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Lienb 0630pa: 06061WuTb aKTyanbHble CBeAEHWUS O BUPYCHbIX, BaKTEPUANbHbIX U Napa3uTapHbIX 60ne3HaxX pblb, Ha
YCTOMYMBOCTb K KOTOPbIM BEAYTCS B HACTOALLEE BPEMS MOUCKU MONEKYNSPHbIX MapkepoB. M3naratTtcs npenmylie-
CTBa MPOBEAEHUS SKCMEPUMEHTANIbHbIX UCCNEeLOBaHMI Ha 0CODSX, BKIOUYEHHbIX B MONIHOFrEHOMHbIE aCCOLMATUB-
Hble UCCNefoBaHUS B COYETAHUM CO CPABHUTENIbHBIM aHAIM30M 3KCNPECCUU UMMYHHbBIX TEHOB Y MOPAXEHHBIX bl
W'y KOHTPOJbHbIX pbib, HE MOABEPraBLUMXCSA BO3AENCTBUIO NATOreHa.

Mcnonb3yeMble MeTOAbI: CPABHUTENbHbINA aHANN3 COBPEMEHHbIX MUTEPATYPHbIX AAHHbIX, METOA AEKOHCTPYKLUM,
Mpu KOTOPOM TLLATENbHO BblM 0TOBpaHbl MCCE[0BaHMS, OTPAXKatoLMe OCHOBHbIE MOMEHTbI M3YYEHHbIX Ha Cerof-
HSALWHWUIA AEeHb AAHHBIX MO UMMYHHOMY OTBETY pbl6.

Pe3ynbratoM 0630pa ABASKOTCS CTPYKTYPUPOBAHHbIE AaHHbIE MO UCCNEA0BaHMUSM UMMYHHOrO OTBeTa pbib K pas-
JIMYHBIM MaTOreHaM.

3HauMMOCTb: aKBaKybTypa roA OT roAa CTafKMBAETCS C POCTOM pa3HoOo6pasns MaToreHHbIX MMKPOOPraHM3MOB,
NopaxatLwmx KynbTueupyemyto pbiby. PeibHas otpacib Hyxaaetcs B 6onee apdeKkTUBHbBIX M BbICTPbIX MeToAaX
cenekunu. TpaMLMOHHbIE CENEKLMOHHbIE NMOAXOAbI, HALLENEHHbIE HA YBEIUYEHUE €CTECTBEHHOM YCTOMYMBOCTH
pbl6 K 6onesHaM, TpebyoT AecaTUNETUI, YTO CBS3AHO C AAUTENbHBIMU CPOKaMM AOCTUXKEHMS NONOBO3PENOCTH PbIb.
lMp1MMeHeHMe NONHOreHOMHbIX aCCOLMATUBHbIX UccnenoBaHuit (GWAS), a Takke perncTpaums Takux Mapkepos, Kak
MWKPOCATENIUTbI U OQHOHYKNeoTuAHble nonumopdusmel (SNP), no3BonseT ocyLwecTBAsNTb CeNeKUM0 C UCNOMb30-
BaHMEM MapKepHbIX MeTOAOB. MccnenoBaHMs NMOKa3bIBaOT, YTO 3TU TEXHUYECKME NOAXOMbl MOTYT ONpeaensTb o-
KYCbl KOIMYEeCTBEHHbIX Npu3HakoB (QTL) u BbIsBNSTb 0CO6EN C BbICOKON €CTECTBEHHOW YCTOMYMBOCTbIO K 60NE3HAM.
CpaBHuTeNbHbIN aHanu3 SNP 'y BbIXKMBLUMX U NOrMBLIKMX pbl6 NO3BONSIET 0O6HAPYXUTL cneunduyeckme reHeTuyeckue
MapKepbl, aCCOLMUPOBAHHbIE C YCTOMYMBOCTBIO, U TOUHO OMpPeAeNUTb UX PacrnosioxeHue B reHoMme. [lonyyeHHble
[aHHble ABNSKOTCA OCHOBOW Ang noabopa poaUTeNbCKMX FeHOTUMUPOBAHHbIX 0cobel Ans BbiBeAEHUS NOKONEHWI
pbi6 C NOBbIWEHHOM YCTOMYMBOCTbIO B OTHOCUTENIBHO KOPOTKUE CPOKMU.

KnioueBble cioBa: UMMYHUTET, akBakynbTypa, GWAS, SNP, kapaHTUHHble 3aboneBaHus pbi6.
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The purpose of the review is to summarize current information about viral, bacterial and parasitic fish diseas-
es, for which molecular markers are currently being investigated for resistance. The advantages of conducting
experimental studies on individuals included in genome-wide associative studies in combination with a com-
parative analysis of immune genes expression in affected fish, affected asymptomatic and control fish that do
not exposed to the pathogen.

Methods used: comparative analysis of modern literature data, deconstruction method: careful selecting stud-
ies that reflect the main points of the data on the immune response of fish studied to date. The review results
in structured data on studies of the immune response of fish to various pathogens.

Importance: aquaculture is facing an increasing number of pathogenic microorganisms affecting cultivated fish
from year to year. The fishing industry needs more efficient and faster breeding methods. Traditional breeding
approaches aimed at increasing the natural resistance of fish to diseases require decades, which is associated
with a long time to reach sexual maturity of fish. The use of genome-wide association studies (GWAS), as well
as the registration of markers such as microsatellites and single nucleotide polymorphisms (SNPs), allows for
selection using marker methods. Research shows that these technical approaches can identify quantitative
trait loci (QTL) and identify individuals with high natural resistance to diseases. Comparative analysis of SNPs
in surviving and dead fish makes it possible to detect specific genetic markers associated with resistance and
accurately determine their location in the genome. The data obtained are the basis for the selection of paren-
tal genotyped individuals for breeding generations of fish with increased resistance in a relatively short time.

