaga, 1906), emg 6onee ycroituuBoi k OC, uem M. galloprovincialis, o-
Ka3aHbl OoJsiee BbICOKask akTUBHOCTh AO-(hepMeHTOB U cyliecTBeHHO MnoBbiiieHHbIN pecypc GSH (I'o-
cTioxuHa U AngpeeHko, 2018). D1o maér aHajape MpPeUMYIIECTBO AJisi OOMTAHUS M BbIKUBAHUS
B I'MIIOKCUYECKUX YCJIOBUSIX CPEJIbl.

3.2. YyecmeumenvbHocms 0moenvHvlX KOMNOHEHMO8 AHMUOKCUOAHMHO20 KOMNAEKCA K He0oCmam-
Ky Kucaopooa. B oTBeTe Ha HEIOCTATOK KHUCJIOPOAA OTMEYAT U CHEUU(UKY PEAKUUN OTAETbHBIX
KOMIIOHEHTOB AO-komIuiekca. B nepByio ouepesb Mpu TMIOKCUU BHIABIAIOT pocT akTuBHOCTH COJ
u KAT (Chen J. et al., 2007 ; Chen X. et al., 2014 ; Sui et al., 2017). Cpenu AO-cuctem nepByio
1 HamOoJiee BaxHyI0 JHMIO 3anmThl oOecrieunBaeT COJL (Sui et al., 2017). B ycnoBusx nedpuiura
KHCJIOpO/ia HepeIKo 00HApYKMBAIOT ObICTpoe ToBbiieHre akTuBHOCTH COJ] — B remormrax rpederi-
koB Ch. farreri (Chen J. et al., 2007), B renatonankpeace u xabpax aHajgapsl S. inaequivalvis, y ycT-
putl Pteria penguin (Réding, 1798) (Gu et al., 2020), y S. sachalinensis v L. mandshurica (Mctomuna
u 1p., 2011), B :xabpax u remomumde M. coruscus (Sui et al., 2017). Kak npasuno, COJ] pearupyert oa-
HOW U3 NIEPBbIX, HO TPEUMYIIIECTBEHHO HA HAYaJIbHBIX 3Tanax runokcuu. [1pu nanpHeiem nedpuire
KHCJIOpO/Ia HAOMIOJAI0T CHUKEHNE aKTUBHOCTU (bepMeHTa; Tak, Y Ch. farreri yMeHbIIIeHUE aKTHBHO-
ctu COJl npousonuio uepe3 7, 14 u 21 aeHb, 4YTO CBUAETEIBCTBYET O TOM, YTO MPOJIOJIKUTEIbHAS THUTIO-
KCHUSl MOXET MPUBECTU K MHAKTUBALIMM OCHOBHBIX 3aIIUTHBIX (pepmenToB (Chen J. et al., 2007). I1pu-
MeyvaTesbHO, YTO Y BBICOKOYCTOMYMBOIO K MMIIOKCUU JBYCTBOPYATOro MOJUTIOCKA A. borealis peakuusi
Ha KPaTKOBPEMEHHYIO U IIPOAOJIKUTEbHYI0 KPUTUUYECKYIO TUTIOKCUIO BHIPAKAJIACh B AKTUBAIIUU HE TOJIb-
ko CO/l, no u KAT, a takxe I'TI (Abele-Oeschger & Oeschger, 1995). 910 yka3piBaeT Ha COBMECTHOE
JEVCTBUE pa3HbIX 3B€HbEB AO-KOMIUIEKCA, B TOM YHUCJIE NP JUTUTEIBHON TMIIOKCUU. BO3MOXKHO, Takas
AO-cTparerus 1 onpeensieT BhICOKYI0 YCTOMUMBOCTh A. borealis K TUTIOKCUN.

