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Abstract. Recent decades have seen a growing interest in comparative
immunology. Among invertebrates, molluscs and arthropods are the most
extensively studied models. This monographic article is a comparative
immunological analysis of the defense reactions in gastropods and bivalves.
It discusses the results of contemporary studies and the main hypotheses
explaining the nature and mechanisms of the immune response. It also analyses
cellular and humoral aspects of immune reactions. In both cases, hemolymph
cells are identified as a key link. Hence, the authors highlight the importance
of hematopoiesis, cellular differentiation and functional activity of hemocytes,
including their behavior during immunization of molluscs with various stimuli.
A special focus is given to the analysis of similarities between the immune
reactions of molluscs and vertebrates. The review is intended for zoologists,
parasitologists, immunologists, as well as university teachers and students of
biology.

Keywords: molluscs, circulatory system, hemocytes, hematopoiesis, immune
reactions, host-parasite relationships
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I' A. Amaes, E. E. IIpoxoposa, A. C. Tokmakosa

BBepenne

B mocaepHee BpeMsi 3aMETHO YBEAUYMA-
Csl MHTepeC K 3alUTHBIM PeaKUMsIM >KMBOT-
HBIX pas3HBIX CUCTEMaTM4ecKux rpymm. Bo
MHOTOM 3TO CTAaAO CAEACTBMEM IEPEOLIEHKU
POAM peakLuil BDOKAEHHOIO MMMYHUTETA Y
MAEKONUTAWIIMX. BO3HUKAA MOTPEOHOCTD
B IIOHMMAaHMM 3BOAIOLIMOHHBIX aCHEKTOB VX
CTAHOBAEHMSI, YTO TOTPeOOBAAO pa3paboOTKu
HOBBIX MOAEAET AASI PACKPBITHSI MEXaHM3MOB
VIMMYHUTETQ TIPEACTaBUTEAeNl pPas3AUYHBIX
TaKCOHOB, B TOM YJCA€ U 0€CTIO3BOHOYHBIX.

Ha ceropHAmHMI AeHb 3allUTHBIE peak-
LY OOHApy)XeHbl Y BCeX MHOTOKAETOYHBIX
JKUBOTHBIX, UMEIOLUMX 000COOAEHHYIO BHY-
TpeHHIO cpepy. OHM o0ecneunBarOT 3Ty
3TOV CpPeAbl OT NPOHMKHOBEHMsI IIaTOT€HOB.
Ilpu aToM cpepr OOBEKTOB CPaBHUTEABHO-
VIMMYHOAOTMYECKOTO M3Yy4eHusi BCE wvaile
VICTIOAB3YIOTCSI 0€CIIO3BOHOYHBIE >KVIBOTHBIE.
[ToHsiTME «MMMYHUTET» B OTHOIIEHUU IIO-
CAEAHVX IIOApa3yMeBaeT MX CIOCOOHOCTb
AAPeCHO pacrno3HaBaTb (GaKTOp MMMYHM3a-
1L]1Y, & TAK)Ke aKTUBMPOBATh 3alLITHbIE MeXa-
HU3MBbI, KOTOPbIE B UTOT€ IPUBOASIT K SAUMMU-
HALY Yy>KepPOAHOro aKTopa.

B KauecTBe OCHOBHBIX MOAEAEIT AASI U3YyUe-
HUSI UMMYHUTETA CpeAl 0eCriO3BOHOYHBIX B
HaCToOsIlIjee BpeMsl pacCMaTPUBAIOTCS apTPo-
IIOABI (B OCHOBHOM HaceKOMbIe) I MOAAKOCKY
(B OCHOBHOM OpIOXOHOT'VIE VI ABYCTBOPYATHIE).

B pesyabpraTre mpuMeHeHMsI HOBBIX METO-
AOB U TIOAXOAOB K M3y4YEHUIO MMMYHUTETa
MOAAIOCKOB 32 TOCAEAHVE AECSITUAETUS IIO-
SIBUAVICb MHOTOUMCA€HHbIE PabOThI, KOTOpbIE
MI03BOAMAM BO MHOTOM I1I0-HOBOMY OLI€EHUTD
IPUPOAY M MEXaHM3MBbl 3AIVTHBIX peaKuit
9TUX KUBOTHBIX. (OAHAKO, pPe3yAbTAThI, IO-
AyYEHHBIE AASI Pa3HBIX OOBEKTOB, pa3HBIMU
METOAAMM U, K TOMY )K€, ONMCaHHbIE C VC-
MIOAB30BaHUEM PA3AUYHON TEPMUHOAOTUMU,
3a4aCTYI0 OKa3bIBAIOTCS IPOTVMBOPEYMBBIMMA.

AHaAM3 HAKOIIAEHHOTO MaTepyuaAa HEOA-
HOKPAaTHO CTAaHOBUACS IPEAMETOM 0030 PHBIX
CTaTell, TOCBSIIEHHBIX PAa3AMYHBIM aCIIeKTaM
VIMMYHHBIX peakLuil OpIOXOHOTMX U ABY-
CTBOPYATBIX MOAAICKOB (Ataes, IToaeBiiu-
KoB 2004; ArtaeB u Ap. 2005b; 2020; Adema,

Loker 2015; Melillo et al. 2018; Li et al. 2020
1 Ap.). IlpeATIpMHMMAAMCD TaK’Ke OTAEABHBIE
IOMBITKY PACCMOTPETh MPOOAEMY VMMMYHHU-
TeTa MOAAIOCKOB B LleAoM (Tripp 1974; Pila
et al. 2016b; Malagoli 2016; Schultz, Adema
2017; Gerdol et al. 2018; AtaeB u Ap. 2023).

Kpome TeopeTuueckoro 3HaueHUs AAS
pasBUTUSL CPABHUTEABHON MMMYHOAOTUU
VICCAEAOBAHMSI MMMYHUTETA MOAAICKOB
VMEIOT OOAbIIOEe TPAKTUUYECKOe 3HAYEHUeE.
MHorue racTpornoAbl U OMBaABBUM ILMPOKO
VICTIOAB3YIOTCSI B MHUIEBOI1, dapmalieBTuIe-
CKOM M KOCMETUYECKON MPOMBILIIAEHHOCTH,
a HEKOTOpble MPEACTABUTEAU SIBASIIOTCS BHU-
AAMU-OMOMHAUKATOPaMU B 3KOAOTUYECKUX
yicCAeAOBaHMsIX. B mop06HBIX paborax yuu-
TBIBA€TCS BAUSHME PA3AMYHBIX (PAKTOPOB
Ha BHYTPEHHIOI0 CpeAy MOAAIOCKOB (Gestal,
Castellanos-Martinez 2015).

Ocobo0e BHMMaHMeE MPU U3YYEHUU UMMY-
HUTETa OPIOXOHOTUX U ABYCTBOPYATBIX MOA-
AIOCKOB YAEASIETCS MX 3aLIUTHBIM PeaKLMsIM
Ha BUPYCHbIE, OaKTepUaAbHbIE, IPOTO30Ii-
Hble, a Talkke MeTa3oiHble nHpexkyun. Cpe-
AU 9TUX GAKTOPOB MMMYHM3aLUKU HaubOOAee
VIHTEHCUBHO M3y4YalOTCsl UMMYHHbIE peaKLun
MOAAIOCKOB Ha 3apa’keHle TpeMaToAaMU, B
JKU3HEHHBIX LJUKAAX KOTOPBIX OHU BBIITOAHSI-
I0T pPOAb IIPOMEXXYTOYHBIX X03sieB. [Ipu aToM
A€PUHUTUBHBIMU XO35I€BaMU TPEMAaTOA SIB-
ASIIOTCSI IO3BOHOYHBIE (B TOM YMCA€ YEAOBEK
VI 9KOHOMMYECKM Ba)KHbIe )XUBOTHBIE), ¥ KO-
TOPBIX 3TU IIAPa3UThI BBI3bIBAIOT OIMIACHBIE 3-
60AeBaHUsI — TPEMAaTOAO3BI.

Pe3yAabTaTbl  CpPaBHUTEABHO-UMMYHOAO-
TMYECKUX MCCAEAOBAHMII TAK)KE BAXKHBI AAS
pellleHMs KAIOYEBOIO BOIIPOCAa COBPEMEH-
HOII MapasUTOAOTUM — OIpPEAEAEHMS] OCHOB
YCTOMYMBOCTU TAPA3UTO-XO3SMHHBIX CICTEM.
BAaaropapsi BHEADEHMIO HOBBIX IIOAXOAOB,
CTAaAM BO3MO>XXHbBI MCCAEAOBAHUsI MMapasUTO-
XO3SIMHHBIX OTHOILEHUI HAa MOAEKYASPHOM
yPOBHE — TeHOTUIINYECKOI COBMECTUMOCTY
MOAAIOCKOB U TPEMATOA, @ TAK)KE MEXMOAe-
KYASIPHBIX B3alIMOAEMCTBUI KOMIIOHEHTOB
CUCTEMBl MMMYHUTETA U TapasuTa B XOA€
TPEMATOAHO! WMHBas3uuU. AKTUBHOe pa3BU-
TH€ UICCAEAOBAHMUIT UMMYHUTETa MOAAKCKOB
TpeOyeT OCMBICAEHUSI TIOCTOSIHHO YBEAUYU-
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BAIOIeroCsi MaCCUBA HOBBIX AQHHBIX. DTO 00-
CTOSITEABCTBO U TIOATOAKHYAO HaC K pacCMO-
TPEHUI0 MMMYHHBIX peaKLuil OPIOXOHOTUX U
ABYCTBOPYATbIX MOAAIOCKOB Ha OCHOBE CO-
BPE€MEHHBIX IIPEACTABAECHUIL.

TpaAULIMOHHO aHAAU3UPYIOTCS ABa acCIeK-
Ta MMMYHHBIX PeaKLUil XUBOTHBIX: KAETOY-
HBII U ryMopaAbHblil. OAHAKO, KAIOYEBBIM
3BE€HOM OCYII[€CTBAEHMSI UMMYHHBIX peaKLnit
MOAAIOCKOB Ha AIOOOM YpOBHE MPU3HAITCS
LVPKYAUpYIOLIie KA€TKM KPOBEHOCHOW CHU-
CTeMBbI, KOTOpble KpOMe Y4aCTUsl B SAUMU-
HALlUM YY)XEePOAHOTO, TaKXKe 3aAelCTBOBA-
HbI B 00pa3oBaHUU TYMOPaAbHBIX (HaKTOPOB
(Adema, Loker 2015). CooTBeTCTBEHHO IPO-
BECTU YETKYIO IPAHULY MEKAY KAETOYHBIM U
TYMOPaAbHBIM MMMYHUTETOM 3a4aCTYIO He-
BO3MOYKHO.

YCTaHOBAEHO, YTO MeXaHU3Mbl SAMMUHA-
LU YY)KEPOAHBIX (PaKTOPOB MpeEAOIIpPeAEAe-
Hbl T€HOTUIIOM 0COOU. 3aluTHAasl CUCTeMa
JKUBOTHBIX BKAIOYAeT B Ce0sl KaK eCTeCTBEH-
Hble (usnyeckue M XUMUYecKue Oapbepbl,
IpeAOTBpAlljalolie MPOHUKHOBEHME IaTO-
TeHOB, TaK U CHUCTEMY KAETOYHBIX U T'YMO-
PaAbHBIX MMMYHHBIX peakiuit. KaeTouHoe
3BE€HO MPEACTaBAE€HO MMMYHOLIUTaMU, pea-
AU3YIOLUIMMU OCHOBHbIE (GOPMBI UMMYHHOTO
orBeTta — (HarounTos, BOClaAeHUe, MHKAI-
cyasitus. [yMopaabHOe 3BEHO MPEACTABAEHO
PacTBOPUMBIMY KOMIIOHEHTAMI BHYTpPEHHE
CpeABI OPTaHM3Ma, YYaCTBYIOLIVIMU B PEAKLIM-
SIX HEMTPAAU3AL[MY [TATOTEHOB, a TAK)Xe OIOC-
PEAYIOIMMI KAETOYHbIE PEAKLUN U PEryAU-
PYIOLIMMU MMMYHHBIT OTBET (LUTOKMHBI).
[ymopaabHbie (aKTOpbI CIIOCOOHBI BbIpaba-
TBIBaTh HE TOABKO MMMYHOLUTBI, HO U APY-
rie KAeTKU (3MUTEeAMOLUTHI, PpUOPOOAACTEI
u Ap.). [Ipu aTOM cAepyeT eljé pa3 OTMETUTD,
YTO IPAHULIBI MEXKAY KAETOYHBIMU U T'YMO-
PAABHBIMU aCIleKTaMU UMMYHHOT'O OTBETA BO
MHOTOM YCAOBHBI, TaK KaK OCHOBHbIE IMMYH-
Hble PeaKLy peaAu3yITCs P COBMECTHOM
AEVICTBUM 3TUX CUCTEM.

I'raBa I. KpoBeHocHas cuctema racTpomnop
¥ OMBaABBUII

KpoBeHocHast cucTeMa MOAAIOCKOB pas-
HBIX TAaKCOHOB MMeEEeT MHOIO OOIero: oHa

SIBASIETCSI B Pa3HOM CTeIlleHM He3aMKHYTOIL,
BKAIOYAET CEPALIE, LIEHTPAAbHBIE COCYABL, Aa-
KYHbBI I CMHYCBI, @ B LUPKYAVPUPYIOIEN IO
HUM >XMAKOCTU UMEIOTCS KAETKU — TeMO-
UUTBL. B TO Xe Bpemsl paXKe IpeACTaBUTEAU
OAHOTO KAACCa MOTYT 3aME€THO OTAMYAThCS
MEXAY CO00J1 0 CTPOEHUIO U PYHKLIMOHUPO-
BaHUIO KPOBEHOCHOW cucrembl. Huke mpu-
BOAUTCSI KpaTKOe OIMCaHNie KpoBooOpaile-
HMSI MOAAIOCKOB, & TAK)Ke ero 0COOEHHOCTE],
HNPUCYIUX TAaCTPOIIOAAM U OMBAABBUSIM.

OO0mas xapakTepucTKa

TOABKO LieHTpaAbHasI YaCTb KPOBEHOCHOI!
CUCTeMbI 00pa3yeTcsl COCYAAMM, BKAKOYAS X
COKPaTUMBIJ Y4aCTOK — CepALie. DTOT OpraH
MOXET OBITh IPEACTABAEH Y MOAAIOCKOB I1ap-
HBIMU VAU OAVIHOYHBIMM TIPEACEPAVSIMU U
XeAypAouKaMU (y OOABIIVMHCTBA OPIOXOHOTMX
U ABYCTBOPYATBIX MOAAICKOB J>KEAYAOUYEK
opanH). OT cepalja, obecrnevyuBaIero co-
BMECTHO C KAAQllaHaMM HAIPaBA€HME U CUAY
KPOBOTOKA, KPOBb HAIPaBASIETCS 10 A0pTaM
B apTepuu, KOTOpbIe IEPEXOASAT B AAKYHBI
(MHOTAQ B LMPKYASIIMM TaKXKe Y4YaCTBYIOT
COKpAaTUMBbI€ BEHbI, YYACTKM KOTOPBIX MOTYT
IIpeoOpa30BBIBATHCS B TaK Ha3bIBaeMblIe Ka-
OepHble CepALia).

[TpoxoAst 10 AaKyHaM, KPOBEHOCHASI KA -
KOCTb OMBIBAaeT BHYTPEHHIE OPTaHbl MOAAIO-
CKa U AaAee COOMPAETCsl B BEHO3HBIN CUHYC,
13 KOTOPOTO IOAHOCTbIO, AMOO YaCTUYHO
HaIpaBAsIETCSI B OpraHbl ABIXaHUS. 3aTeM
apTepuaAbHasi KpOBb COOMPAETCS B BEHY, Be-
AYLIYIO B TIpeacepayie. Y OMBaAbBUIL U OOAb-
IIMHCTBA FACTPOIIOA B BEHY TAK)K€ MOTYT OT-
KPBIBATbCsI BBIHOCSIINME IOYEYHBIE COCYABL,
OTXOASIIME OT TIEPEAHEro y4acTKa ITOYKIL.
CaeAOBaTeABHO, B CEpAlle Y HUX ITOCTYyIaeT
YCAOBHO apTepraAbHasi (CMellaHHas) KpPOBb.
CpeAM racTponop TOABKO Y reTepoOpaHXui,
HarpuMep, Y MyAbMOHAT ¥ HEKOTOPBIX OIU-
cTOOpaHXMil, UMPKYAUPYIOIAs >KUAKOCTD
IIPOXOAUT Yepe3 MOYKM ITePeA TOCTYIAEHUEM
B )Xabpbl. [TOAHOCTDBIO 3Ta CXEMa CPEAU MOA-
AIOCKOB PEAAU3YETCSI TOABKO y IPEACTaBHU-
TeAel 11ehaA0IoA, Y KOTOPBIX B IIPEACEPAUS
IIOCTYIaeT MCKAIOUYMTEABHO apTepraAbHasl
KPOBb.
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TakuM 00pasoM, KpPOBEHOCHasl CUCTeMA
MOAAIOCKOB KpOME B€H, CepAlla U apTepu-
AABHBIX COCYAOB Ha 0OAbBIEM INPOTSDKEHUY
ABAsIETCS He3aMKHYTOIL. IIpu aTom no cBoen
IIPUPOAE €€ IIOAOCTb SABASIETCS IE€PBUYHON
(BTOpMYHasI IOAOCTb PEAYLIMPOBAaHA AO IIe-
pUKapAa M MOAOCTU TOHAA). DTU OCOOEHHO-
CTU MO3BOASIIOT MICIIOAb30BaTbh AASL LUPKYAU-
pymomen >XUAKOCTM KPOBEHOCHOM CHCTEMBI
MOAAIOCKOB TepMUH remMoArMpa (Kak y yae-
HUCTOHOTUX U OHUXOdOP).

Ba)XHO OTMETUTD, UTO Y MOAAKCKOB IIPO-
CA©KMBAETCA TEHAEHLMA K PasBUTUIO 3aM-
KHYTOJ KPOBEHOCHOM CUCTeMbl. B moAHOI
Mepe OHAa He peaAu3yeTcCs HU B OAHOI IPYIIIIe,
OAHAKO HauboAee OAM3Ka K 3AMKHYTOMY TUITY
y NPEACTaBUTEAEN AETOYHBIX MOAAIOCKOB —
crebeapyaroraaspix (Stylommatophora) u,
0COOEHHO, Y TOAOBOHOTMX. Y HUX LIMPKYASILIVISI
reMOAVMGBI B TKaHSIX OCYLIECTBASIETCS He
TOABKO IO AAKYHapHOM CHCTeMe, HO U IO ap-
TepUOAAM U KanuaAsipaM. boaee Toro, y roao-
BOHOTYX YaCTb COCYAOB MMeeT COOCTBEHHYIO
SHAOTEAUAABHYIO BBICTUMAKY (OYE€BMAHO, BTO-
PUYHYIO IO IPOUCXOXAEHMIO). B TO e Bpemst
Y MHOTMX ABYCTBOPYATBIX MOAAICKOB I'€MO-
AvMda OueHb OTPaHMYEHHO 3aKAIOYEHA B CO-
CYABL: B )KabepHble U TIoYeyHble BEHD, & TAKKE
Ha4yaAbHbIE YYACTK/ QPTEPUAABHON CUCTEMBL.

HecmoTpsa nHa Kaylleecsa HeCOBepIIEH-
CTBO HE3aMKHYTOJ KPOBEHOCHOI CHCTEMBI
OpIOXOHOTUX U ABYCTBOPYATBIX MOAAIOCKOB,
oHa siBAsieTcsl adpdexkTuBHOM. baaropaps or-
CYTCTBUIO 3aKPBITOIO KOHTYpPa COCYAOB, 00-
AQAQIOLIVMX COOCTBEHHBIMM CTEHKaMU, M Ha-
AVIYVIO HENIPEPBIBHOIO ITOTOKA KPOBYU, 0OMeH
Bel[eCTB MEXAY KACTKaMM U LIMPKYASILIMOH-
HOII CPeAOTl IPOUCXOAUT OY€Hb OBICTPO, TaK
KaK y 3TMX MOAAKCKOB OTCYTCTBYEeT 3HAOTE-
AV KAIIMAASIPOB, KOTOPbIN ABASIETCSI HEIIPO-
HULIAeMbIM AASI OEAKOBBIX KOAAOMAOB IAQ3-
Mbl KpoBU. COOTBETCTBEHHO, AAS CO3AAHUS
MTOAOXXUTEABHOTO AaBA€HUS (PUAbTpaLuu B
AAKyHaX He3aMKHYTOJ KPOBEHOCHOM CUCTe-
MBI TpeOyeTCsi CO3AaHME MEHBIIEro KOAAO-
VIAHO-OCMOTUYECKOTO AABA€HMs, Ye€M B Ka-
MUAASIPAX, BBICTAQHHBIX 9HAOTeAaueM. Kpome
TOI'0, HE3aMKHYTas CUCTE€MA II03BOAMAA MHO-
T'YIM MOAAIOCKaM, MICXOAHO MOPCKUM >XMBOT-

HbIM, AAAIITUPOBATHCA K )KU3HU B IIPECHOBOA -
HbIX I HA3€MHBIX YCAOBUSIX.

OyHKun reMmoAnMQs

TemMoAMM@a MOAAIOCKOB BBITIOAHSIET Te€ K€
bYHKLMY, 4TO KPOBb U AMM®A Y >KMUBOTHBIX C
3aMKHYTOM KPOBEHOCHOV CUCTEMO (KOAb-
Yellbl, T03BOHOYHBIE): OCYLECTBASIET TPAHC-
IOPT KUCAOPOAQ U YTAEKMCAOTO rasa, MuUTa-
TEABHBIX BellleCTB U IIPOAYKTOB BbIAEAEHMSI.
AAsT BBIIOAHEHMS TUX 3aAQ4 OHA COAEP>KUT
pa3AMYHblEe OpraHuyYecKye BellecTBa, B TOM
yrucAae OeAku. VIX KOHLieHTpauus B IAasMe
reMOAMM®BbI 3HAUNTEABHO BBILIE, YeM B MH-
TEePCTULIMAABHOV TKAaHEBOU XXUAKOCTHU (B OT-
AUYVie OT KOHLIEHTpalMM HeOPraHUYeCKUX
VIOHOB, KOTOPasl HAXOAUTCSI HA OAHOM YPOBHe
B LMPKYAVPYIOLVX Y TKAHEBBIX KUAKOCTSIX).
B pesyAbraTe yCcTaHaBAMBAETCS KOAAOVIAHO-
OCMOTHUYECKOE AaBA€HMe, obecrevrBawliee
TPAHCIIOPT U3 AAKYH Y apTEPUAABHBIX KaIMA-
ASIPOB B OKpY)Kalollle TKaHu. B BeHO3HBIX
CUHYCaX UM KalMAASIpax oOpasyeTcs oTpuLia-
TEAbHOE KOAAOMAHO-OCMOTUYECKOE AaBAe-
HlI€, YTO IIPUBOAUT K 0OpPaTHOMY TPaHCIIOPTY
KUAKOCTU M3 MHTEPCTULIMS B KPOBOTOK.

Y ractpomop M HEKOTOPBIX OMBAAbBUI
MIMEIOTCSI 0COObIe TPAHCIIOPTHBIE OeAKH, 0be-
CIleyMBaolllie TPAHCIIOPT KMCAOPOAA — Te-
MOLIMAHUH, AUOO reMOrAoouH. BHEKAETOUYHO
PaCIIOAOKEHHBIN ABIXaT€AbHbIV IUTMEHT Ie-
MOILIIaHVH HaXOAUTCS B IIAa3Me B KOAAOUA-
Holl popme. OH COAEP)KUT MEAb U B COEAU-
HEHUU C KVUCAOPOAOM IPUAAET remoAauMoe
roAy0OI1 LIBET, HO, OTAQBasi KMCAOPOA, CTa-
HOBUTCSI OecliBeTHBIM. [eMOrAOOMH y MOA-
AIOCKOB A0O PacTBOPEH B MAa3Me, AMOO Ha-
XOAUTCSI B LIMPKYAMPYIOLIMX KA€TKaX — re-
MoLUTaX. B coeAMHeHMM C KMCAOPOAOM OH
OKpalllBaeT reMoAuM¢y B KpacCHBII LIBET, a
OTAaBasi KMCAOPOA — TEMHO-KpacHbll. Ba-
AEHTHOCTb >KeAe3a TP 3TOM He MEeHseTcs,
II0O9TOMY TeMOTAOOMH He OKUCAsieTCsl (Kak
4aCTO YTBEP>KAAETCS), 8 OKCUTE€HEPUPYETCSL.

Tpancnopr CO, B ocHOBHOM obecreunBa-
eTcst hpakiyeit mAa3Mbl (AU HE3HAYUTEAD-
HO CBsI3aH reMOrA06uHOM). PacTBOpEHHBIN B
Hell AVOKCHA KIICAOPOAQ IIPEACTABAEH B BUAE
H,CO,. ®epmeHT kapboaHruapasa (kap6o-
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HATAETMApaTasa) KaTaAusMpyeT oOpasoBa-
une H CO, us CO, n H,0O.

KpoBeHocHast cucrtema OOABIIMHCTBA
MOAAIOCKOB Y4aCTBYeT B 9KCKPELIUU MTPOAYK-
TOB 0eAKOBOro MeraboAmsma. BbipeauTeAb-
Hasl CHCTeMa OCHOBAHA HAa B3aUMOAENCTBUU
C KPOBEHOCHOM. YABTpapUABTpaLVs TePBUY-
HOIT MOYU U3 FeMOAUM(bI OOABIINHCTBA MOA-
AIOCKOB OCYIIECTBASIETCSI B IEPUKAPAUAAb-
HBIX JKeAe3aX, PAaCIOAOXKEHHBIX Ha CTEHKax
npeAcepAus (pexxe U )KeAyAOUYKa) B IiepuKap-
AVAABHYIO MOAOCTB. Aasee yabpaduAbTpar
yepe3 HeppOCTOM U peHONEePUKAPANAABHBII
KaHaA BBIBOAUTCS B TIOAOCTb HeppUAMS (1104-
k). B pesyabTaTe BoIOOpOUHOI abCcOpOLMK B
HePPUAMAABPHOM 3MUTEANM 00pa3yeTcsi BTO-
pUYHasT MOYa, BBIXOAsIIAsl yepe3 HedpUAU-
OMOp B MaHTUIHYIO TOAOCTb, U3 KOTOPOIT y
O0MBaAbBBUI U OOABLIMHCTBA TaCTPOIIOA BBI-
MBIBA€TCSI C TOKOM BOABI HAPYXKY.

Y Ha3eMHbIX TyABMOHAT B PE3YABTATE VA-
AVHeHMsT HeppuAMs 00pasyeTcss MOYeTOY-
HUK, KOTOPbI OTKPBIBAETCSI BO BHELIHIOIO
CpeAy PSIAOM C aHYCOM U ITHEBMOCTOMOM.
ApyruM OTAMYMEM HAa3€MHBIX IyABMOHAT (a
TaK)Ke HEKOTOPBIX AUTOPAABHBIX ITPO300OpaH-
XM1i1) SIBASIETCSI OTCYTCTBUE PEHOIEPUKAPAU-
AABHBIX JKEeA€3, B p€3YAbTaTe 4ero He 0Opasy-
etcst yaprpaduabTpar. KoHlleHTprpoBaHHas
MoOYa y HMX 00pa3yeTcsi B OCHOBHOM 3a CUET
paboTer HepPUAMAABHBIX KAETOK.

CaepyeT Takke OTMETUTb POAb TIeMO-
AUMGBL B AOKOMOLIMM MOAAIOCKOB (ABVKe-
Huu Horu, cudoHa u Ap.). Ljupkyaupyromas
XKUAKOCTb AEICTBYET KaK TI'MAPABAUYECKUI
AQHTArOHUCT MBILIEYHBIM COKpaljeHusiM. [1pu
9TOM, AASI CO3AAHUSI AOKAABHBIX AABAEHUN
reMOAMM®Bl B AQKYHaX MMEIOTCSI KAQIaHBI,
NPeNsTCTBYIOLE 0OPaTHOMY KPOBOTOKY.

KoneuHo, BaxHelmen QyHKLUMEN IeMo-
AUMGBI MOAAIOCKOB SIBASIETCSI Y4aCTH€E B UIM-
MYHHBIX peakLusX, HO eé Mbl 3AeCb He pac-
KpbIBaeM, TaK Kak UM, COOCTBEHHO, U MOCBSI-
IeHa AQHHas MOHorpadus.

OcoOeHHOCTU KPOBEHOCHOI CHCTEMBI
OpIOXOHOTUX U ABYCTBOPYATBIX MOAAICKOB

Y racTtpomop HMMeEKTCA ABa OCHOBHBIX
TUIMA ABIXaHUS — >KAOEPHBIN U AETOYHBIN.

ITpu atoMm, ecan y mepesHEXaOEPHBIX MOA-
AIOCKOB Ta3000MeH MPOMCXOAUT B IMEPBUY-
HBIX >XKabpaX (KTEeHMAUSIX), TO y MPEACTABHU-
TeAeil TeTepoOpaHXMit — 3aAHeXaOepHBIX
MOAAIOCKOB — KTEHUAUM MOTYT 3aMelaTbCs
BTOPUYHBIMU >KabpaMu, AU ra3000MeH 0Cy-
I[eCTBASIETCSI Yepe3 MOBEPXHOCTb TeAd, 4Ya-
CTO TOKPBITYI0O COCOYKAMU AASI YBEAUYEHUS
eé maomaam (roao>kabepHbie MOAAKOCKH).

Y mpo3obpaHxuil 4acTb reMOAMM®BI Ha
IYTU K MPEACEPAUIO OMbIBaeT HebpuAUL, a
3areM 1o appepeHTHOMY >KabepHOMY COCYAY
MOIaAAeT B KTeHUAUIL. TOABKO IIOCAE 3TOTO,
oboraiiéHHasi KMCAOPOAOM reMoArMda 1o
addepeHTHOII BeHe HAIPABASETCS B IIPEA-
cepaue. B To xe Bpems, remoauMda MOXKeT U
HETIOCPEACTBEHHO 13 MTOYKM MOTAAATh B BEHY
Ha IYTU B IpeAacepaue. B pesyaprare cepale
CcHa0>KaeTCsl CMeLIaHHO reMOANMOIL.

Y AEroyHbIX MOAIOCKOB MaHTUIHAs IIO-
AOCTb TIpeoOpasyeTcss B AErkKoe C COKpaTu-
MBIM OTBepcTHeM — IMHeBMOcTOMOM. Cepalie
IYABMOHAT MPOKAYMBaeT apTePUAABHYIO Te-
MOAMMQY, TaK KaK LUPKYASLMOHHAS CUCTe-
Ma y HuUX 00Aee 3aMKHYTasl 10 CPaBHEHMUIO C
npo3obpauxusmMu u buBasbBusimu (puc. 1A).
Kak mpaBuao, Bcsi reMoAnMda YAUTOK ITE€PEA
IpeACEPAMEM TPOTEKaeT IO KaMMASIPHON
ceTy, NMPOHU3BIBAIOLIEN CTEHKY A€rkoro. B
pe3yAbTaTe MYABMOHATBI YIOTPEOASIOT AAS
ABIXaHUsI aTMoCdepHbIl Kucaopop. OAHAKO,
AQKe Y HUX COXPaHSIETCS CIIOCOOHOCTD UC-
IIOAB30BAHUS TIOKPOBHBIX SMUTEAUEB B Ka-
yeCTBe peCMPATOPHBIX MOBepxHocTeir. Tak,
I0BEHVAbHbBIE 0COOV BOAHBIX ITyABMOHAT, Ha-
npuMep, MPYAOBMKOB, He MOAHMMAIOTCS Ha
IIOBEPXHOCTb AASI BEHTUASILIUU AErkux. [Ipn
5TOM OHU UCIIOAB3YIOT «KOXKHOE» ABIXaHMUE.
To >ke IPOUCXOAUT CO B3POCABIMU YAUTKAMU,
3apBIBAIOIVMUCS B VA Ha 3UMOBKY.