Keywords: immunity, aquaculture, GWAS, SNP, quarantine fish diseases.
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COKPALLEHUA N TEPMUHDbI

AMP - aHTUMUKPOOHBLIN NenTua,

c3 - bakTop komnaemeHTa C3

GWAS -nonHoreHoMHOe uccnefoBaHMe accouma-
Lnm

IFN - HTepdepoH

Ig - UMMYHOTN06YNWH

KHV  -repnec-Bupyc kapna kou

MHC - rnaBHbI KOMNAEKC TMCTOCOBMECTUMOCTH

QTL - nokyCbl KOIMYECTBEHHbIX MPU3HAKOB

RTFS -cuMHOPOM CMEPTHOCTM MONOAM PaLYXXHOM
dopenu

SAA - CbIBOPOTOYHbIN aMUIOUAHbIN Benok A

SAV - anbda-BMpyC N0OCOCEBLIX pblD

SNP - 0gHOHYKNEeoTMAHbIE MOAUMOP(DU3MBI

TNF - @akTop Hekpo3a onyxonu

VHSV - BMpyCHasi reMopparnyeckas CenTuLemMus

BBEAEHUE

C pocTOM aKBaKynbTypbl BO BCEM MUpPE CTAaHOBMUTCS
04YeBMAHbIM, 4TO MporpaMmbl 60pbbbI € 3a601eBaHMAMM
pbl® MrpatoT KNKYEBYIO POSb B 06ecnevyeHmnun ycTtomym-
BOr0 pa3BMUTUS 3TOM OTPaC/n, NPOM3BOASLLEN HATYpab-
Hbl 6enKkoBbIv NPOAYKT. BupycHble, 6bakTepuanbHble,
rpubKoBble M Napa3uTapHble NAaTOreHbl NPeacTaBAs-
10T 060l CepbE3Hble Yyrpo3bl 340P0OBbIO Pblb. 3HAUM-
TeNbHble AOCTUXEHUS B pa3paboTke BaKLUWH NpuUBeu
K TOMY, UTO Ha CEeroAHsIWHWIA AeHb OOCTYMHbl BaKLMHbI,
cnocobeTByowme GOPMUPOBAHMIO 3ALUUTHBIX Mexa-
HU3MOB MPOTUB BUPYCHbIX U BakTepuanbHbIX UHDEK-
UM ong MHoxecTBa BMAoB pbib [Salonius et al., 2005;
Anderson et al., 2010; Mario et al., 2016; Skjold et al.,
2016; Gao et al., 2018]. OgHako, NporpamMMmbl BaKLUMHA-
LMK 9BNSIOTCS AOPOTrOCTOALMMMU, U CBA3AHHbIE C HUMMU
pacxofbl Ha nNpenapartbl, TpyA03aTpaTel U 060pyLoBa-
HUe MOTYT CYLEeCTBEHHO BAUATb Ha peHTabenbHOCTb
pbiboBoacTBa. Kpome Toro, nponM3BoACTBEHHbIE NOTEPU
oT rmbenm pblb MOryT NPOUCXOANTb KaK A0, Tak U nocse
BakumHaumuu [Karami et al., 2020].

ObwenpuHATBIM NOAX0A K YCUNEHUID UMMYHHbIX
MexXaHMU3MOB pblb B akBaKy/bType OCHOBAH Ha Mpu-
MEHEHUU MHOTFOJIETHUX KNAaCCUYECKUX CENEKLMOHHbBIX
NnporpamMm, KoTopble B UTOre NPMBENU K YCNELWHOMY UC-
KyCCTBEHHOMY OTOOPY. [1pM 3TOM B KauecTBe poautenen
ons 6yaywmx NOKONEHUM UCMOJIb30BaNN Pblb, BbIXKMB-
LIMX Mocne 3apaxkeHus onpenenéHHbiM natoreHoM. Opn-
HaKo, U3-3a ANUTENbHOr0 Nepmnoaa LOCTUXEHUS MONO0-
BO3PESIOCTU Y HEKOTOPbIX BUAOB pblb, CO3AaHME cenek-
LMOHHBIX IMHUI C NOBbILIEHHON YCTOMYMBOCTLIO MOXET
3aHaTb roabl [Gjedrem, Baranski, 2009]. AHK-mapképbi
B reHoMe pblb6 MOryT 6bITb MCMONb30BaHbI AN UOEHTU-
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dukaunmn ocobei c NpnUsHakaMu yCTOMUYUBOCTU K UH-
deKkuMoHHbIM BonesHam [Fraslin et al., 2020]. B reHom-
HbIX UCCNNEAO0BAHNAX aKTUBHO NMPUMEHAOTCA TaKUE Map-
KEPbI KaK MUKPOCATENNNTDI, aNN1ENN FNaBHOIO KOMMIEK-
ca ructocoemectumoctu (MHC) [Bernatchez, Landry,
2003; Gharbi et al., 2009] u ogHOHYKNEOTUAHbIE NOAK-
mMopdusmsl (SNP) [Yang et al., 2010].

B HacToqwee Bpema uccneposaHuns (GWAS) noka-
3anu cBOK 3PPEKTUBHOCTb B ONpeaeneHumn oKyCcoB
KonnyecTBeHHbIX npusHakos (QTL) png BbiaBneHms
ocobeli C BbICOKOW eCTECTBEHHOM YCTOMUYMBOCTbLIO K 60-
Ne3HAM. 3HaUYUTENbHbIM AOCTUXEHUEM B pa3BeLeHUU
pafyXHoW Gopenu CTano co3faHue MacCMBa AaHHbIX,
copepxawero 57501 oAHOHYKNEOTUAHbIA NOAUMOP-
®u3M (SNP), n nx nosmumoHnpoBaHune Ha Bcex 29 xpo-
Mocomax 3toro Buaa [Palti et al., 2015]. AHanornuHelie
MaCCMBbI AA@HHbIX TaKxXe OblnM NonyyYeHbl AN ApYyrux
pbl6 [Mugue et al., 2019], n 3TOT MONEKYNSAPHbIA UH-
CTPYMEHT akKTUBHO MCnonb3yeTca Ang Boissnenuns QTL,
4YTO NO3BONSET MAEHTUDULMPOBATb 0cobeit ¢ onpeae-
NIEHHBIM YPOBHEM BOCMPUUMYUBOCTU / PE3UCTEHTHO-
CTn K natoreHam [Fraslin et al., 2018]. Takum obpaszom,
aHanm3 QTL moxeT npuMeHaTbCs ans otbopa cooTBeT-
CTBYHOLUUX MPOU3BOAMUTENEN, YTO 3HAUYUTENBHO YCKOPS-
eT CenekLMOHHbIM MPOLLeCcC Ha YCTOMYMBOCTb pbib K OT-
[enbHbIM 3a060/1€BaHUSAM U BEAET K CHUXEHUIO MaTepu-
aNbHbIX 3aTPaT OTPAC/MN B LLESIOM.