[NoBbimienHass aktuBHOCTh COJ] mpUBOAUT K BBICOKOWM CKOPOCTU JUCMYTALIUM CYNEPOKCUAHOTO
aHuoH-paaukana B H,O,, uro crumysupyer aktuBHocTh KAT, katamsupyiomeit paciernienve H,O,
Y TUPONEPOKCUIOB, a TAKXKE 3AIMINAET OPraHU3M OT BBICOKHMX KOJMYECTB I'MIPOKCUIIBHBIX payKa-
joB (Hermes-Lima, 2004). IToka3zano, yro aktuBHOCTh KAT 4acTo moBblIaeTcss B pe3yJsibTare yBe-
muenus H,O, npu OC (Hermes-Lima, 2004). 9to cornacyerca ¢ pesyapratamu (Sui et al., 2017):
aktuBHOCTb KAT y M. coruscus yBenuuuBaeTcsi B OTBET Ha HU3KUI ypoBeHb Kuciaopoaa u pH.
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B psane cnyuaes aktuBHOCTE KAT ymeHbIaercs npu aqedpunure KUCI0poJa B BOJE, HAIPUMEpP Y MU-
auu M. galloprovincialis. TTpy 5TOM B 3a1IUTe MUAUU OT TUIIOKCUU O0JIee 3HAUUTENIbHYIO POJib, UM KaTa-
Ja3a, MOryT urpath gpyrue AO-pepMeHTbI, B YaCTHOCTU ITyTaTHOHTpaHcdepasa (nanee — I'T) (Woo
et al., 2013). Takoe pa3HOOOpa3ue OTBETOB OTPaKaeT BUAOCIIEIIM(PUIHOCTh peakimii AO-KoMILIeKca
IIPU TUIIOKCUY, YKa3bIBA€T HA UX CJIOKHOCTb U U3MEHUYMBOCTD, a TaKke Ha MIaCTUYHOCTb AO-CHUCTEMBI
B 3allUTE MOJUIIOCKOB OT TMIIOKCUW/aHOKCHH.

[lokazano u nomuHHpoBaHWe B AO-3alIUTE MOJUTIOCKOB HU3KOMOJIEKYJISPHBIX AHTUOKCHIAHTOB,
B niepByto ouepeab GSH. D10 Habmoa0T, Kak npaBuio, y 6osee yyBctBUTe bHBIX K OC BuaoB. Tak,
y CTEHOOKCUJIBHOTO BHJa — rpedelka P. yessoensis — TPy THIIOKCUU MTPOJIEMOHCTPUPOBAHO CHUKE-
Hue aktuBHOCTH AO-(pepmenTtoB (Mctomuua u ap., 2011), uyto onpenensieTcsi, BEPOSATHO, MEHbILIEN
UX YCTOMYMBOCTBIO K HEJOCTATKy Kuciaopojaa. OmHako Ha 3ToM hoHe y rpedellka OTMEYaloT 3HAUM-
TeJIbHBIA pocT pecypca GSH, uro obecrieunBaet 3ammry Mojuniocka oT APK B yCITOBHSX TIOHUKEHHOM
akTiBHOCTH (pepMeHTOB. [loATBEpKIEHHUEM 3TOMY MOXET CIYXKUTb criocooHocTh GSH mHakTHBUPO-
BaTh CYMEPOKCUIHBIN aHUOH-paJMKal, oTyacTtu ayonupys Takum odpaszom ¢yHkimio COJl (Hermes-
Lima, 2004). B ycnoBusiX TUIIOKCUM Takas B3aUMHAasl 3aMeHa MOXET CIOcOOCTBOBATh 3(P(PEKTUBHOM
3alMTe ¥ BBDKMBAHHMIO MOJUTIOCKA: OHA TMO3BOJISIET MpH Hapactanuu ypoBHs ADPK obecrieunTs ObICT-
pbiii 1 3¢pdexTrBHBIE AO-0TBET ¢ IOMOIIBI0 HU3KOMOJIEKYJISIpHOTO TiTyTaTroHa Oe3 aktuBarun CO/I,
4yTO He TpedyeT 3aTpaT BpeMeHH U Hepruu (['octioxuHa u Anapeenko, 2018).

Baxnyo 3ammrtHyto poiab GSH nemoHcTpupyeT u cpaBHeHne AO-peakiuii MOJUIIOCKOB C Pa3HON
YCTOMYMBOCTBIO K ie(prLIUTY Kucaopoaa. B psae TkaHel 4yBCTBUTEIBHOIO K TUIIOKCUM STIOHCKOTO I'pe-
Oemika M. yessoensis IOKa3aHa He TOJIKO MOBBIIIEHHAsI aKTUBHOCTh AO-(bepMeHTOB, HO U 00JIee BBICO-
kuii pecypc GSH, B To Bpems kak y muauu I'pest, C. grayanus, oOHapyXeH TOJIbKO POCT aKTMBHOCTH
CO/l B xa0pax. D10 ABISAETCS BUIOCTIEITU(DUUECKON PeaKIIue 1 OrpeesieT yCTOMUMBOCTD JIaHHBIX
BUIOB K rurnokcuu (Belcheva et al., 2016).