Y GOABIIMHCTBA TaCTPOIIOA UMEETCS OAHO
IIpeACEPANE U OAVH KeAyAOUueK. TOABKO Y 60-
Aee apXanyHbIX MPo300paHXuit (AMaTokap-
AVIII) MaHTUIHBI KOMIIAEKC CUMMETpPUYEH
Yl BKAIOYAeT ABa IIPEACEPAUSI, ABA KTEHUAMS,
ABE€ TOYKU. Y OCTaAbHBIX OPIOXOHOTMX OCTa-
€TCSI TOABKO ICXOAHO A€BOE MPEACEPANE.

CreHKa TMPEACEPAMST COAEPKUT IMOAOLM-
Thl, U B HEN OCYIIECTBASIETCS YABTPapuAb-
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1 — TIepUKapA; ¢ — CepalLie

Puc. 1. OO1ienpuHsATbIE CXEMbI CTPOEHUSI KPOBEHOCHOM CHCTEMbBI MOAAIOCKOB. A — OpIo-
XOHOTME MOAAIOCKM (Ha IpuMepe MyAbMOHAT); b — ABYCTBOpYaTbhle MOAAIOCKI. YCAOBHbIE
0003HAYeHUs: d — apTepUN; B — BEHBI; # — >KAOpbl; 1 — AETKOe; M — MAaHTUSA; H — HOI';

Fig. 1. Generally accepted schemes of the structure of the circulatory system of molluscs.
A — gastropods (using pulmonates as an example); b — bivalvia. Legend: a — arteries; 8 —
veins; » — gills; 2 — lung; » — mantle; # — foot; n — pericardium; ¢ — heart

Tpauyst. CTEHKU >KEAYAOUKa 10 CPABHEHMIO C
npeacepArieM 00oAee MYCKYAUCTbIE, YTO o0e-
CreyyBaeT BO BPEMsI €ro CUCTOABI MOLHBIN
VIMITYABC AASI LIPKYASILIAY T€MOAVMOBI.

Y racTpomop  ABIXaTEABHBI MUTMEHT
reMOLMaHVH 4Yallle pPacTBOPEH B IIAA3Me.
Y 1OpecHOBOAHBIX IIYABMOHAT CeMeNCTBa
Planorbidae 1 HeKOTOpBIX Me30racTponop B
IIAa3Me PaCTBOPEH reMOrAOOMH. Y OOABIINH-
CTBa 3aAHEXXa0EPHBIX MOAAIOCKOB AbIXaTEAb-
Hble NUTMEHTbl He OOHApY)XeHBI, XOTS AAS
HEKOTOPbIX MOpcKuX 3aiiueB (Aplysiidae) mo-
Ka3aH paCTBOPEHHBIN B MAa3Me TreMOAMbI
reMOLIMaHVH.

lemoarMa ABYCTBOPYATBIX MOAAICKOB
COCTaBASIET OKOAO IIOAOBMHBI 00bEMa VX TeAa.
Tem He MeHee KpOBOOOpallleHVe Y MHOTMIX U3
HIIX He SIBASIETCSI OCHOBHBIM MEXaHM3MOM pac-
IIPEAEAEHMSI KMICAOPOAR TIO TEAY >KMBOTHOIO
(puc. 1B). Harpumep, y rAyOOKOBOAHOTO Ipe-
6emka Placopecten Aviib TpeTb NOTpeOHOCTY
TKaHell B KMCAOPOA€E 00ecrieuBaeTcsl 3a CUET
LIVPKYASILIMY TeMOAMMGBI. Apyroit 0co0eHHO-
CTBIO ABYCTBOPYATBIX MOAAIOCKOB SIBASIETCS
CMeIIaHHBIII COCTaB reMOAVMBI, HarlpaBAsie-
MO B IIPEACEPAUAL.

CaM razoo0OMeH y OMBaAbBUII MOXKET OCY-
I[ECTBASITBCSI HE TOABKO B >kabpax (caeay-
€T YYUTBIBaTb MX pasHOOOpasue y pasHbIX
TPYII), HO U 4Yepe3 BHYTPEHHUI SMUTEAU

MaHTUU U AQXKe TIOKPOBbI HOTU U APYTUX Op-
raHOB, OMbIBAa€MbIX BOAOV B MAaHTUIMHOM IO-
asoctu. Tlpy aToM 6MBaAbBUYM 3aMETHO YCTY-
MAI0T raCcTPONOAAM IO CIIOCOOHOCTU U3BAE-
KaTb KUCAOPOA 13 BOAbI (MeHee 10%). CTOAD
HU3KUI YPOBEHb €ro aCCUMUASILIY 00YCAOB-
A€H OTCYTCTBUEM B reMoAuMde OOABLIVH-
CTBa ABYCTBOPYATBIX ABIXaTEAbHBIX MMUTMEH-
TOB, KaK B IéMOLIMTAX, TaK M B IAa3Me. DTOT
HEAOCTATOK KOMITEHCUPYETCsI 00'bEMOM IPO-
XOASIIL[EN Yepe3 MaHTUIHYIO IOAOCTb BOABI, a
TaKKe runeprpodueit xxabep, 0COGEHHO BbI-
PaKEHHOM Y MAACTUHYATOXXA0EPHBIX.

OAHAKO, Y HEKOTOPbIX MEPBUYHOXAOEp-
HBIX OMBaAbBBMIT, COXPAHMBIINX KTEHUAUY, B
reMoAuMde OOHapy>KeH reMmoLuaHuH. Bue-
KAETOYHBIN F€eMOTAOOMH OBbIA HAVIAEH B T€éMO-
auMde MmoarrckoB cemericTBa Arcidae. VHo-
rAa FeMOTAOOMH 1 MMOTAOOMH BCTPEYAIOTCS B
MBILIEYHBIX TKAHSAX OMBAABBUIL, UTO MIPUAAET
VIM KPAaCHBIN LBeT.

CepAlle y ABYCTBOPYAThIX MOAAKCKOB
PaCIOAOXKEHO B MEPUKAPAUAABHOI MTOAOCTU
Y COCTOUT U3 ABYX IPEACEPAUN U HETTAPHOTO
xeAaypouka. Ilpu aTom, y 60abmIMHCTBA OU-
BaAbBHUIT Yepe3 MOAOCTb IEPUKAPAR U JKEAY-
AOYEK MPOXOAUT TpsiMast Kuiuka. HeoObruHoe
pacrnoAo)xeHre peKTyMa BO3HUKAO B Pe3YAb-
TaTe 00bEAVHEHMS ABYX )KEAYAOUKOB, MEXKAY
KOTOPbIMU OH MCXOAHO HaXOAUACs (Takoe

9
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IIOAOXKEHJE COXPAaHUAOCDH Y
CTBOPYATBHIX).

HU3IINX ABY-

I'raBa IL. KaeTku remoanmMdbr

OcHOBHBIMU 3 PEKTOPHBIMU AEMEHTA-
MU IMMYHHBIX peaKLJI1 MOAAIOCKOB SIBASIIOT-
Cs1 UMPKYAUPYIOIME€ KAETKU IeMOAUMM®Bl —
reMouuThl. IlocAepAHME yyacTBYIOT B pas-
AVIYHBIX (U3MOAOTMYECKUX MPOLieccax B Op-
raHu3Me MOAAIOCKOB. OHM NIPUCYTCTBYIOT BO
MHOTMX TKaHSX, TA€ YYaCTBYIOT B Ipolieccax
TpoMboobOpasoBaHus, perenepauuu (Polglase
et al. 1983; Franchini, Ottaviani 2000; Furuta,
Yamaguchi 2001; Hermann et al. 2005), ¢op-
MupoBaHuu pakoBuHbl (Mount et al. 2004),
IepeHoce ra3oB U INUTATEAbHBIX BeEIECTB
(Sminia 1972). Kpome 3TOro0, 0AHOIT 13 BaXx-
HeMuX QYHKIUI KAETOK TeMOAVMBI SIBASI-
€TCs y4acTVe B peaAu3aLy OCHOBHBIX popM
VI 3TAllOB MMMYHHOTO OTBETa MOAAICKOB
(cm. raaBa III).

[eMOLIITBI MOAAIOCKOB Y4aCTBYIOT B pac-
nosHaBaHuu mnaroreHoB (Song et al. 2010;
Gust et al. 2013; Castillo et al. 2015), darouu-
To3e (Sminia 1972; 1981; van der Knaap 1981;
Yamaguchi et al. 1988; Ataev et al. 2016; Pila
et al. 2016b; 2017), MHKANICYASILIUU YY>KEPOA-
HbIX 00beKTOB (Sminia 1974; Harris 1975; Lie,
Heyneman 1976; Loker et al. 1982; Jourdane,
Cheng 1987; Ataev, Coustau 1999; Furuta,
Yamaguchi 2001; TTpoxopoBa u ap. 2015),
00pa3oBaHMM LIUTOTOKCUYECKUX MOAEKYA —
MeTabOAUTOB KUCAOPOAQ U a30Ta, aHTU-
Muxkpo6bubix 6eakoB (Dikkeboom et al. 1988;
Adema et al. 1992; 1994; Humphries, Yoshino
2008; Seppila, Leicht 2013; Li et al. 2020), BbI-
paboTKe OINCOHUHOB (HAmpuUMep, AEKTUHBI)
(Horak, Deme 1998) u unutoxknnos (De Jong-
Brink 1995; Gust et al. 2013) (puc. 2).

Kaaccuduxaums reMouuTon

HecMoTps Ha AOATYIO UCTOPUIO U3YYEHUA
KAETOK TeMOAUMMPBI MOAAIOCKOB, AO HaCTO-
SIL[ETO BPEMEHU OTCYTCTBYET MX OOIenpu-
HATasg Kaaccudukanysa. K Tomy xe aBTOpPBI
MOTYT MPUMEHSITh AASI UX 0003HaUYeHUsI pas-
AVYHBIE oIlpepeAeHMs. Yallle Bcero KAeTKM
Ha3bIBAIOT IeMOLIUTAMY, HO TAK)XXe UCIOAb3Y-
IOTCA TEPMUHDbL «aMéGOL[I/ITbI», «AEVIKOLIUTBI»,
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«aumoouute» u Ap. (cMm. Pila et al. 2016b;
AtaeB u Ap. 2020 u aAp.). Kpome Ttoro, Her
€AMHCTBA U B ONpeAeAeHY QYHKLMOHAABHO-
ro 3HaYeHUs] KOHKPETHBIX TUIIOB FeMOLUTOB,
a TaKoKe myTen ux AuddepeHLMPOBKY U CITe-
LMAAU3ALUN.

B pesyAbTaTe AASL MOAAIOCKOB HE TOABKO
KPYITHBIX TaKCOHOB, HO AQ)KE€ OAHOTO POAQ U
AQKe BMAQ TMApPAAAEABHO MOTYT MKCIIOAB30-
BaTbCsl pasHble KAacCMUKALMYU LMPKYAU-
PYIOLIMX KAETOK M OTMEeYaTbCsl pasHOe KO-
AVYECTBO TUIOB remouutoB (Taba. 1). Tem
He MeHee OOABIIMHCTBO COBPEMEHHBIX UC-
CA€AOBaTeAel MPU3HAIOT HaAUYMEe ABYX OC-
HOBHBIX KAETOYHBIX TOMYASILUI FeMOAUMOBI
(puc. 3-5).

[TepBBII1 TUI COCTABASIOT MaKpodaromo-
AOOHBIE KAeTKM, popMupyIOlMe TICEBAOIIO-
AU, B Pa3HOW CTeNeHU TPaHYAsIpHbIE, C BbI-
pPaKeHHOM CIOCOOHOCTBIO K (arounutosy u
00pa3oBaHMIO arrAloTMHaUMil. B coBpemeH-
HOI1 AUTEpaType UX 0OBIYHO 0003HAYAIOT KaK
TPaHYAOLIUTBI MAU T'PaHYASIPHbIE T€MOLIUTHI.
YacTo rpaHyAOLIUTHI IOAPA3AEASIOT Ha TOA-
THUIIBI TI0 KOAMYECTBY TPAaHYA UAU COAepIKa-
HUIO BaKyOAe€l, AM30COM, MUTOXOHAPUI U
BKAIOYeHMIT. VIMEHHO I'PaHyAOLUTHI Y OOAB-
IIMHCTBA MOAAIOCKOB SIBASIIOTCSI ITpeoOAapa-
IOIVIM KA€TOYHBIM TUIIOM.

BTopoit T — ruaAMHOLUTBL — KAETKHU CO
cAab0J1 CIIOCOOHOCTHIO K AATE€3UM U HEOOAD-
IIMM KOAMYECTBOM TPaHYA B LiUTOmAasme. B
AUTEPATYPHBIX UCTOYHMKAX OHU TaKKe 000-
3HAYAI0TCSI KaK OKPYTAbI€ KAETKM, arPaHYASIP-
Hble KAETKU AU arpaHyAoLuThI (puc. 3, 4).

B oTAeABHYIO TPYIIy HEKOTOpble aBTO-
pPbl  BBIAEASIIOT OAACTOMOAOOHDBIE KAETKMU.
Yaiile BCero sTMM TEPMUHOM 00O3HAYAIOTCS
KAETKM TOXOXKUe Ha TMaAMHOLUTBI, HO OT-
AVYAIOIMECS OT TIOCAEAHNX GOABIINM SAEp-
HO-LIUTOMAQ3MaTUYECKMM  COOTHOILIEH/EM
(Gorbushin, Iakovleva 2006; Portet et al.
2019).

AASI MOAAIOCKOB B LIEAOM OTMEYaeTCsi OOAD-
masi MOAMMOP(GHOCTD KAETOK TeMOAUMOBL
IT0 00YCAOBMAO AVICKYCCUIO O TOM, OTHOCSITCS
AV TeMOLMTBI PasHbIX MOP(OTUIIOB K CaMo-
CTOSITEABHBIM KAETOYHBIM TUIIAM VAU IIPEA-
CTaBASIIOT COOOV €AMHYIO MOMYASILIUIO KAETOK,
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KneTouHbin

MMMYHUTET MOZINFOCKOB

K/ETOYHbLIE OCHOBDbI

fymopanbHbIi

N

AméboLuTo- - Tonoctb -
femonoas S WIS i CreHKm Lnpkynn
NpoAyLMpYoLWnii v nepw- KpoBeHoC- pytowme
opraH e Wabp  KapAa  HbiX cOCyA0B remobnacTbl
¥
Knetku
femouuThbl [paHynouMTbl, TMANHOLNTBI N apyrue
MONEKYNAPHbIE OCHOBbl 1 MEXAHU3MbI
LUMTOKMHbI  JleKTUHbI  DepmenTbl  AHTUMMKpOGHble — KOMMOHEHTbI
nenTapl KOoMmIiemeHTa
MoneKynbl . ,
Monekynbl aTorek- KTUBHbIE
agresumn pacnosHaiouye  TOKCMHbI dopmbl AmAGH oY
peLenTopbl Kncaopoga depmeHToB
L 2
PacnosHaBaHue BHYTpMKNeTOUYHaA AKTnBaLnA MexKneToYHan
MexaHuambl | " Gywepoatioro perynaLma remorossa Koonepaumsa
Agnresus rV&?gﬁ:&::ﬂ LMTOTOKCMUHOCT, XemoTakenue — OncoHusaLma

NPOABJIEHUA

/ darountos \

Peakuuun

KAI’I‘IHOTMHaU,VIH\

Puc. 2. KOMITIOHEHTBbI UMMYHUTETA U [IPOSIBAEHNME 3AIUTHBIX PeaKLMil MOAAIOCKOB
Fig. 2. Components of immunity and manifestation of defence reactions of molluscs

/l/l HKancyna u,vm\

CITOCOOHBIX K CITeLiaAM3aly B 3aBUCYMOCTU
OT AOKAAM3ALMV U BBIITOAHSEMBIX (PYHKLVIIL
[IpuMeHeHMe MeTOAQ NMPOTOYHON LIUTOd-
AYOpVIMETPUM TI03BOASIET BBIACASITb CpPeAU
OCHOBHBIX KAETOYHBIX IIONYASLIMI OTAEAb-
Hble CyOIONyASILIMM, KA€TKM KOTOPBIX OTAM-
YAIOTCS 10 META0OAMYECKON aKTUBHOCTU U
byHkymonaabHoMy coctostHuio (ITpoxoposa

n Ap. 2018; Prokhorova et al. 2018; Tokmakova
et al. 2020; Serebryakova et al. 2022).
YMCAEHHOCTb ¥ COOTHOILEH)E [eMOLIUTOB
Pa3HBIX TUIIOB B LXPKYASILIUY ABASIIOTCS BUAO-
crienuduyeckumy npusHakamu. OAHAKO OHU
BeCbMa BapuabeAbHbI B paMKaX OAHOTO BMAQ
Y 3aBUCSIT OT BO3pacTa U (pU3NOAOTMYECKO-
IO COCTOSIHUSI MOAAIOCKOB. B yacTHOCTM AAS
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TabAuma 1
KaeTouHbli1 cocTaB reMOAUMQbI MOAAIOCKOB
Table 1
Cellular composition of the hemolymph of molluscs
Bua MmoaArocka KoAnuecTBO BbhIAEASIEMBIX ABTOpBI
TUIOB FeMOLIUTOB
1 2 3
GASTROPODA, PANPULMONATA
Achatina achatina,
A. fulica,
Blomp halaria glqbrata, 2 Adema et al. 1992
Bulinus natalensis,
Helix aspersa,
Lgmnaea stagnalis
Jeong, Heyneman 1976
. . ITpoxoposa u Ap. 2018
Biomphalaria glabrata 2 Yoshino, Coustau 2011
Yoshino et al. 2013
. . Matricon-Condrat, Letocart 1999
Biomphalaria glabrata 3 Portet et al. 2019
Biomp hqlarm glabrata, 5 Cavalcanti et al. 2012
B. straminea
Cantareus aspersus 2 Furuta, Yamaguchi 2001
Helix aspersa maxima 2 Adamowicz, Bolaczek 2003
Incilaria bilineata, 3 Futura et al. 1990
Incilaria fruhstorferi Furuta, Yamaguchi 2001
Indoplanorbis exustus 2 Mahilini, Rajendran 2008
Lymnaea natalensis 3 El-Sayed et al. 2014
Sminia et al. 1983
Lymnaea stagnalis 1 van der Knaap et al. 1993
Boisseaux et al. 2016
Lymnaea truncatula 2 Rondelaud, Barthe 1981
Lymnaea stagnalis,
L. peregra,
Plgnoriarius corneus, 4 Crapmirienio u Ap. 1981
Planorbis planorbis
Oncomelania hupensis 2 Sasaki et al. 2003
. Ottaviani, Franchini 1988
Planorbarius corneus 2
ITpoxoposa u Ap. 2018
Planorbis planorbis 2 [Tpoxoposa u Ap. 2018
GASTROPODA, CAENOGASTROPODA
Bellamya bengalensis,
o gloybosa 8 3 Ray et al. 2013
Bithynia. funiculata,
B. siamensis siamensis, 3 Suwannatrai et al. 2019
B. siamensis
Littorina littorea 3 Gorbushin, Iakovleva 2006
Oncomelania hupensis 2 Pengsakul et al. 2013
Pila globosa 2 Mahilini, Rajendran 2008

12
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Taoauna 1. OkoHyaHune

Table 1. End
1 2 3
Pomacea canaliculata 3 Cueto et al. 2015
Viviparus sp. 2 Hyman 1967
Viviparus viviparus 2 CepebpsikoBa u Ap. 2024
Viviparus viviparus 3 CrapHmyeHko u Ap. 1981
BIVALVIA

Cerastoderma edule 2 Le Grand et al. 2013
Crassostrea gigas 3 Bachere et al. 2004
Crassostrea gigas 2 Ruddell 1971
Crassostrea virginica 3 Allam et al. 2002
Cerastoderma edule,
Ensis siliqua, 2 Wootton et al. 2003
Mytilus edulis
Mytilus edulis 2 Pipe et al. 1997
Mpytilus californianus 3 Bayne et al. 1979

. o Andreeva et al. 2019
Mytilus galloprovincialis 2 Parrino et al. 2019
Mytilus galloprovincialis 3 gz;frei\lf?lllzf I?;l 11999975
Mercenaria mercenaria, 2 Allam et al. 2002
Ruditapes philippinarum
Modiolus kurilensis 4 Grinchenko et al. 2015
Panopea globosa 2 Hernandez-Méndez et al. 2020
Pinctada imbricata 3 Kuchel et al. 2010
Scrobicularia plana 3 Wootton, Pipe 2003
Tapes philippinarum 4 Cima et al. 2000
Tridacna crocea 3 Nakayama et al. 1997

yAbMOHAT Biomphalaria glabrata v Bulinus
africanus MoxasaHa 3aBUCUMOCTb YMCAE€HHO-
CTU TeMOLITOB OT pa3MepoB YAUTOK (Stumpf,
Gilbertson 1978; Yssel, Wolmarans 1989). V¥
ouBaabBuit Modiolus kurilensis uncao uypky-
AVIPYIOIVIX T€MOLIUTOB MMeEET MPSIMYI0 KOp-
PeASILIMIO C TeMIIEPaTypOi U COAEHOCTBIO, a
00paTHyI0 — C KOHILIeHTpal1eil KCAOPOAQ B
okpyxarmoieit cpepe (CokoapHukona 2021). B
pe3yAbTaTe KAETOYHBIN COCTaB reMOAMMDI
MOAAIOCKOB OAHOTO BMAQ MOXXET OTAUYATHCS
B pa3HbIX MecTax O0MTaHUsI.

VIMMyHM3aLMsi TakXe BAMSIET Ha COOT-
HOLIIEH/e TeMOLIUTOB pPa3HbIX IOMYASILIUI
u cyonomnyasiuuii. Harpumep, y ractpormop
Planorbarius corneus v OuBaabBUI1 Anadara
trapezia COOTHOILIEHVIE TPAHYAOLMTOB U r'va-
AVIHOLJTOB Pa3ANYaeTCsI MEXAY MHTaKTHBI-
MU U 3apKEHHBIMU TPEMATOAAMU MOAAIO-

ckamu (Dang et al. 2013; Ataev et al. 2016;
Serebryakova et al. 2022). Aast 6ypoit Myuauu
Perna perna oTMe4eHO 3HaYUTEABHOE U3Me-
HeHle KOAMYeCTBAa UM pasMmepa LUPKYAUPY-
IOLVX TeMOLMTOB IpU MHBa3uu AMHO(Aa-
reastamu Prorocentrum lima (Neves et al.
2019).

Pa3Anuns B XapaKTepuCTUKe IeMOLIUTOB
TAK)Ke MOTYT ObITh CBSI3aHbI C IPMMEHEHNEM
PasHBIX METOAOB AASL MX M3yueHUs (MUKpO-
CKOMMSI, UMMYHOLIMTOXVMMSI, IPOTOYHAS Ly-
TOPAYOPUMETPHUSI), & TAKKE MCIIOAb30BaHMU-
€M PasAMYHBIX NPU3HAKOB AASI X XapakTe-
puctuku: MopdoAornyeckne, YAbTPaCTPYyK-
TypHble, (YHKLMOHAABHbIE OCOOEHHOCTH,
ounoxumuueckme mapkepst (Pila et al. 2016a;
Artaes u aAp. 2020).

OtcyTcTBME  eAMHON  KAaccuduxauum
reMOLIUTOB 3aTPYAHSIET IPOBEAEHME CpaB-
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Puc. 3. Mopdoaoruss rpanysounutoB (1) um ruaAMHOUUTOB (2) AEroYHBIX MOAAIOCKOB
Biomphalaria glabrata (A); Planorbis planorbis (B); Planorbarius corneus (C); Succinea
putris (D); Lymnaea stagnalis (E, F) (Tokmakova et al. 2020); cxema remouutos (G). FLUO —
dbayopecuentnas mukpockomnusi; PH — ¢asosbiit kontpact. Maciirab = 10 pm

Fig. 3. Morphology of granulocytes (1) and hyalinocytes (2) of the pulmonary molluscs
Biomphalaria glabrata (A); Planorbis planorbis (B); Planorbarius corneus (C); Succinea putris
(D); Lymnaea stagnalis (E, F) (Tokmakova et al. 2020); scheme of hemocytes (G). FLUO —
fluorescence microscopy; PH — phase contrast. Scale bar = 10 um
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Puc. 4. TOM mukpodortorpaduu rpanysouutos (A, D) u rmaansonuros (B, C). A-B —
nyAbMoHat Biomphalaria glabrata (Prokhorova et al. 2018); C-D — 6uBaabBuit Ruditapes
philippinarum (Liu, Zhao 2018). YcaoBHble 0603Hayenus:: aG — anmapat [oAbAXYu; g —
TPaHYABI; Wi — MUTOXOHAPUY; 1 — SIAPO; M4 — SIAPBILIKO; p — TICEBAOTIOAMY; rer — TpIIIP;
F — ¢uaronopun; G — rpanyaa; GA — anmapat [oabpxu; M — mutoxoHpapun; N — SIADPO;
P — nceBponopny; RER — rp3I1P

Fig. 4. TEM micrographs of granulocytes (A, D) and hyalinocytes (B, C). A—-B — of pulmonate
Biomphalaria glabrata (Prokhorova et al. 2018); C-D of bivalvia Ruditapes philippinarum
(Liu, Zhao 2018). Legend: aG — Golgi apparatus; g — granules; mi — mitochondria; n —
nucleus; nu — nucleolus; p — pseudopodia; rer — grEPR; F — filopodia; G — granule; GA —
Golgi apparatus; M — mitochondria; N — nucleus; P — pseudopodia; RER — grEPR

HUTEABHOTO QaHaAU3a KAETOK IeMOAMMDI
MEXAY PasHbIMU I'PYIIIAMU MOAAKCKOB. Tak
KaK 3TOT BOIIPOC OCTAETCA OTKPBITHIM, MBI
VICTIOAb3YeM KaTerOpUI0 «TUIl TeMOLUTOB»

TOABKO AASI 0003HAY€HVsT KAETOYHBIX IOIY-
ASILIMV, pasAMYAIOLMXCs MO0 MopdoAoruye-
CKMM ¥ (QYHKLMOHAABHBIM XapaKTepUCTU-
KaM, He 3aTparmpasi X IPpOMCXOXKAEHMe.
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A

Biomphalaria glabrata

DNARNA+

SSlog

Puc. 5. TlomyAsIIMOHHBIN COCTaB KAETOK

(Andreeva et al. 2019)

FSlog -

I'eMOAI/IM(l)bI MOAAIOCKOB., A — ITYAbMOHaAT

Biomphalaria glabrata (Tokmakova et al. 2020); b — 6uBaabsuit Mytilus galloprovincialis

Fig. 5. Population composition of hemolymph cells of molluscs. A — pulmonate Biomphalaria
glabrata (Tokmakova et al. 2020); b — bivalve Mytilus galloprovincialis (Andreeva et al. 2019)

ITemomnoas

B HacTosiiiee BpeMsi OTCYTCTBYeT 0O0lije-
NPUHSTAs TUIIOTE3a O MeXaHU3Me reMoI0s3a
MOAAIOCKOB. IIpy 5TOM MYABTUIIAMKALIMS Te-
MOLIUTOB Y HUX MOXXET OTAMYATbCS AaXKe Ha
YPOBHE OAHOTO OTPSIAA.

BoAee uccaepOBaHBI B 9TOM OTHOILUEHUU
AérouHble MoAAwcku (Araes, IIpoxopo-
Ba 2013; Pila et al. 2016a; AtaeB u aAp. 2020
1 Ap.). Y OOABLIMHCTBA M3YYE€HHBIX TyAbBMO-
HaT 0OpasoBaHME LMPKYAUPYIOIIMX KAETOK
reMOAUM®bI POUCXOAUT B aMEDOLUTO-TIPO-
Ayuupyioiiem opraHe (AITO), xoTopslit pac-
IIOAOXKEH MEXAY MepUKapAMaAbHBIM U MaH-
TUMHBIM SMUTEAUSMU, HO, BEPOSITHO, SIBASI-
€TCsI TIPOU3BOAHBIM MEPUKAPANAABHOTO SN~
teansi (Pan 1958; Lie et al. 1975; Jeong et al.
1983; Sullivan 1988; Artaes, [Tpoxoposa 2013)
(puc. 6) 1 COCTOUT U3 HEOOABLINX CKOTIAEHUN
KAETOK YAAMHEHHO! (POPMBI — «Y3€AKOB».
B cayuae crnipaBeAAMBOCTY TaKOW TPaKTOBKMU
ATIO, caepyeT NpuU3HATh ero Me30AepMaAb-
HOE TIPOMCXOXXKAEHME MOAOOHO OpraHam re-
MOTI0332 APYTMX )XUBOTHBIX.

Kaerku B cocraBe AITO criocoOHBI K Ae-
AeHMo. VIX MUTOTMYECKasi aKTUBHOCTb BO3-
pacraer Nmpu MMMYHU3aLUU, B YaCTHOCTH,
IpU TPEMATOAHOV WHBa3uM, IEpecapke
TPAHCIIAQHTATOB, MHDbEKUUSX OakTepuim u
IIPOAYKTOB >KM3HEAESTEABHOCTU IIATOr€HOB
(Lie et al. 1976; Joky et al. 1985; Araes, Ilo-
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AeBIMKOB 2004; Salamat, Sullivan 2008; 2009;
Sullivan et al. 2011; Araes, ITpoxopoBa 2013;
Sullivan et al. 2014; Zhang et al. 2016; Toxma-
KoBa 2018).

OTAEABHO CTOUT YIIOMSIHYTb O IIPEAAO-
JKEHHOV AASl NTyAbBMOHAT cxeMe AuddepeH-
LIMPOBKM TreMoLuTOB. Kak ObIAO OTMeueHO
paHee, IIpPY MMMYHM3ALY MOAAIOCKOB IPO-
VICXOAUT Vi3MEHEHMe COOTHOIIEHVS KAETOY-
HbIX nonyasiuui. Hanpuwmep, y Planorbarius
corneus B CAydYae 3apa’keHUsI TPEMaTOAAMMU
Plagiorchis sp. HaDAI0OAQAOCH YMEHBIIEHNE B
LVIPKYASIUMA AOAU TMAAVMHOLIMTOB, COIPO-
BOXXAQIOII[eeCs] POCTOM AOAU TPAHYAOLIUTOB.
Takue M3MeHeHUSI MOTYT ObITh O0YCAOBAEHBI
IIEPEXOAOM KAETOK M3 OAHOI MOMYASILIMK B
Apyryto. IIpu 3TOM cpeAM TPaHYAOLIMTOB yBe-
AVYVIBA€TCSI YMCAO 3PEABIX M PYHKLIIOHAABHO
aKTUBHBIX KAETOK. BO3MO’XKHO, 3TO KOCBEHHO
CBUAETEABCTBYET O CYILIECTBOBAaHUM OAHON
AvHUY AP epeHIMPOBKY KAETOK TEMOAVM-
¢ur1 (Serebryakova et al. 2022). TemonoaTtuye-
CK/i€ CTBOAOBBIE KAETKY, AOKAaAM30BaHHBIE
B AIIO, criocobHbl AeAuTcs, obecrieunBast
MYABTUIIAMKALMIO NPOreMoLuToB. Ilocaea-
Hue AuQepeHIPYIOTCS B TMAAMHOLIUTHI, a
Te MO03AHEe — B IPAHYAOLUTBL. TaKoil BBIBOA
IIOATBEP>KAQIOT pe3yAbTaThl paboTsl CMMUHMA
C COaBTOpaMM, IOAYYEHHblE NMpPU U3YYeHUU
IIYABMOHAT Lymnaea stagnalis (Sminia et al.
1983). OHM PEATIOAOXKUAY, YTO TACTPOTIOABI
VIMEIOT OAVIH OCHOBHOJI TUII TEMOLIUTOB. DTOT
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Puc.6.AmébonuTo-npopyuupytomuiioprad (AITO) Biomphalariaglabrata. A— aokaausauys
ATIO (o Joky 1982 ¢ usmeHneHusimu). YcAoBHbIE 0003HAYEHMSI: 211 — TelaTONaHKpeac;  —
YKEAYAOK; K — KUILKA; KM — KOAAYMEASIpHAsI MBIILL[A; MH — MaHTUIHASI IOAOCTb; /1 — MOYKa;
nn — nepuKapAMaAbHas MOAOCTD; ¢ — cepalie. b — cTpykrypa ATTO (1o Jeong et al. 1983

C M3MeHeHUsIMI). YCAOBHbIe 0003HaYeHUs:: I — MaHTUITHBIN SMUTeAui, 2 — 6asaAbHas
MeMOpaHa; 3 — rAaAKOMBILIEYHbIe KA€TKM; 4 — KPOBEHOCHBI CUHYC; 5 — ¢pubpobaact; 6 —
MePUKAPAVAABHBIN MUTEANIT; 7 — HepudbpepeHMpOBaHHbIe KAETKY; 8 — co3peBaroliye

reMOLIUTDI; 9 — 3PeABIN TEMOLUT

Fig. 6. Amoebocyte-producing organ (APO) of Biomphalaria glabrata. A — APO localization
(according to Joky 1982 with modifications). Legend: en — hepatopancreas; » — stomach;
k — intestine; km — collumellar muscle; mn — mantle cavity; n — kidney; nn — pericardial
cavity; ¢ — heart. b — APO structure (according to Jeong et al. 1983 with modifications).
Legend: I — mantle pithelium; 2 — basement membrane; 3 — smooth muscle cells; 4 — blood
sinus; 5 — fibroblast; 6 — pericardial epithelium; 7 — undifferentiated cells; 8 — maturing

hemocytes; 9 — mature hemocyte

TUII TIPEACTABAEH B LIUPKYASILIMY HECKOABKM-
MU MopdoArornueckumu GopmMamu, pasAnda-
IOIUMUCS 110 QYHKLMOHAABHOV AKTUBHOCTMU.
VIMEHHO OKpYrAble KAETKU (IMaAUMHOLIATHI)
VIMEIOT 0OAee BBICOKMIT TPOAMdepaTUBHbBIN
MOTEHLIMAA U SIBASIIOTCS IIPEAIIeCTBEHHMU-
KaMU IpaHyAOLMTOB. [To3AHee K CXOAHOMY
MHeHuio npuiiau Maptunc-Coysa ¢ KoAAe-
ramu nipu pabote ¢ Biomphalaria glabrata n
B. tenagophila (Martins-Souza et al. 2009).