1. UCCNEQOBAHUA YCTOMYMBOCTH
K BUPYCHbIM MATOTEHAM Pblb
1.1. Bupyc eemoppazuydeckoli cenmuyemuu
(VHSV) unu supyc Egtved

BupycHoe 3aboneBaHue, Bbi3biBaeMoe pabaosupy-
coM VHSV, ussectHoe Kak BUpYCHAs remopparmyeckas
centnuemus (VHS), npuBoaAMT K BbICOKOM CMEPTHOCTH
KaK cpeau KynbTMBUPYEMbIX, TaK U Y ANMKKUX ocober no-
coceBbIX pblb. MiccnenoBaHus BbIIBUNWN PAL, IMHUIA KYM-
W C pa3NMYHOM BOCMPUMMUMBOCTBIO K 3TOMY 3abone-
BaHuto. Ocoboe BHMMaHWe Npu 3TOM aBTOPbI YAENUIun
pasnuumMaMm B UMMYHHbIX oTBeTax [Karami et al., 2018].
OueHka BOCMPUUMYMBOCTU KACMUMCKOM KyMxu (Salmo
caspius Kessler, 1877) 3 UCKYCCTBEHHO BbipalLUBaAEMbIX
CTag M AUMKMX Nonynsumii 6eina nccnegoBaHa B YCI0BU-
X 3KCMEePUMEHTA, B OCHOBE KOTOPOro Obino 3apaxeHue
natoreHom VHS. Mpu 3tom y pbib, nogBepraBlInMxcs BO3-
OeNCTBUIO BUpPYCa, ONPeaensnm He TONbKO Hanu4yme, HO
M KONMYECTBO ero Konui. Y polb 13 skcnepuMeHTanb-
HOW rpynmnbl UCCNEA0BANU PEryNsaLMI0 UMMYHHbIX FEHOB,
B YaCTHOCTW, Kogupytolwmx 6enku IL-8, IFNy, dakTop po-
cta onyxonu (TGFB), TNFa, SAA, C3-4, CD8a, IgM, MHC
I, MHC Il n nHcynuHononobHbi daktop pocta 1 (IGF-1).
Hannuune IgM-, CD8a- u MHC [I-nO3MTUBHBIX KNETOK
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B OpraHax X03siMHa BbISIBASIN METOLAaMU UMMYHOTUCTO-
XuMun (cM. 1abn. 1). B xope skcnepumeHTa 6bino ycra-
HOB/NEHO, YTO KaK AMKadA, TaK U KYMXKa, BbipalnmBaemas
B aKBaKynbType, BocnpumMunebl K VHSY, ooHako KpuBbie
CMEepTHOCTU U CBSA3aHHas C HUMMU 3KCMPeccus reHoB UM-
MYHHbIX 6ENKOB Y HUX pa3nuyanucb. Takum ob6pasom,
B reHOMe KYMXW Obln BbisiBNEHbl MapKEpbl, YKa3blBa-
IOlWKMEe HA YCTOMYMBOCTb K AaHHOMY pabaosupycy. Kak
nonaratT aBTOPbl UCCNEeA0BaHUS, B NpoLecce cenekumm
3TV MapKEépbl MOTYT CAYXUTb MHCTPYMEHTOM OTHopa me-
Hee BOCNPUUMUMBLIX K 3TOMY BMpPYCy ocobeli [Verrier et
al., 2013].

1.2. Bupyc UHQEeKUUOHH020 HeKpo3a
nodxenydoyHol wenessl (IPNV)

MHDEKUMOHHBIM HEKPO3 MOAXKENYAOYHOW Xene-
3bl — 3TO 3aboneBaHue, Bbi3BaHHOE BUpycoM IPNV, ko-
TOpoe B HacTofulee BpeMs HAaHOCUT 3HAUYUTENbHbIN
3KOHOMMYECKMI ylwepb akBaKynbType aTnaHTUYeCKo-
ro nococq (Salmo salar L., 1758) u papgyxHoin dopenu
(Oncorhynchus mykiss Walbaum, 1792). Tak, supyc IPN
MOXeT NpoBOLMPOBaTL rMbenb CMONTOB NocC/ie nepesoa
B MOPCKYH BOZLY, @ TaKXKe MOTepr MOMOAU B MPeCcHOBO-
[IHbIX pbi6oBOAHBIX X03arcTBax. IPNV npeacrasnger co-
601 aByxuenoyeyHbln PHK-Bupyc u3 cem. Birnaviridae
poaa Aquabirnavirus. B 3apaX&HHbIX NONyNauusax cpean
pbl6 ObIN BbISBNEHBI 0COOM C pa3fIMUHOM BOCNPUUMYN-

BOCTbIO K 3TOMY naToreHy. BHefpeHune nporpaMmbl reHe-
TUYECKOro CKPUHMHIA NO3BOJIU/IO BbISIBUTb JIOKYCbl KOSIU-
YeCTBEHHbIX MPU3HAKOB, CBA3aHHbIE C PE3UCTEHTHOCTbLIO
K IPNV [Houston et al., 2008; Moen et al., 2009; 2015].
MoNHOreHOMHOE CKaHMPOBAHME JIOKYCOB KOMMYECTBEH-
HbIX Npu3HakoB (QTL) B xoe akCcnepuMeHTa NPOBOAM-
M cpefiv NOTOMKOB CMBCOB, Y KOTOPbIX aHAaAU3UPOBAIM
pe3ynbraThl 3apaxeHus IPN B ecTeCTBEHHbIX YCN0BUSAX
B MOpcko# Boge. [lpu ckaHupoBaHuu reHoma bbinm 06-
Hapy>XeHbl ABa 3Ha4MMbIX QTL 1 oanH ¢ HeonpenenéH-
HbIM cTatycoM. Hanbonee 3Haummbiit QTL 6bin accounu-
poBaH ¢ 21-1 rpynnow cuennexnums (cMm.Tabn. 1).

1.3. Ansgpasupyc nococesbix peib (SAV)

AnbdaBupyc n10coceBbix pblb — chepuyeckuii, ogHO-
uenoyeyHbin PHK(+) Bupyc cemeictea Togaviridae, poaa
Alphavirus. AnbdaBrpycHas MHPEKLMS NTOCOCEBbIX BbI3bl-
BaeT 3abosieBaHMeE NOAXKENYA0YHOW Xenesbl U NPUBOAUT
K CEpbE3HbIM 3KOHOMMYECKMM MOTEPSIM B aKBaKYy/bType
aTnaHTM4yeckoro nococs. Ang nonyyeHus nHdopmaumm
0 reHax v nyTsax, CnocobCTBYOLMX YCTOMYMBOCTHU K afb-
daBMpyCy N0COCEBBIX, C MOMOLbI NaHenn 3 54 Toicay
SNP 6bin10 NpoBefeHO reHOTUNMMPOBAHUE 3KCMEPUMEH-
TaNlbHO MHPULMPOBAHHBIX anbPaBMpPycoM 0cobeit atnaH-
TMYECKOro JI0CcoCs B rpynnax NoToMcTBa OT AeCATU WUH-
AnBMAYyanbHbIX cKpewmBarHuii [Aslam et al., 2020] (cm.
Tabn. 1).