3.3. Tkawnecneyugpuueckue 0coOEHHOCHU AHMUOKCUOAGHMHO20 KOMNAEKCA 8 YCAOBUSX 2UNOKCUU.
Peakiun AO-cuctemMbl MOJUTIOCKOB Ha TMIIOKCUIO HOCAT U TKaHecneuuguyeckuil xapakrep. Kak npa-
BUJIO, HANOOJTBINYI0 aKTUBHOCTh AO-(hepMEeHTOB BHISBIISIIOT B renaronankpeace u xaopax (I'octioxuna
u Angpeenko, 2018 ; JToexkenko, 2006), ogHako ecTh psa uckmodeHuid. Tak, mist M. coruscus ToKa-
3aHa Oosiee BbicoKast akTMBHOCTh KAT, COJI u I'TI npu runokcuu B reMormrax, yemM B kadpax (Sui
et al., 2017). D10 cBA3BIBAIOT ¢ OOJIee BAXKHOW POJIBIO reMOIMM()bI B UMMYHHOM 3aiuTte. Y APYrux BU-
JI0B TIPY TUTOKCUM TaK:ke OOHApYKUBAIOT MOJOOHBIE OCOOEHHOCTH — OoJiee BHICOKHE, YeM B Kadpax,
3HavyeHus1 akTuBHOCTH KAT B remoniutax M. galloprovincialis (Katsumiti et al., 2015) u 3HaueHus ak-
tuBHOCTH COJI 1 I'T B remonurax Venerupis philippinarum (Adams & Reeve, 1850) (Chen X. et al.,
2014). VY A. kagoshimensis makcuMmasibHble 3Ha4eHus1 ypoBHs: GSH u aktuHocTH I'TI 3apeructpupona-
HBI B HOTe. DTO yKa3bIBaeT Ha akTiBHOe yuyacTrie GSH B padote naHHOro hepmMeHTa Kak KoakTopa v Ofi-
HOBPEMEHHO — Ha ero cOOCTBeHHYIO akTUBHYI0 AO-posb. CopepkaHue APYTUuX HU3KOMOJIEKYJISIPHBIX
AHTUOKCUJAHTOB (IJTIOKO3bl, aMHUHOKHUCIIOT ¥ MOUYEBHHBI) OBLIO CAaMBIM BBICOKMM B TremaToONaHKpeace
1 ka0pax (TapreTHbIX OpraHax), a HauMeHbIM — B Hore (Gostyukhina & Andreenko, 2019). Bepost-
HO, 9TU HU3KOMOJIEKYJISIPHBIE AaHTUOKCUAAHTBI BHOCAT 3HAYUTENBHBIM BKJIa1 B AO-3alUTy MOJUIIOCKA
B YCJOBUSAX I'MIOKCUM. K TakoMy ke 3aKJIIOUEHHI0 TPUXOJAT Apyrue aBTopbl. CaesiaH BBIBOJ O KJIIO-
YEBOW pOJIM HU3KOMOJIEKYJISIpHOTO 3BeHa AO-cuctemsl B aetokcukaimu APK y aHamapbl npu aHOK-
CUM U PEOKCUT€HAIIUHU, TTOCKOJIbKY HU3KOMOJIEKYJISIPHBIE aHTUOKCUIAHTHI B MEHbILIEN CTENICHU 3aBUCSIT
OT UHTEHCUBHOCTH MeTaboJIM3Ma 1 UCTOYHUKOB 3Heprun (Mcromuna u jip., 2011).

3.4. Ocobernocmu YHKYUOHUPOBAHUS. AHMUOKCUOAHIMHOU CUCEMbL NPU HAXONCOEHUU 8 AMMO-
cgpepe. P uccnefoBaHUil MOCBAIIEH BJIMSAHUIO HA MOJUTIOCKOB AHOKCUM IIPU BO3JEHCTBUU BO3Jy-
xa. Tak, aHOKcUs B COYETaHMU C pa3HOil TemmepaTypoll y rpedemika Ch. farreri IpUBOAWIA K KOM-
IUIEKCY peaklMid — yBeJW4yeHu1o npoaykuun A®PK, CHMKEHMIO aKTMBHOCTH KHCJION docdarasbl
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1 uyncna (harorUTapHbIX TEMOIIMTOB, POCTY cMepTHOCTH TreMoruToB. IIpu stom aktuBHOCTE COJ]
JOCTOBEPHO HE 3aBHCeJia OT TeMIlepaTyphbl BO3/1yXa, HO 3aBucena oT JurensHocTu aHokeuu (Chen J.
et al., 2007).