Y npeACTaBUTEAEI LIEHOTaCTPOIIOA — aMITy-
asipuit Pomacea canaliculata — obpa3soBaHue
reMOLIMTOB MPOUCXOAUT BO BHEIIHEN CTEHKe
«ABIXaTEABHBIX» U TIOYEYHBIX BEH, 4 TAK)KE B re-
MoAVM(e, 3aMOAHSIOLIEI IPOCBET MePUKAPAA
(Accorsi et al. 2014). O6pasoBaHHbIE TEMOLIUTbI
XpaHATCS B CIIELMAABHOM OpraHe («aMITyAe»)
MEIIKOBUAHON (HOPMBI, KOTOPBIT PACIIOAOKEH
B IIEPUKAPAMAABHON ITOAOCTY U COEAVHSIETCS C
CepALleM Yepe3 IIEPEAHIOI0 A0PTY.

CyleCcTBYIOT TaK)Ke TMIIOTEe3bl, AOIYCKa-
I01I[1e Y TyABMOHAT 00pa3oBaHye reMOLIUTOB
13 KAETOK coepArMHuTeAbHOM TKaHu (Sullivan
1990; Souza, Andrade 2006), Au6o mpoau-
depauuio camMux LUPKYAUPYIOLIMX KAETOK
remoAuMdsnt (Sminia et al. 1983; Monteil,
Matricon-Gondran 1991; Portet et al. 2019).

[TocAepHsIsE paccMaTpUBaeTCs TAKXKe B Ka-
yecTBE BO3MOXXHOTO MexaHu3Ma oOpas3oBa-
HUS TEMOLIUTOB Y MMPO300PaHXUI, Y KOTOPBIX
IIOKa He BBIIBAEHO 000COOAEHHBIX LIEeHTPOB
remomnossa (Gorbushin, Iakovleva 2006).

CxoAHbBIE BapuaHTbl GOPMUPOBAHUS LIUP-
KYAVPYIOLIX S9A€MEHTOB MPEATIOAATAIOTCS U
Y ABYCTBOPYATBIX MOAAKCKOB: AnddepeHLn-
POBKa B reMOLIUTBI KAETOK COEAMHUTEABHOI
tkaHu (Smolowitz et al. 1989); npoaudepa-
LS UUPKYAUPYOLINX reMo0AaCTOB — KAe-
TOK-IIPEALIIECTBEHHUKOB, KOTOPbIe 00AaAQIOT
CBOICTBaMM CTBOAOBBIX KAeTOK (Matozzo
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et al. 2008); HaAM4Me CrELMAAU3UPOBAHHBIX
Y4aCTKOB reMOI1093a, HAlpUMep, B CTEHKaX
KpoBeHOCHbIX cocypoB (Tirapé et al. 2007) u
y4yacTkax kabepHoro sanuteaus (Jemaa et al.
2014). B nocaepHeM cAyvae mpoAudepanus
AVdpepeHPOBAaHHBIX T€MOLUTOB ITPOUC-
XOAUT B CITELIMAAM3MPOBAHHBIX yYaCTKaX Xa-
6ep, Haripumep, y yctpuubl Crassostrea gigas.
[ToxazaHo, YTO MPU UMMYHM3ALUU YCTPULI
6aktepusimu Vibrio splendidus npoucxoput
aKTMBALIMs TeMOI093a B KaHAAbLAX >Kabep-
Hbix Huten (Li et al. 2017).

OpurnHaAbHYyI0 TUIOTE3Y IPOUCXOXKAE-
HUSI TEMOLIMTOB Y ABYCTBOPYAThIX MOAAIOCKOB
BbIcKasaaA B. A. Apsiuyk (Dyachuk et al. 2015),
M3YYaBLUIUI AUYMHOYHbIE CTAAUM Pa3BUTUS
MUTHUAUA. B MOMEHT, KOTAQ AMYMHKU HA4M-
HAIOT MUTATbCs, OHU TOABEPTAITCS PUCKY
VMHBa3uM pa3AMYHbIMU maTtoreHamu. OAHaKO
y 3TUX AMYMHOK OTCYTCTBYIOT CIELIMAAU3U-
pOBaHHbIE YYaCTKU 0Opa30BaHMSI 3aLIUTHBIX
KAeTOK. TakuM 006pasom, aBTOp IpeAIoAara-
€T, 4YTO FeMOLUThI POPMUPYIOTCS U3 KAETOK-
MpEALIECTBEHHUKOB MUI€BAPUTEABHOI CHU-
CTEMBI MAY ME30TEAVAABHBIX KAETOK.

I'rasa III. ViMMyHHbIe peakuyn

3.1. KAeTOYHbII UMMYHUTET

OcHOBHBIMU (GOpMaMU KAETOYHOTO WM-
MYHHOTO OTBETQ, ONMCAHHBIMU Y MOAAIO-
CKOB, SIBASIIOTCSI HaroLuTO3 ¥ MHKAIICYASILIVS
(puc. 2). ViMeHHO B 3TUX PEAKLMSIX TPOSIBASI-
€TCS LUTOTOKCMYHOCTb IeMOLUUTOB. Takum
00pa3oM, reMOLUTBI PeaAn3yIoT GOpPMBI KAe-
TOYHOTO OTBETA, 32 KOTOPbIE Y T0O3BOHOYHBIX
OTBEYal0T KAETKV I'PAHYAOLIMTAPHO I MOHO-
LUTapHO-MaKpOoQaraAbHOV AVIHUI.

Cpeau remoLuToB darouutapHasi akKTUB-
HOCTb HanboAee BbIpa’KeHa y IPAHYAOLIUTOB.
ITocaepHME CIOCOOHBI K darouuTosy 6ak-
TepUil, APOX>Kel, SPUTPOLUTOB, YACTUL, 3U-
MO3aHa, AATEKCHBIX LIAPUKOB U Ap. (van der
Knaap 1981; Yamaguchi et al. 1988; Ford 1992;
Ataev et al. 2016; Pila et al. 2016b; Novoa et al.
2002 u Ap.). AAsL reMOLIMTOB IMMOKa3aHa CIIO-
COOHOCTD K IIPOAYKLIMHM BCero Habopa rmapo-
AUTUYECKUX PEPMEHTOB, a TaK)Xe aKTUBHBIX
MeTaboAUTOB KucAopopa u asora (Schmitt
et al. 2012; Soudant et al. 2013; Allam, Raftos
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2015; Schultz, Adema 2017; Zannella et al.
2017 u Ap.).

PasAMyHasi CIOCOOHOCTb LMPKYAUPYIO-
VX KAETOK K aAre3un u GparoruTosy MOXKeT
ObITb 00ycAOBA€Ha pasHbIM HabOpOM MoO-
AEKYA AAT€3UM Y pasHBIX TUIIOB reMOLIUTOB
(Hermann et al. 2008). 9Ta ocobeHHOCTb CKa-
3bIBA€TCS HA yYaCTUM MOCAEAHUX B KAETOY-
HBIX 3QLUTHBIX PEAKLMSIX.

QarouuTapHyl0  aKTMBHOCTb  T€MOLU-
TBI IPOSIBASIIOT KaK B LMPKYASILIMM, TaK U B
TKaHsx. Hanpumep, y amnyaspuit Pomacea
canaliculata 6piAvI OOHapy)XeHBI OCTPOBKU
AOTHOYIIAKOBAHHBIX T€MOLIUTOB, 3AITOAHSIIO-
1[/ie TeMOLIeAaAbHbIE TPOCTPAHCTBA MEXAY
CKAAAKaMM To4yeyHoro smurteaus. Kaerku,
HAXOASIIMECS] B COCTaBe TaKMX OCTPOBKOB,
CIIOCOOHBI Y4acTBOBATh B 3axBare U darouu-
TO3€ HOPOAHBIX YaCTUL] U3 OKPY)KaIOIIel re-
moAanmsl (Cueto et al. 2015).

LIMTOTOKCMYHOCTD T€MOLIUTOB TPOSIBASI-
€TCSI B X CIIOCOOHOCTU TMPOAYLIMPOBATh Be-
11[eCTBa, 00ecreynBarolie AeCTPYKLIUIO KAe-
TOK U TKaHell rnaroreHoB. K HMM oTHoOcATCA
TUAPOAUTHYECK/E (EePMEHThl U aKTUBHBIE
KIICAOPOAHBIE METAOOAUTBI MOAEKYASIPHOTO
KICAOpPOAA U a3oTa (reactive oxygen species,
ROS u reactive nitrogen species, RNS). ROS
n RNS gBAAI0OTCA BBICOKOpEaKTUMBHBIMU
OKVICAUTEASIMM, KOTOpble MOTYT ITOBPEX-
AQTb CTPYKTYpHbIe U GYHKLVIOHAABHbIE KOM-
IIOHEHTbI TMAaTOT€HOB, a TAKXKe BBIMOAHSITD
POAB PEryAsITOPOB MMMYHHOTO OTBETa, aK-
TUBMPYsI CUTHaAbHBbIe IyTH xo3sinHa (Lugrin
et al. 2014). Y m03BOHOYHBIX KMBOTHBIX LIV~
TOTOKCUYHOCTb XOPOIIO M3y4yeHa AASl KAe-
TOK BPOXKAEHHOTO MIMMYHUTETQ, TaKMX Kak
HenTpodpuabl u maxkpodaru (Kymep 1980;
Buchmann 2014).

Y MOAAIOCKOB BBISIBAEHBI OCHOBHbIE (ep-
MEHTbI, y4yacTBymwolue B npopykuuu ROS un
RNS — cynepokcuppaucmyrasza, NADPH-
okcupasol, NADPH-3aBucumas HuTpuTHas
okucb-cuHTa3za, NO-cuHTa3a, raAoreHuAIe-
pokcupasa, ¢penorokcuaasza u Ap. (Lockyer
et al. 2007; Novas et al. 2007; Butt, Raftos
2008; Humphries, Yoshino 2008; Dyachuk
2016). I'emorutsl BeipabarbiBatoT ROS 1 RNS
IpY MMMYHU3ALUY TaTOT€HAMU Pa3AUYHONM
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Puc. 7. Cuctema BbIpaOOTKM aKTUBHBIX KMCAOPOAHBIX METAOOAUTOB KVICAOPOAA U a30Ta B
reMOLIMTax ABYCTBOPYATBhIX MOAAIOCKOB (1o Donaghy et al. 2015 ¢ nu3ameHeHusimm)

Fig. 7. The system for producing reactive oxygen metabolites of oxygen and nitrogen in bivalve

hemocytes (according to Donaghy et al. 2015 with modifications)

IIPUPOABI — OT OaKTepuil ¥ MPOTUCTOB AO
MeTa30JHbIX Tapa3UTOB (TPeMaTOABI, CKpeb-
HU, HEMaTOABI U Ap.) (puc. 7).

[Mpoaykumst  cymepoxcupanuona  (O%)
yCTaHOBA€HA AASl TE€MOLMTOB TaCTPOIIOA
Lymnaea stagnalis, Helix aspersa, a Taxoke 6u-
BaabBui1 Crassostrea ariakensis, Mercenaria
mercenaria npyu (parounTose YacTul] 3UMO-
3aHa (Dikkeboom et al. 1988); racrpomogp
Biomphalaria glabrata, Lymnaea stagnalis,
Viviparus ater (Conte, Ottaviani 1995; Hahn
et al. 2001; Moné et al. 2010) pu 3apakeHun
TpeMaTOAAMM.

Y racTpomnop CIHOCOOHOCTb TIe€MOLMTOB
npoayuuposatb ROS xoppeaupyer co cTe-
IIEHBIO PE3UCTEHTHOCTU K TPEMaTOAHOM VH-
Basuu (Dikkeboom et al. 1988; Adema et al.
1994; 2001). Ilpu aToMm, MaTepuUHCKKE CITO-
pOLMCTBI TpeMartop Schistosoma wmansoni
aKTUBUPYIOT y Ouomdaaspuit obpasoBaHue
ROS remouyutamu. I'lpyu TpemMaTopHOM MHBa-

3UM NIPYAOBUKOB Lymnaea stagnalis B y3Kom
IIPOCBETE MEXAY TETYMEHTOM CIIOPOLIACT
VI CTEHKOM TeMOLIMTApHOM KaIlCyAbl, OOHa-
PY>KMBAIOTCSI TIEPOKCMAQ3d, PAAMKAABI CY-
IIEPOKCUAA U IIEPOKCUAA BoAOpoaa (van der
Knaap, Loker 1990). IlpumeHeHne MHTMOUTO-
pa NADPH-okcupasbl 3apep>kuBaeT sAMMU-
Hayuio cropouuct Irichobilharzia ocellata
u Schistosoma mansoni reMOUUTaMU YCTOM-
YMBBIX K MHBAa3UM AVIHUN Lymnaea stagnalis
un Biomphalaria glabrata cooTBeTCTBEHHO
(Adema et al. 1994; 2001; Dikkeboom et al.
1988). MHuky6auusa remountoB B. glabrata
CO CTUMYASITOPaMMU CeKpeLyuy peaKTUBHBIX
dbopM KuCAOpPOAQ, HANPOTUB, HMPUBOAUT K
YBEAUYEHMIO NPOAYKLMM KVCAOPOAHBIX Me-
TaboauTos (Zelck et al. 2006).

Vupexuus 6akTepuit MoaArockam Mytilus
edulis IPUBOAUT K aKTUBaLUU IPOAYKLIMU
reMouuTaMu cynepokcupaHuoHa (Pipe et al.
1997). Y Apyrux ouBaabBuii Perna perna npo-
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AYKLVS CYyTIepOKCUAQHMOHA TeMOLMTAMU T10-
BBILIIAETCS B OTBeT Ha cTpecc (Barracco et al.
1999; Novoa et al. 2002). Takxe y AByCTBOp-
YaThIX MOAAIOCKOB IOBBILIEHHbI YPOBEHb
npousBoacTBa ROS oTMeueH B HeoIlAacTu-
yeckux KaeTkax (Le Grand et al. 2013), koTo-
pble BO3BHMKAIOT BCAEACTBUE HEOMAA3UU —
IIATOAOTMYECKOTO TIPOLIeCCa, CBSI3aHHOTO C
00pa3oBaHMEM 3A0KAYECTBEHHBIX OITyXOAel
(Barber 2004; Carballal et al. 2015; Pila et al.
2016a). Bricka3aHO PEATIOAOXKEHME, YTO OHU
BO3HMKAIOT M3 ME3eHXMMAaAbHbIX VAU T€MO-
IMOSTUYECKUX CTBOAOBBIX KAeTOK (Barber
2004; Carballal et al. 2015). Takum ob6pasom,
B HEKOTOPBIX paboTax MPOBOAST AaHAAOTUU
MEXAY HEONMAACTUYECKMMIU KAETKaMU U He-
3peABIMU TeMOLIUTAMM, TaK KaK OHU UMEIT
obue mMopdorornyeckme U QyHKLMOHAAD-
Hbl€ XapaKTePUCTUKA.

MOAAIOCKM MMEIOT 3allfUTHbIE CUCTEMBI,
IPENSTCTBYIOLIME IOBPEKAEHMIO UX COO-
ctBeHHbIXx TKaHern ROS 1 RNS. B remornurax
BbIpa0AThIBAETCS LIEABII HAOOp aHTUOKCHU-
AQHTHBIX (PEPMEHTOB — TAyTaTHOHIIEPOK-
CUAa3bl, TAYTaTUOHPEAYKTa3bl, TAYyTaTUOH-S-
TpaHcdepassl (Zielinski, Portner 2000).

Apyroil MexaHM3M KAETOYHON LIUTOTOK-
CUYHOCTU TIPeACTaBA€H (HEeHOAOKCHUAABHOI
CUCTEMOM, O0ecledynBarolieil CUHTEe3 MeAa-
HUHOBBIX mUrMeHTOB. CHHTE3 MeAaHMHA
OCYILIECTBASIETCSI B Ipoliecce HEeHOAOKCHAA3Z-
HOTO Kackapa (Kackapa MeAaHusauuu). B Hém
y4acTBylOT (epMeHTbI, 0003HauYeHHbIE 00-
I[MM Ha3BaHMEeM (PEHOAOKCUAA3BI (BKAKOYAs
TUPO3UHA3bl, KATEXOAOKCUAA3BI U AQKKa3bl)
(Walker, Ferrar 1998). 3amyck ¢eHOAOKCH-
AQ3HOTO KacKaApa MPOMCXOAUT IPU TEPEXOAE
HeaKTUBHOI (opmbl heHOoAOKCHAA3bI (TTpo-
(beHOAOKCHAA32) B AKTUBHYIO (PEHOAOKCUAA3Y.

MeAaHu3auusl MaTOTEHOB U MOBPEXAEH-
HBIX TKaHeW SIBASIETCS OAHUMM U3 TIPOSIBAE-
HUJI BPOXXAEHHBIX 3AIUUTHBIX IIPOLECCOB Y
6ecrio3BoHOYHBIX. HamboAee ™MOAHO 3TOT
npotiecc n3yueH y uaeHuctonornx (Cerenius
et al. 2010). Y MOAAIOCKOB MeAaHM3aLMs
COMPOBOXA2eT (GopMUpOBaHUE PAKOBUH
(Waite, Wilbur 1976), 3a)kuBAeHue paH u UH-
KaIlCyASILUIO 1Y>KEPOAHBIX 00beKTOB. VMe-
I0TCSI AQHHblE O IPUCYTCTBUU (DEHOAOKCHU-
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AQ3 B MaHTUU, KULIEYHUKE U APYTUX OpraHax
MoAAIOCKOB (Luna-Acosta et al. 2011; Zhou et
al. 2012; Huan et al. 2013; Jiang et al. 2014; Yu
et al. 2014; babuy u Ap. 2017).

DeHOAOKCHAA3HASL CUCTEMa, KOTopas Yy
APYruXx 0eCIIO3BOHOYHBIX SIBASIETCSI BHEKAe-
TOYHBIM 3(PPEKTOPHBIM MEXAaHU3MOM, Y MOA-
AIOCKOB MOXET TaKXe IMPEACTaBASITb KAIO-
4YeBYI0 BHYTPUKAETOUYHYIO CUCTEMY 3allUThI.
TemouuThl MOTyT CHocobcTBOBaTh 00Opaso-
BaHMIO MEAAQHOTUYECKUX Y3E€AKOB, OrpaHM-
YMBAIOIMX PaCIpPOCTPAHEHME IaTOTeHHBIX
OpPraHM3MOB VAU IIOBPEXAEHHBIX TKaHe!
(Luna-Gonzalez et al. 2002; Jiménez-Vega
et al. 2005).

BHyTpuKAeTOYHasE ~ aKTUBHOCTb  ¢e-
HOAOKCHMAQ3bl Oblra OOHapyXeHa Yy ABY-
CTBOPYATBIX MOAAWCKOB Chamelea gallina,
Pinctada imbricata, Ruditapes philippinarum,
Saccostrea glomerata w Tapes decussatus
(Aladaileh et al. 2007; Kuchel et al. 2010). ¥
Saccostrea glomerata viakancyasiuus rud rpu-
0O0B CONPOBOXXAAETCSI MeAQHM3aLVIel], KOTOpast
IIPOMCXOAUT KaK BHYTPU MHKAIICYAUPYIOILINX
reMOLIMTOB, TaK 1 BO BHEKAETOUHOM MaTPUKCe
karcyasbl (Aladaileh et al. 2007). Kpome Toro,
(beHOAOKCHAABHASL AKTMBHOCTD IPOSIBASIET-
Cs mpu paspyuieHnu ParoAnu3oCcoM Mapasu-
ta Marteilia sydneyi remouutamu Saccostrea
glomerata (Butt, Raftos 2008; Kuchel et al.
2010). OTAoxeHue GHEHOAOKCHAA3BI OBIAO
o0OHapy>keHO B parocomax, CopepsKalyx Io-
TAOIIEHHBIX MTApPa3UTOB. AHAAOTMYHAS aKTUB-
HOCTb (PEHOAOKCUAA3bI ObIAQ CBsI3aHA C BHY-
TPUKAETOUYHBIMU TIPOL[eCCaMi B (HaroAn3oco-
Max y Mytilus edulis (Renwrantz et al. 1986),
M. galloprovincialis (Carballal et al. 1997) u
Scapharca inaequivalvis (Holden et al. 1994).

DeHOAOKCHAA3HAST CUCTEMA TaKXKe pac-
CMaTpUBAETCsI KaK OAMH 13 (aKTopoB, obe-
CIeYMBAOLINX PE3UCTEHTHOCTh K VHBA3UMU.
lIMeloTcsi AaHHbIE, YTO MOBBILIEHHAS] YYB-
CTBUTEABHOCTD YCTpUL Saccostrea glomerata
K 3apaXeHMI0 OAHOKAETOYHBIM MapasUTOM
Marteilia sydneyi cBsi3aHa C TOHVD)KEHHOU
AKTUBHOCTBbIO (PEHOAOKCHAA3 B TeMOLMTAX
(Butt, Raftos 2008).

B AOMOAHeHMe K BHYTpDEHHeN 3alluTe,
OCYIL[€CTBASIEMON LIUPKYAUPYIOIIMMU T'eMO-
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gutamMu U ($aKTopaMy IAA3MBbl, YCTaHOBAE-
Ha POAb MMMYHHBIX (PaKTOPOB, CBSI3aHHBIX C
MIOBEPXHOCTSIMU CAU3UCTBIX 000A0UYeK. Bbia0
MIOKa3aHO, YTO dKCTPANaAAMAAbHAS ITOAOCTD
(MPOCTPaHCTBO MEXAY KpaeM MaHTUM U pa-
KOBMHOM) ABYCTBOPYATBIX MOAAIOCKOB SIBASI-
€TCSI B 9TOM OTHOILLIEHU! Ba>KHBIM 3L THBIM
6apbepom (Fisher 2004; Mount et al. 2004). B
COCTaBe CAM3M, NOKpPbIBAKOLIe! MAHTUMHbBIN
SIUTEAUIT, OOHapy)XeHbl (QYHKLMOHAABHO
aKTUBHble «Iepudepuyeckue» TreMOLUTBI,
KOTOpble CIOCOOHBI (GarouTUpPOBaTh OUO-
TUYeCKMe U abMOTUYeCKIe YACTULIBI U CeKpe-
TUPOBATh TUAPOAUTUYECKME I AHTUMUKPOO-
Hbele BemectBa (Allam 1998; Allam, Paillard
1998). Kpome »aTOro, Takue KAETKM MOTYT
nepeMeLiaTbCsi B 00OMX HaMpaBAEHUSIX 32
CYET TpaHCANMUTeAMaAbHON Murpauyu (Allam
1998), obecreunBast pyHKLMOHUPOBaHME Oa-
PbEpPHOM CUCTEMbI AHAAOIMYHOM TOU, KOTO-
PYIO BBIIIOAHSIIOT A€HAPUTHBIE KAETKU Yy IIO-
3BOHOYHBIX.

OeHOMEH MUTpaLM FeMOLUTOB U3 LUP-
KYASILIMM B TKaQHU MOAPOOHO OMKCAH Y MYAb-
MOHAT KaK IepBUYHAs KA€TOYHAs peakLMs
(Cheng, Jourdane 1987; Araes, [ToAeBLIKOB
2004; ToxmakoBa 2018; AtaeB u ap. 2020).
TemouuThl U3 OAMBAEXKALIMX TKAHEN U LUP-
KYASILVIV YCTPEMASIIOTCSI B OYar BOCITAA€HUS,
rA€ CIIOCOOHBI K AQAbHENIIel arperarum, ar-
TAIOTUMHALMY, VMHKAICYASILIMM U ParoyuTosy
MPOHMKUIMX I1aTOT€HOB. JTa peakuus He-
cnenudrUyHa, TaK KaK IMPOTEKaeT CXOAHBIM
00pa3oM B OTBET Ha BHEAPEHNE YY)KEPOAHBIX
bakTopoB AKOOIT TPUPOABI (AAAO- U KCEHO-
TPAHCIIAQHTAThI, Mapasuthl u Ap.) (Jourdane,
Cheng 1987; Ataev, Coustau 1999; ITpoxopo-
Ba 1 Ap. 2015; TokmakoBa 2018).

OAHAKO HEAOCTAaTOK UMEIIIUXCS B LIMp-
KYASIIMM TE€MOLIUTOB MOJKET IPUBOAUTH K
aKTUBALMY T€MOII033a U 3aITyCKy BTOPUYHOM
KAETOYHOI peakuuu. IIpy sTOM BO3MO>KHBI
HECKOABKO OCHOBHBIX BapUaHTOB €€ peaAl-
3atuu (puc. 2).

ITepBbli M HauboAee YHMBEPCAABHBIN
KAETOYHBIII MeXaHusM, ObecrednBaroLuil
YHUUTO)XEHME TAaTOT€HOB — MHKAICYASLIMSL.
Ayurie Bcero omymcaHbl reMOLMTapHbIE Kall-
CyABI, popMupyIOIMeCs BOKPYT TPEMATOA BO

BHYTPEHHUX OpPraHax AEroYHbIX MOAAICKOB
(Ataev, Coustau 1999) (puc. 8). Ilpu stom
MEXAY BHYTpEHHell MOBEPXHOCTbIO KariCy-
ABl U TEAOM IIApa3uTa COXPAHSETCS Y3KUI
IIPOCBET, B KOTOPOM HAKAMAMBAIOTCS LIUTO-
TOKCUYECKNEe BeleCTBA, BbIAEAsSIEMble KAET-
kamu remoaumosr (Connors, Yoshino 1990;
Connors et al. 1991; Adema et al. 2001; AraeB
1 Ap. 2005a). BHyTpu Takoit KarcyAbl IPOUC-
XOAUT TubeAb Mapasuta, a 3aTeM (HarounuTos
€r0 OCTAHKOB U BHYTPEHHUX CAOEB KaIICYABI
(Ataev, Coustau 1999; Araes, IToAeBIIMKOB
2004). CXOAHBII MeXaHU3M OIMCAH Y HYAb-
MOHAT TPU UHKAMCYASILIUM TPAHCIIAQHTATOB
pasanuHoit npupoAbI (Jourdane, Cheng 1987;
ITpoxopoBa u Ap. 2015).

MHoro paboT B 3TOM HalpaBAE€HUU BbI-
IIOAHEHO Ha OMBaAbBMSIX. B 1leAOM KAeTOYHAs
VIMMYHHasI peakUysl Y HUX IPOTEKaeT CXOAHO
C TIYyABMOHATaMU, HalpuMep, MHKAMICYASILVS
Koreriop Myicola ostreae, moceAsIIOIMXCST B
abpax yctpuy (Batista et al. 2009). IToka3a-
HO, YTO I'PAHYAOLUTHI Saccostrea glomerata
CIIOCOOHBI arpernupoBarth in Vitro BOKpyr rud
rpubOB U U3MEHATH UX MOPPOAOTUIO C 00-
pasoBanueMm Karncyabl (Aladaileh et al. 2007).
Xeitnep u O1Kec (Huehner, Etges 1981) Tak-
Ke 00HApY)KMAM, YTO VHKAICYASILIUS Tpema-
ToA Aspidogaster conchicola B mpecHOBOAHBIX
MUAUSIX OCYIIECTBASIETCSI MOP(OAOrMYecKn
A pepeHIPOBaHHBIMY I'PAHYAOLIUTAMU —
«¢pubporuTamMu». Taioke y ABYCTBOPYATBIX
MOAAIOCKOB VHKAIICYASILIISI HEKOTOPBIX IIa-
TOT€HOB (MPOTUCTBI MEPKUHCUABL, AAOVIPUH-
TYABI, TpMOBI) B KOHEYHOM CUETE MOXKET IPU-
BOAUTbB K 00pasoBaHuio rpanyaémsl (Soudant
et al. 2013; Allam, Raftos 2015), a B obaacTu
MEXAY MaHTVeEN M CTBOPKOM PaKOBMHbBI — K
OMoOMMHepaAM3aL K 4y>KEPOAHOTO O0BeKTa
c obpasoBaHueM >xemuyxuH (Carella et al.
2015).

Apyroit TMI KAETOYHBIX peakuuit — 00-
pasoBaHMEe «HEUTPAAbHBIX» ArTAITUMHALUN
reMOLMTOB B pallOHe AOKAaAM3aLUU Mapasu-
ta. [Ipy 5TOM MHKAICYASILIMYM [TOCAEAHETO He
npoucxoput (Ataev, Coustau 1999).

CB0Oe0oOpasHbIM BapuMaHTOM KAETOYHON
peaxkuuu siBAsieTCss GOpMUPOBaHME TeMOLIM-
TAapHOJ MaHTUM BOKPYT MapasuTa B pe3yAb-
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Puc. 8. VHkancyasuus crnopouuctsl Echinostoma caproni B MoaAckax Biomphalaria
glabrata pesuctentHoit AvHuu (A—bB). A — uepe3s 3 AHs ocAe 3apakeHus; b — yepes 5 aHen
MOCAE 3apakeHusT; B — cXema MHKAIICYASILIMY YY)KEPOAHOTO 00'beKTa FeMOLUTaMU MOAAIOCKA
(mosicHeHUsI B TeKCTe). YCAOBHBIE 0003HAYEHMSI: # — KEAYAOUEK CEPALIQ; K — KAIICYAQ; MC —
MaTepUHCKas CIIOPOLMCTA

Fig. 8. Encapsulation of Echinostoma caproni sporocysts in Biomphalaria glabrata molluscs
of the resistant line (A—B). A — after 3 days post infection; b — after 5 days post infection;
B — scheme of encapsulation of a foreign object by mollusc hemocytes (explanations in the

text). Legend: » — cardiac ventricle; k — capsule; mc — maternal sporocyst

TaTe U3BPAlleHNs 3ALUTHOM KAETOYHOI pe-
aKL[MM MOAAIOCKA Ha MapasUTUPOBaHMe Mmap-
TeHUT TpemaTtop (puc. 9). [TocaepHue oxasbl-
BalOTCSI M30AMPOBAHHBIM OT OKPYKAIOIMX
TKaHell X0351MHa, OAHAKO He IOABEpralTCs
BO3AENCTBMSIM MMMYHHOM CUCTEMBbI, CKOpee
HA00OPOT HAXOASITCSI TTOA €€ 3aiuTon. /3Ha-
YaABHO TaKoe 0Opa3oBaHMe OBIAO OIMMCAHO Y
cniopouuct otpsiaa Plagiorchiata (Schell 1965;
AobpoBoabckuii, Paitxeab 1973). OpHako B
HACToOsIlIjee BpeMsI IPEAAATAETCsl PaCIIMPUTD
NpUMeHeHIe TepMUHA «MaHTUs» («paletot»)
Ha BCe CAyYay TeMOLMTAPHOI U30ASILUU TPe-
MaTOA, NPY KOTOPOJI NMapasuT He TOABKO He

22

nornbaet, HO U CIOCOOEH 3aBEPIIUTh CBOE
pasButue. OCTaAbHble OTAUYMS XapaKTepu-
3YIOT YaCTHBIE CAYYal aAQNTALIUI TPEMATOA K
NapasUTU3My U He MEHSIOT 00liell KapTUHBI
B3aMMOOTHOLIEHUI, CKAAABIBAIOILINXCSL Y HUX
C MOAAIOCKOM-XO35IMTHOM.