Tabnmua 1. KpaTKOE N3N10XXKEHNE OCHOBHbIX pE3yNnbTaToOB nccnenoBaHUii 06bEKTOB dKBaKyNbTypbl, B KOTOPbIX U3Yy4YanacCb
accoumaumna Mapkepos C yCTOl‘/‘IHVIBOCTblO / BOCNPUMMUYMBOCTbHO K BUPYCHbBIM MAaTOr€Ham

06bekT

uccnepoBaHusa — BuAa,

MaToreHHbIi
MUKpPOOpraHu3M

bonesHb,
Bbi3blBaeMasi
naToreHoM

YcTaHOBNEHHble MapKépbl,
accouMUpOBaHHble
C YCTOWYUBOCTbIO /
BOCNPUUMUYUBOCTBIO
K naToreHy

MeTogab! BbiSIBNEHUA
MapKepoB

Ccbinka

Kacnuiickas kymxka
Salmo trutta caspius

Bupyc remopparu-
Yyeckow cenTtuue-
mMun (VHSV)

BMpYCHas re-
Mopparuyeckas
cenTuueMus
(VHS)

reHsl IgM, CD8a., MHCII

konuuectBeHHas MLUP,
UMMYHO-TUCTOXMMMUS
IgM-, CD8a.-, MH-
ClI-no3UTUBHBIX KNETOK

Karami et al., 2018,
Verrier et al., 2013

ATnaHTUYeCcKmnin no-
cocb

Bupyc undekum-
OHHOTrO Hekpo3a
NoAXXenynao4YHomn
xenesbl (IPNV)

MHOEKLMOHHbIN
HEKpOo3 Noa-
XenynovHom
xenesbl

Tpu QTL, Hanbonee 3HaAYUMBIN
accoLMMpoBaH € 21-# xpomo-
comon

NOJIHOreHOMHOEe CKaHM-
pOBaHMe NIOKYCOB KOMM-
YECTBEHHbIX MPU3HAKOB
(QTL)

Houston et al., 2008;
Moen et al., 2009;
2015

ATnaHTMueckuit no-
cocb

Anbdasupyc noco-
ceBbIX pblb (SAV)

anbdasupyc-
Has bonesHb
NI0COCEeBbIX
anbdasBupycHas
6onesHb noco-
CeBbIX

3Hauumble SNP accoummnpoBa-
Hbl € 9 reHaMmn Ha XpoMocome
3, KOAVPYIOLWUMU aHTUBUPYC-
Hble 3P deKTopHbIe MONEKYbI
N THKENbIE Lienu UMMYHOMNO-
6ynnMHOB

KonuyecteeHHas MLUP,
reHOTUNMUpOBaHUE Ha
OCHOBE MaccuBa YMNoB
Ha 54 Tbicay SNP

Aslam et al., 2020

AMYpCKHit 3epKanb-

HbI Kapn 1 Kapn Kou

Cyprinus rex cyprino-

rum v Cyprinus carpio

haematopterus

[epnec-Bupyc kap-
nosbix (KHV)

repneceupyc-
Has bonesHb
Kapna KoM rep-
necBupycHas
6one3Hb Kapna
Kou

3Hauumblii SNP B rpynne cue-
nnexus 44 B xpomocome 33
Ha paccTosaHuu 6,5 1. n. H. oT
youKBUTUHAMIA3bI E3, yua-
CTBYIOLLEN B 3aMyCKe BHYTpHU-
KNETOYHOro NPOTMBOBUPYCHO-
ro otBeTa

ddRAD cekBeHupoBa-
Hue

Palaiokostas et al.,
2018
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KoHueHTpaumio Bupyca B opraHusme pbib yepes 4
u 10 Hepenb nocne 3apaXKeHus OLEHMBANU C NOMOLLbIO
konu4yectseHHow MMLLP. MonoxeHna QTL, o6Hapy>XeHHble
Ha XpOMOCOMeE 3, COOTBETCTBOBA/IN AAHHbIM, NOyYeH-
HbIM C TEMM Xe LeNIIMU B APYrMX UccnenoBaHusx. boino
nokasaHo, YTo y4yacTkn QTL copepykaT reHbl C U3BECTHbI-
MU UAU MPOTrHO3UPYEMbIMU UMMYHHBIMU PYHKLUAMU.,
Y LeBSATU BbISIBNEHHbIX B 3KCMEPUMEHTE F€HOB Habto-
[anncb pasnmumg B akcnpeccun. Hanbonee 3Haunmble
SNP 6b111M HaageHbl B 06nacTax, roe noKaam3oBaHbl
reHbl, KOAUpPYOLWME AHTUBUPYCHbIE 3PDEKTOPHbIE MO-
NeKynbl U TSHKENbIE Lenn MMMyHornobynuHos [Aslam et
al., 2020].

1.4. l[epnec-supyc kapna kou (KHV)

KapnoBbie pbibbl, TakMe Kak Kapn 0ObIKHOBEHHbIN
(Cyprinus carpio L., 1758) v ero rubpuabl ¢ opyrumu
BMAAMM KaprnoBbiX pblb noaBepXKeHbl MHDEKLUAM, Bbl-
3bIBaeMbIM reprnecsupycamu. [epnec-BMpyc Kapnosbix —
Bo30OyauTenb repnecBMpycHoi 60ne3HM KapnoB KoM
(KHV) saBnseTca npencrasutenem cem. Alloherpesviridae
[Haramoto et al., 2007; Waltzek et.al., 2009] (cm.
Tabn. 1).

lpynna uccneposatenen non pykosoactsom K.
lMananokocTaca BbISBMNA HECKONbKO JIOKYCOB KOMU-
YeCTBEHHbIX MPU3HAKOB, KOPPENUPYHOLWMUX C YCTONUK-
BOCTbO K 3TOM MHdekumn [Palaiokostas et al., 2018].
B kauecTBe 06bEKTOB MCCNEA0BAaHUSA TEHETUYECKUX
Bapuaunin yctonunmeoct K KHV 6611 MCnonb3oBaHbI
aMypckuii 3epkanbHbliid kapn (Cyprinus carpio) v kapn-
kou (Cyprinus rubrofuscus Lacépede, 1803). [poBenéH-
HbIM 3KCNepuMeHT nokasan addekTnsHocTb SNP-map-
KEPOB, NONIy4YeHHbIX C noMowbto RAD cekBeHMpOBaHMS.
SNP, BbisiBNeHHble TakuM 06pa3om, obnerynnm MaeHTU-
dukauuo 3Haummoro QTL, koppenupytoLLero ¢ ycTom-
ymnBocTbio K KHV. Tak, 6b1/10 NoKa3aHo, YTo Hanbonee
3HauuMmblii SNP pacnonoxeH Ha xpomocoMe 33 Ha
paccTosiHmMm 6,5 T. M. H. OT reHa ybukBuTMHAMTasbl E3 -
depMeHTa, GYHKLMOHANBHO BaXKHOMO AN MHULMALUM
BHYTPMKNETOYHOro NPOTMBOBMPYCHOMO OTBETA Ha rep-
necBupychl.