B ycnoBusix aHokcuu Ha Bo3ayxe rnpu +25 °C B TeueHue 2 4 B JIM3aTe TeMOLUTOB IpeOeIIKOB aKTHB-
HocTh COJl 3HAUUTEILHO MOBBIIIATACH HA (DOHE OJJHOBPEMEHHOTO CYIIIECTBEHHOTO YBEJIMYEHUS MPO-
aykuun ADK (Chen J. et al., 2007). Dto yka3piBaeT Ha 3amuTHOe jAeiictBue CO/l ripu pocte OKUCIH-
TEeJIbHON HAarpy3KH B TaKMX YCJIOBHSX. Y rpedemkoB mpu Temriepatype +5 °C npoaykius ADK Obiia
CYIIECTBEHHO BbIIIIE KCXO/IHBIX 3HAYEHUI TIPU STOM PekMMe aHOKCUH, OHAKO akTuBHOCTH CO/I B 11-
3aTe reMOLMTOB coXpaHsiach Ha ypoBHe KoHTpoust (Chen J. et al., 2007). [TonoOHble peakiyy CBUIE-
TEJILCTBYIOT O BakHOU 3amuTHON posiu CO/I npu pasHbIX pexumax aeduimra KUciIopoaa v mpu pas-
HOM TemriepaType. B To ke BpeMst aBTOpPBI CUMTAIOT, YTO MPU BHICOKOH TeMIiepaType IpeOelKy mokasa-
JI OTHOCUTEJIbHO HU3KYIO IEPEHOCUMOCTh AaHOKCHU. DTO COIJIacyeTcsl ¢ MHEHUEM psijla CIEeUaIUCTOB
0 TOM, YTO BJIMSIHME aHOKCUYECKUX U TUTIOKCUYECKUX HArPy30K MOKET U3MEHSATh UMMYHHbBIE PEaKIU
MOJUTIOCKA Y MPUBOJUTH K TOBBIINIEHHON BOCIPUMMYMBOCTH K 3aboneBanusm (Matozzo et al., 2005 ;
Monari et al., 2005 ; Pampanin et al., 2002). BodamoxHo, Takoi Tun AO-3a1uThl 60JIbIIIe CBORCTBEHEH
CTEHOOKCHJIbHBIM MOJUTIOCKAM.

JIimgupyromyio posas COJ] B 3a1uTe MOJUTIOCKOB OT TMIIOKCHM OTMEYAIOT U 'y P. penguin nipy BbIIEP-
*uBaHuM Ha Bo3ayxe (Gu et al., 2020). AktuBHocTh CO/] yBeMumBanace 1nocje BO3JEUCTBUS BO3MY-
Xa M 3aTeM CTaOWIM3MPOBAIACh B rernaTonaHKkpeace v reMojimM¢e YCTPULIBL, YTO BBIPA3WIIOCh B HEU3-
MeHHOM ypoBHe MJIA B teuenue 6 u 9 4 runokcuu. B ormmuue ot aktuBHOCcTH COJl, aKTUBHOCTh
KAT u I'TI, a Takxe o6mmast AO-CriocOOHOCT OBICTPO YBEJIMUUBAIIKCH, A 3aTEM IMOCTETIEHHO CHUKAJINCH
nociie 6 9 npeObIBaHUS MOJUTIOCKA Ha Bo3ayxe. Bo3MOXHO, MPUYMHON NOCTY KU pocT ypoBHS MIIA
B remosiuMde nociie 9 u 12 4 BO3AeUCTBUS TUTTOKCHH.

3.5. Obpamumocmo 8030elicmeusi 2UNOKCUU HA AHMUOKCUOAHMHBIL KOMNAEKC NPU PEOKCUEHAUUU.
Psn uccnenoBanuil nocBAmEH otTety AOQ-CUCTeMbl MOJUTIOCKOB Ha TUIIOKCHUIO M TIOCIIEAYIONIYI0 PEOK-
curenaiuo. B xabpax M. galloprovincialis B ycnoBusix 48-4acoBOro BO3JAEHCTBHS BO3/AyXa C MOCTe-
aytorien 48-4acoBOi peoKCUreHalen HaOIoJaii pocT 3Kcrpeccun reHoB U aktuBHocTH KAT, COJ]
u I'T. Bo3BpaT kK HOPMOKCHYECKOMY YPOBHIO OTMeUaid BO BpeMs peokcureHarmu (Giannetto et al.,
2017). TlomoOHBIE peakIMy OTPaXalT MPEeBEeHTUBHBIN pocT AO-MOTEeHIMAaIa MOJUTIOCKA [T OOPhOBI
C OKHCJIUTEJIbHBIM B3PBIBOM BO BpeMsi OyAyIlell peoKCUTeHAIINH.