OOBIYHO MaHTHMsI IOKPBIBAET BCE TEAO
napasurta. [Ipy 3TOM Yy Hero coxpaHsercs
BO3MOXKHOCTb MCIIOAb30BaTh PeCypChl XO-
3simHa. OAHaKO OHa MOJKET U IpepbIBaTh-
Csl B ONpPEAEAEHHBIX ydacTKax. Taxoir mpu-
Mep AEMOHCTPUPYIOT CIIOPOLIMCTBI POAQ
Leucochloridium, BOKpyr 3peAbIX OTPOCTKOB
KOTOPBIX O00pa3yercs CIIAOLIHASI MaHTUS,
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Puc.
Leucochloridium paradoxum. A — 3peabit oTpocToK; b — cTOAOH crnopouucTte;; B —
TMICTOAOTMYECKUI Cpe3 4Yepe3 OTPOCTOK CIIOPOLMCTBI. YCAOBHble OOO3HAUeHMS: & —
reMOLIUTBI; M — reMOLUTapHas MaHTUS

9. @opmupoBaHue

Legend: 2 — hemocytes; » — palletot

reMOLIMTAPHOM MAHTUM Ha ITOBEPXHOCTU CIIOPOLIMCTHI

Fig. 9. Formation of the palletot on the surface of the Leucochloridium paradoxum sporocyst.
A — mature broodsac; b — sporocyst stolon; B — histological section through the broodsac.

HO B pallOHe LEHTPAAbBHOM YacCTU CTOAOHA
(MTPEeATOAOXKUTEABHO BBIMTOAHSIOIEN PErpo-
AYKTUBHYIO U TpoduuecKyw (QyHKLUM) OHa
IIpeACTaBA€Ha KPYITHOSYEVICTO CEThIO U3 Te-
MouuToB (Ataev et al. 2013; ToxmaxkoBa 2018).
Takum o00pasoM, B Ipoliecce 3BOAIOLIMU
KAE€TOYHOTO VMMYHUTETa MOAAIOCKOB 3a-
I[UTHBI Oapbep, MPEACTABAEHHBII Ha Ha-
YaABHOM 3Tare (aroyuTo30M KOPITYCKYASIp-
HBIX [IaTOT€HOB LMPKYAUPYIOIIUMU KAET-
KaMM, AOITOAHUACSI CAOXXHBIM KOMITAEKCOM
MTOCA€AOBaTEABHBIX KAETOYHBIX PEaKLIUN, Ha-
IIPaBAEHHBIX Ha M3OASILMIO Y YHUYTOXXEHUE
Yy>KEpOAHOT0. DTO NMpUoOpeTeHe B TIOAHOM
Mepe peaAusyeTcsi M B OTHOILEHUM [TApTEHUT
TpeMartoA. BeposiTHO, daroyurapHasi akTUB-
HOCTb KaK CaMOAOCTATOYHAsI KA€TOYHAs pe-
aKLMsI peaAM3yeTCsl TOAbKO B OTHOLIEHUU
MuKpornaToreHoB. OAHAaKO B cAyyae TpeMma-
TOAHOI MHBa3uu (HparouuTos3 MOXET COIpPO-
BOXKAQTb KaXKABIV 9TAll peaAusaluy 3aliuT-
HOW peakiy, HO 0COOEHHO ero MpOsIBAEHNE
3aMeTHO Ha 3aKAIOUMUTEABHBIX Tanax — Mpu
AVIKBUAQLIMU TKaHeN MapasuTa U KAETOYHO-
ro Aebpuca, MPeACTAaBAEHHOTO B TOM YMCAE
OCTATKaMV T€MOLIMTAPHBIX KaICYA.

3.2. I'yMopaAbHbII UMMYHUTET

[yMopaAbHbBII MMMYHUTET BKAIOYaeT B
ce0s1 MexaHU3Mbl SAMMMHALUM ITATOIE€HOB C
IIOMOIIBI0O MOAEKYA U MOAEKYASIPHBIX KOM-
MAEKCOB, HaXOASIUXCS BHe KAeTOK. [lpu
3TOM, I'yMOpaAbHble KOMIIOHEHTbI MMMYHU-

TeTa MOIYT (PYHKLMOHMPOBaTh KaK B BUAE
CeKpeTHPYeMbIX B MIAA3MY MOAEKYA, TaK U B
KOHTaKTe C PeLEeNTOPHBIMU KOMIIAEKCAaMU
remounToB. OHU 00ecreynBaKT paclo3Ha-
BaHMe Yy)KePOAHOT0, aKTUBALIMIO [eMOLIUTOB,
ONCOHM3ALIMI0 IIAaTOT€HOB  (ITOBBILIAOIYIO
s dextuBHOCTD darouuTosa), aHTUbOAKTe-
PUAABHBI 3P dEKT, PeryAslvio MMMYHHBIX
peaxumit, a TaK)Xe 00AaAQIOT arrAITUHUPYIO-
ey u AuTudeckon aktusHoctsamu (Jourdane,
Cheng 1987; van der Knaap, Loker 1990;
Sullivan, Spence 1999; Connors 2003).

B peaAmsaiuy MMMYHHBIX peaxLMil MOA-
AIOCKOB YYaCTBYIOT TaKue TIPYIIbl [YMO-
paApHbIX (PaKTOPOB Kak MpoTeasbl, MHIUOU-
TOpBI MPOTea3, KOMIIOHEHTHI KOMIIAEMEHTA,
aHTMOaKTepuaAbHble O€AKYM, TOKCUHBI, O€AKH
ocTpoii dasbl, AKTUBHbIE KICAOPOAHBIE MeTa-
OOANTDI, aHTMOKCUAAHTHBIE (DEPMEHTHI U AD.
(Olafsen 1988; Song et al. 2010; Adema, Loker
2015; Castillo et al. 2015; Dinguirard et al.
2018; Li et al. 2020) (TabA. 2).

AHTUMUKpPOOHbBIE TIENTUMABI U O€AKU
(antimicrobal peptides / proteins, AP) siBAsi-
I0TCSI KAIOUEBOJT I'PYIIION I'YMOPaAbHBIX (ax-
TOPOB B CUCTEME BPO’KAEHHOTO MIMMYHUTETA.
DTO0 cOOpHas IrpyIna MOAEKYA, BKAKOYAOLIAsI
B ce0s1 KaTMOHHbIe aMuIaTNyeKye TOAUIIENI-
TUABL (A0 100 aMMHOKMCAOTHBIX OCTAaTKOB)
u 6eaxu. OHM CIIOCOOHBI HApYIIATh L|EAOCT-
HOCTb KAETOYHBIX MeMOpaH, B TOM 4MCA€ 32
cuéT GOpMUPOBAHMSI TIOP, & TAK)KE IIPOHMKATD
B MUKpOOHbIe KAeTKU (Ganz 2003) (puc. 10).
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TabAuma 2

FYMOPaAbeIe (baKTopr NMMYHUTETA 6PIOXOHOI'MX " ABYCTBOPYaTbhIX MOAAKOCKOB
IO AAHHBIM pa3HbIX aBTOPOB

Table 2

Humoral factors of immunity of gastropods and bivalves according to data from different
authors

GASTROPODA

| BIVALVIA

Aumumuxkpooubte 6eaku

+ wmuramauuH (LBP/BPI)
+ mnepdopuu MPEGla

¢ TepoMaLVH

e axauuH

¢ anmAM3MAHUH

+ TAa0OpaAM3uH

o OuoMbaru3uHBI

o AedeHCcHHBI

¢ MUTULVHBI

¢ MUTUAVHbI

¢ MAaLVHBI

¢ MUTUMULVHBI

¢ MUTULV3VHbI

¢ MUTUXUTMHBI

¢ MUTUKAAUHBI

o Ooabime AedeHCuHbI

Ilpomea3wt

¢ AM3OLUMBI

e  CepIUHBI

¢ KaTemcuH

¢ DAaACTasa

e LIMHK-3aBUCUMas METAAAONPOTea3a
¢ LMCTaTUHBI

o Amsouumsbl C-Tuma
o Au3ouuMbl G-TUMIa
s AU3OLUMBI [-Tumma
¢ XAAMMULUH

¢ KaTemnCHUHBI

¢ TUMOLIUH

¢ MOAAIOCKVH

Komnoneumnot komniremMeHma

+ Clq
« C3
o Tuoadupcopepxamuit 6erok (TEP)

+ Clq

« C3

o Ttuosadupcoaepxamuit 6erox 1 (TEP-1)
o Tuosdupcopepxammit 6erox 2 (TEP-2)

Humoxuunt

» TpaHcKpunioHHslil pakTop NF-kB

¢ VHIMOVIPYIOLIMIT MUTPALIVIO MaKpodaros
dakTop (MIF)

+ dakrop Hekpo3sa omyxoaeit o (TNF-a)

+ TpaHchopMupyoIMil paKTop pocTa beta
bl (TGF-b1)

o uHrepaeykuH IL-1a, b (IL-1a, b)

o uHTepAeyikut 2 (IL-2)

o uHTepAerkuH 6 (IL-6)

o TpoMmboruuTapHbIi pakTop pocTa
(PDGEF-AB)

¢ TOMOAOT TPaHCKpUILIMOHHOTO (pakTopa NF-kB
o B-Tumo3uH

¢ LUTUAMHOBAS Ae3aMMHa3a

+ rTomoaor ¢akropa Hekpo3sa omyxoaeln (TNF)

AumepamypHvte UCOYHUKY

Hughes et al. 1990, 1991, 1992; Ottaviani et al.
2003; Mitta et al. 2005; Guillou et al. 2007; Myers
et al. 2008; Gestal et al. 2010; Ittiprasert et al. 2010;
Lockyer et al. 2012; Galinier et al. 2013; Baron et al.
2016; Adema et al. 2017; Tetreau et al. 2017; Lassalle
et al. 2020; Li et al. 2020

Charlet et al. 1996; Hubert et al. 1996; Mitta et al. 1999;
Nilsen et al. 1999; De Zoysa et al. 2009; Prado-Alvarez
et al. 2009; Venier et al. 2009; Wu et al. 2009; Gerdol et
al. 2011; Sonthi et al. 2011; He et al. 2012; Moreira et al.
2012; Sathyan et al. 2012; Li et al. 2013; Liao et al. 2013;
Martinez-Lopez et al. 2013; Wang et al. 2013; Hu et al.
2014; Qin et al. 2014; Zhang et al. 2014; Domeneghetti
et al. 2015; Gerdol, Venier 2015; Ertl et al. 2016
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Puc. 10. Yyactue aHTI/IMI/IKpO6HbIX OEAKOB U NENTUAOB B MMMYHHbBIX p€aKIMIX MOAAIOCKOB

Fig. 10. Participation of antimicrobial proteins and peptides in the immune responses of
molluscs (according to Smith, Dyrynda 2015 with modifications)
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AP HakanmAMBaWTCS B rpaHyaax ¢arouu-
TOB U YYaCTBYIOT B SAMMMHALUU (paroyurtu-
POBaHHBIX MATOTEHOB, & TAaKXKe B IPOLeCccax
BHEKAETOYHOM LUTOTOKCUYHOCTH, OIPeAe-
ASIIOIIUX PE3UCTEHTHOCTb HE TOABKO K 0ak-
TePUAABHBIM, MPOTO30MHBIM U TPUOKOBBIM
MHPEKUUSAM, HO U K TPEMATOAHON MHBa3uu
(Galinier et al. 2013; Tetreau et al. 2017; Li
et al. 2020). Bricokass BapmabeapHOCTD AP
MOAAIOCKOB BEPOSITHO SIBASIETCSI OAHUM U3
AAQIITALIMOHHBIX MEXAHU3MOB K OOUTAHMIO B
cpeAax C pa3HbIM HaOOPOM MATOreHOB.

Hanboabiree pasHoobpasue AP omuca-
HO y OMBaAbBUIL 6oaee 20 KaTMOHHBIX
6eakoB (TabA. 2). Aast HekoTOpbiX AP ABY-
CTBOPYATHIX MOAAIOCKOB XapaKTEPHO 3HAYU-
TEAbHOE BHYTPUBMAOBOE pasHooOpasue. Y
Mytilus galloprovincialis, Crassostrea gigas n
Ruditapes philippinarum uabop mPHK, ko-
aupytomux mutuMmuiirH C u AeeHCUHBI, MH-
AUBUAYaA€H AAST OTAeAbHBbIX ocoberr (Costa
et al. 2009; Schmitt et al. 2010; Wang et al.

2015). Pasubie rpynmnet AP Crassostrea gigas
00AaAQI0T M30MPATEABHOW aKTUBHOCTBHIO B
OTHOILIEHUN PA3AUYHBIX OAKTEPUIL, & TI0 Mepe
CTOAKHOBEHMsI C HOBBIMU MATOT€HAMU IIO-
SIBASIIOTCST pasHble U30POPMbI 3TUX OEAKOB
(Gueguen et al. 2006; Gonzalez et al. 2007).
AHaAOrMYHOE SIBAEHME OIMMCAHO U AAS Ta-
CTPOMOA. Y MMMYHU3UPOBAHHBIX MOAAKCKOB
Biomphalaria glabrata dopmupyrorcst MHOTO-
IMCAE€HHbIE BapUAHTbI TPAHCKpUIITOB AP 6u-
oMmdaAusnHa, B 3aBUCMMOCTUA OT OCOOEHHO-
crent mapasuta (Pinaud et al. 2019). Buomda-
AVIBVIHBI CITOCOOHBI CBSI3BIBATHCS C ITOBEPXHO-
CTBIO CIIOPOLIMCT, OAKTEPUSIMU U APOXOKAMMU
(Li et al. 2020). BpickazaHO peATOAOXKEHIE,
4TO OMOM(AAUZMH AOCTAACS MOAAIOCKAM OT
OaKkTepuil B pe3yAbTaTe TOPU3OHTAABHOTO TIe-
peHoca reqoB (Galinier et al. 2013).
[TpoTuBOBUpPYCHast aKTMBHOCTb AP y Moa-
AIOCKOB M3y4YeHa HEAOCTATOYHO. TOABKO AAS
oTpeAbHBIX AP mokasaHa CIOCOOHOCTD CBSI-
3bIBAaThCSI C BUPYCAMU U HENTPAAU3OBATh
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ux. Tak, mutuumn C OuBaavBuit Mpytilus
galloprovincialis mpepoTBpaljaer penauka-
yuio repnecsupyca OsHV-1, a remorniaHMHbI
Crassostrea gigas n Haliotis rubra npensr-
CTBYIOT INpPOHMKHOBeHuio Bupyca HSV-1 B
kaeTku (Watson et al. 2022).

Pasznoobpasue AP y m03BOHOYHBIX )XUBOT-
HBIX AEAAET UX IIOCPEAHUKAMU MEXKAY CUCTe-
MaMl BPOXXAEHHOTO U QAANTHMBHOTO MMMY-
HUTETA: SIBASIACh MOIIHBIMY XE€MOKUHAMMU,
AP npuBAEKaIOT A€HAPUTHbBIE KAETKU B O4aru
BOCITAAEHMSI, YTO CIOCOOCTBYeT aKTMBaLUU
apanTuBHoOro uMmmyHuteta (Yang et al. 2001).
[ToaToMy y 6€CII03BOHOYHBIX, B YACTHOCTHU Y
MOAAIOCKOB, UMeHHO AP paccMarpuBaiT B
KaueCTBE OAHOTO 13 KOMIIOHEHTOB TaK Ha-
3bIBA€MOV I'YMOPAAbHOM MMMYHHOM IaMATU
(puc. 11, cm. moppobHee B paspeAe 3aKAde-
Hue) (Portela et al. 2013; Pinaud et al. 2016).

Cucrema KOMAEMEHTa SIBASIETCS OAHOM
13 OCHOBHBIX COCTaBASIIOIMX T'YMOPAABHO-
ro uMMyHuTeTa. KOMIOHEHTbI KOMIIAEMEH-
Ta 00eCreynBalT OINCOHM3ALMIO U AU3UC
KAeTOK matoreHoB (puc. 12). Cucrema KoM-
IIAeMEHTa BKAKIOYAeT paCTBOPMMbBIE OEAKU
MAQ3MBbI, & TAK)Ke€ MEMOPAHOCBsI3aHHbIE OEA-
k1. OHa MOXXeT ObITh aKTMBMPOBAHA Pa3AUY-
HBIMM OMOXMMUYECKUMU MyTSIMU (aAbTep-
HAaTUBHBIM, AEKTUHOBBI U KAACCUYECKUIA),
KOTOpble BKAIOYAIOT KOMITOHEHTHI KaK BPOXK-
AEHHOTO, TaK U aAANTMBHOTO MMMYHUTETA
(Dunkelberger, Song 2010). KommoHeHTbI
KOMITAEMEHTa HapsIAy C TeEMOLUTAMU Y MOA-
AIOCKOB BBIPA0AThIBAIOTCS B KAETKAX renaro-
IaHKpeaca, TOHaA, MMOKPOBHBIX SIUTEAUEB U
xabep (Zhang et al. 2008; Castillo et al. 2009;
Moreira et al. 2012; Yazzie et al. 2015; Lu et al.
2020; Seppili et al. 2021).

Aoaroe BpeMs CyllecTBOBaHUE KOM-
IIAeMeHTa Yy O0eCIO3BOHOYHBIX OCTABAAOCH
CIIOPHBIM BOIPOCOM. B Hacrosiinee Bpems
Yy MOAAIOCKOB ¥ HACEKOMBIX BBISIBA€HBI ABE
OCHOBHbIE MOAEKYABI CUCTEMbI KOMIIA€MEH-
ta — Clq u C3 (Sun et al. 2021). Kpome Toro,
Yy MOAAIOCKOB OOHapy KeHa CepMHOBAsI IIPOTe-
asza MASP-1 (Mannan-binding lectin serine
protease 1, cepuHOBasi MpoTeasa MaHHO30C-
BsasbiBarolero AektuHa) (Li et al. 2015b), uto
CBUAETEABCTBYET B ITIOAb3Y CYIL[€CTBOBAHUS Y
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HUX A€KTVMHOBOTO MyTU aKTUBALMU KOMIIAE-
MeHTa. 3alyCK AeKTMHOBOTO IYTU IPOUC-
XOAUT uepe3 cBsi3biBaHue C-A€KTMHOB (CM.
HVDKe) C MaTOreH-aCCOLMUPOBAHHBIMU MOAE-
KyAasspHpiMu natTepHamu (Li et al. 2015; Wang
et al. 2018). CTouT OTMETUTD, YTO HEKOTOPBIE
AexTuHBl (Hampumep, MBL u ¢ukoauHsr)
CTPYKTYPHO CXOXU C MMMYHOTAOOYAMHaMM
IIO3BOHOYHBIX.

KAwoueBoiI KOMIIOHEHT 3amycKa KacKapa
KoMrnAaeMeHTa — C1q — Y MOAAIOCKOB KpaliHe
BapuabeaeH. Tak, y AByCTBOPYATBIX MOAAIO-
ckoB Mpytilus galloprovincialis v Crassostrea
gigas BBIABASIETCA COOTBETCTBEHHO A0 168
n 300 mocaepOBaTeAbHOCTEN, KOAUPYIOLIMX
Clq (Gestal et al. 2010; Gerdol et al. 2011).
[Tpu aTOM HanbOABIIIEE X padHOOOpa3ue Ha-
oaropaerca B remonurtax (Gerdol et al. 2015).
Y Mercenaria mercenaria obHapyxeHo 408
reHoB Clq, copepxamux 420 poomeHoB. VH-
TEPECHO, 4TO TOAABASOIEe OOABLIMHCTBO
reHoB NpopybaupoBanbl TaHpaemHO (Farhat
et al. 2022). Aynaukaiiusi reHoB obecreunBa-
eT AMBepCcMUKALMIO PACIO3HAIINX MOAE-
KYA. Pazauuns B crpykrype 6eakoB Clq mo-
I'yT 00ecrneynTh OYeHb MIMPOKUIT TIOTEHLMAA
pacrno3HaBaHusl IMaTOTE€H-ACCOLMMPOBAHHBIX
MOAEKYASIDHBIX IATTEPHOB, AK€ B OTCYT-
CTBME€ VMMYHOTAOOYAMHOB. TpaHCKpUIITBHI,
TOMOAOTMYHBbIE KOMIIOHEHTY KOMIIA€MeH-
ta Clq MpAeHTUOULMPOBAHBI Y KaAbMapoB
Euprymna scolopes un E. tasmanica (McFall-
Ngai et al. 2010).

OyHKUMOHaAbHast poAb C1q Yy MOAAIOCKOB
MIOATBEP>KAAETCSI TPOTEOMHBIMU UCCAEAOBA-
Husmu. Tak Geaox-arraroruann MkC1lgDC
U3 TAa3Mbl TIeMOAUMGbI ABYCTBOPYATOIrO
Moaarocka Modiolus kurilensis mposiBAsieT
aHTUOaKTepUaAbHble CBOMCTBA IPOTUB Ipa-
MOTPULIATEABHBIX U TI'PAMIIOAOKUTEABHBIX
O6aKTepuil U CIOCOOEH CBS3BIBATHCS C Psi-
AoM caxapupoB Ca**-3aBuUCUMBIM 00pasom
(Grinchenko et al. 2021).

HesaBucuMo OT myTu aKTUMBaLMM 3aIyCK
KOMIIAEMEHTa MPUBOAUT K mporeoAnsy C3
KOMITOHeHTa KommnAeMeHTa. Ob6pasyornecs
IIPY 3TOM MOAEKYABI YYaCTBYIOT B IPOTHUBO-
AEVICTBUM TIATOT€HaM U PETrYASLMM MMMYH-
HOTO OTBeTA.
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Puc. 11. V3aMeHeHMe VHTEHCUBHOCTY BPO’KAEHHOTO MMMYHHOTO OTBeTa Y 0O€CIIO3BOHOYHBIX U Y
IT03BOHOYHBIX )XMBOTHBIX MpPY MOBTOPHOM MMMYHM3aUuU. A — VIMMyHu3auusi aKTUBUPYET CUCTEMY
BPOXXAEHHOIO UMMYyHUTeTa. [locAe 3aTyXaHUsI UMMYHHbIX PeaKkL/il HOBTOPHAsi MUMMYHM3ALMs Y O3BOYHBIX
BbI3bIBAET DOAEE MOIHBII UMMYHHBIN OTBET (KpacHasi AMHUsI). DTO SIBAEHME HA3bIBAETCSI TPEHUPOBAHHBIM
VIMMYHUTETOM. Y IT03BOHOYHBIX BTOPMYHBIN OTBET MOXXET OBITh MeHee VHTEHCHUBHBIM, Ye€M I€PBUYHBIN
(3eAéHast AMHUS). DTO sIBAGHME HA3BAETCsS MMMYHOAOTMYECKON TOAepaHTHOCTbi0. b — TloBrOpHas
MIMMYHU3aLVsT XMBOTHBIX MOXKET IPUBECTU K UMMYHHOMY CABUT'Y — I€PEXOAY OT KAETOYHOI'O MMMYHHOI'O
orBera (MyHKTMpHAsl AMHUS) K T'YMOpPaAbHOMY (craoluiHass AuHMsA). B — Y 0ecro3BOHOYHBIX HepBMYHAS
MIMMYHU3aLVIsI MOXKET IIPUBOAUTD K COCTOSHUIO CPEAHECPOYHOI MAM AOATOCPOYHOI aKTUBALUM UIMMYHUTETA.
ITpy MOBTOPHBIX 3apa)KeHMIX MMMYHHBIT 0TBeT ycuauBaetcs (o Mellilo et al. 2018 ¢ uameneHusiMu)

Fig. 11. Changes in the intensity of the innate immune response in invertebrates and vertebrates after
repeated immunization. A — Immunization activates the innate immune system. After the immune reactions
have faded, repeated immunization in vertebrates induces a more powerful immune response (red line). This
phenomenon is called trained immunity. In vertebrates, the secondary response can be less intense than the
primary one (green line). This phenomenon is called immunological tolerance. b — Repeated immunization
of animals can lead to an immune shift — a transition from a cellular immune response (dashed line) to a
humoral one (solid line). B — In invertebrates, primary immunization can lead to a state of medium- or long-
term immune activation. With repeated infections, the immune response is enhanced (according to Mellilo et
al. 2018 with modifications)
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Puc. 12. O630p cucTeMbl KOMIIAEMEHTA Y ABYCTBOPYATBIX MOAAIOCKOB UM CpaBHEHUE €ro
C NMO3BOHOYHBIMU. KOMIIOHEHTBI KOMIIAEMEHTA IT0O3BOHOYHBIX IOANMCAHBI CMHMM, a MX
TOMOAOTY Y MOAAIOCKOB — KpacHbIM. KOMIIOHEeHTbI, He OOHapy)KeHHble Y OMBaAbBUII —
nepeuyépkHyThl (1o Gerdol et al. 2018 ¢ nsameHeHusIMM)

Fig. 12. Overview of the complement system in bivalves and its comparison with vertebrates.
Vertebrate complement components are labeled in blue, and their mollusc homologues are in red.
Components not found in bivalvia are crossed out (according to Gerdol et al. 2018 with modifications)

Y MOAAIOCKOB BCEX I'PYIII BBISIBAEHBI TOMO-
Aory MOAeKYABI C3 — Tnoadupcopepxaiero
6eaka (Collins et al. 2012; Pinaud et al. 2019;
Wang et al. 2021), sBAsIOLIETOCS KAIOYEBOI
MOAEKYAOI1 cucTemMbl KoMmnaeMeHTa. [en C3
YKeMUY>KHOI ycTpuubl Pinctada fucata obaa-
AQeT BCEMU CTPYKTYPHBIMU OCOOEHHOCTSIMU,
XapaKTepHbIMU AAsI TeHOB C3 MMO3BOHOYHBIX,
B TOM YMCA€ COAEPXXUT THO3(]UPHBI MOTUB
VI CallT paclienaeHus KoHBepraspl (Wang et
al. 2021). OH akcmpeccupyeTcss BO BCEX UC-
CAEAOBAHHBIX TKaHSX, BKAIOYAs >KaOpbl, M-
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1[€eBAPUTEABHYIO )KEA€3Y, aAAYKTOP, MAHTUIO
u Hory. Camasi BbICOKasi KOHCTUTYTUBHAas
aKcIpeccusi Oblaa OOHapy)XeHa B IuIIeBa-
puTeAbHOI XeAede. OTMevaeTcs, YTO 3apa-
xeuue Vibrio alginolyticus npuBoAUT K 3Ha-
YUTEABHOMY IIOBBILIEHUIO €0 3KCIPECCUU
B TeMOLIMTAaX, a HOKAQYH ¢ nomoinbio siPHK
cHIKaeT arouuTos O6aKTepuit reMOLUTAMU
in vitro (Wang et al. 2021).

VccaepoBanue 6eaxa C3 Crassostrea gigas
(CgC3) nokasaao, 4YTO OH pacCLIeNAseTCs] Ha
(bparMeHTBI IOCAE CTUMYASILIMY OaKTEPUSMU
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Vibrio splendidus. PacimenaeHue ocyiiect-
BasieT MASPL-1, KoTopblil akTUBMUpYeTCs
B pe3yAbTaTe B3aMMOAEVCTBMS KOMIIAEKCA
MATOT€H-aCCOLIMMPOBAHHBIX MOAEKYASIPHBIX
natTepHoB ¢ AekTuHamu (CgCLec). AKTuBHU-
poBannbi CgC3 yvacTByeT B mepdopauumu
0aKTepUAABHBIX O0OAOYEK U TIOAABAEHUU
JKI3HECITOCOOHOCTY MHPULIMPYIOLINX OaKTe-
puit (Sun et al. 2021).

I'raBa IV. MoAekyAspHbIE OCHOBbI
Pacno3HaBaHus YYKePOAHOIO

VI3ydyeHne MeXaHU3MOB paCIIO3HABAHUS
[IATOT€HOB B CHUCTEME BPOXXAEHHOTO MMMY-
HUTETA Y )XMBOTHBIX PA3HBIX TAKCOHOB SIBASI-
€TCSI OAHMM U3 KAIOYEBBIX HATIPABAEHUIT CO-
BPEMEHHOV CPaBHUTEAbHON MVMMYHOAOTUM.
CoraacHO KAACCUYECKUM IIPEACTABAEHUSIM
CUCTEMbI AAAITUBHOTO U BPOXXAEHHOTO UM-
MYHUTETA Pa3AMYAIOTCS IO CIOCO0Y pacmos-
HaBaHUs 4y>XepoAHoro (Janeway, Medzhitov
2002).

KAeTku cucTembpl apanTUBHOTO MMMYHM-
TeTa O00AAAQIOT AHTUIEHPACIIO3HAIIUMU
pelierrropaMu, KOTOPbIE CIOCOOHBI PacIos-
HABaThb YHUKaAbHblE AHTUTEHHbBIE AeTep-
MUHAHTBI. ITa OCOOEHHOCTb OIPEAEASIET
creyuPUIHOCTD UMMYHHBIX PeaKINi1 TO3BO-
HOYHBIX >XMBOTHBIX. KAeTKM BpPOXXAEHHOIO
VIMMYHUTET PACIIO3HAIOT TAK HA3bIBAE€MbIE
[IATOr€H-aCCOLMMPOBAHHbIE MOAEKYASIPHbIE
natTepHbl (pathogen-associated molecular
patterns, PAMP) wu o6pa3sl omacHoCTU
(damage-associated  molecular  patterns,
DAMP). PAMP u DAPM copep>kaT MOA€EKY-
ASIpDHbIE MOTUBBI, 00IIe AASI OOABLIUX CHU-
CTeMaTUYeCKUX IPYIII TATOT€HHBIX OPraHu3-
MOB (TabA. 3). Takue MOAEKYASIpHbIE MOTUBBI
PaCIIO3HAIOTCST  MMATTEPH-PACIIO3HAIIUMU
peuernrropamu (pattern recognition receptors,
PRRs) (TadA. 4).

K PRR otHocsat Toll-mopo6HbIe perienTo-
pot (Toll-like receptors, TLR), AekTuHsI, pe-
LIENTOPbl HYKAEMHOBBIX KUCAOT (nucleotide-
oligimerizing domain receptors, NOD),
aHTHOAKTepUaAbHbIE OEAKU, KOMIIOHEHTbI
kommaemenTa (Kumar et al. 2011). PRR BbisiB-
A€HBI Y )KMBOTHBIX BCEX OCHOBHBIX TAKCOHOB
(Zhang et al. 2010). YcraHOBA€Ha POAB B 3a-

IIyCKe MMMYHHOTO OTBeTa 0eCII03BOHOYHBIX
A€KTVHOB, TOAA-TIOAOOHBIX PELieNITOPOB, CKa-
BEHAXKEP-PELIeNITOPOB, KOMIIOHEHTOB KOM-
naemeHTa u Ap. (Wang et al. 2018).