CekBeHMpoBaHWe U aHHOTauust obnactein QTL no-
3BONUAM 0603HAUYUTb QYHKLMOHANbHbIE FeHbl-KaHaUAA-
Tbl U SNP ang ganbHenwero nsyyeHns MonekynsapHbixX
MexaHM3MOB, accoummnpoBaHHbix ¢ QTL. NMpuHumasg Bo
BHUMaHWe MHOTOoGaKkTOpPHYIO NPUPOAY reHeTUUYECKOwn
YCTOMYMBOCTM Kapna obbikHOBeHHOTO K KHV, naHHble
npoBefEHHOrO UCCNef0BaHMUS, MO MHEHUIO aBTOPOB,
MOryT ObITb MPUMEHWMbI B TEHETUYECKOM KOHTpOJe
yckopeHHoM cenekumnm [Palaiokostas et al., 2018] (cm.
Tabn. 1).
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2. UCCNEQOBAHUA YCTOMYMBOCTH
K BAKTEPUAJIbHbIM MATOTEHAM Pblb
2.1. Vibrio anguillarum Bergman,
1909 (Approved Lists 1980)

V. anguillarum aBngeTcs AN akBaKynbTypbl 3KOHO-
MUYECKM 3HAUYUMbIM BakTepuanbHbIM NaToreHoM. B ka-
4yecTBe Mep 3alMTbl KYNbTUBUPYEMOW pblbbl OT 3TOrO
MUKpPOOpPraHuM3Ma B TeYEHUE HEeCKONbKUX AecaTune-
TUIA UCNONB3YITCA pasnuuHble BakuuHbl [Viele et al.,
1980]. Ins nosbiweHMs peHTabenbHOCTU B CPaBHEHUM
C fJoporocrosilen BakuMHaumen 6blin npoBeaeHbl No-
WUCKW MOJIEKYNIIPHO-TEHETUYECKME MapKepOoB, CBSA3aH-
HbIX C YCTOMYMBOCTbIO K BUOpUO3Y. B pesynbtaTe akcne-
PUMEHTA, OCHOBAHHOIO Ha MHMUUMPOBAHUU PALYXKHOWM
dopenu b6akTepuent V. anguillarum, c noMoLblo aHanM3a
Maccuea m3 57 Toicsiy SNP Bbin BbISIBNEH OAMH KNHOYEBOWA
QTL [Karami et al., 2020]. Uccneposatenu npeanonoxm-
NN, YTO TeHbl, OTBEYAKLLIME 33 PE3UCTEHTHOCTb, pacno-
NoXxeHbl Ha xpomocoMe 21, u ocHoBHble SNP HaxopdaTcs
B y4YacTkax reHoMa B6/AM3KN reHOB, KOAUPYIOLWMX NEFKNe
uenu aHtuten (cm. Tabn. 2).

eHbl, OTBEYAIOLLME 33 €CTECTBEHHYIO 3aLLUTY, MOTYT
ObITb BbISIB/IEHbI Yepe3 0OLMPHBIA CKPUHMHT, C aKLLEHTOM
Ha UMMYHHble reHbl. [I.A. YncTakoB u ero konneru cae-
nanu npegnofioXeHMe 0 BAUSHUM Ha YCTOWUYMBOCTb K V.
anguillarum onpenenéHHblX BapuaHToB reHa IL-16, ceg-
3aHHOro ¢ BocnanutenbHbiMu npoueccamu [Chistiakov et
al., 2010].

Mo3xe 3To nNpegnonoxeHue 66110 NoATBEpPXKAeE-
HO B MCCNeAO0BaHUAX, MPOBEAEHHbBIX HA APYrMX BU-
[ax pblb, nokasas, YTO yCTOMYMBOCTb K V. anguillarum
y AnoHcKow kambanel (Paralichthys olivaceus Temminck
& Schlegel, 1846) [Wang et al., 2014], kambanbi-Tiop60
(Scophthalmus maximus L., 1758) v kutanckon kamba-
nel (Cynoglossus semilaevis Glnther, 1873) [Tang et al.,
2016] cBg13aHa c aKcnpeccnen kak MUHUMYM 12 reHos,
KOOMPYHOLWMX KOMMOHEHTbI IMaBHOMO KOMMIEKCa rmcTo-
cosmectumoctn (MHC) knaccos | u Il [Du et al., 2011,
Shao et al., 2015]. Kpome Toro, K. Zhang v ero konne-
r [2019] naeHTnduumnpoBanm reHbl, acCCOLMMPOBAHHbIE
¢ MHC #n spepHbIM (aKTOPOM TPaHCKPUNLUUKU 9A4EPHBIN
TpaHCKpUNUMOHHbIA pakTop kanna B (NF-kB), Bax-
Hble AN NOBblWeHUs yctonumsoctu K V. anguillarum
Kambanbl-Tlop60 (cM. Tabn. 2).

2.2. Piscirickettsia salmonis Fryer, 1992

3apaxeHue nococeBbiX, Bbi3biBaemoe P. salmonis,
NPUBOAMT K CENTULLEMMUM IOCOCEBbIX, BbI3BAHHOW PUKKET-
cusamu (SRS), koTopast npenctaBngeT o akBaKynbTypbl
cepbé3Hyto npobnemy. Uccneposanus K. Koppea 1 coas-
TOPOB, NPOBeAEHHbIE HA ATNAHTUYECKOM JI0COCE, BbISIBM-
nn QTL, ceg3aHHble € ycTonumMBOCTbIO K SRS. Hanbonee
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Tabnuua 2. KpaTkoe M310KeHMe OCHOBHbIX pe3yNbTaTOB UCCNEA0BAHMIA O6bEKTOB aKBaKY/IbTYpPbl, B KOTOPbIX U3yYanacb accouma-

LIS MapKepoB C YCTOMYMBOCPTbIO / BOCMPUMMUMBOCTIO K BaKTepUanbHbIM NaToreHam

06beKkT
uccnefoBaHus - BUA)