ITpu peiicTBuM pa3HBIX peXUMOB runokcuu y M. galloprovincialis ycTaHOBUIN CHUKEHUE aKTUBHO-
ctu KAT, Ho Heusmennyio aktuBHocTh COJl, a Takxke poct aktuBHOCcTU I'T ¥ mocnenyioiiee e€ CHU-
’eHHe Ha (pOoHe pocTa YpOBHS MEPEKUCHOTO OKUCIICHUS JIMIMUA0B. DTO OTPaKaeT TPAHCKPHUIILIMOHHYIO
CTaOMJILHOCTD M M30MpaTesbHble U3MEHEeHUsI TeHOB OTIeNIbHBIX AO-(epMeHTOB, 00ecieYnBaloIrX 3a-
LIUTY MUY IIPY pa3HbIX pexumax aeduimra kuciaopoga (Woo et al., 2013). Kpome Toro, BbIsIBIIEHbI
pas3Hble peakiuy y OTAeIbHBIX n30(hopM pepmeHToB. Tak, Mpyu BIMSHUM AHOKCMM HA UMMYHHBIN OTBET
remouuToB Ch. gallina aktuBHOCTh Cu/Zn-CO]l cHu3wuiach, B TO BpeMs Kak akTuBHOCTh Mn-CO/] 3Ha-
YHUTEeIbHO Bo3pociia. OcoOeHHO BbicoKa akTUBHOCTh Mn-CO/] BO BpeMsl peOKCUTEHAIUH, YTO 00YCJIOB-
JICHO, BEPOSITHO, BBICOKOW MHYITUOEIbHOCTHIO 3TOM M30(hOopMBI 1 €€ BaKHOU posibio B 3ammuTe oT ADK
MpU Bo3Bpare kK HopMokcuu (Monari et al., 2005).

3akJaw4denne. Pe3ynbTartel UCCIeIOBAHMI TOCIEAHUX JIET MO3BOJIMIMA CYIIECTBEHHO YITyOUTbH
U paclIUpUTh 3HAHUS O MOCJEICTBUSX BO3JACHCTBUS T'MIIOKCMM HA UMMYHHYIO CHCTEMY MOJUIIOCKOB
Ha TKAHEBOM, KJIETOYHOM U MOJIEKYJISIPHOM YPOBHSIX. JlanbHENIMiA aHa M3 aanTalMOHHbIX MEeXaHU3-
MOB F€MOIIMTOB MOJIJTIOCKOB MTO3BOJIMT OLICHUTh U MPEJCKa3aTh BO3MOKHbIE HETATUBHBIE MOCIIEICTBUS
BO3JIEMCTBUS TMITOKCUH HA KJIETOYHBIM KOMIIOHEHT UMMYHHOW CUCTEMBI, @ MOJIEKYJIIPHO-TEHETUYECKUE
UCCJIEIOBAaHUSI AayT BO3MOXHOCTb OLIEHUTh CTENEeHb BO3JEHMCTBUA Je(UIIMTA KUCIOPOAA Ha TyMO-
paJibHBII KOMIIOHEHT. B CcBOIO ouepelib, CTENeHb BIMSIHUSA TMIIOKCMM HA UMMYHUTET ABYCTBOPYATHIX
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MOJUTIOCKOB Oy/IeT 3aBUCETh OT KOMOMHAIIUM KJIMMAaTHUECKUX N3MEHEHHI B cpefie (I100abHOe MOTer-
JIEHUE, U3MEHEHU S BETPOBbIX XapaKTEPUCTUK, TEUEHUI U T. J1.), & TAKKE OT EPCIIEKTUB UCTIOJIb30BAHUS
MPUOPEKHBIX YUACTKOB CYILIU B XO3SIUCTBEHHOM JIEATEIbHOCTU. Peakiyy aHTUOKCUAAHTHOTO KOMILIEK-
ca JBYCTBOpYAThIX MOJIJIIOCKOB Ha TMITIOKCHIO, KAK U UMMYHHbIA OTBET, Buaocnenudpuyasl. B AO-ot-
BET BOBJICKAIOTCS KOMIIOHEHTHI Kak (PEpMEHTHOTrO, TaK M HU3KOMOJIEKYJISIPHOTO 3BeHa AQ-crCTeMbl
B pa3HbIX KOMOMHAIX. VI3MeHeHus1 B AO-aKTHBHOCTH TTPH TMITOKCHH HEPEIKO BHI3BAHBI TIOATOTOBKOM
K TOC/IEAyIOIIel PEOKCUTEHALIMU U YaCTO HOCAT OOpaTUMBIN XapakTep. DTO oTpakaeT (PyHKIIMOHAIb-
HYIO IJIaCTUYHOCTh AO-CUCTEMBI U €€ BAKHYIO POJIb B 3alIUTHBIX MEXaHU3MaX, a Takke B (pOpMUPO-
BaHUU HecTleU(PUUECKUX UMMYHHBIX PEAKIMil OpraHu3Ma JByCTBOPUYATHIX MOJUTIOCKOB MPH JepUlIUTe
KHCJIOpO/ia B Cpejie.