ITepepaua curnasa yepes PRR mpuBopur
K aKTuBaUUM KAE€TOK MMMYHUTETA (nepe-
CTPOVIKA LIUTOCKEAETa, SKCIIPECCHSI MOAEKYA
aAre3ni, LUTOKMHOB, MPOAYKLVSI LIUTOTOK-
cudecknx ¢axTopoB). Baaropapsi pasButuio
TEXHOAOTUN BbICOKOIIPOM3BOAUTEABHOT'O
CEeKBEHMPOBAHMSI 1 IIPOTEOMHOTO aHAAM3a B
TIOCAEAHVE TOABI AOKa3aHO HAAMYME OCHOB-
HbIX rpynn PRR y moaarockos (puc. 13).

4.1. AexTunpl

Camoit pasHooOpasHom rpymmoit PRR
MOAAIOCKOB SIBASIIOTCSI A€KTUHBI. [TocaepHMe
obecreunBaOT 130MpaTeAbHOE paclo3HaBa-
HYi€ YTA€BOAHBIX AETEPMMHAHT Ha TOBEPXHO-
CTY TaTOTeHOB. TaxKe 3a CYET CBS3bIBAHUSA
YIA€BOAHBIX OCTAaTKOB 4Y>KEPOAHBIX OObek-
TOB OHM MOT'YT BBIIIOAHSITb POAb OIICOHMHOB,
obAeryas mpouecc ¢aronurosa (Renwrantz
1986; Kokpsikos 2006).

Ha ocHOBe CTpPYKTYpPHBIX OCOOEHHO-
CTell AOMEHOB pAaCllO3HAaBaHUSI YIA€BOAOB
(carbohydrate recognition domain, CRD), a
TaKKe (QYHKLMOHAABHBIX XapaKTEPUCTUK BbI-
AEASIIOT HECKOABKO cemeiicTB AeKTuHOB (Ko-
KpsiKoB 2006). Y MOAAIOCKOB OIVCAHBI IPEA-
CTaBUTEAV CEMV IPYIII AeKTUHOB: C-AeKTVHBI,
P-AexTuHbl, F-AeKTUHBI, [-A€KTUHBI, TAAEKTU-
Hbl, GUKOAUHBI UM XUTUMHA30MOAOOHBIE A€K-
tuHbl (Wang et al. 2018). Buytpu xaxxpoi us
TPYII HabAIOAAETCST OOABILIOE pasHOOOpasue
BapMaHTOB, COAEpP)KALMX pa3HOe KOoAUYe-
ctBo CDR, KOTOpBIE TakKe MOTYT KOMOMHM-
pOBaTbCsl C APYTMMM MMMYHOP€EAE€BaHTHBIMU
AomeHamu (puc. 14). AeKTUMHBI MOAAIOCKOB
y4acCTBYIOT He TOABKO B pacCIlO3HaBaHUU Yy-
YKEPOAHOTO, HO U B IPOLeCCaX KAETOUHOM aA-
re3ui, arrAl0TUHALIMY, OIICOHU3AL[MY, aKTHUBa-
LIY KOMITA€MEHTA Y YHUUTOXKEHUY TIaTOT€HOB
(Adema, Loker 2015).

Huxe nmpeacTaBA€HbI AQHHBIE O HanboAee
VI3YYEHHBIX Y OPIOXOHOTMIX U ABYCTBOPYATBIX
MOAAIOCKOB CEMEVCTBAaX AEKTVHOB.

CpeAM AEKTMHOB 00Aee 3HaUMMBIMU B VIM-
MYHHOM OTBETE MOAAIOCKOB CUMTAIOTCS A€K-
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TabAuma 3

OCHOBHbIE KOMIIOHEHTHI MATOT€H-ACCOLMUPOBAHHBIX MOAEKYASIPHBIX MATTEPHOB
(PAMP) (Wang et al. 2018)

Table 3
Major components of pathogen-associated molecular patterns (PAMPs)
(Wang et al. 2018)
PAMP ITaTorensr Yraesoabn! | beaku | HykaennoBbie | Aunuapl
KUCAOTBI
Avrnonoau- oaxtepuu Ipam (-) + +
caxapuApbI
[Terrtuporaukansl | 0akTepuu [pam (+) + +
AurnoreitxoeBast 6axTepuu [pam (+) + +
KMCAOTA
DaareaAnH baktepuu Ipam (+)/ +
Ipam (-)
AurnonpoTeux 6axTepuu [pam (+) / +
Ipam (-)
MaHHaH rpuOBI +
IToau- BUPYCbI +
PUOOHYIIKAEOTHABI
GpG cantet AHK  |Bupycol +

tuHbl C-Tuna (C-type lectin-related proteins,
CLECT). CDR AeKTMHOB 3TOIi IPYIMIBI CO-
AEDKUT CKAAAYAThIe AOMEHBI (BKAKYAKOIIVE
npuMepHo 120 aMMHOKMCAOTHBIX OCTAaTKOB),
bopMupyOLIIeCs IPU YIaCTUU AUCYAb(UA-
HBIX MOCTUKOB. OHU CBSI3BIBAIOTCSI C KOHIIE-
BbIMU CaXapaMy TAUKOIIPOTEUHOB M TAUKOAM-
np 0B Ca?*- 3aBucumbiM obpasom (Weis et al.
1998). CLECT MA€KONUTALMX B 3aBUCUMO-
CTU OT UX AOMEHHOV OPTaHU3aLUM TOAPA3-
Aeasior Ha 17 moacemeiict (Vasta, Ahmed

2008; Pees et al. 2016). CLECT MOAAIOCKOB
XapaKTepU3yITCS 3HAYUTEABHO OOABIINM
pasHoobpasuem (TadA. 5).

I'enpr CLECT akcnpeccupyloTcsi B reMo-
uuTax, 6EAKOBOIT )KeAe3e U rernaTornaHKpe-
ace moaaockoB (Guillou et al. 2007; Song
et al. 2010; Castillo et al. 2015). VMx skc-
IIPeCCUsi TMOBBILIAETCS MOCAE CTUMYASILIUU
natoreHamu (Yamaura et al. 2008; Zheng
et al. 2008; Li et al. 2015; Jia et al. 2016;
Wang et al. 2018).

TabAuna 4

OcCHOBHbIE PacO3HAKIINE AOMEHbI MaToreHpacnosHawiux peuenropos (PRR)
(Wang et al. 2018)

Table 4

The main recognition domains of pathogen recognition receptors (PRRs)
(Wang et al. 2018)

PRRs Ig LRR Lectin Clq SR
FREP +
TLR +
CTL +
SR n

O603navenns:: C1qDC — 6eaok, copepskamuit oomen Clq, CTL — C-aextus, FREP — ¢pubpuHoreHnopo6Hs1i
6ea0k, SR — ckaBeHpXep penentop, TLR — Toll-riop006HbI11 peLjenTop.
Designations: C1gDC — protein containing the C1q domain, CTL — C-lectin, FREP — fibrinogen-like protein,

SR — scavenger receptor, TLR — Toll-like receptor.
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Puc. 13. IlaToreHpacrnosHamoliye MOAEKYAbI MOAAIOCKOB. Clq — mnopo0Hbi Clq KOMIOHEHTY
KoMmmaAeMeHTa 6eAoK; C1qR — mopo6Hb11 C1qR penentop; CREP — C-AexkTnHopo6Hble 6eaku; EGF —
3MMAEPMaAbHBINN QakTop pocTta; — ubpuHoreHnopobHele 6eaky; GREP — raaekTuHIopo6OHbIe

6eaky; L-s — L-ceaextuH; MBL — cBsi3pIBarolimnii MaHHO3Y A€KTMH; SR — CKaBEHAKEP peLienTop;
TLR — TOAA-TIOAOOHBIE PELIeNTOPbI

Fig. 13. Pathogen-recognizing molecules of molluscs. Clq — complement component Clq-like
protein; C1qR — C1qR-like receptor; CREP — C-lectin-like proteins; EGF — epidermal growth factor;
FREP — fibrinogen-like proteins; GREP — galectin-like proteins; L-s — L-selectin; MBL — mannose-
binding lectin; SR — scavenger receptor; TLR — Toll-like receptors

31



MMMyHumem 6pf0x07-103ux u 6Bycm30plzamwx MOAAHCKOB

TabAuna 5
Pa3zHooOpa3ue C-AeKTUHOB Y OPIOXOHOTMIX U1 ABYCTBOPYATBIX MOAAKCKOB
Table 5
Diversity of C-lectins in gastropods and bivalves
Bua MoaArockoB KoanuectBo ABTOpBI
BapUaHTOB
C-AeKTHHOB /T€HOB
Bivalvia
Argopecten irradians 10 Song et al. 2015
Crasostrea farreri 6 Song et al. 2015
Crasostrea gigas 7 /266 Zhang et al. 2015
Haliotis discus hannai 2 Wang et al. 2008; Zhang et al. 2014
Hyriopsis cumingii 2 Zhao et al. 2016
Ruditapes philippinarum 2 Kang et al. 2006; Takahashi et al. 2008
Venerupis philippinarum 30 Mu et al. 2014
Gastropoda
Biomphalaria glabrata 4 Luetal. 2021
Biomphalaria pfeifferi Buddenborg et al. 2017
Lymnaea stagnalis 12 Jeyachandran et al. 2024
Planorbarius corneus 8 Bob6posckas u Ap. 2024

CLECT MOAAIOCKOB TMPOSIBASIIOT BBICOKOE
CPOACTBO K pa3anyHbiM PAMP Ha moBepxHO-
CTM ITATOTE€HOB, TAKMM KaK AUIIOMOAMCAXapy-
ABl TPAaMOTPULIATEABHBIX OAKTEpUl, MenTu-
AOTAVIKQHBI TPAMIIOAOKUTEABHBIX OaKTepuit,
TAIOKaH U MaHHaH rpuboB u Ap. [lpu atom
CLECT nposiBASIIOT M30MpaTeAbHOCTb IO OT-
HOILIEHMIO K AUTaHAAM. Hanpumep, AeKTUHBI
rCRD3 u rCRD4 u3 Crassostrea farreri Moryt
CBSI3BIBATBCSI CO BCEMU NMPOTECTUPOBAHHBIMU
PAMP, B To Bpems kak rCRD1 u rCRD2 —
TOABKO C AUIIONTOAMCAXapMAOM U MaHHAaHOM
(Huang et al. 2017). Aextun AiCTL-9 u3 mop-
cKoro rpebeuika Argopecten irradians Mmoxet
CBSI3BIBATh NENTUAOTAMKAHBI, AMUIIOIIOAVICA-
XapuABbI, TAIOKaH 1 ManHaH (Wang et al. 2012).

Pa3HBIl CHEKTP AMTAaHABIX creluduyHO-
CTell AeKTVHOB AQHHOJI IPYIIIIBI MOKET OBbITDH
00yCAOBAEH pa3HOOOpasueM CTPYKTYpPBI
aTux MoAeKyA. CLECT MOAAIOCKOB copeprKaT
pasHoe koAanmdectBo CRD — oT opHOro Ao
Aessitu (Zhang et al. 2009; Wang et al. 2012;
Yang et al. 2015). AHaAU3 ClTeKTpa AUTAHAHBIX
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crieuudbuynoctenn CLECT, coaepskaujux He-
ckoabKo CDR, moxasaa pasAMYHBIN CHEKTP
cBs3biBaHus PAMP u pasHyo adpduHHOCTD.
Hanpumep, aextun Cflec-3 us Crassostrea
farreri, copepxauuit Tpu CRD MoxeT CcBsI3bI-
Batb 0oabie PAMP, yuem CfLec-1 u CfLec-2,
copepkaiye mo opoHomy CRD (Zhang et al.
2009).

Kpome Toro, CLECT apoMeHbI MOTYT KOM-
OMHMPOBATbCSI C AOMEHaMU, OTHOCSIUMUCS
K APyruMm cemeiicTBaM 0eAKoB. Tak, TpaHc-
kpuntel CLECT wmoaatockoB Planorbarius
corneus KOAVUPYIOT AOMEHbBI SMMUAEMAABHO-
ro ¢aKTopa poCTa, arrAlOTUHUHA, KPUHIA-
Aomenbl, poomenbl LINK (puc. 14). Kpunra-
AOMEHBI BXOAST B COCTaB OE€AKOB CBEPTHIBA-
HUSI KPOBU, GUOPUHOAUTUYECKUX OEAKOB U
TAK>Ke CIIOCOOHBI CBSI3bIBATD OeAKy 1 pocdo-
aunupbl MemOpaH (Clemmensen et al. 1986;
Graversen et al. 2000). Aomen LINK yuacTBy-
eT B cOOpKe BHEKAETOYHOTO MAaTPUKCA, KAe-
touHoit aaresun u murpanuu (Kohda et al.
1996). TeTeporeHHOCTb AOMEHHOTO COCTaBa
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Puc. 14. BapraHTbl NpeACKa3aHHOV AOMEHHON CTPYKTYPbI NAaTOT€HPACIO3HAKIINX MOAEKYA
reMOLUTOB MOAAIOCKOB Planorbarius corneus (ITpoxopoBau Ap. 2024). YcaoBHbIe 0003HaUEHM ST
M COKpallleH!s, 3AeChb U AdAee: TOPU30HTAAbHbIe KPAaCHbIe IOAOCKM — CUTHAABHBIN MENTHUA;
TOPM3OHTaAbHBIE PO30Bble — 00AACTDb HU3KOI CAOYKHOCTH; BEPTUKAABHBIE CYHVIE TIOAOCKU —
TpaHCcMeMOpaHHast obaacTb; Agglutinin — AomeH arrarotmHmHa; KR — KpUHIA-pAOMeH;

LDLa — aAoMeH penenTopa AUIIONPOTEMHOB HMU3KOM MAOTHOCTU Kaacca A; TPK_Bl —
nupodocdoxmuaza Tmamuna; LINK — cBsi3pIBaromit rmaAypoHaH AOMeH

s e

Fig. 14. Variants of the predicted domain structure of pathogen-recognizing molecules
of hemocytes of the mollusc Planorbarius corneus (Prokhorova et al. 2024). Legend and
abbreviations, here and below: horizontal red stripes — signal peptide; horizontal pink — low-
complexity region; vertical blue stripes — transmembrane region; Agglutinin — agglutinin
domain; KR — kringle domain; LDLa — low-density lipoprotein class A receptor domain;
TPK_B1 — thiamine pyrophosphokinase; LINK — hyaluronan-binding domain

CLECT MOAAIOCKOB yKa3blBaeT Ha Pa3HOO- B maa3sme OpIOXOHOTMX MOAAIOCKOB

Opasue ux QyHKLMIL.

[ToMyMO pacIio3HaBaHUSI 4YY>KEPOAHOTO,
CLECT remMOUMTOB MOAAIOCKOB Y4YaCTBY-
I0T B arTAIOTMHALMY, (arouyrose, MHKAICY-
ASILMM U TIPOSIBASIIOT OaKTepULIMAHOE Aeli-
CTBUe. BpipeAeHHbIe 13 IAa3Mbl I€MOAMMBI
CLECT ABycTBOpYATBIX MOAAIOCKOB Ruditapes
philippinarum, Crasostrea farreri, C. gigas n
Glycymeris yessoensis CilocOOHBI UHTMOMPOBATh
pocT GaxTepuit HeCKOAbKMX BUAOB (Yang et al.
2010; 2011; Jia et al. 2016; Mizgina et al. 2024).

Biompalaria glabrata npucyTcTBYIOT CBO-
60paHble C-A€KTUHBI TPEX TIPYIII, KOTOpBIE
IIPEeMYIIIeCTBEHHO CBSI3BIBAIOTCSI C IIOBEPX-
HOCTbI0 OAKTepUil M KAETOK APOKXKell, HO
IIpM 9TOM He OCAXXAAIOTCSI Ha [TOBEPXHOCTU
mupauupueB Tpemarop (Tetreau et al. 2017).
ITOo sIBA€HVE 0COOEHHO NMPVMeYaTEABHO, TaK
KaK MIMEHHO IT0A A€KTUHBI MUMUKPUPYIOT I10-
BEPXHOCTHBIE TAMKAHBI TPEMATOA, 0becreun-
Bamolue cebe TakuM 00pa3soM «MOAEKYASIp-
HYI0 MMMMKpPUIO» (CM. pazpeAa 3akAlOUeHMe).

33



MMMyHI/lWIEWI 6pmx01—103ux u 6Bycm30pmmwx MOAAHCKOB

Oxcrpeccusi Bcex C-A€KTUHOB MOAAIOCKOB
YCUAUBAETCS B OTBET HA CTUMYASLMIO Oax-
tepusimu (Jia et al. 2016; Li et al. 2015; Wang
et al. 2018).

Apyras rpynma AeKTMHOB MOAAIOCKOB
IpeACTaBA€HA TaAeKTHHAMM, KOTOpbIE CIIO-
COOHBI CBSI3BIBATh [3-TaAaKTO3MAAQH Ha IIO-
BepxHOCTM maToreHoB (Janeway, Medzhitov
2002). [aAeKTUHBI MOAAIOCKOB BKAIOYAIOT OT
OAHOTO AO 4YeTBIPEX YTA€BOACBSI3bIBAIOIMX
aomenoB (Tasumi, Vasta 2007; Wang et al.
2011; Zhang et al. 2011) u MOryT OBITB IIpeEA-
CTaBA€HbI MEMOPAHHOI UAY CEKPETUPYEMOIL
dbopmamu (Kim et al. 2008; ITpoxopoBa u Ap.
2024). TaAeKTMHBI MOAAIOCKOB CTPYKTYpP-
HO KOHCepBaTMBHBI. [Ipeamnoaaraercs, 4TO
raAeKTUHBI ABYCTBOPYATBIX U OPHOXOHOTMX
MOAAIOCKOB TIPOM3OLIAK OT OAHOI MPEAKO-
BoIl MoAekyAbl (Tasumi, Vasta 2007; Wang
et al. 2011; Zhang et al. 2011).

[aAeKTUHBI AEMOHCTPUPYIOT OOABIION
CHeKTp (PYHKLMOHAABHBIX aKTUMBHOCTEN —
OHM YYaCTBYIOT B KAETOUHOU AAT€3UM U TTOA-
BIDKHOCTY, PEryAsiUM MMMYHHOTO OTBeTa
M paclo3HaBaHUM TAMKAHOB Ha IOBEPXHO-
CTSIX BUPYCOB, OaKTEpPUI U MapasUTUYECKUX
npotructoB (Hernandez, Baum 2002; Vasta,
Ahmed 2008; Yoshino et al. 2008).

B skcnepumeHTax mokasaHa CIIOCOOHOCTb
raAeKTHHOB CBSI3bIBAThCS C MTATOT€HAMU Pas-
AngHoit mpupoAbl. laaexun CvGal us ABy-
CcTBOpYaTOoro MmoAaAtocka Crassostrea virginica
UTPAEeT PeIIAINYI0 POAb B PaclO3HABaHUU
0aKTepui, OAHOKAETOUYHBIX BOAOPOCAEl U
TpopO30UTOB TMAPa3UTUIECKUX IPOTUCTOB
Perkinsus olseni (Tasumi, Vasta 2007; Kim
et al. 2008). FaaexkTuHbl reMoAuUMbI OpIO-
XOHOTO MOAAWCKa Biomphalaria glabrata
CBSI3BIBAIOTCSI C TOBEPXHOCTBIO CIIOPOLIUCT
Schistosoma mansoni (Yoshino et al. 2008).

Aasi raaektuHa CvGall ABycTBOpYaThIX
MOAAIOCKOB IOKa3aHO y4acCTue B aKTMBaLUU
darouuTosa. DTOT AEKTUH TAaK)Ke MOXKET U3-
O1paTeAbHO CBSI3BIBATHCS C KOMIIOHEHTaMMU
(UTOMAAHKTOHA, YTO IIO3BOASIET IIPEAIIO-
AOXUTD €r0 y4acTie B MOTAOLEHUU MUKPO-
Bopopocaeit (Tasumi, Vasta 2007). urepec-
HO, YTO MapasUTUYeCKUil IpoTucT Perkinsus
marinus TPUCIIOCOOMACS HapyLIaTb BPOXK-
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AEHHbIE MIMMYHHbIE MEXaHI3MbI pacllO3HaBa-
HUS MUIIM MOAAIOCKOB, YTOOBI IIPOHUKATDH B
KAeTKM xo3simHa (Vasta et al. 2015).

Aextuupl F-tunma (F-type lectins, FLECT,
fucolectins, ¢ykoAekTUHBI) MPEACTaBASIOT
cobont dykosocsssbiBaoiye beaku (Odom,
Vasta 2006). FLECT xapaxTepusyoTcsi 60Ab-
I0J1 BapuabeAbBHOCTbIO. Y OAHOTO MOAAIO-
CKa MOTYT 3KCIPEeCCUPOBATbCS HECKOABKO
BapuaHToB opHoro FLECT, korotble pa3au-
YAIOTCS 10 YMCAY TAHAEMHO TOBTOPSIOLINX-
cst poomeHoB (ot 1 Ao 5) Ha N-koHie. AAst
ycrpupl Crassostrea gigas yCTaHOBAEHO, YTO
pasHble BapuaHTel FLECT ¢opmupyrorcs B
pe3yAbTaTe aAbTEPHATUBHOIO CIAQMCHHIA
TPAHCKPUIITOB EAMHCTBEHHOTO reHa (Springer
et al. 2008). BeAku OMHAMHBI, yYaCTBYIOLIE B
pacrno3HaBaHUY raMeT Y YCTPULL, TAK’KE OTHO-
carcsa K FLECT. AHaAaus mocaepOBaTEAbHO-
CTell X TPAHCKPUIITOB ITOKa3aA popMupoBa-
HY€ COTEH Pa3AMYHBIX IOCAEAOBATEAbHOCTEI
o6unamHa y C. gigas (Moy, Vacquier 2008; Moy
et al. 2008).

AAsl  ABYCTBOpYATBIX AOKa3aHa pOAb
FLECT B pacrno3HaBaHuuM TIeMOLIMTaMU
MUKpPOOPraHM3MOB, aKTUBaLUK (arouuTo-
3a (Odom, Vasta 2006; Wang et al. 2011). ¥
XeMuyXHULbl Pinctada martensi skcnpeccus
FLECT mnoBeimaercst B remountax B 13 pa3s
npu 3apaxenuu Vibrio alginolyticus (Chen et
al. 2011).

OubpuHoreHnoaob6Hbie 6eaku (fibrinogen-
related proteins, FREP) oTHOCST K OTA€ABHOI
rpymnne AeKTMHOB MOAAIOCKOB. FREP umetor
YHMKAABHYIO AOMEHHYI0 opraHmusayuio. Ha
N-KOH1]e MOAEKYABI HAXOASITCSI OAMH VAU ABa
Bap1abeAbHBIX IMMYHOTAOOYAVHOIIOAOOHBIX
Aomena (immunoglobulin-superfamily like
domain, IgSF), a Ha C-xoHue — ¢ubpuHore-
HOBbI AoMeH (fibrinogen-like domain, FBG)
(Doolittle 1992; Kurosava, Hashimoto 1996;
Adema et al. 1997). Mexxay AoMeHaMu pac-
noAaranTcs npomexxyrounsle yyactku (ICR,
interceding region). MPHK FREP moxxer co-
Aepkatb 4 uAu 6 sk30HOB (puc. 15).

FBG aomen — Hamboaee KOHCepBaTMBHasI
yacTb MoAekyA FREP. Tomoaorusa FBG pome-
HOB, OTHOCALMXCSI K pa3HbIM rpynmnam FREP,
coctaBasieT He MeHee 72% (Dheilly et al. 2015).
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Puc. 15. OpraHusanusi reHoB, AOMEHHasl OpraHu3alus M MeXaHM3Mbl (OPMMPOBAHMS
pasHoobpasust pubpunorennopo6Hsix 6eakoB (FREP) (ITpoxopoBa, ArtaeB 2021): A —
opraHu3alusi TEHOMHBIX AOKYCOB U AoMeHHast cTpyktypa FREP. YcaoBHbIe 0003HaueHMsI:
E1-E6 — »sk3oHubl; SP CUTHAaABHBIN 6erok; IgSF — AOMEH MMMYHOrAOOYAMHOBOTO
cynepcemerictBa; FBG — ¢ubpuHorenosbiit poomen; ICR — mpomesxyTouHsiit yuactok; PAN/
Apple — PAN/Apple-tiopo6HbIi1 poomeH. Aast Kaxkporo FREP mokasaH OAUH 13 BO3MOYKHBIX
BapuantoB MPHK. b — cxema dopmupoBanus pasHoobOpasusi FREP B oHTOreHese MOAAIOCKA
(rosicHeHMsT B TEKCTE)

SP IgSF  |cR

FBG

Fig. 15. Gene organization, domain organization, and mechanisms of formation of diversity
of fibrinogen-like proteins (FREP) (ITpoxopoBa, Ataes 2021): A — organization of genomic
loci and domain structure of FREP. Legend: E1-E6 — exons; SP — signaling protein; IgSF —
immunoglobulin superfamily domain; FBG — fibrinogen domain; ICR — intermediate region;
PAN/Apple — PAN/Apple-like domain. For each FREP, one of the possible mRNA variants
is shown. b — scheme of formation of FREP diversity in mollusc ontogenesis (explanations

in the text)

FBG AoMeHbI BbICOKO KOHCEPBATVBHBI HE TOAD-
ko BHyTpu nopcemerictB FREP (Léonard et al.
2001; Zhang et al. 2001; 2008; Zhang, Loker
2003), Ho un mexxpay HuMu (Hanington, Zhang
2010). Aas IgSF xapaxkTtepHa KpailHss Bapu-
abeABPHOCTD, KOTOpasi OblAa BBISIBAEHA C IIO-
Molblo TpaHckpuntTomHoro aHaausza (Dheilly
et al. 2015). B HacTosilee BpeMsi Ha OCHOBa-
HUM u3ydeHus cTpyKTypbl IgSF BbipeaseTcs
Kak MuHUMYM 14 nopcemericts FREP moaaro-
ckoB Biomphalaria glabrata (Loker et al. 2004;
Gordy et al. 2015; Galinier et al. 2017). Heaas-
HO Ha OCHOBE '€HOMHOI1 IIOCAEAOBATEABHOCTU
B. glabrata GbIA BbISIBAEH HOBBI CTPYKTYPHBII
tunn FREP, copepkammuit Ha N-konie PAN/
Apple — mop00HbIiT pooMeH (Adema et al. 2017).

Tenst FREP Ouomdansipuit kaactepuso-
BaHBI U PACIIOAOXKEHBI B HEITOCPEACTBEHHOM
OAM30CTU APYT OT APYra U OT pparMeHTOB
FREP-1mop006HBIX IMOCAEAOBATEABHOCTEN
(Zhang et al. 2001; Gordy et al. 2015; Lu
et al. 2020). Tak, Tpu rena FREP3 u oaun
red FREP14 AokaAu3oBaHbl B IpepeAax re-
HOMHOIT obaactu 70000 1. H. BeposiTHo, 3TN
nocaepoBaTeabHocT FREP Bo3HuKAM B pe-
3YABTaTe AYHNAMKaLuil reHoB. Takas KoHOUM-
rypauusl mpeArnoAaraeT OOABIIYI0 MAACTUY-
HOCTb U MOXeT 00eCreyuTb MaTepuas AAS
AuBepcudUKaLuy 3a CYET KOHBEPCUY TEHOB.
Kpome Toro, mmeHHo Takas CTpPyKTypa re-
HOB 4YaCTO aCCOLMMPYETCS C COMATUYECKUM
MyTareHe3oM. buouHdopmarnyeckmit aHa-
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AU3 TIOKa3aa, uTo Bce reHol FREP xoaupyloT
CUTHaAbBHbBIE MIENITHABI, 00ecrieunBaloIe ce-
kpeuuio 6eakoB (Chen et al. 2007; Hanington
et al. 2010b).

Y otaeabHbIX ocobelt B. glabrata BbisB-
AseTcsa oT 36 A0 45 pa3AMYHBIX BAapMAHTOB
MPHK FREP3 (Zhang et al. 2004), xoTopsle
COOTBeTCTBYIOT 31 1 36 BapuaHTaM aMUHO-
KICAOTHBIX ITIOCA€AOBaTeAbHOCTeN. Pernep-
Tyap FREP Taxke meHsieTcst 1o Mepe pocrta
MOAAIOCKA U TTOCA€ 3apa’kKeHUsI TPEMaTOAAMU
pasubix BuaAoB (Hanington et al. 2010a; 2010b;
2012; Gordy et al. 2015).

BakHBIN acIieKkT, ompepeAsiiomuin  Gop-
MUpOBaHUE  CrHeludUYHOTO  pemepTyapa
FREP, — cyujecTBOBaHMe BapMAaHTOB aAAe-
Aelt reHoB, Kopupylomyx FREP, u pasanuns
10 9TUM AAAEASIM MEXAY MOMYAIUMIMU (AK-
HUSIMM MOAAIOCKOB), XapaKTepU3YIOI[MMIU-
Csl pasHOM CTENEeHbI0 BOCIPUMMYMBOCTU K
TPEMAaTOAHOV MHBasuu. PasAmuus mo aase-
ASIM MEXAY MOAAOCKaMu B. glabrata aByx
AVIHMIT (4YBCTBUTEABHOV M PE3UCTEHTHON K
Tpemaropam Schistosoma mansoni) 6p1AU 00-
HapyxeHbl AAst FREP2, FREP3.1 n FREP3.2. B
YaCTHOCTU, OAMHOYHbIE HYKAEOTUAHBIE IIO-
AMMOpP®U3MBI, MPUBOASILIVE K 3aMeHe aMU-
HOKMCAOT, IPUCYTCTBYIOT B ITOCAEAOBATEAD-
HoCTsX, Kopupyoumux FBG pomen FREP2,
IgSF1 u IgSF 2 pomens, IgSF1, IgSF2 u FBG
aomenbl B FREP3.2 (Lu et al. 2020). [TosTomy
pasAnMuMsi B HaOOpe aAA€Aeil MEXAY AVHUS-
mu Biomphalaria glabrata moryTt sBASTbCS
OAHUM U3 OCHOBHBIX (haKTOPOB, OIIPEAEASIO-
I[MX Pa3HYI0 BOCIHPUUMMYMBOCTh MOAAIOCKOB
K 3apaxennto Tpemaropamu (Pila et al. 2017;
Allan et al. 2019; Li et al. 2020).

BbIAO yCTaHOBAEHO, YTO GEHOTUITNYECKOE
pasHoobpasue FREP HaMHOro mpeBOCXOAUT
KOAMYECTBO 3aA0KEHHBIX B Te€HOME Bapu-
aHToB. CoOMoOCTaBA€HME T€HOMHbIX U TPaHC-
KPUIITOMBIX AQHHBIX BBISIBUAO BO3MOXKHOCTD
CYIIeCTBOBAHUS Y OAHON 0COOU pasAMYHBIX
BapuaHToB FREP B pasHbIX KAeTKax M Ha
pasHbIX aramax oHToreHe3a (Hanington et
al. 2012; Adema 2015). OTtoT dbeHOMEH CTAA
OCHOBHOM AASI IPOBEAEHUST aHAAOTUIT MEXAY
FREP u aHTUreHpacno3HaIIMMI MOAEKYAa-
MU aAQITUBHOTO MMMYHUTETA TIO3BOHOYHBIX.
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B03MOXXHOCTD COMaTH4YeCKON AVBEPCU-
¢bukauum (CylecTBOBaHMSI HECKOABKMX Ba-
PUAHTOB MPOAYKTOB OAHOTO reHa) ObIAa TO-
kaszaHa aas FREP2, FREP3, FREP4 u FREP12
B. glabrata (Zhang et al. 2004; Moné et al.
2010; Hanington et al. 2010b; Dheilly et al.
2015). B vactHoctu, FREP3 1o pasHbIM OlL[eH-
KaM KoAupyeTcss B IATM AoKycax (Zhang
et al. 2004; Hanington et al. 2010a), opHako
OT OAHOU 0COOM MOXET OBITh IOAYYEHO AO
34 yHukaabHbiXx AoMeHOB IgSF (Zhang et al.
2004) u 77 BapMaHTOB C Y46TOM BCEX AOMe-
HoB (Hanington et al. 2010a). Cob6biTust AU-
BepcubmKauuy ObIAY TIPOAEMOHCTPUPOBAHBI
He TOABKO B BapuabeAapHbIx poomeHax IgSF, Ho
1 B OoAee KOHCEpBAaTUBHbIX AoMmeHax FBG
(Zhang et al. 2004), a Tax>Ke IPOMEXYTOUHbIX
pernonax (Zhang et al. 2001; Hanington et al.
2010b; Dheilly et al. 2015).