MaToreHHbIit

MMKpPOOPraHuU3M

bonesHb,
Bbi3blBaeMasi
naToreHoM

YctaHoBNEHHble MapKEpbl,
accouMupoBaHHble
C YCTOMYUBOCTbIO/
BOCNPUUMUYUBOCTBIO
K naToreHy

MeTopabl BbiSBNEHMSA
MapKepoB

Ccbinka

PanyxHas dopenb

V.anguillarum

BMOpPMO3

reHbl KOHTPONS YCTOMYMBOCTH
pacnosnoxeHbl H3 XpOMoOCoOMe
21, ocHoBHble SNP - B yyact-
Kax reHOMa, rae pacrnonoXeHsbl
reHbl, KOAMPYHOLLME Nerkue
uenu AT

Kaptuposanue SNP
MOSHOTEHOMHbIM CKa-
HUpOBaHUeEM, Konnye-
ctBeHHas MNLUP aHHOTK-
pOBaHHbIX FEHOB

Karami et al., 2020

EBponeiickuit Mop-
CKOM OKYHb

V.anguillarum

BMOPMO3

IL-1B

[eHoTMNMpOBaHue
IL-1B, cemeliHble ckpe-
LUMBAHUS C YYETOM
M3BECTHOrO reHoTUNa

Chistiakov et al.,
2010

AnoHckas kambana

V.anguillarum

BMOpUHO3

reHbl, KOAMPYIOLLME KOMMO-
HEHTbI FMaBHOrO0 KOMMeKCca
rucrocosmectumoctn (MHC)
knaccos | n ll

NMOSIHOrEHOMHOE CKaHM-
poBaHue SNP

Wang et al. 2014;
Shao et al., 2015

Kambana-tiop6o

V.anguillarum

BMbpHo3

reHbl, KOAMPYHOLLME KOMMO-
HeHTbl FMaBHOTO KOMMeKca
ructocoBMectumoctu (MHQ)
Kknaccos | u I, apepHblit TpaHc-
KPUNUMOHHbIN hakTop Kanna
B (NF-kB)

[MoNHOreHOMHbIV aHa-
M3 accoumaLmit, Konm-
yectBeHHas MNLP ansa
oLeHKKn guddepeH-
LManbHOM 3KCNpeccum
NOTEHLUMANbHO 3HAYM-
MbIX F€HOB

Zhang et al. 2019

KuTarickas kambana

V.anguillarum

BMbpMo3

reHbl, KOAMPYHOLME KOMMO-
HeHTbl FMaBHOrO KOMMeKca
ructocoBmectumoctu (MHC)
knaccos | m

reHoTMNupoBaHue pbib
C pa3NnYHbIM YPOBHEM
ycroitunsoctv no MHC
| I, KapTupoBaHue
MUKPOCATENTUTHBIX
NOKYyCOB

Du et al,, 2011; Tang

et al., 2016

ATNnaHTUYECKMIA NOCOCh

P.salmon

MUCLMPUKKETCU-
03 (SRS)

QTL Ha ABYX XpOMOCOMax
Ssa01 v Ssal7, upeHTndu-
LMpOBaHbl B 0b6nacTax reHoB
6enKoB UMMYHHOIO OTBETA

reHOTUNUPOBAHUE C UC-
NoNb30BaHUEM MacCU-
Ba unnos Ha 50 Tbicay
SNP; No/IHOreHOMHbIN
aHanu3 accoumaumi.

Correa et al., 2015

Kudkyu

P.salmon

NMUCUUPUKKETCH-

03 (SRS)

SNP, accounmnpoBaHHbIii € pas-
BUTUEM B-knetok

ddRAD cekBeHupoBa-
Hue

Barria et al., 2018

PanyxHas dopenb

P.salmon

MUCLIMPUKKETCU-
03 (SRS)

SNP Ha xpomocome Omy27

reHoTMNUpoBaHue
pbI6 C UCNONb30OBAHU-
€M MaccMBa YMNoB Ha
57 teicay SNP; non-
HOFeHOMHbIV aHanu3
accoumaunn

Barria et al., 2019

ATNaHTUYEeCKMI N10COCh

A. salmonicida

a3pOMOHO3 no-
CoceBbIX pblb

BbIKMBAEMOCTb KOpPpeNnupyet
€O cneunduyecknmm annens-
M MHC

NOSIHOreHOMHbIM aHa-
N13 accoumaumm

Grimholt et al.,
2003; Langefors et
al., 2001

Kambana-Tiop6o

A. salmonicida

a3pOMOHO3 No-
coceBbIX pblb

QTL pna ycToiunBoCTM B TPEX
rpynnax cuennenuns: 4,6 u 9;
QTL accounmnpoBaHHble C Bbl-
XXMBAEMOCTbIO B ABYX rpynnax
cuenneHuns: 6 n 9.

NONHOreHOMHbIM aHa-
U3 accoumaumi

Rodriguez-Ramilo et

al., 2011

PanyxHas dopenb

A. salmonicida

a3pOMOHO3 no-
CoceBbIX pblb

2 SNP Ha xpomocome Omy16

NOSIHOrEeHOMHbIM aHa-
13 accoumaummn

Marana et al., 2021

PanyxHas dopenb

F. psychrophilum

H6akTepuanbHas
XOJI0AHOBO-
OHas bonesHb
(BCWD)

QTL accoummpoBaHHbIe C Bbl-
KMBAEMOCTb0 B XpOMOCOMe
Omy19

NOSIHOTEHOMHbI aHa-
I3 accoumaumnin

Wiens et al. 2013;
Vallejo et al. 2014

PanyxHas dopenb

Y. ruckeri

lemopparuye-
cKkas centuue-
MUsi, 6onesHb
KpacHoro pta
(ERM)

leHbl IFN-y, TNF-o, aHTUMU-
KpPO6HbIX NenTUAOB U 6enkos
0CTpOM da3bl

KkonuyectseHHas MNLP
reHOB MMMYHHbIX
6enkoB

Zuo et al., 2020
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3HauMMble Mapképbl, QTL Ha aByx xpoMocoMax Ssall
n Ssal7, 6binm npeHTUdMLMpPOBaHbI B 061aCTAX reHos,
KOTOPble MOTYT UrpaTb BaXKHY poSib B UMMYHHOM OTBETE
Ha uHbekunto P.salmonis: anbda-1,3-dykosuntpaHcde-
pa3bl 10, peuentopa A nHTepneikmHa 31, TpaHcaykTopa
CUrHana uHTepnewkunHa 6, peLenTopa rpaHyoLUTapHOro
KONIOHWe-CTUMynupytoulero gakropa, kuHassl (MAPKKK),
y4yacTBYIOLLEN B aKTUBALMMU MUTOTEH-AaKTMBMPYEMOM NpPO-
TenHkunHasbl (MAP), meTannonpoteasbl ATP23, daktopa
2, cea3aHHoro ¢ peuentopoM TNF [Correa et al., 2015]
(cm.Tabn. 2).