Bausinue eunokcuu Ha aHMUOKCUOGHMHBIL KOMNAEKC O8YCMEOPUAMbIX MOANMOCKO8 USYUAAU 8 PAMKAX 20CY-
dapcmeernozo 3adanusi PUL] UnBFOM no meme «3aKoOHOMEPHOCU OP2AHU3AUUU UMMYHHOU CUCTEMbL NPOMbBIC-
N08bIX 2UOPOOUOHIMOB U UCCACO08AHUE BAUSIHUSL (PAKMOPOE 6HeWHell cpedbl HA PYHKUUOHUPOBAHUE UX 3AUfUM-
Hoix cucmem» (Ne 121102500161-4). Heeaedosariue erusinust dedhuyuma KUCA0poOa HA UMMYHHYIO cUucmemy 08y-
CMBOPUAMBIX MONMOCKO8 NPOBOOUMU NPU (PUHAHCOBOU noddepicKe eparma npezudenma Poccutickoii Dedepayuu
0N5L 20CYOAPCMBEHHOLE NOOOEPHCKU MOAOOBIX POCCUTICKUX YUEHBIX — Kanouoamos Hayk (npoexm MK609.2020.4).
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EFFECT OF HYPOXIA ON IMMUNE SYSTEM OF BIVALVE MOLLUSCS
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Over the past decades, research on bivalve immune system is focused on studying the effect of envi-
ronmental factors on the basal status of defense systems. The immune system of bivalves is greatly
affected by abiotic factors, and the most significant ones are water temperature, salinity, and level
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of dissolved oxygen. Hypoxia is widespread in the coastal waters of the World Ocean since the 1950s.
Hypoxic zones (with dissolved oxygen concentration < 0.5 mL O,-L™") occur in shelf areas for a long
time corresponding to the life cycle of many hydrobionts. Being benthic organisms, bivalve molluscs
often experience reduced dissolved oxygen concentrations. This group of aquatic invertebrates both
plays an important role in aquatic ecosystem functioning and is actively used in aquaculture. The effi-
ciency of bivalve cultivation directly depends on its immune status determining resistance to diseases.
The immune system of bivalve molluscs is based on a complex of nonspecific reactions of cellular
and humoral components. Hemocytes circulating in the hemolymph are the key effectors of the cellu-
lar immune response which, along with the barrier tissues of molluscs, synthesize humoral factors with
a wide spectrum of antimicrobial activity. The hemolymph of various bivalve species contains differ-
ent cell types differing by size, morphology, and granulation of cytoplasm. Most bivalve species have
2 types of hemocytes — granular and agranular ones; those can be subdivided into morphotypes depend-
ing on number and color of granules, size of the nucleus, and presence of organelles in the cytoplasm.
Granulocytes are considered the main immune cells that perform phagocytosis and (or) encapsulation
of infectious agents, as well as their subsequent neutralization by releasing reactive oxygen species,
lysing enzymes, and humoral antimicrobial proteins. Moreover, the complex of defense systems in-
cludes an antioxidant system which is closely related to mollusc immunity since it neutralizes reactive
oxygen species releasing during cellular immune mechanism activation. An excess of these compounds
damages mollusc cells by oxidizing proteins, cytoplasmic membrane lipids, and DNA. This article pro-
vides data on an oxygen deficiency effect on the cellular and humoral components of the immune
system, as well as the tissue antioxidant complex of bivalve molluscs.

Keywords: bivalve molluscs, immunity, hemocytes, hypoxia, antimicrobial proteins, antioxidant
enzymes
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