B xauecTBe Hamboaee BEPOSITHOTO Mexa-
Hu3Mma popmupoBanusi pasHoobpasusi FREP
paccMaTpuBaeTCsa AAbTEPHATUBHBIM CIAAN-
CUHI. DTO IOATBEP)XAAETCS pe3yAbTaTaMu
MHOTOYMCAEHHBIX TPAHCKPUIITOMHBIX KCCAE-
AOBaHNII, B KOTOPBIX Y MOAAIOCKOB OOHapy-
JKUBAIOTCSI pa3Hble BApMAHTBI TPAHCKPUIITOB
opHoro u Toro ke FREP (Galinier et al. 2017).
CaMo sIBA€HIE aAbTEPHATUBHOIO CIIAQMICHH-
ra AAsI TaCTPOIIOA U3y4YeHO cAabo 1 IoKasa-
HO TOABKO AASI HECKOABKMX I'€HOB, 9KCIIpec-
CUPYIOLIUXCS B KAETKaX HEPBHOM CUCTEMBI
ractpomnop (Price, Greenberg 1994; Santama
et al. 1996).

Haanune xaacTepHOI OpraHmU3aLy reHOB
VI COMATUYECKUX MYTaLUIl TO3BOAVIAU TIPEA-
IIOAOKUTb BO3MOXXHOCTb TUIIepMyTareHesa
FREP no MexaHusMy, aHaAOTMYHOMY COMa-
TUYECKOMY TUIIEPMYTareHe3y reHOB MUMMYHO-
rA00yAMHOB 1M03BOHOYHBIX (Adema 2015). ¥
B. glabrata Bb1ABA€HBI HYKA€OTUAHBIE TIOCAE-
AOBATEABHOCTH, KOAUPYIOLIVE UTUANHOBYIO
AezamuHaszy (activation-induced deaminase,
AID). Eé akcrpeccusi MOBBILIAETCS Y MOAAIO-
CKOB, 3apaXéHHbIX Tpemaropamu (Bouchut
et al. 2006). AID u3bupateAbHO Ae3aMUHU-
pyeT LMUTO3UHBI B IOCAEAOBATEABHOCTSIX,
KOAMPYIOIINX BapuabeAbHble AOMEHbI UMMY-
HOTAOOYAUHOB, YTO NPUBOAUT K TOUYEYHBIM
MyTaLuaM — npeumylectseHHo C-T — me-
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pexoaam (Chen et al. 2007; Neuberger 2008).
OpaHako AAs reHoB FREP B ocHOBHOM ITOKa-
3aHbI TOUeYHble MyTaLuu ¢ iepexopamu A-G
u T-C (Moné et al. 2010).

Y MOAAIOCKOB HanboAee aKTUBHAsl 9KC-
npeccusi FREP HabAropaeTcss B »kabpax, mu-
1[eBapUTEAbHOI XeAe3e U remoruTax (Huang
et al. 2015). Bo3MOXXHOCTb COMATUYECKOTO
rUrepMyTareHe3a 3aA0)KeHa U B MeXaHU3Me
remMonoas3sa myabmoHat (puc. 155). B ocHoB-
HoM FREP skcmpeccupyloTcsa B reMouuTax
MOAAIOCKOB (Adema et al. 1997; Hanington et
al. 2010a; 2010b). [TpepmoAaraeTcsi, 4TO CAy-
JalHble COMATUYeCK/e MyTaluy MOTYT BO3-
HUKaThb BO BpeMs mpoAudepalu 1 KAeTO4-
HOU AVIDepeHPOBKY B FeMOIIO3TUYECKNX
CTPYKTYpaX, 4YTO M3MEHsET 3apPOABILIEBOE
COCTOsIHVE TEHOB B HEKOTOPBIX reMouuTax. B
pe3yAbTaTe YacTb TeMOLIMTOB COAEPYKAT TeHbI
FREP He B 3apoppllieBON KOHpUrypauuu, a
BKAIOYAIOT YHMKaAbHble MyTanuy (Hanington
et al. 2010a; 2010b). Tak KaK B OHTOreHese
YAUTKU TIPOUCXOAUT OOHOBA€HUE TyAa Te-
MouuToB, To u penepryap FREP, akcmpec-
CUPYEeMBIX B 3TUX KA€TKaX, TAaK’Ke MeHSeTCs
(puc. 15B).

OTa 3aKOHOMEPHOCTb ITOATBEP>KAEHA 9KC-
MepUMEHTAAbHO: TPAQHCKPUIITHI TyAOB U3 20-
40 remounToB B. glabrata copep>xaT pa3any-
Hble HA0OPbI MOAMGULIMPOBAHHBIX TOCAEAO-
BareabHocTeit FREP (Hanington et al. 2010a;
2010b). CTUMYASILIMSI TATOT€HOM MOXKET yCU-
AVIBaTb TeMoI033 y B. glabrata, B pe3yAabra-
T€ Yero yCMAUBAETCS MpOllecC MyTareHesa U
pasnoo6bpasue FREP (Hanington et al. 2012;
Adema, Loker 2015).

Apyroit obcyxpaembiii MexaHusM ¢Gop-
MUpPOBaHUsI Pas3HOOOpPasHOIO pemnepryapa
FREP — perpotpancrnosuuus. Haauune 06-
PaTHBIX TOCAEAOBATEABHOCTEN MOKA3aHO AAS
FREP12 (Zhang, Loker 2003). Kpome Toro, y
B. glabrata BbisiBA€HBI MOOVIABHBIE T€HETUYE-
cKue sAeMeHThl, mopAoOHbie LINEL. 311 sae-
MeHTbI (PAQHKMPOBAHBI KOPOTKUMMY [TOBTOPA-
MU U COAEP>KAT OTKPBITblE PaMKU CUUTHIBA-
Hus (Raghavan et al. 2007). Mictounukom pas-
HooOpa3usi FREP Ha MOCTTpaHCASILMOHHOM
ypOBHE MOXeT ObITh (GOpPMUPOBAHUE MYAb-
TuMepoB (Zhang et al. 2001).

BaxkHo oOTMeTUTb, YTO pasHOOOpasus
FREP, onucanHoro y B. glabrata, He HalipeHO
HU Y OAHOTO M3 M3yYEHHBbIX B 9TOM OTHOIIIEe-
HUV BUAOB MOAAIOCKOB. BO3MO>XHO, 3TO CBsI-
3aHO C MAAOYMCAEHHOCTBIO TaKUX MCCAEAO-
BaHMit. OAHUM U3 BUAOB, AASI KOTOPBIX y0e-
AUTEAbHO AOKaszaHo Haauuue FREP, ssBasteTcs
Physella acuta. B reHoMe 5TOI YAUTKM ITOKa
BBISIBA€HO TOABKO 4eTbIpe reHa FREDP, poBa u3
KoTopbix romoAornyHbl FREP2 u FREP4 6u-
ombaaspuu. [Ipy 3TOM TpPaHCKPUIITOMHBIN
aHAaAM3 He BBISIBMA IIPU3HAKOB COMaTHUye-
ckoit AuBepcubukanum stux reHos (Schultz
et al. 2018; 2020). 3apaxeHue TpeMaToAaMu
Echinostoma paraensei u 0akTepusiMu He
NpUBOAUT K pocTy akcnpeccuu FREP y atux
MOAAIOCKOB. OAHaKO HEKOTOpPbl€ AEKTHHBI
IIOAOXXUTEABHO pearupyroT Ha MMMYHM3a-
LIIO.

[Toxo>kue pe3yAbTaTbl IOAYYEHBI U AAS
Lymnaea stagnalis, y KOTOPBIX BBISIBA€HO
ToAbKO ABa FREP (Seppild et al. 2021). Vs
IIPOTECTUPOBAHHBIX  (PAKTOPOB  (rpamrmo-
AOXXUTEAbHbIE U TIpaMOTpULATEAbHble 0aK-
TepUN, APOMXCOKM, aHeCTe3Us, TOAOAAHMUE,
OKCTPAKTBl TKaHEeN 3apaKEHHBIX MOAAIO-
CKOB) TOABKO MMMYHU3aLUMsl OaKTepusMu
Micrococcus lysodeikticus TpUBOAUT K TOBBI-
1HIeHuIo aKcnpeccuy opHoro us FREP.

Y Helisoma trivolvis BbIIBA€H OAVH O€AOK,
romorornyHbiii FREP3 (Zhang et al. 2004).
HepaBHo reHbl, xopupyiomue FREP, 6bian
BBISIBAEHBI Y TAYOOKOBOAHBIX TaCTPOIIOA,
O0UTAIINX B TEPMAABHBIX UCTOYHUKAX, —
Gigantopelta aegis (18 renoB) u Chrysomallon
squamiferum (14 reHoB). MakcuMaAbHas
akcnpeccus reHoB FREP y aTux yauTok noka-
3aHa B OapbepHBIX CTPYKTYPaX — KTEHUAMSIX
u mantuu (Lan et al. 2021).

B TpaHCcKpuUnTOME reMOLU'TOB MOAAIOCKOB
Planorbarius corneus He OBIAO BBISIBAEHO
TpaHckpunToB FREP, copepkamux IgSF po-
MeHbl. IIpu atom cpean FREP porosoit ka-
TYIIKM BbISIBA€H BapuaHT peuentopa ¢ PAN/
Apple-mopo6ubiM AoMeHoMm (puc. 16) (TTpo-
xopoBa u Ap. 2024). Takue AOMeHbBI IPUCYT-
cTBYIOT B HeKoTopbix FRED, copeprkamux IgSF
aomenbl (Adema et al. 2017). PAN/Apple-
MOAOOHBIE AOMEHBI BbISIBAEHBI B OeAKax op-
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Puc. 16. BapuaHTel AoOMeHHON opraHusauyuy GprOPUHOTEHIOAOOHBIX OEAKOB MOAAIOCKOB
Planorbarius corneus. YcaoBHble 0603HaueHusi: FBG — ¢ubOpuHoreHossiit poomen; FTP —
pomeH ¢dykorektuna; EGF — aAomeH smupepmaspHoro dakropa pocra; EGF_CA —
KaAabuuicBasbiBaomuii EGF-nmopo6ubin pooMeH; PAN AP — APPLE-niop0OHBIT AOMEH;
SCAN — obAacTb, borarast AeLUHOM

Fig. 16. Variants of the domain organization of fibrinogen-like proteins of the mollusc
Planorbarius corneus. Legend: FBG — fibrinogen domain; FTP — fucolectin domain; EGF —
epidermal growth factor domain; EGF_CA — calcium-binding EGF-like domain; PAN_AP —
APPLE-like domain; SCAN — leucine-rich region
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raHM3MOB Pa3AUYHBIX TAKCOHOB OT OaKTepui
A0 MAekonuTamoiux. OHM OmOCpeAyoT Oe-
AOK-0eAKOBbIe VAU OEAOK-YTA€BOAHBIE B3a-
VIMOAEMCTBYA, YIaCTBYIOT B IPUKPENAEHUU
MOAEKYA K KAeTOYHOU moBepxHocTu (Gong
et al. 2012). Ilpeanoaaraercs, 4YTO y MOAAIO-
ckoB MoAeKkyabl ¢ PAN/Apple-nopo6HpiMU
AOMEHaMU BBIITOAHSIIOT CXOAHYIO (DYHKLMIO
(Adema et al. 2017).

Haanume renoB FREP u ux TtKaHecme-
uubuyHasl SKCIpeccusi MOKas3aHbl AAsL Ou-
BaabBuit Mytilus galloprovincialis, M. edulis,
Argopecten irradians, Xenostrobus securis
(Romero et al. 2011; 2019; Yang et al. 2014;
Tanguy et al. 2018; Saco et al. 2020). Y mu-
At Mytilus galloprovincialis BpIsIBA€HO VH-
AUBHAYaAbHOE pazHooOpasue HabopoB FREP
(Romero et al. 2011). B reHoMe TuxooKeaH-
ckont yctpuusl Crassostrea gigas ObIAO VAEH-
tudupoBano 193 rena FREP, xapaxrepu-
3YIOLIUXCSL OOABIIMM KOAUYECTBOM ITOAMU-
MOpCl)]/I3MOB U MHOXXECTBEHHDBIX II€pEKpPbIBA-
romuxca FBG poomenos. Hanboaee akTuBHast
skcripeccusi FREP HabawopaeTcss B >kabpax,
NMUIIEBAPUTEABHBIX JKEA€3aX U TeMOLUTaX
(Huang et al. 2015).

Pasubie FREP o6aapaior wu3buparesb-
HOM aKTMBHOCTbIO B OTHOILIEHUM Pa3AYHBIX
naroreHoB (Zhang et al. 2008). Ilpu aTom,
MoKa3aHa 4éTKasl 3aBUCUMOCTb MEXAY 3a-
POKEHHOCTBIO MOAAIOCKOB U YPOBHEM 3KC-
npeccurt GUOPUHOTEHITOAOOHBIX OEAKOB pas-
HbIx mopcemeiicTB (Guillou et al. 2004; Hertel
et al. 2005; Jiang et al. 2006). Tak, y rpe6eika
Argopecten irradians BBISIBAEHO 3HAYUTEAb-
Hoe ycuaeHue skcrpeccun FREP B orBeT Ha
BBEAEHNE AUIOIOAMCAXAPUAOB, [-TAIOKaHA,
MENTUAOKAIOKaHA, OaKTepuit U rpubOB, a TaK-
)Ke TMOKasaHa 3HAYUTEAbHAasl arrAITUHUPY-
I0lljasi aKTMBHOCTb B OTHOLIEHUU OaKTepui
Vibrio anguillarum n Staphylococcus aureus
(Yang et al. 2014).

Cnoco6HOCTD FREP Biomphalaria
glabrata cBsA3BIBaTbCSI C AUTQHAAQMM Ha IIO-
BEPXHOCTM OaKTepuil, TpubOB U TPEMAaTOA
Schistosoma mansoni, Echinostoma paraensei
yCTaHOBA€HA C UCIIOAb30BaHMeM crieluduye-
ckux aHTUTeA (Zhang et al. 2008; Moné et al.
2010). Aas FREP2 Biomphalaria glabrata

OBIAM ITOAYYEHBI AQHHBIE O CITOCOOHOCTU B3a-
VIMOAEVICTBOBATD C TOAUMOPGHBIMY MYLIHA-
MU LUIMCTOCOM.

AoKa3aTeAbCTBa pacmo3HaBaHUS IIOAU-
MOPGHBIX MYLIMHOB TeéMOLIUTaMU C Y4acCTU-
eM FREP ObIAM mOAy4YeHBI B 5KCIIEpMMEHTAaX
C MCIIOAB30BaHMEM MMKpOCdep, MOKPBITHIX
rAukonpoTenHamu Tpematop (Peterson et al.
2009). Takue mukpocdepsr GaroUTUPYIOTCS
remouutamu B. glabrata 6vicTpee u sdpdek-
THUBHEE, YeM HENOKPBITble MUKPOChephl. DTO
o3HayaeT, yTo uMeHHO FREP saBasercsa mo-
CPEAHVKOM BO B3aMIMOAEVICTBUM I'eMOLMITOB
C TAMKOIIpOTEVHAaMU TPEMATOA,

C otkpeituem FREP craro oueBMAHBIM,
YTO y MOAAIOCKOB pernepTyap IaTOreHpa-
CIIO3HAIOLIMX MOAEKYA He OIrpaHM4MBAeTCs
TOABKO T€HOTUIIMYECKM OIpeAeAEHHBIM pe-
cypcoM. PaHee oHTOreHeTMyeckas M3MeHUIU-
BOCTb IIaTOT€HPACIIO3HAIOIIX MOAEKYA CUM-
TaAaCh IIPEPOraTuBOil TOABKO ITO3BOHOYHBIX
XuBOTHBIX (Medzhitov, Janeway 1997). IToa-
TOMY U3ydyeHne paznoobpasus FREP ceropns
SIBASIETCSI OAHVIM M3 OCHOBHBIX HallpaBA€HUM
PacKpbITUSA MEXaHM3MOB BO3MOXHON CIIel-
MPUYHOCTY UMMYHUTETA MOAAKOCKOB.

4.2. MoAeKyABI, COAepiKalyie AOMEHbI
cynepceMeicTBa MMMYHOTAOOYAMHOB
(immunoglobulin superfamily, IgSF)

B cynepcemeiictBo IgSF BkarouaroT Oea-
K1, UMeIolljie aMUHOKV/CAOTHYIO TIOCA€AOBA-
TEeABHOCTb, KOTOpasl onpeaeAsieT popmupo-
BaH/€e XapaKTePHOI AASI UMMYHOTAOOYAVHOB
B-ckAaAUaTON CTPYKTYphl AOMEHOB. VI ecan
COOCTBEHHO MMMYHOTAOOYAVHBI,  BBIIIOA-
HAoMe (QYHKLUMIO aHTUTEA B AAANTMBHOM
VIMMYHHOM OTBeTe, XapaKTepHbl AAS NT03BO-
HOYHBIX, TO MoAeKyAbl IgSF mmpoko pac-
IIPOCTPaHEHBI y )XMBOTHBIX, HAUMHAS C IT'YOOK
(Oreste et al. 2021). [ToaTomMy 3TUM MOAEKY-
AaM YA€AsIeTCs 0CO00e BHUMAaHME B IIOVICKAX
brAOreHeTUeCKNX TPEAIIECTBEHHNKOB CHU-
CTeMbl AQAANTYBHOTO MMMYHUTETA TO3BOHOY-
HBIX JKVBOTHBIX.

Moaexyabt IgSF skcnpeccupylorcst Kaet-
KaMy MHOTMX TUIIOB Y AEMOHCTPUPYIOT pas-
HoOOpa3Hble GYHKLUMM: YYaCTBYIOT B aATe3Ul,
TKaHEeBOM pacllO3HaBaHMUM, IIpe3eHTaluun
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Puc. 17. BapuaHTbI CTPYKTYPbl MOAEKYA C UMMYHOTAOOYAMHOMOAOOHBIMU pA0MeHamu (Dhelly

Fig. 17. Structural variants of molecules with immunoglobulin-like domains (Dhelly et al. 2015)

aHTUTeHa, Kopeuenuuu, GOpMUPOBAHUN CO-
KPaTUTEABHOIO alIapaTa MbIIIeYHbIX KAETOK
(Natarajan et al. 2015). Beaku ¢ pAomeHamu
IgSF 6b1AM QYHKLIMOHAABHO OXapaKTepu3o-
BaHbl Y MOAEABHBIX 0ECIIO3BOHOYHBIX — He-
Matopbl Caenorhabditis elegans v maoA0BO
mywiku Drosophila melanogaster (Vogel et al.
2003; Natarajan et al. 2015).

AexTuHBI, copepxaiye AoomeHsl IgSF Bxo-
AT B rpymiy I-aextuHOB (Angata, Brinkman-
Van der Linden 2002). B cBoio ouepeap,
[-A€KTUHBI MOAAKCKOB OTHOCSIT K HECKOAb-
KMMM TpYIIIaM, 10 HAOOPY BXOASIVX B UX
cocraB pomeHoB (puc. 17). Coaepkaiiue
¢bubprHOreHOBbIE AOMEHBI [-A€KTMHBI MpU-
Hapaexar K FREP (Adema et al. 1997) (cm.
pasaea 4.1). Moaexyasl, copepxaiine [gSF u
CLECT AoMeHBI, 4aCTO BKAIOYAIOT B CEMel-
ctBo AekTHOB CREP (C-type lectin-related
proteins) (cm. paspea 4.1), a coaepikaiiue
opHoBpeMeHHO AoMeHbl IgSF u GLECT BbI-
aeasior B rpymny GREP (Galectin-related
protein) (Dheilly et al. 2015). 9 Tu BapuaHTbI
MOAeKYA IgSF ObIAM BBISIBAEHBI Y OOABIIVH-
CTBa MOAAIOCKOB, AASI KOTOPBIX OBIAY TIOAY-
YeHbI TPAHCKPUIITOMBI.

Emé oapHa rpynmna I-AeKTMHOB MOAAMO-
CKOB — AEKTMHBI, CBSI3bIBAIOLI/E CUAAOBYIO
kucaoty (sialicacid-bindingimmunoglobulin-
type lectins, Siglec) (Varki et al. 2022). 3a
CBSI3bIBAHME CHMAAOBOW KMCAOTHI B STUX MO-
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AeKyAax orsedaeT V-pomeH IgSE, HO opHO-
BpeMeHHO npucyTcTByloT C2 pAoMeHslL. Siglec
y TI03BOHOYHBIX >KMBOTHBIX YYacCTBYIOT B
pacrosHaBaHMM TATOT€HOB, MEKKAETOYHBIX
B3aMIMOAEVICTBUAX U MTOCAEAYIOIMX CUTHAAD-
HBIX ITyTSIX B UMMYHHO1 1 HEPBHOI CHCTEMax
(Angata et al. 2006).

Siglec moaarockoB Crassostrea gigas co-
AEPKUT ABa MMMYHOTAOOYAMHOBBIX AOMeEHa
1 KCIIPECCUPYETCs BO BCeX TKAHSX, HO CUAD-
Hee Bcero — B remouurtax (BobpoBckas u
Ap. 2024). CpeArt TPaHCKPUIITOB IeMOLIMTOB
AETOYHBIX MOAAIOCKOB Planorbarius corneus
BBISIBAEH TOABKO OAVH BapuaHT Siglecs, ko-
TOPBIN1 MOMUMO AoMeHOB IgSF Taioke BKAIO-
yaetr pomeHbl CLECT, ¢ubpuHoreHa u po-
MeH CUB. DT0T pAOMEH BCTpevaeTcsi BO BHe-
KAETOYHBIX U CBSI3aHHBIX C ITAA3MaTUYECKOM
MeMOpaHOIt 6eAKaX U yYacCTBYeT B PETYASLIUU
MEXKAETOYHBIX B3aMMOAENCTBUI B IIpoLiec-
cax ¢arouuTosa, IUCTOreHe3a, paclo3HaBa-
Hus cybcrpara (Blanc et al. 2007) (puc. 18).

Poap Siglec B MMMYHHOM OTBeTe AOKas3a-
Ha AASL MOAAIOCKOB HECKOABKMX MOAEABHBIX
BUAOB. B yacTHOCTHM, aKCIpeccusi COOTBET-
cTByIolero resa y ycrpuy Crassostrea gigas
MOBBIILIAETCS B FeMOLMTAX B OTBET HA UMMY-
Husauuio 6akrepusmu Vibrio splendidus (Liu
et al. 2016a; 2016b). Baokapa Siglec cren-
1bUYeCKMY TTOAMKAOHAABHBIMM AQHTUTEAR-
MU y MOAAIOCKOB Crasostrea gigas yCUAUBA-
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Planorbarius corneus (MosiCHeHSI B TEKCTE)

corneus (explanation in text)

Fib_alpha

Puc. 18. AOMeHHaH OopraHmsaunys A€KTMHA, CBA3bIBAIOIIETO CMAAOBYIO KMCAOTY MOAAIOCKaA

Fig. 18. Domain organization of the sialic acid-binding lectin from the mollusc Planorbarius

€T MHAYLVMPOBAHHbBII AUIIOMIOAMCAXaPUAAMMU
aroInTo3 KAETOK, (paroLuTos Mo OTHOLIEHNUIO
K Vibrio splendidus v BbBICBOOOXXA€HME LIUTO-
kuHoB remoutamu (Liu et al. 2016a; 2016b).
AAs MoaArockoB Biomphalaria glabrata
YCTaHOBA€HA 3aBUCHMOCTb MEXAY CTEIEHBIO
PE3UCTEHTHOCTY K TPEMAaTOAHON MHBA3UM U
criocobHoCThIO Siglec pacrno3HaBaTh rauka-
Hbl Ha IOBEPXHOCTU CIIOPOLUCT TPEMATOA
(Bridger et al. 2018).

4.3. Toll-mopo6HBIE penienTopbI

Toll-mopobubte  peuentopsr  (Toll-like
receptors, TLR) npuHsaTO cumTtarh Hamboaee
ynuBepcaabubiMu PRR. TLR mpeacTaBasior
coboil TpaHCMeMOpaHHbIe OeAKHM, KOTOpble
MOTYT OBITH PaCIIOAOXKEHBI KaK Ha IIOBEPXHO-
CTY KAETKH, TaK M Ha Be3MKYAAX B LIUTOIAQ3-
Me. BHexkaerounni pomeH TLR copepxut
boraTbie AeiiiuHOM mnoOBTOPHI (leucine rich
repeats, LRR), KOAM4eCTBO KOTOPBIX 3HAUM-
TEABHO BapblpyeT. VIMEHHO 5TOT AOMEH OT-
BeyaeT 3a CIIOCOOHOCTb pacIlO3HaBaTh OIpe-
AeaéHHble PAMP. BHYTPUKAETOUHBINT AOMEH
TIR (toll-interleukin-1 receptor homology
domain) B CBOW0 ouepeab IEPeAaET CUTHAA
BHYTPb KAETKM uepe3 aAalTepHble OeAKU
(Bowie, O’'Neill 2000). Mimenno TIR apomen
SIBASIETCSI HabOAee KOHCEPBATVBHON YaCThIO
MOAEKYABI, II0O3TOMY €ro IIOCAEAOBATEABHO-
CTU vallle BCEro VICTIOAB3YIOT AASI KAaccudu-
kayuu TLR (puc. 13). Aomensr LRR crioco6OHbr
pacrniosHaBatb PAMP naroreHoB Bcex IpyIIL:
OaxTepuit, BUPYCOB, IPUOOB, META30IHBIX Ia-
pasutoB (Akira, Takeda 2004) 1 o6aapatoT us-
OMpaTEeABHOCTBIO 110 OTHOLIEHMIO K Pa3HBbIM
AUTaHAQM. Y TIO3BOHOYHBIX XMBOTHBIX MAEH-
tuduuyposaHo 13 Tunos TLR u 28 Tumnos re-
HOB TLR (Rebl et al. 2010; Wang et al. 2015).

B pesyabraTe aHaAM3a reHOMOB U TPaHC-
KPUIIIITOMOB OBIAO YCTaHOBAEHO, YTO Y MOA-
AIOCKOB pa3Hoobpasue reHoB TLR mpeBocxo-
AWUT TaKOBOE€ y IO3BOHOYHBIX KMBOTHBIX. TaK,
B IeHOMe TI'UraHTCKoy yctpuusl Crassostrea
gigas obHapyxeHo 83 rena TLR (Zhang et al.
2015), a B reHoMme YAUTKU Biomphalaria
glabrata — 56 renoB, xopupylomux TLR
AByx pasupix TtunoB (V-TLR wu P-TLR)
(Adema et al. 2017). Tpauckpuntst TLR BbI-
SIBAE€HBI Y TacTponop Biomphalaria glabrata,
Planorbarius corneus, Bulinus truncatus,
Lymnaea stagnalis (Pila et al. 2016a; Seppald
et al. 2021; Young et al. 2022; Bo6poBckas
u Ap. 2024), 6uBaawbBuit Chlamys farreri,
Crassostrea virginica, Argopecten irradians,
Mercenaria mercenaria (Tanguy et al. 2004;
Song et al. 2006). ITpu aTom, KaK 1 y no3Bo-
HOYHBIX >KVMBOTHBIX, Y MOAAICKOB OIIMCaHA
IIOBEPXHOCTHASI I SHAOCOMaAbHasI AOKaAU3a-
st TLR.

PasHooOpasre TLR MOAAIOCKOB MOXeT
OTpa)kaTb MPUCIOCOOAEHHOCTh K B3aMMO-
AEVICTBUIO C pas3HbIM HabOpOM IAaTOr€HOB
(puc. 19). B ieaom cpear 6eCrio3BOHOYHBIX
HaOAropaeTcst 6oAbliee pasHoobOpasue PRR,
II0 CpaBHEHUIO C T03BOHOYHbIMU (Wang et al.
2018; Saco et al. 2023). [1pu oTcyTCcTBUM CITe-
1MbMYECKMX aHTUTE€HPACIIO3HAIINX MOAe-
KYA pacllMpeHyVe perepTyapa paclio3HaBae-
MBIX AUTAHAOB AOCTUTAEeTCs 32 CUET yBeAUYe-
HUs KoAndecTBa BapuaHToB PRR.