B 10 e BpeMsi BbII0 MOKa3aHo, YTO HEKOTOPbIE Ce-
MeNCTBA TUXOOKEAHCKMX NOCOCEN NPOSIBASIOT MEHBLUYHO
BOCNpUUMYMNBOCTb K MHDekumnmn [Dettlaff et al., 2015].
3T faHHble npejonpenenunu nccneposaxms A. bappuum
M COABTOPOB MO BbISIBIEHUIO MAapKePOB, aCCOLMNPOBAH-
HbIX C pe3ncTeHTHOCTbIO K SRS, y kukyua (Oncorhynchus
kisutch Walbaum, 1792) [Barria et al., 2018] n pagyx-
HoM dopenu [Barria et al., 2019]. ng noBbiweHMS
YyCTOMYMBOCTM K Psalmonis Ha 0CHOBe MeTOA0B MapKép-
accounmnpoBaHHon cenekunn (MAC) 6bin0 npoBeneHo
cekBeHupoBaHue [IHK ¢ ncnonb3oBaHMeM TEXHOIOTUM
ddRAD.

AHann3 ocobeit C BbICOKOM YCTOMYMBOCTbIO M Bbl-
COKOM BOCMPUUMYUYUBOCTbIO NMO3BOAMA cpeaun 9 389
SNP-mapképoB BbisiBUTb 0anH SNP, dyHKUMOHANbHO
3HAYUMbIN ANS YCTOMYMBOCTU K P. salmonis, CBS3aHHbIN
¢ pyHKuMen pa3suTtusa B-knetok. o pesynbrataM non-
HOreHOMHOr0 aHanu3a accoumaumnii Ha yCTOMYMBOCTb
K P.salmonis papy>xHol popenu 6b110 YCTAHOBAEHO, YTO
SNP, uoeHTMdULMpPOBaHHbI B XpOMOCOMeE 27, pacnosno-
XeH B npepenax 3k30Ha reHa 6enka, CBS3aHHOro € op-
raHu3saumen akTMHOBOIO LMTOCKEeNeTa, MCNOoMb3yeMoro
natoreHoMm. [lpyrve BbiiBNE€HHbIE MOTEHLMANbHO 3Ha-
YnMble AN MapKEp-acCoOLMMPOBAHHOM CENEKL MU FeHbl
CBSI3aHbl C BPOXAEHHBIM UMMYHHbIM OTBETOM U OKMUC-
nuTenbHbIM cTpeccoM [Barria et al., 2018; 2019] (cm.
Tabn. 2).

2.3. Aeromonas salmonicida Lehmann
and Neumann, 1896

@ypyHKynes, Bbi3BaHHbIW A. salmonicida, npeacras-
ngeT cepb&3Hyl yrpo3y Ans pa3BefeHUs N0COCEBbIX.
CMepTHOCTL MOnoau dopenun B 3apaxEHHON cpeae Mo-
xeT npesblwath 80% [Marana et al., 2021]. MporpamMmsl
BaKUMHaUMK, HayaTble ¢ 1990-x rogo., 3Ha4YMUTENBHO CMO-
cobcreoBanu 6opbbe c 3TMM 3abonesaHuem [Midtlyng
et al., 1996], ogHako coxpaHanacb 3HAYMMOCTb Ucce-
[LOBaHUI NO BbISIBNEHUIO XapaKTEPUCTUK reHoMa pbib,
CBSI3@aHHbIX C €CTECTBEHHOM YCTOMUYMBOCTBIO K 3TOMY Na-
Toreny [Gjedrem, Gjeen, 1995; Gjeen et al., 1997]. Bno-
CNeacTBUM 6GbIN0 YCTAHOBAEHO, YTO BbIXXMBAEMOCTb aT-
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NAaHTUYECKOro 10COCS KOppenupyeT co cneunduyecku-
mu annenammu MHC [Grimholt et al., 2003; Langefors et
al., 2001]. UccnepnoBaHms, HaNpaBieHHbIE HA BbISIBEHUE
QTL, cBS3aHHbIX C YCTOMYMBOCTbIO / BOCMPUUMUUBOCTbIO
K A. salmonicida, 6bi1m TakXXe NPOAOIKEHbI HA APYrMX
pbibax, Hanpumep, cootBeTcTByoWwMe QTL 6bI1M onpene-
neHbl y kKambanbi-Tiopbo [Rodriguez-Ramilo et al., 2011]
(cM.Tabn. 2).

HanbHenwmne nccneposaHus soisieunm SNP, cBs3an-
Hble C PE3MCTEHTHOCTbIO K B0NIE3HAM Y paayXHoOW ¢o-
penu, KpanHe BocnNpumnMUnBOi K A. salmonicida. Cpas-
HeHne SNP mexay BOCNpMUMUYMBOM U YCTOMUYMBOM GO-
penbi NoKaszano, YTo onpefenéHHble y4acTKu reHoma
BaXHbl A1 €CTeCTBEHHOM YCTOMYMBOCTU. MiccnenoBaHue
NONIHOreHOMHbIX accoumaumi (GWAS) Boisisuno asa SNP
Ha 16- XpoMOCOMe, C KOTOPbIMKU CBS3aHbl 17% n 14%
reHeTM4eCcKorn gmMcnepcmm, COOTBETCTBEHHO. Hanbonee
3Haummbin SNP (AX-89969631), koTopbiM 0OBACHAN
HanMboNbLlIYO [0/ reHeTUYeCKOoM AUCnepcuu, pacno-
NOXeH B npeaenax BTOPOro MHTPOHA He 0XapaKTepu3o-
BaHHOro reHa He koampytowen PHK (LOC118939552).
Btopoit no 3Haummoctn SNP (AX-89973999) 6bin noka-
NIM30BaH B NEPBOM UHTPOHE reHa, kogupytouero 6e1ok
3 cemenctea PRA1 [Marana et al., 2021]. B Henocpeg-
CTBEHHOM 6nM30cTU OT Nokanusaumu SNP pacnonoxeHbl
reHbl, Kogupywme xeMokMHonopo6Hblie 6enkm TAFA-1
n TAFA-4, koTopble NpuMHaanexart K ceMencTBy Hebonb-
WKX cekpetTupyembix 6enkos (cM. Tabn. 2). 3Tn benku,
OTOANEHHO CBsI3aHHble ¢ XeMoknHamm CC, skcnpeccu-
pYHOTCS rNaBHbIM 06Pa30M B LEHTPaNbHOM HEPBHOM CU-
creme (LHCQ), yyactBys B perynsiumMm B3aMMOAeNCTBUS
UMMYHHbIX U HEPBHbIX K/IETOK.