[Mpu MMMYHM3ALUYU TIPOVCXOAUT U30Mpa-
TeAbHOe ycuaeHue akcnpeccun TLR. B vact-
HocTH, Yy OuBaabBun Crassostrea gigas mo-
BBIIIAETCSI 9KCIPECCHSI COOTBETCTBYIOIINX
TeHOB B OTBET Ha 3apakeHMe OaKTepUsMu
Vibrio pasubix annmit (Zhang et al. 2015), a'y
Chlamys farreri — Ha BBeAeHMe OaKTepUaAb-
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0 50 100 150 200 250 300
Opisthokonta Cf a A iga brevicollis MX1 0
Ci a Te Hormiphora californensis 0
Porifera Demospongiae Ephydatia muelleri 0
Porifera De i himed landi 0
Placozoa Trichoplax adhaerens 0
Cnidaria Hydrozoa Hydra vulgaris 0
Cnidaria Cubozoa Morbakka virulenta 0
Cnidaria Scyphozoa Aurelia aurita (Atlantic) 0
Cnidaria Anthozoa Nematostella vectensis | 1
Cnidaria Anthozoa Pocillopora damicornis 1 4
Cnidaria Anthozoa Acropora millepora 3 9
Bryozoa Gymnolaemata Bugula neritina 0
Nemertea ilidi permu. i n7
Annelida Clitellata Helobdella robusta
Annelida Polychaeta Capitella teleta
Annelida Polychaeta Paraescarpia echinospica
Brachiopoda Lingulata Lingula anatina
Phoronida Phoronis australis
Mollusca Polyplacophora Acanthopleura granulata
Mollusca Gastropoda Lottia gigantea
Mollusca Gastropoda Gigantopelta aegis
Mollusca Gastropoda Pomacea canaliculata
Mollusca Gastropoda Biomphalaria glabrata
Mollusca Gastropoda Aplysia californica
Mollusca Bivalvia Margaritifera margaritifera
Mollusca Bivalvia Sinonovacula constricta
Mollusca Bivalvia Dreissena polymorpha
Mollusca Bivalvia Dreissena rostriformis
Mollusca Bivalvia Lutraria rhynchaena
Mollusca Bivalvia Archivesica marissinica =3 17
Mollusca Bivalvia Cyclina sinensis === 38
Mollusca Bivalvia Mercenaria mercenario EE———] 142
Mollusca Bivalvia Scapharca (Anadara) broughtonii =====3 53
Mollusca Bivalvia Mizuhopecten yessoensis T 41
Mollusca Bivalvia Pecten maximus T 52 \117»,
Mollusca Bivalvia Argopecten irradians T 43 117
Mollusca Bivalvia Argopecten purpuratus T 47 \\i\\u‘/‘a// 4
Mollusca Bivalvia Perna viridis === 50
Mollusca Bivalvia platifrons T 90
Mollusca Bivalvia Mytilus coruscus
Mollusca Bivalvia Mytilus galloprovinciali:
Mollusca Bivalvia Mytilus edulis
Mollusca Bivalvia Saccostrea glomerata
Mollusca Bivalvia Crassostrea virginica
Mollusca Bivalvia i
Mollusca Bivalvia Crassostrea hongkongensis
Mollusca Bivalvia Crassostrea gigas
Mollusca Cephalopoda Architeuthis dux
Mollusca Cephalopoda Sepia pharaonis
Mollusca Cephalopoda Octopus sinensis
Mollusca Cephalopoda Octopus bimaculoides
Rotifera Eurotatoria Brachionus calyciflorus
Cf dorea Steinernema carpocapsae
de cl dorea Caenorhabditis elegans
Platyhelminthes Trematoda Clonorchis sinensis 0
Platyhell Tr Shistosoma japonicum 0
Priapulida Priapulimorpha Priapulus caudatus 1 2
Arthropoda Diplopoda Glomeris maerens 1 3
Arthropoda Chilopoda Rhysida immarginata T 56
Arthropoda Merostomata Limulus polyphemus @ 11
Arthropoda Arachnida Dermacentor silvarum = 11
Arthropoda Malacostraca Penaeus monodon 3 9
Arthropoda Hexanauplia Tigriopus californicus @ 9 -
Arthropoda Branchiopoda Daphnia magna 3 5 =
Arthropoda Insecta Apis mellifera 1 5 R
Arthropoda Insecta Drosophila melanogaster @ 9
Hemichordata Enteropneusta Saccoglossus kowalevskii 3 8
Echinodermata Holothuroidea Apostichopus japonicus 1 3
Echi rmata Asteroidea Asterias rubens 1 4
Echinodermata E ide Lytechinus variegatus ] 54
Echinodermata Echinoidea Strongylocentrotus purpuratus ] 135
Chordata Appendicularia Oikopleura dioica 1 1
Chordata Ascidiacea Ciona intestinalis 1 3
Chordata Leptocardii Branchiostoma floridae =23 34
Chordata Hyperoartia Petromyzon marinus =3 20
Chordata Actinopteri Danio rerio =2 23
Chordata Actinopteri Salmo salar =23 23
Chordata Actinopteri Takifugu rubripes @ 10
Chordata Actinopteri Oreochromis niloticus =3 19
Chordata Chondrichthyes Carcharodon carcharias = 13
Chordata Amphibia Xenopus laevis == 27
Chordata Lepidosauria Anolis carolinensis = 12
Chordata Aves Gallus gallus 3@ 10
Chordata Mammalia Mus musculus 3 12 ‘,\
Chordata Mammalia Homo sapiens 3 10
Puc. 19. KoanuectBo renoB Toll-1iop06HbBIX peLienTopoB y MHOTOKAeTOUHBIX (Saco et al. 2023)
Fig. 19. Number of Toll-like receptor genes in metazoans (Saco et al. 2023)
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HbIX AumnonoAucaxapupoB (Qiu et al. 2007).
Cy11ecTBYIOT TaK)Ke pa3AN4us B YPOBHE KOH-
cTuTyTUBHOM aKcnpeccun TLR mexay oco-
0sIMM C pa3HBIM YPOBHEM pPe€3UCTEHTHOCTU
K TpeMaTOAHOW MHBasuu. Hampumep, aas
ractponiop Biomphalaria glabrata ycranoB-
A€HO, YTO YpOBEHb KOHCTUTYTUBHOM 3KC-
npeccuu renoB TLR (BgTLR) y ocobeit pesu-
CTEHTHBIX K 3apa’KEHMIO TPEMATOAAMMU BBILIIE,
YeM Y MOAAIOCKOB YYBCTBUTEABHBIX AMHMUIA
(Pila et al. 2016a). 3apakeHue TpemMaTOAAMU
Schistosoma mansoni IpUBOAUT K 27-Kpart-
HOMY noBbllleHuto akcnpeccun TLR Toabko
y PE€3UCTEHTHBIX 0CO0e€iT, TOTAQ KaK 3KCIIpec-
cust TLR y ocobeit 13 4yBCTBUTEABHBIX AU-
Huit He Bo3pacTaeT (Pila et al. 2016a).

AAst MoaAwckoB Planorbarius corneus
IIOKa3aHO M3MEHEHMe COOTHOIIEHMS] TPaHC-
kpuntoB TLR pasubix rpymn (PcTLR) B
reMOLMTaX IIpY 3apOKEHUM TPeMaTOAOM
Bilharziella polonica (BobpoBckas u Ap.
2024). B 4aCTHOCTU, OTHOCUTEABHOE YUCAO
TpaHcKkpunToB PCTLR2 u PcTLR7 Bble B re-
MoLMTax He3apaxéHHbIX, a PCTLR3, PCTLR10
n PCTLR11 — Bblllle B reMOLIUTaxX 3apakéH-
HBIX YAUTOK.

IToxasaHa cBs3bp TLR MOAAIOCKOB € akTu-
BaLMen TpaHcKpumnuuoHHoro ¢pakropa NF-kB
yepe3 CUTHAABHYIO MOA€EKYAY, TOMOAOTMYHYIO
daxTopy pAndpepeHNPOBKY KAETOK MUEAO-
uAHOro psiaa mosponounbix MyD88 (Collins
et al. 2012; Xin et al. 2016; Chen et al. 2022).
Tak, B TpaHckpuntome 6uBaabBuit (Gerdol
et al. 2018) HallA€HbI MHOI'ME KOMIIOHEHTBI
CUTHAaABHOTO Kackapa 3amycka reHa NF-kB
(puc. 20).

4.4. CKaBeHAKep-penenTopbl

CkaBeHAXep  peuenTopbl  (scavenger
receptors, SR) y4acTBYIOT B IIOTAOLIEHUY
COOCTBEHHBIX TOBPE>KAEHHBIX KAETOK U IIPO-
AYKTOB MX pacraAa, a TakKe pasAMYHBIX Ia-
toreHoB (Berwin et al. 2003; Liu et al. 2011).
Crpykrypa SR kpaitHe pasHooOpasHa. [Tomu-
MO CKaBEHAKEP AOMeHa, OOraToro LMUCTeu-
Hamy, SR copepkaT OOABLION HAOOP APYTMX
AoMeHOB (puc. 21). Tlo cTpykType AOMEHOB
BbIAEASIIOT He MeHee 10 kaaccoB SR (Gough,
Gordon 2000; Murphy et al. 2005).

SR MOAAIOCKOB MMEIOT pPasHOOOpa3HYIO
CTPYKTYPY U He BCerAa MOTYT ObITb 0003Haye-
HBI COTAQCHO TPAAULIMOHHOM KAACCUPUKALIVINL.
Tak, B remoLTax MOAAIOCKOB Planorbarius
corneus BBISIBA€HBl TPAHCKPUIITBI, KOAUPY-
foire yetbipe Bapuanta SR (puc. 21). Hau-
6oAee MPOCTYI0 CTPYKTYPY MMeET peLenTop
¢ AByMs SR pomeHamu. Takoit BapuaHT co-
OTBETCTBYeT Kaaccy I SR MaekonuTamomux.
Apyrue BapuaHTbl SR P. corneus umeloT Heka-
HOHUYHYIO CTPYKTYpy. B oAHOM 13 mpeacka-
3aHHBIX SR, mpucyrctByor 10 6orarbix Lju-
CTeVHaMU AOMEHOB SR 1 AOM€eH, TOMOAOTNY-
HbBIIT O€AKaM MPOMEXYTOUYHbIX PUAAMEHTOB.
VsBecTHO, 4TO B cocTaB SR KAacca A BXOAST
AOMEHBI, TOMOAOTMYHBIE KOAAAreHy, KOTO-
pbli, KaK U OEeAKM TPOMEXYTOUHbIX (uaa-
MEHTOB OTHOCUTCSI K GUOPUAASIPHBIM OeAKam
(Prabhudas et al. 2014). Apyroit BapuaHT Ha-
psAy ¢ SR poomeHamu copepkut poomeH CLECT
Y AOMEH, TOMOAOTMYHBIN TPUIICUH-TIOAOOHBIM
CEepVHOBBIM ITPOTEA3aM.

B BBITOAHEHHOM MCCA€AOBAHUM IO TTOUC-
Ky SR y Mmopckoro rpebetuka Chlamys farreri
6b1A0 BbIsiBA€HO 4 BapmaHTa SR (Liu et al.
2011). /I Takke, KaK y pOTrOBOM KaTYIIKHU,
TOABKO OAVIH M3 BapUMaHTOB CTPYKTYPBI CO-
OTBETCTBYeT KaHOHMYHOMY SR. OcTaAbHble
BapMaHThl YHUKAABHBI I HE MOTYT OBITh KAAC-
cuduupoBaHbl. TakuM 00pas3om, BEPOSITHO,
KaK M AeKTUHBI, SR MOAAIOCKOB OY€Hb pa3HO-
00pasHbI.

AAsi OVMBaAbBUII TOKa3aHO IIOBbIILIEHE
sKkcrpecun SR mpu GakTepuaAbHOM UHPEK-
LMY, & TAKKe MPU CTUMYASILMM OaKTepUaAb-
ubeimu PAMP (Liu et al. 2011).

4.5. MoAeKyAblI apresun

AAres3us reMOLIMTOB Ha MOBEPXHOCTY Yy-
KEPOAHOTO O00DBEKTa SIBASETCS HEOOXOAU-
MBIM YCAOBMEM AAS peaau3anuy GarouuTosa
Y APYTUX (pOPM KAETOUHOI'O OTBETA MOAAIO-
CKOB. MHOrue 13 BBIIIEONVCAHHBIX AEKTU-
HOB IIPOSIBASIIOT CBOJICTBA MOAEKYA aAT€3UH,
y4acTBYs B IIpoLieccax KA€TOYHOV MUIPaLuy,
daroyurosa u mHkKancyasguu (Wang et al.
2018). OAHAKO Y MOAAIOCKOB TaK>Xe IPUCYT-
CTBYIOT KAAQCCHMYeCKVe BapMaHTBl MOAEKYA
aAresum.
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Puc. 20. CurHaapHbiit kackap Toll-mopo6Horo penentopa (TLR) MO3BOHOYHBIX B CpaBHEHUU
C KAacKapOM ABYCTBOPYATBIX MOAAIOCKOB. KOMIIOHEHTBI, He OOHapy>KeHHblEe y ABYCTBOPYATbIX
MOAAIOCKOB ME€PEYEPKHYTBI, @ DAEMEHTBI, INPUCYTCTBME KOTOPBIX COMHUTEABHO, O00O3HAueHbI
BOIIPOCUTEABHbIMM 3HaKaMu. TLR mocae cBsi3bIBaHUMS C AUTAHAOM AMOO BO BHEKAETOYHON CpPeEAe,
AM0O0 B 9HAOCOMAABHOM KOMITAPTMEHTE PEKPYTUPYET aAalTepHble O€AKHM, KOTOPbIE PACIIPOCTPAHSIIOT
CUTHAABl OT peLenTopoB. VI3 apanTepoB MO3BOHOYHBIX y ABYCTBOPYATBIX MOAAICKOB OBIA
npentuduumponad MyD88. Pexpyruposanune u aktuBauus kuHas IRAK u komnaekca IKK npusoput
K murpayuu ¢akropos TpaHckpumnuuu NF-kB 1, Bo3amoxxHo, IRF B sIApO, TAe OHU peryAMpyIOT
BbIPaOOTKY IIPOBOCIIAAUTEABHBIX IUTOKMHOB 1 aHTUMUKPOOHBIX nenTuAoB (1o Gerdol et al. 2018 ¢
U3MEHEHUAMU)

Fig. 20. Vertebrate Toll-like receptor (TLR) signaling cascade compared with that of bivalves.
Components not found in bivalves are crossed out, and elements whose presence is questionable
are indicated by question marks. TLRs, upon ligand binding either in the extracellular environment
or in the endosomal compartment, recruit adaptor proteins that propagate receptor signals. Of the
vertebrate adaptors, MyD88 has been identified in bivalves. Recruitment and activation of IRAK
kinases and the IKK complex leads to the migration of NF-kB and possibly IRF transcription factors
to the nucleus, where they regulate the production of proinflammatory cytokines and antimicrobial
peptides (according to Gerdol et al. 2018 with modifications)

Y MOAAIOCKOB BBISIBAEHBI AEPMAaTOIIOH- Takke y YCTpUL[ ONMMCAH TOMOAOT MO-
TUHBI (ABa TUIA), MATPUAMHBI, UHTETPUHBI U AeKYAbl aare3uu JAM (junctional adhesion
kaarepunbl (Bouchut et al. 2006). Y 6uBaab- molecule), KoTopsiit criocobeH CBs3bIBaTbCS
BT TAKOKe OOHAPY’KEHBI TETPACIIAHUHBI, CUH- ¢ MHOrouucAeHHeiMu PAMP, 6Gaxrtepusmu
aexanbl 1 Gubpuaauusel (Collins et al. 2012;  Micrococcus luteus, Staphylococcus aureus,
Tanguy et al. 2018; Saco et al. 2020). Escherichia coli, Vibrio anguillarum, Vibrio
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Puc. 21. BapuaHTbl IpeACKasaHHON AOMEHHOV CTPYKTYPbl CKaBEHAKep-peLeNTOpOB IeMOLUTOB
ABycTBOpuatoro Moaawocka Chlamys farreri (A) (Liu et al. 2011) u AEro4HOro MOAAIOCKA
Planorbarius corneus (Bb) (BobpoBckast n Ap. 2024). YcaoBuble o6o3HaueHus: Filament — pomeH
npoMexyTouHoro ¢puaamenta; KR — xpunra-pomen; LDLa — AOMeH pelienTopa AUMONPOTEVHOB
HM3KOM MMAOTHOCTU KAacca A; SR — Oorartblil LUCTEMHOM AOMEH CKaBeHAXep-peuentopa; TSP1 —
MMOBTOPBI TPOMOOCIIOHAMHA TUTA 1

SR-Al

Fig. 21. Variants of the predicted domain structure of scavenger receptors in hemocytes of the bivalve
mollusc Chlamys farreri (A) (Liu et al. 2011) and the pulmonary mollusc Planorbarius corneus (b)
(BobpoBckas u Ap. 2024). Legend: Filament — intermediate filament domain; KR — kringle domain;
LDLa — low-density lipoprotein class A receptor domain; SR — cysteine-rich domain of the scavenger
receptor; TSP1 — thrombospondin type 1 repeats

splendidus n apoxcokamu Pichia pastoris u
Yarrowia lipolytica (Liu et al. 2016b). JAM
MOAAIOCKOB paboTaeT KakK OIICOHMH, YCUAU-
Bas mpolecc darounrtosa.

KAETOK pacIlO3HaBaTh I1aTOreH-aCCOLMPO-
BaHHbIe MOAEKYAsIDHbIe NATTepHEI (Janeway,
Medzhitov 2002), nosBoAMuAa II0-HOBOMY
B3rASIHYTb Ha NMPOOAeMY CreluduIHOCTH B

TaaBa V. OCHOBbI yCTOIUMBOCTH CUCTeMe BPOXXAEHHOTO MMMYyHMUTeTa. Bbisic-

B3aMMOOTHOIIEHNIT MOAAIOCKOB C IaTOT€HaMU

CoBpeMeHHasi KOHLIEMLIVSI BPOXKAEHHOTO
VIMMYHUTETa, OCHOBaHHas Ha CIOCOOHOCTU

HVUAOCBH, YTO SIBA€HIE IPYIIIOBON creruduny-
HOCTU K IIaTOT€HaM — Ba’KHas XapaKTepu-
CTMKA KAETOK BPOXAEHHOIO VMMMYHUTETA,
KOTOpasi peaAusyeTcsi 6Aaropapst HAAUYUIO Y
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HuX pa3HoobpasHbix PRR. B To e Bpems pac-
KpBITHE TyTe peaAusalyy OCHOBHbBIX Gpopm
AAQNTUBHOTO MMMYHHOTO OTBETA IOKa3aA0
HEBO3MO)XHOCTb €r0 3aIyCKa M peaAusaluu
06e3 KOMIIOHEHTOB CUCTEMBI BPOKAEHHOTO
VIMMYHUTeTa. DTO IpPUBEAO K IIepecMOTpPY
CaMOTO TOHSTUS «CHeLUUPUIHOCTb», B TOM
YICAE U B OTHOLIEHUY 0eCITO3BOHOYHbIX XKU-
BOTHBIX. [Ipy 9TOM MeXaHM3MbI 3aLIUTHBIX
peaxiuit 6eClI03BOHOYHBIX MOTYT OTAMYATh-
C Kak IO TMPOAOAXKUTEABHOCTU, TaK U IIO
CcrelpUIHOCTHY B 3aBUCUMOCTH OT IIPUPOABI
maroreHa (Adema, Loker 2015).

Ha mnpoTspkeHuUM 5BOAIOLUMY  MOAAIOCKU
pUOOpEeAU HIMPOKUI KPYT SHAOCUMOMOHTOB,
BKAIOYAIOLINI KaK IPOCTHIX KOMMEHCAAOB, TaK
¥ OOAUTATHBIX U Y3KO CrieuUYHBIX Tapasu-
TOB, OTHOCSIIIIMXCS K CAMBIM Pa3HbIM CUCTEMA-
TUYECKVUM IPYIIIIAM — OT MIPOTUCTOB AO LIEAO-
MUYeCcKux yepBeit 1 uaeHnctoHorux (Nyholm,
McFall-Ngai 2004; McFall-Ngai et al. 2010 u
Ap.). OAHaKo, pasBUTHE UMMYHUTETA MOA-
AIOCKOB (0COOEHHO TacTpOTOA U OMBAABBUI)
IIPEeXKA€ BCErO CBSI3aHO C 9BOAIOLIMOHHO-CAO-
KUBILVIMUCST TIapa3UTO-XO3SIMHHBIMU CUCTe-
MaMU «TPEMATOABI-MOAAIOCKI», B KOTOPBIX
MOAAIOCKY BBICTYIMAIOT B KaueCTBe MePBBIX, a
B CAyuYae pasBUTKs B HUX MeTalepKapuil —
BTOPBIX IPOMeEXYTOuHbIX X03s1eB (Cribb et al.
2001; Ataes, [ToaeBmukos 2004; Lockyer et al.
2004; Adema, Loker 2015). Mupauuaum us-
OMpaTeAbHO 3apa’KAIOT MOAAIOCKOB, MpeBpa-
I[AIOTCSI B HMX B MAaTEPUHCKYIO CIOPOLIACTY,
B pe3yAbTaTe PasBUTKS U PA3MHOXKEHUS KO-
TOpOI (POPMUPYIOTCS AOYEpHME MOKOAEHUS
mapTeHUT (peAny/CopOLMCTBI), CIOCOOHBIX
OTPOXKAQTh CAEAYIOLIMEe TeHepaLy apTEeHUT
" (MAM) AMMMHOK MapUT — LiepKapUit.

®opMmupoBaHue MHOPATIOMYASLINIL TApTe-
HUT B MOAAIOCKE MOXXET MOAUMHSTBCS pas-
AUYHON CTpaTernu mapasmMTr3Ma, OAHAKO BO
BCEX CAyYasiX IMOApPa3yMeBaeT IepeKAlYe-
HYe PeCypCOB XO3sIMHa Ha €€ MOAAEPIKaHue U
pasBuTue. B pesyabTraTe MPOUCXOAST 3HAUMU-
TeAbHble U3MeHeHMs B pU3MOAOTMM XO3SIMHA.
OAHUM M3 HIMPOKO M3BECTHBIX BO3AENCTBUI
sBAsieTcsl 3b@eKT mapa3uTapHOl KacTpa-
LY, TPOSIBASIIOLIMIICSI B TOAQBAEHUU CIIO-
COOHOCTM MOAAIOCKa pasMHOXarTbcs. [lpu

46

5TOM PEAAU3YIOTCSI ABE OCHOBHBIX CTpaTernu
BHYTPUMOAAIOCKOBOTO Pa3BUTHUS TPEMATOA:
dbopmupoBaHue MHOPATTOMYASLINY TAPTEHUT
AVIMUTUPOBAHHOTO, AUOO TPOAOHTMPOBAH-
Horo tunoB (Araes 2017). B 3aBucumocTu ot
3TOTrO 3apa)KEHHbIE YAUTKU SMUTUPYIOT Liep-
Kapuil OT HECKOABKUX AHEIl AO HECKOABKUX
MecsALeB U Aake AeT. [Ipy aTomM mapTeHUTbI
HAXOASTCSI B TECHOM KOHTAKTe C TKaHSMMU
MOAAIOCKA-X035IMHA U, KOHEYHO, TaKOe B3au-
MOAEVICTBME PACIPOCTPAHSAETCS Ha MOAEKY-
ASIDHBIIT AMAAOT MEXAY HUMMU, PE3YABTATOM
KOTOPOTO SIBASIETCS 3aITYCK U BBIPA)KEHHOCTD
VIMMYHHOTO OTBETa YAUTOK.

IIpy AOATOM COCEACTBE BBICOKOIATOTEH-
HOW AVUHUM ITaPa3UTOB C OIIPEACAEHHOV IPYII-
II0J1 X035I€B, MOXKHO OXXMAATbh, YTO MMMYHH-
TEeT MOAAIOCKOB CTaHeT boAee crielupuIHbIM
B OTHOILIIEHUY PACITO3HABAHMS I SAUMUHALIN
OTIPEAEAEHHOTO BUAA (IITaMMa) TPEMAaTOoA,
II0 CPAaBHEHUIO C ADYTMMU T€AbMUHTAMU, He
MIPEACTABASIIOIIMMU AAST HUX OTTACHOCTM.

Pesyabrarbl M3ydeHMs] CreluPpUIHOCTU
MapasuUTO-XO3SIMHHBIX CUCTEM «TPEMAaTOAbBI-
MOAAIOCKM» TOKAa3aAM, YTO TOBTOPHOE 3a-
pakeHre MOXXET BBI3bIBATb ABA OCHOBHBIX
BapMaHTa MMMYHHOIO OTBeTa MoAAlocka. C
OAHOJI CTOPOHBI, MM€ETCSI OOABIIOE KOAUYE-
CTBO paboT, B KOTOPBIX OTMEYAETCsI TOBbIIIIE-
HU€ PEe3VICTEHTHOCTU YAUTOK Ha IOBTOPHOE
3apakeHue AObIM BMAOM Tpematop (Lie,
Heyneman 1975; Lie et al. 1982; Sullivan et al.
1982; Lie et al. 1983; Sire et al. 1998). 9T0 sB-
A€HMe TIOAYYMAO Ha3BaHUE «AMYMHOYHOTO
antaroHusma» (Sullivan, Hu 1996; Sire et al.
1998). Hampumep, mpu MOCAEAOBAaTEABHOM
3apaxenuu Biomphalaria glabrata cHavasa
Schistosoma mansoni, a 3atem Cotylurus lutzi
ABOIHOTO 3apakeHMsI He BO3HUKaeT B TOM
CAyYae, eCAU MapTEHUTHI IIKCTOCOM Pa3BU-
BAAMCh B MOAAIOCKe 15 uau 6oaee aHen (Bash
1969). AeiiCTBUTEAbHO, OTHOCUTEABHO He-
0OOABIIIAs SKCTEHCUBHOCTb ABOIHOM (TeM 00-
Aee, TPOVHOI) TPeMaTOAHON MHBa3UN YAUTOK
B MPUPOAE OTMEYaAaCh MHOTUMU UCCAEAO-
BareAsiMu. OAHAKO, CAEAYET YUUTHIBATD, YTO
SIBA€HVE AVYMHOYHOTO aHTArOHM3Ma MOXET
6a31pOBaThCsI HE TOABKO Ha 3aIUTHBIX PeaK-
LMSIX MOAAKOCKa-Xo3sauHa (Sire et al. 1998), Ho
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Yl BO3HMKATb OTIOCPEAOBAHHO — BCAEACTBUE
B3aMMOAEIICTBUSL TAPA3UTOB IPU MHOXe-
cTBeHHOM 3apakeHnn (Mouahid, Mone 1990;
Artaes, AobpoBoabckuit 1992; Combes 1995).
K coxxaAeHNIo, cTeneHb peaAnsaLyi TOro UAU
VHOTO MeXaHM3Ma IOBBILIEHUS] PEe3UCTEHT-
HOCTU MOAAIOCKOB K TIOBTOPHOII UHBAa3uu B
NPUPOAE MPAKTUYECKN He U3YUeHa.

C Apyroim CTOpOHBI, IpeABapuUTeAbHast
VHBa3us OAHUM BHMAOM TPEMATOA B psiAe
CAYYaeB CHIDKAET IMOCAEAYIOIINI NMMYHHbIN
OTBET MOAAIOCKA Ha 3apakeHue Iapas3uTa-
MU APYIMX BUAOB (bopMUpyeTcss «Ipuob-
peTéHHasl YYBCTBUTEABHOCTb»). DTO, B CBOIO
ouepeAb, MOXKET MPUBOAUTHh K BBDKMBAHUIO
HecnenuduyHoro mapasura. Hanpumep, 3a-
pakeHue MOAAICKOB Biomphalaria glabrata
criopouuctamul Echinostoma paraensei nipu-
BOAUT K TOAABAEHMIO HEKOTOPBIX KOMIIO-
HEHTOB MMMYHHOrO OTBeTa Biomphalaria
glabrata (Adema et al. 2010; Hanington et al.
2010a), B TOM 4KCA€ TeX, KOTOpPbIe OTBEYAIOT
3a IpeAOTBpalleHre pas3BUTUS Schistosoma
mansoni (Lie et al. 1977; Loker et al. 1986;
Bayne, Yoshino 1989). lemouuts! yAUTOK, 3a-
POKEHHBIX SXMHOCTOMAMU, TEPSIOT CIIOCOO-
HOCTb OCEAAThb Ha IIOBEPXHOCTHU YY)KEPOAHBIX
00beKTOB 1 00pPa30BbIBATh BOAM3U HUX AIO-
Oble arrAlTMHaLMK, BKAKOYas Karcyasl (Lie,
Heyneman 1976).

[TpepliecTByIOIasi MHBAa3UsI MOAAIOCKOB
Biomphalaria orbignyi n B. oligoza tpema-
ToAaMu Zygocotyle lunata peraetT MOAAIO-
CKOB, OOBIYHO YCTOMYUBBIX K HIMCTOCOMHOI
VIHBa3UM, YYBCTBUTEABHBIMU K 3apPa)KEHUIO
Schistosoma mansoni (Spatz et al. 2012). Vs-
BECTHO TaKKe, 4T0 Echinostoma paraensei
OKa3bIBaeT CHUABHOE BAUSIHME Ha CTPYKTY-
Py ¥ QYHKUMOHAABHOE COCTOSIHME TIeMO-
LIJUTOB MOAAIOCKA-XO35IMHA, IPeAOTBpallas
dbopmupoBaHue KalCyA BOKPYT CIIOPOLIKCT
Schistosoma mansoni y MOAAICKOB pe3u-
creHTHbIX mrammoB (Loker et al. 1992). Bos-
MOJKHO, SIBA€HM€ IPUOOPETEHHOI 4yBCTBU-
TEABHOCTU MPOSIBASIETCS B (POPMUPOBAHUU
HOBBIX CIeLUIHBIX Mapa3UTO-XO3SIMHHBIX
OTHOLIIEHMIT, YTO Ha TPAKTHUKE MOXET CII0CO0-
CTBOBaTb YBEAUYEHUIO YMICAQ BUAOB MOAAIO-
CKOB — IIOTEHLMaAbHBIX X0351eB KOHKPETHBIX

BUAOB TPEMATOA. B pesyAbrare mpomcxoAuT
pacupenue reorpadum STUX MapasuToB.

OCTaéTCst HESICHBIM, SIBASIETCSI AU AaBAe-
HUeE, CO3AaBaeMoOe TPEeMAaTOAHOU MHBa3Muel,
bakTOpOM, CIOCOOCTBYIOIMM  Pa3BUTUIO
Cl'IeLU/ICb]/[‘IHOCTI/I B MMMYHHBIX pe€aKIMAX
MOAAIOCKOB. B CBOIO 0uepeAb, HaAMvMe Criell-
MPUYHOCTY MUMMYHHBIX peaKL[1il MOAAIOCKOB
MIMeeT Ba)KHOE 3HAYEHUE AASL PACKPBITUS Me-
XaHU3MOB YCTOMYUBOCTU TAPA3UTO-XO3SUH-
HbIX CUCTEM C X YYaCTUEM.

B0O3MOXXHO, B YCAOBUSIX IOCTOSIHHOTO
B3aVIMOAeI;[CTBI/IH C YYy)X€pPpOAHbIMM AHTU-
reHaMy Pe3MCTEHTHOCTb MOAAKCKOB K Ta-
TareHy SIBASIETCSI CKOpee IMPaBMAOM, a BOC-
NPpUMMYMBOCTb — MUCKAKOUeHueM. [loaTomy
YCHELUIHOCTh 3apaKeHUsI 3aBUCUT TIPEXKAE
BCEro OT CIIOCOOHOCTU TapasuTa «usberarb»
VAU TIOAQBASITD 3AIUTHbIE PEAKLIUM XO3sI1HA
(Webster, Davies 2001).

Crpaterun usberanus napasuTaMu 3alUTHBIX
peakuuin MOAAKCKA

YcroitunBas mapasuTO-XO3sIMHHASI CUCTe-
Ma «TPeMaTOABI-MOAAIOCKN» (OPMUPYETCs
IIPU YCAOBUM COBMECTHMOCTU BCEX €€ KOM-
noHeHTOB (puc. 22). Tak, AAST MOAAKOCKOB Xa-
paKkTepeH OMpeAeAEHHbIT HA0OP KAETOYHBIX
Yl TYMOPaAbHbBIX (GAaKTOPOB UMMYHUTETA, 3a-
AQHHBIX TEeHOTUIUYECKU. Pe3aCTeHTHbIE MOA-
AIOCKM OTAMYAIOTCSI OT YYBCTBUTEABHBIX IO
HA0OPY ¥ YPOBHIO 3KCIIPECCUM PACIIO3HA0-
X MOAEKYA, GPaKTOPOB LIUTOTOKCUYHOCTH,
aAresun u Ap. B cBo ouepeab AAST TapasuTa
KOHKPETHOTO BUAQ (MAM IITaMMA) TAaK)Ke Xa-
paKkTepeH TeHOTUIMYECKU 3aAAHHBIN HAOOP
AQHTUTE€HHBIX AETEPMUHAHT (PEeLenTophl IMO-
BEPXHOCTYU TETYMEHTa, 3KCKPEeTOPHO-CeKpe-
TOPHBIE IIPOAYKTBI, IPOAYKTBI METAO0AM3MA).
1 TOABKO B TOM CAy4ae, KOTAQ UMMYHUTET
MOAAIOCKA He CIIOCOOEH paclo3HaThb U DAU-
MUHMPOBATh Mapa3uTa, BO3MOXKHO YCIIELIHOe
3apakeHue. Takoe B3aMMOAENCTBUE IIOAY-
YMAO Ha3BaHME «MOAEAU COBMECTUMOTO MO-
AeKyAsipHOro moAmmopousma» (Mitta et al.
2017). Takum 06pa3oM, YCIIEIIHOCTb 3apa-
JKEHUsI OIMPEAEASIETCS COBIAAE€HUMEM WHAU-
BMAYAABHBIX MOAEKYASIPHBIX XapaKTepPUCTUK
napasuta u xo3suHa (Théron, Coustau 2005).
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Biomphalaria glabrata

CoBmMmecTumas
KOMOMHaUuA

HecoBmMmecTumas
KOMOMHaUuA

WMHKancynauma n anMMUHaUWA napasuta HopmanbHoe pa3BuTHMe NapasuTa

Puc. 22. VIMMyHOOMOAOIMYECKME B3aMMOAEVICTBUSA B IIAPa3UTO-XO3SAMHHON CUCTEMe
Schistosoma mansoni / Biomphalaria glabrata. Pe3yAbTaTUBHOCTb MHBa3UM 3aBUCUT OT
COBMECTMMOCTM X03sIMHa 1 IapasuTa. [TapasuTsl HecoBMecTHMOro mraMmma (A) oOHapy KeHbI
Cpa3y IIOCA€ TIPOHMKHOBEHM:, WHKAIICyAMPOBAaHbl M 3AMMVHMDPOBAHbl TIe€MOLMTAMMU.
MHorocaonHas reMouyuTapHas KarcCyAa OKpYy>KaeT MEPTBYIO CIOPOLMCTY 4epe3 24 vaca
nocae nNpoHuKHoBeHus1. [Tapasut coBmecTumoro mwramma (B) He pacniosHaeTcst ¥ HOpMaAbHO
pa3BMBaeTCs B TKaHAX YAUTKU (o Mitta et al. 2017 ¢ usmeHeHusIMM)

Fig. 22. Immunobiological interactions in the Schistosoma mansoni | Biomphalaria glabrata
host-parasite system. The success of the invasion depends on the compatibility of the host
and the parasite. Parasites of the incompatible strain (A) are detected immediately after
penetration, encapsulated and eliminated by hemocytes. A multilayered hemocytic capsule
surrounds the dead sporocyst 24 hours after penetration. The parasite of the compatible
strain (B) is not recognized and develops normally in the snail tissues (according to Mitta
et al. 2017 with modifications)

B toxe Bpemss MutTa c coaBropamu (Mitta  ompepeasieTcss 6aAaHCOM MEKAY HECKOABKU-
et al. 2017) AOIyCKalOT, YTO COBMECTMMBINI MU MOAEKYASIDHBIMU AETEPMUHAHTAMMU, OT-
CTaTyC KOHKPETHOV YAUTKM U TPEMATOABl HOCALIMMCS K ABYM KaTeropusM: IepBas —
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A. MonekynspHas MUMUKpUA b. MonekynsipHas MackupoBka

nacCcuBHOe CBA3bIBaHWE C
MoneKynamu Xo3alHa

dO oy

peLenTop-onocpeaoBaHHoe

6e3 MackMpoBKu
np1obpeTeHue CBOEro

B. OTcyTCTBMe Y X03sMHa pacnioaxatowux - [POAYKUMA HEepacnosHaBaeMbix
3MMTONOB («NONUMOPCHbBIE MYLIMHBI)

MOneKyn
PaC”03HaBaHMH HeT pacnosHaaaHme pacnosHaBava HeT pacnosHaBaHue
: 9
éj: L (.
COBMECTUMaSnA HecoBMecTUMast YHUKamNbHBIA 3aNUTON
KoMBuHaLms komBuHaLuma COBMECTUMOrO napasuta

[. WHrubuposaHme npoLieccoB UMMYHHOTO OTBETA X03AMHa

BrokvpoBaHue mnm. @ BrokvpoBaHue
nospexaeHue 3% WNW NOBPEXaeHne

ryMOpanbHbIX BbineneHue " DELEnTOpoE
Py 5 XN e o AT evos
I b 0
A
! \
] \Y
i N
1 \
UHrBMpyeTcs CUHTES \V/ <] M3MeHsieTcs NOABMKHOCTb
W Bblaenexve 1 cnocobHocTb K
(hakTopoB pacnnacTbIBaHWIO
LIMTOTOKCUYHOCTH reMoLuToB

Puc. 23. Bo3MoxHble BapMaHTbl B3aMOAENCTBUS B IApa3UTO-XO35AMHHON CUCTeMe
«TpeMaTOABI-MOAAIOCK» (o van der Knaap, Loker 1990 ¢ usmeHeHusimu). YCAOBHbIE
obosHauenus: I' — remouut; I1 — mapasut; C — coBmecTumasi KomOuHauus; H —
HeCcoBMeCTUMasl KOMOMHaLMs

Fig. 23. Possible variants of interaction in the host-parasite system “mollusc-trematodes”
(according to van der Knaap, Loker 1990 with modifications). Legend: I' — hemocyte; IT —
parasite; C — compatible combination; H — incompatible combination
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BPOXKAEHHbBIE TeHeTUYeCKue OCOOEHHOCTU
mapasuTa U XO35IMHA, BTOPasi — MOAEKYABI
(peuienTopel U aHTUreHbBI), 0OAAAAIOLINE TIO-
aumopdusmom (Hampumep, FREP). [TosTomy
YYBCTBUTEABHOCTD U PE3UCTEHTHOCTD He Obl-
BalOT a0COAIOTHBIMIAL.

CyliecTByeT HECKOABKO T'UIIOTe3, 00bsiC-
HSIOIIMX BO3MOYKHbIE MEXaHM3Mbl B3aMMO-
AEVICTBMA IapasuTa C MMMYHHOM CUCTEMOM
MOAAIOCKA-XO3sIMHA.

Hanboaee mpocTon BapuaHT, obecrneunBa-
ro1ui1 3¢ deKTUBHOE MPOHNKHOBEHNE U pa3-
BUTHE TPEMATOA — OTCYTCTBUE Y MOAAKCKA
MOAEKYA, CIIOCOOHBIX pacliO3HaBaTh Mapasiu-
ta (puc. 23). Pasanuus B CtocOOHOCTU K pac-
MO3HABAHMIO MTAPA3UTA MOKA3AHBI AASI AMHUIA
MOAAIOCKOB C Pa3HOV CTeIeHbI0 YyBCTBU-
TEABHOCTHU K TPEMATOAHOI MHBA3UMU.

Apyras rumoresa, OOBSCHSIOLAS BO3-
MO>XKHOCTD YCITEIIIHOTO 3aPa’KeHUsI MOAAIO-
CKa — CYLIeCTBOBAaHUE «MOAEKYASIPHOI
MUMMKpUM». B 3TOM cAydae MOAEKYABI, 3KC-
mpeccupyeMble Ha IMOBEPXHOCTM MapasuTa
pacro3HaTCsI BHYTPEHHUMM 3alUTHBIMU
CUCTEMaMM XO3sIMHAa Kak «cBoé» (Damian
1989). IlokasaHo, 4TO pas3Hble YPOBHU BOC-
NPUMMYMBOCTU XO35IMHA KOPPEAUPYIOT C pas-
AVIYHBIM COAEPYKaHMEM ITOBEPXHOCTHBIX aHTU-
reHoB napasuta (van der Knaap, Loker 1990).

CoOrAaacHO TUIIOTe3e «MOAEKYASIPHON Ma-
CKMPOBKM», BBDKMBaHME Mapasuta obecre-
YMBAETCS OCAXAEHMEM Ha €ro MOBEPXHOCTU
MOA€EKYA reMoAuM®bl x03siMHa. [Ipu aTom B
OCHOBE AQHHOTO SIBAEHMSI MOTYT A€XaTbh Kak
IaCCUBHAsI COpOLMS MOAEKYA TeMOAUMBI,
TaK U MX CBsI3bIBaHUE MMOCPEACTBOM CIIELiMi-
AABHBIX PELEeNTOPOB Ha MMOBEPXHOCTU Iapa-
suta (van der Knaap, Loker 1990). Hanipumep,
TPeMaToAbl Schistosoma mansoni 3KCIpec-
CUPYIOT CHapy)XU TeryMeHTa MOAUMOpP(HBIe
MyuuHbl (polymorphic mucins, SmPoMuc),
KOTOPpbIe IPEAOTBPAILAIOT MX pacllO3HaBaHNe
VIMMYHHOM CUCTEMOJ MOAAKCKOB.

Ha ceropHsILIHUI A€Hb TaKXKe MOATBEPXK-
A€Ha TUIoTe3a «MHIMOMPOBaHMS MPOLIECCOB
VIMMYHHOT'O OTBeTa x03simHa» (van der Knaap,
Loker 1990). 3OKCKpeTOpPHO-CEKpPETOpHbIE
IIPOAYKTBI, BbIA€ASIEMbIE IAPAa3UTOM, ITOAA-
BASIIOT aKTUMBHOCTb TeMOLIMTOB. B 4acTHO-
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CTU, OHU CITOCOOHBI OAOKMPOBATh PELIEeNTOPBI
3TUX KAETOK, BAMSATH HA UX TOABVKHOCTD,
BBDKIBAEMOCTb U LIUTOTOKCHYHOCTD (Loker
et al. 1992; Lodes, Yoshino 1990; Yoshino
et al. 2013).

3aKkA4YeHue

Y NMO3BOHOYHBIX )XMBOTHBIX HapsiAy C CU-
CTEMOI BPO’KAEHHOTO MMMYHUTETA QYHKLIM-
OHMPYeT CUCTEMa aAANTVMBHOTO UMMYHUTETA.
E€ oTAMYMTEABHBIMY NTPVI3HAKAMH SIBASIIOTCS
CIIOCOOHOCTb pacIo3HaBaTh aHTUTEHBI U pe-
arvpoBaTh Ha HMUX C 0Opa3oBaHMEM KAOHOB
AMMQOLUTOB 1 BbICOKOAPDUHHBIX aHTUTEA,
a TaK)Xe HaAM4YMe KAeTOYHOM MMMYHHO Ia-
MSITH, KOTOpast 03BoAsieT 6oaee addekTun-
HO pearvpoBaTh Ha MAaTOT€H IPYU TOBTOPHO
VIMMYHM3ALUU.

PaHee cyijecTBOBaHMEe MTOAOOHOI 3aLIUT-
HOJI CHCTEMBI y O€CIIO3BOHOYHBIX OOABLINH-
CTBOM YYEHBIX He AOITYCKaAOCh 13-3a OTCYT-
CTBUSL y STUX XUBOTHBIX «MCTUHHBIX» AVIM-
¢douutoB 1 aHTUTeA. OAHAKO B IOCAEAHEE
BpeMsI CTaAU MOSIBASITbCSI AQHHbBIE, CBUAE-
TEABCTBYIOIJ€ O HAAUYNH Y TIPEACTABUTEAEN
Pa3AMYHBIX TPYII 0€CITO3BOHOYHBIX, IPEXAE
BCETO Y MOAAIOCKOB U apTPOIIOA, 3aLUTHBIX
MEXaHV3MOB, AEMOHCTPUPYIOIMX IPU3HAKU
apantuBHoro uMmyHutera (Rowley, Powell
2007; Adema, Loker 2015; Gourbal et al.
2018 u Ap.). B wacTHOCTH, OeCIIO3BOHOYHbIE
KUBOTHBIE MOTYT ObICTpee U 3ddeKTuBHEE
pearupoBaTb Ha Yy>KEPOAHBIT (aKTOp Npu
noBTopHo ummyHusauuu (Lie, Heyneman
1975; Gourbal et al. 2018).

AoAToe BpeMsi CUMTAAOCh, YTO OoAee ObI-
CTpbil U 3(PPEKTUBHBII VMIMMYHHBINI OTBET
0eCII03BOHOYHBIX Ha IOBTOPHYIO MMMYHMU3a-
LIMI0O MOYKET OBbITh CBSI3aH C YCTOWYMBOI AAU-
TEAbHOI aKTMBaLell MeXaHU3MOB IMMYHHO-
IO OTBETAa IOCA€ NMEPBUYHON VMMYHU3ALMNL.
OaHako, mospHee ObiAO TmokasaHo (Pinaud
et al. 2016), 4YTO TEPBUYHBI U BTOPUYHBIN
VIMMYHHBIE OTBETBI, Pa3BMUBAIOIIMECS] IPOTUB
OAHOTO U TOTO >Ke MapasyuTa, BKAIOYAIOT pa3-
Hble 3¢ddexTopHble cucTembl. [Ipu mepBuy-
HOM OTBETe 3AMMMALMS Iapa3uTa OCYIEeCT-
BASIETCSI TIPEMMYILIECTBEHHO ITOCPEACTBOM
KAETOYHBIX KOMIIOHEHTOB VMMYHUTETA, a
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IIpU BTOPUYHOM — TI'yMOpPaAbHbIX. [loaTomy
VIMEHHO I'YMOPAABHBIM (paKTOpaM IPUIMCHI-
BaeTCsl OCHOBHAsI pOAb B pOPMMPOBAHNY TaK
Ha3bIBA€MOI0 MMMYHHOIO IIPalIMUPOBAaHM
Y TPEHMPOBAHHOTO MMMYHUTETA («MHAYLIM-
POBAHHOI PE3UCTEHTHOCTU»). DTU CBOWCTBA
paccMaTpuBaIOTCS B KaueCTBe AOKa3aTeAbCTB
HAAMYMSI UMMYHOAOTMYECKON MaMsATU y Oec-
no3BoHo4HbIX (Coustau et al. 2016; Netea et al.
2016; Gourbal et al. 2018; Melillo et al. 2018).

AHaAU3 KAETOUHBIX ¥ TYMOPAABHBIX peak-
L[ MOAAIOCKOB MO3BOASIET 3aKAKOUYUTH, YTO
OCHOBHBIE 3Tallbl peaAu3aluy UX MMMYH-
HOTO OTBETa 3KBMBAAEHTHBI COOTBETCTBYIO-
MM peaKLUsM TO3BOHOYHBIX >KMBOTHBIX.
MOAAIOCKU Hap€AEHBbI BCEMU KOMIIOHEHTaMU
CUCTEMBI BPOXKAEHHOT'O IMMYHHUTETA: CIIeL-
AAM3MPOBAHHBIMY MMMYHHBIMUY KAETKaMU
(reMoLMTaMM), reMOMOITUYECKUMU CTPYK-
TypamMy, HabOpPOM MATOreHpPaCIO3HAOIINX,
AITAIOTVHUPYIOLUIMX MOAEKYA, a TaKXe CHU-
CTEeMOIT KOMIIAEMEHTA U IUPOKUM HabOpOM
AQHTUMUKPOOHBIX, TPOBOCIIAAUTEABHBIX (PaK-
TOPOB, MTPOTea3, IUTOKUHOB 1 AP. (puc. 2).

HecmoTpst Ha cyljecTBeHHble pas3AUYM
Y MOAAIOCKOB Pa3HBIX TAKCOHOB B CTPOEHUMU
KPOBEHOCHOI CUCTEMBI, AOKaAU3aLUU U Op-
raHM3aLMY IPoLiecca reMoI0s3a, OCHOBHBIMU
3 PeKTOpHBIMY KAETKAMU MMMYHUTETA SIB-
As0TCsT TeMoLuThL. [lo cTpoenuio, GyHKIM-
OHAaABHOW aKTUBHOCTU, Habopy ¢epmeHTOB
1 peLienTOPOB reMOLUTBl BO MHOTOM CXOXU
c 6eAbIMU KPOBSIHBIMU KAETKAMU MTO3BOHOY-
HBIX — AEMKOLMTaMMU.

Y MO3BOHOYHBIX >XMBOTHBIX 32 peaAu3sa-
LMI0 PpeakLuil BPOXAEHHOIO MMMYHUTETa
OTBEYAIOT IPEMMYIECTBEHHO KAETKU Mue-
AOVIAHOTO TIPOVICXOKAEHUSI — TPAHYAOLIUTHI
(903uHODUABI, 0a300hMABI, HENTPODUABI) U
MOHOLIUTBI-MaKpodaru. MyeAoOLUThI O3BO-
HOUHBIX AMdepeHpPYIOTCS KaK B IeMO-
MOSTUYECKMX OpraHax (KEATOYHbBI MEIIOK,
mevyeHb MAOAQ, KPACHbBII KOCTHBIN MOS3T), a
TAIOKe B LIMPKYASILIUYM U B TKaHsX. [Ipu aTom
HampaBAeHVe AUGQEepeHMPOBKY 3aBUCUT
OT LIUTOKMHOB, IMPOAYLMPYEMBIX TKaHEBBIM
OKpyXeHueM. LIMpKyAupymoias 1 TKaHeBas
$bOpMBI OAHOTO KAETOYHOIO THUIIA XapaKTe-
PU3YIOTCSI pa3AUYHBIM (HEHOTUIIOM, HAOOpOM

IIOBEPXHOCTHBIX MapKepOB U IPOSIBAEHMEM
(bYHKUMOHAABHOM aKTMBHOCTU. Tak, wuup-
KYAUpYIOLie B KPOBOTOKE MOHOLUMTBI OT-
AnyaTcsa (deHoTunuuecku (mo pasmepaw,
COCTaBy IpaHyA U HabOpy MOBEPXHOCTHBIX
MapKepOB U 3KCKPETOPHO!M aKTUBHOCTH) OT
BOCIIAAUTEABHBIX MakpodaroB, B KOTOpbIe
oHU AUGPEPEHIMPYIOTCS TOCAE MUTPALIUK B
ovaru BocraAeHus. PesupeHTHbie (TKaHEeBbIE)
Makpodaru Mop BAUSHMEM MUKPOOKPYKe-
HUs nprobOpeTa0T creluduyeckme mpusHa-
K, XapaKTepHble AAS KAETOK KOHKPETHOTO
OpraHa, B KOTOPOM OHU (YHKLIMOHUPYIOT.
Apyroit npuMep YAUBUTEAbHOM IAACTUY-
HOCTU KAETOK VMIMMYHHOI CHUCTEMbI MO3BO-
HOYHBIX >XUBOTHBIX — AEHAPUTHBIE KAET-
K — AEJKOLUTHI, CIeLMaAU3UPYIOLNeCs
Ha npe3eHTauuu aHtureHa. OHU MOryT Qop-
MUPOBATBCSI U3 HECKOABKUX MUEAOUMAHBIX U
AUMGOUMAHBIX TIpeAllleCTBeHHMKOB. Hampas-
AeHve AudbdepeHUVPOBKM  OIpPeAeAseTCs
MUKPOOKPY)XeHIEM IIPeKA€e BCero Habopom
LUTOKUHOB (BKAKOYAsi POCTOBbie (aKTOPHI).
Ba)kHO OTMETUTB, YTO AASL KAETOK MUEAO-
VAHOTO PsIAQ, HECMOTPSI Ha CIIELMAAKU3ALUIO,
HAOAIOAQETCsI MepeKpbIBaHMe aKTUBHOCTEN
1 QYHKLUI: OOABIIMHCTBO M3 HUX SIBASIIOTCS
darouyuTamMm, MPOAYLIEHTaMU LUTOKUHOB U
CIIOCOOHBI K Aerpanyasuun. Takum obpasom,
bYHKUMY CUCTEMbBI BPOXXAEHHOTO UMMYHHUTE-
Ta (MpeXAe BCEro 3alura OT Yy>KePOAHOTrO)
IIOAHOCTBIO PEAAU3YIOTCs, B TOM 4KCAe 0OAa-
ropapss (QYHKUMOHAABHON CIleLMaAu3aLun
KAETOK BPOXKAEHHOI'O MMMYHUTETA.
[eMOLIMTBI MOAAIOCKOB ODAQAQIOT IIMPO-
KM HA0OpOM (YHKLIMOHAABHBIX aKTUBHO-
CTel, YTO A€AQeT UX YHUBEPCAABHBIMU KAET-
KaMM CHUCTEMbI BPOXXAEHHOTO MMMYHUTETA.
[To aHaAOTMM C MUEAOUAHBIMYU AEMKOLUTAMMU
IIO3BOHOYHBIX >KMBOTHBIX, PA3AUYUS MEXAY
reMOLUTaMM Pa3HbIX MOPPOAOTUIECKUX TU-
IIOB, BEPOSITHO, 00YCAOBAEHBI UMEHHO (PYHK-
LIMOHAABHOM crienuaAnsanuen. Kak un aenko-
LIMTBI TIO3BOHOYHBIX, T€EMOLIUTHI MOAAIOCKOB
Ha Pa3HbIX JTAMAX CBOEr0 OHTOTeHEe3a MOTYT
00AapaTh pasHbiMM GeHOTUIAMU. DTO 00D-
SICHSIET PA3AMYMS B KOAUYECTBE BbIAEASIEMBIX
KAETOYHBIX TUIIOB Y MOAAIOCKOB Pa3HBIX BH-
AOB U MX COOTHOIIEHMU. [lOMYASILIMOHHBIN
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COCTaB IreMOLIUTOB 3aBVCUT He TOABKO OT Ha-
6opa MaToreHoB, C KOTOPBIM CTAAKUBAETCS
OpraHu3M, HO U OT Bo3pacta u (pU3MOAOTH-
YECKOTO COCTOSIHMSI MOAAIOCKA. KasKABI BUA
B3aMMOAEIICTBYeT C YHUKAABHBIM HabOpoOM
[IATOT€HOB, KOTOPbIN AOAXKEH OBITb HelTpa-
AVI30BaH MMMYHHOM CUCTE€MOM.

3alMTHBIE PeaKLMY MOAAIOCKOB peaAusy-
IOTCSI Yepe3 Te >ke GOPMbI KAETOYHOTO OTBe-
Ta, UTO U peaKL BPOXKAEHHOTO MUMMYHUTeE-
Ta TTO3BOHOYHBIX — (ParoLUTO3, MHKAMICYASI-
1yst, OpMUpPOBaHME aAITAIOTUHALII U AP.

[TepBuyHasi KAeTOYHASI peakLMs MOAAIO-
CKOB Ha IIPOHMKHOBEHME NTATOT€HOB IPU3Ha-
eTcs Hecrneuyduyeckoir GopmMon mposiBAe-
HUSI KAeTOYHOTO OTBeTa. OHa OCYyIeCTBASIET-
Cs 32 CYET TeMOLMITOB, YCTPEMASIOLUIVIXCS U3
OAM3AEXKAIMX TKAaHEN U LUPKYASILUYU B OYar
BOCITAAEHNsI, TA€ OHU CIIOCOOHBI K AQAbHEI-
1€l arperaluuy, arrAlTUHALMY, MHKATICYASI-
gy 1 GaroguTO3y MPOHMKIIMX [TaTOT€HOB.
Cxoxum 00pazoM BeAyT ceOsi M TKaHEeBble
AEVIKOLIUTBHI TO3BOHOYHBIX (Pe3MAEHTHBIE Ma-
Kpodaru). ViMeHHO OHU MPUHUMAIOT Ha CeOs
NEPBBII yAQp NMPY MPOHMKHOBEHMM B TKaHb
yy>xepopHoro. HecmenuduyHocte mnepBuy-
HOW peakuuy BbIpa)keHa B CXOAHOM IIpOTe-
KaHMM B OTBET Ha BHEAPEHME YY)XKEPOAHOTO
dbakTopa A0O0IT MPUPOABI (AAAO- U KCEHO-
TPAHCIIAQHTAThI, Tapa3uThl). Bo Bcex cayuasix
Yy MOAAIOCKOB BOKPYT IaToreHa obpasyercs
CKOIA€HVE TeMOLUTOB, MBITAIOIVXCS U30AU-
pOBaTh €ro OT OKPY>KAIOLIMX TKaHel. Pe3yAb-
TaTOM 3(dEeKTUBHON INEepBUYHOIN peaxkLun
MOJKET CTaTbh: I'MOEAb IIATOr€HA; €ro AOAIO-
BpeMeHHas U30ASLVS BHYTPU reMOLUTapHOM
KallCYABl; B CAyYae AOKaAU3alLMyM IATOTeHa
BOAM3Y ITOKPOBOB MOAAIOCKA BO3MOXKHO €ro
«BBIAAQBAVBAHME» BO BHEIIHIOIO CPEAy U KY-
MMPOBaHMe TKAaHEBBIX ITOCAEACTBUI IIPOHYK-
HoBeHust (AtaeB u Ap. 2020).

B OOABLIMHCTBE CAy4yaeB, HE3aBUCUMO OT
MMOCACACTBUI II€PBUYHOM peaKUUu Yy MOA-
AIOCKOB HaOAIOAQETCS aKTUBALUS TEeMOIIO-
93a, olecreuynBaoIas 3alyCK BTOPUYHOI
KaeTouHo peakuuu. CopmupoBaHHbIE B
XOA€ Heé reMOLMTHI MPUHMMAKIOT y4yacTue B
3aBepILIEHUN UHKATICYASILIY, A TTOCAE THOeAn
nmapasuTa YYacCTBYIOT B AMKBMAAQLMM U pas-
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60pKe KarncyAbl IIpy aTOM KOAMYECTBEHHbBIE
XapaKTepPUCTUKN KAETOYHOTO COCTaBa I'eMO-
AVM(BI BO3BPALAIOTCSA B MICXOAHOE COCTOSI-
HUe. AHAAOTMYHBIE TPOLECCHI TTPOUCXOAST
M Y MO3BOHOYHBIX KMBOTHBIX. Y TOCAEAHUX
Ha IOMOIIb TKaHEBBIM MaKpodaram us Lup-
KYASILIMM TIPUXOASIT HEMTPOPUABI, a 3aTeM —
BOCIaAuTeAbHble Makpodaru. ITpu AauTeADb-
HOM BOCIIAA€HUM B peaxLVi0 BOBAEKAIOTCS
dbopMeHHbIE 3AeMeHTbI, CHOPMUPOBAHHbBIE
B pe3yAbTaTe aKTMBALMU TIeMOIO3TUYECKUX
CTPYKTYP.

B creuudnyHbIX MapasUTO-XO3SMHHBIX
CUCTEMAX, B YaCTHOCTU B CHUCTEME «TpeMa-
TOABI-MOAAKOCK», UHKATICYASILIIM TPEMATOA B
pe3yAbTaTe BTOPUYHON peaKLiuy He TPOMCXO0-
AVT, HECMOTPSI Ha BBIPKEHHYIO aKTUBALMIO
remMornossa. leMoLuTbl, OOHAPYKMB MapTe-
HUT, MOT'YT OOpa30OBBbIBaTh KPYIIHbIE ArTAIO-
TUHaLMU B palloHe nX AokaAm3auuu. OAHAKO
VIHKAIICYASILMY He TIPOUCXOAUT, U TapasuThl
IIPOAOAXKAIOT HOPMAaAbHO pa3BUBaTbCs. Apy-
oMl BapMAaHT KAETOYHOM peaKLUU Y MOAAIO-
CKOB — 00pa30oBaHMe reMOLIUTAPHON MaHTUK
BOKPYT mapasuta (CM. BbIIIIE).

PasButue 3¢¢PeKTMBHOIO MMMYHHOIO
OTBeTa 3aBUCUT OT YCIIELIHOTO PAacIO3Ha-
BaHMA TaroreHa. Penentopbl BPOXXAEHHOTO
VIMMYHUTETA, MMEIOI/ecs] Ha IOBEPXHOCTYU
BCEX MMMYHOLIUTOB (T€MOLUTBI MOAAIOCKOB,
AEVIKOLIUTHI TTO3BOHOYHBIX), CIIOCOOHBI pac-
II03HaBaTh KOHCEPBAaTUBHbIE MOAEKYASIPHbBIE
CTPYKTYPBbI, CBUAETEABCTBYIOLIE 00 OMACHO-
CTU MIX HOCUTEASL. Y XOPAOBBIX BO3HUKHOBE-
HYI€ CUCTEMBI aAQIITUBHOTO MMMYHUTETA CBSI-
3aHO C MOSIBA€HUEM Y AUMGOLUTOB CIIOCO0-
HOCTU PacIliO3HaBaTh YHUKAAbHbIE aHTUT€HBI.
Pa3HooOpasue aHTUTEeHPACIIO3HAWLINX pe-
LenTopoB GOPMUPYETCSI B XOAE CO3PEBAHMUSI
anMouuToB. [Tonmyasiuss AMMQOLUTOB CO-
CTOUT 13 KAOHOB, HECYIIIMX Ha ceOe YHUKAAD-
Hble BapuaHTbl PRR. IIpu BcTpeue ¢ KOHKpeT-
HBIM QHTUTE€HOM OCYIECTBASIETCSI CeAEKLIVS
KAOHOB, CITIOCOOHBIX pacliO3HaBaTh AHTUTEH,
IIOCA€ 4Yero HauMHaeTcsl UX npoaudepauys
(KAOHAABHAsST 3KCIaHCus). V3 uMermumxcs
BapMaHTOB BbIOMpaeTcsi Haubosee sddex-
TUBHBII, 4YTO oOecreunBaeT 3)pPeKTUBHYIO
SAMMMHALMIO TTATOTEHa.
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CoBpeMeHHasi KOHLEMLMSA BPOXXAEHHOTO
VIMMYHUTETa, OCHOBaHHAasi Ha CIIOCOOHOCTU
KAETOK paclo3HaBaThb IaTOreH-acCOLUMPO-
BaHHble MOAEKYASIpHbIE MaTTEPHbI (0Opasbl
natorenHoctu) (Janeway, Medzhitov 2002),
MI03BOAMAQ [TO-HOBOMY B3TASIHYTh Ha IIPO0Ae-
My CcrielMpUIHOCTU B CUCTEME BPO>KAEHHO-
ro UMMYHUTeTa. BpIsICHMAOCH, UTO sIBA€HUE
TPYNIIOBOM CIIeLMPUIHOCTY K TATOT€HAM —
Ba)XKHAsl XapaKTepUCTUKA KAETOK BPOXKAEH-
HOTO MMMYHUTETa, KOTOpas peaAusyeTcs
O6Aaropapst HAAMYMIO Y HUX pasHOOOpa3HbIX
MaTOreHPaCIIO3HAIOLIVIX PeLlelTOPOB.

B To ’xe BpeMs pacKpbITHe ITyTell peaAn3sa-
LMV OCHOBHBIX (pOPM aAQNTMBHOTO VMIMMYH-
HOT'O OTBeTa IT0OKa3aA0 HEBO3MOXXHOCTb €ro
3amycka 1 peaAmsaluy 6e3 KOMIIOHEHTOB CH-
CTeMbl BPO>XKAEHHOTO MMMYHUTETA. DTO NPU-
BEAO K IIepeCMOTPY CaMOIO MOHSATUS «CIIel}-
MPUYHOCTBb», B TOM YMCA€ U B OTHOLIEHUU
6eCrI03BOHOYHBIX >KMBOTHBIX.

Y oOpraHusMoB, He MMEIIVX CUCTEMbI
AAQNTVMBHOIO MMMYHUTETA, OCHOBY pacIos-
HaBaHUA 4y>)KepOAHOTo cocTaBAsAlT PRR. Otu
peLienTOpbl AOAXKHBI OBITh OY€Hb Pa3HOOOpa3-
HbIMJ. BapraTyBHOCTb pacloO3HAIOIINX MeXa-
HU3MOB (M CrelnpUIHOCTb paCO3HABAHUS
[aTOreHa) B CUCTeMEe BPOXXAEHHOTO UMMYHMU-
TeTa MOAAIOCKOB AOCTUTAEeTCs 3a CUET Bapua-
6eapHOCTU PRR. Y MOAAIOCKOB BBISIBAEHBI BCE
OCHOBHble Tpymnnbl u3BecTHbIX PRR. A Heko-

TOpPbIE M3 HUX XapaKTepU3YIOTCSI YAUBUTEAD-
HBIM pa3HOO0OpasueM, He BbISIBAEHHBIM paHee
cpeAu Apyrux >kuBoTHbIX. Hampumep, FREP
MIPOSIBASIIOT NPU3HAKM COMATUYECKOV AMBep-
cuduKaLMM, YTO TO3BOASIET PacCMaTPUBATh
pacro3HaBaHue B CUCTEME BPOXXKAEHHOTO VM-
MYHUTeTa Kak creundunynbii mnpouecc. PRR
C BO3MOJKHOCTbIO pacCIiO3HaBaHMs ILIMPOKO-
ro penepryapa PAMP (nanpumep, FREP u nx
KOMIIAEKCBI) MOTYT ObITh 3G(EKTUBHBI U IPU
BCTpeye C APYIMMMU IaTOTeHaMU. Y MOAAIO-
CKOB, B3aMIMOAEVICTBYIOIIMX C Pa3HbIMU BUAQ-
MU ITaTOT€HOB, MEXaHU3Mbl PACIIO3HABAHNS U
SAMMMHALMY YY>KEPOAHOTO MOTAY COBEpIIEH-
ctBoBarbcs 3a cuyér pasHbix PRR. Cucrema
BPO>XKAEHHOTO IMMYHUTETA B XOA€ UCTOpUYe-
CKOT'O pa3BUTHS AAQNITUPYETCS II0A YCAOBYS, B
KOTOPBIX CYIIeCTBYeT MOAAIOCK. B pe3yabrare
y K2KAOTO BMAQ POPMUPYETCST CBOM YHUKAAD-
Hbiit Habop PRR. Takast «apanTHBHOCTb» He
TpeOyeT CAOXKHBIX MEXaHM3MOB CO3pEBaHUs
peLenTopoB, NPUCYTCTBYIOIMX B CUCTEME
AAQNITUBHOTO MMMYHUTETA, HO TPeOyeT OOADb-
moro pasHoobpasust PRR, kotopoe u pAeMOH-
CTPUPYIOT MOAAIOCKMU.
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