2.4. Flavobacterium psychrophilum
Bernardet and Grimont, 1989

CuHApOM CMepTHOCTM MONOAM pajyXHon dope-
nn (RTFS), Bbi3BaHHbIM BakTepuanbHOW XONOAHOBO-
OHoM 6one3Hblo (BCWD) B pe3synbrate MHbekunun F.
psychrophilum. UccnepoBauus Boigeunun QTL Ha 19-i
XpOMOCOMe pafyXHon dopenu, acCouMmMpoBaHHbIe
¢ yctonumsocTbo kK BCWD [Wiens et al., 2013; Vallejo
et al., 2014] (cm. 1abn. 2). MNo3xe pesynbTaTbl Mapkép-
aCcCOLMMPOBAHHOM CeNneKkuUn OLLEHUBANMU Ha YPOBHE pbl-
6oBoaHbIX X0351cTB [Liu et al., 2018]. Mo HabnoaeHuaM,
cpepu B3poc/ibiX pblb C NpUOBPETEHHBIM UMMYHUTETOM
K 3TOMY MaTOreHy BbICOKOM CMEPTHOCTM He Habntopaet-
C$l, @ BHELWHMe NpuU3HaKKU 3abonesaHns OTCYTCTBYIOT. MH-
(hMUMPOBAHHOCTb B3pOCabIX 0cobel dopenu noaBepra-
€T PUCKY 3apaxXeHWUs MaNibKOB, Cpefin KOTOPbIX YPOBEHb
CMepTHOCTM BblcoK. Oxunpaercs, 4To pa3BeaeHune pbib
C eCTecTBEHHOW YCTOMUYMBOCTbIO K F. psychrophilum cHu-
3UT U YPOBEHb CMEPTHOCTU MONOAM.
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2.5. Yersinia ruckeri Ewing, 1978

B nccnepoBaHumn, HaNpaBneHHOM HA OLEHKY YCTOW-
YMBOCTM K BO34ENCTBUIO NaToreHa Y. ruckeri pasninyHbiX
nopog, pagyxHon dopenu, 66110 NOKa3aHo, YTo eé obe-
CNEeYnBaoT rMaBHbIM 06pa3oM BPOXAEHHbBIE UMMYHHbIE
peakuun. JKCMepUMEHT BKJIKOYAN KOHTPOb 6akTepuanb-
HOW Harpysku, TunuposaHue JHK oTaenbHbIX pbib 1 pe-
rMCTPaLMI0 SKCNpeccmMm COOTBETCTBYHOLWMX reHoB [Zuo et
al., 2020]. Monoap paayxHon dopenu 3apaxanu naTtore-
HoMm Y. ruckeri n Habnoganu 3a pasBuTMEM 3aboneBaHus
B TeyeHune 21 nHa. CoBOKYNHas CMepPTHOCTb [,OCTUrana
42 % uepe3 12 nHel nocne 3apaxeHus, TOr4a Kak y Bbl-
XMBLIKUX pbl® HUKAKMX NPU3HaKOB 3aboneBaHus 3ape-
rMCTPUPOBAHO He BbI0. [eHOMHbIN aHanu3 1027 3k3eM-
nnspos Gopenu € UCNOMb30BAHNEM OAHOHYKNEOTUAHbIX
nonumopdmsmos (SNP) B kauecTBe MapKkepoB BbISIBU
CBSI3b MeX/AY NpM3HaKaMu (BOCMPUUMYMUBOCTL/YCTOMNUN-
BOCTb) ¥ ONpefenéHHbIMX Yy4aCTKaMM FreHOMa pafyXXHOM
dopenun. SkcnepuMeHT BKAKOYAN CPAaBHUTENbHbBINA aHanu3
3KCNpeccuu reHoB BPOXAEHHOTO M aAanTUBHOIO UMMY-
HUTETA B Xabpax, ceneséHke u nevyeHn B TPEX rpynnax
pbi6. MepByto rpynny pblb6 coctaBuamn ocobu C KaMHMYe-
CKMMU NpU3HaKaMu, yMepLune Ha 7 AeHb noc/e 3apaxe-
Hus. BTropas rpynna cocrosina u3 3apaxeéHHon popenu
6e3 KNMHUYECKMX NMPU3HAKOB HA 7 AEHb NOC/e 3apaxe-
Hu4. B TpeTblo rpynny BXoamnu pbibsl, BbKMBLLME Ha 21
OeHb OT Ha4yana 3kcnepuMeHTa. B KOHTponbHOM rpynne
dopenu 3apaxkeHue NaToreHoM He NPoBOAUIIOCH.

B nepBo#i 1 BTOpo# rpynnax pbld MMMYHHbIE FeHbl,
KOAMPpYIOLLMe BOCNANUTENbHbIE LLUTOKMHBI, BKJKOYas rpyn-
ny uutepnenkuHos (IL-1p, IL-2A, IL-6A, IL-8, IL-10A, IL-12,
IL-17A/F2A, IL-17C1, IL-17C2, IL-22) uHTepdepoH IFNy
n dakTop Hekpo3a onyxonun TNFa, a Takxe 6enkm octpon
dazbl (SAA, C3, kaTenMuuamHel, NM30LMM) 3KCNpeccMpoBa-
nuck no-pasHomy. SNP-aHanus nokasan, Yto yCcToMumMBOCTb
panyxHon dopenu K Y. ruckeri ABNSETCH MYNbTUNOKYCHbIM
NPU3HaKOM. BbICOKMIA ypOBEHb 3KCMPECCUMU TEHOB, KOAM-
pytowmnx IFN-y, TNF-o, aHTUMUKpOBHbIE nenTuapl u 6enku
0oCTpon dasbl y pblb C eCTECTBEHHOM YCTOMYMBOCTLIO K Ma-
TOreHy NOATBEPAMA BPOXAEHHbBIN XapaKTep UMMYHHOM
peakuuu [Zuo et al., 2020] (cm. Tabn. 2).

3. UCCNEOAOBAHNSA YCTOMUYMBOCTH
Pblb K MAPA3UTAM

Ha pasfinyHbiX MOAENAX «X03AMH-NapasuT» Oblio
YCTaHOBJIEHO HAC/NefOBaHUE MPU3HAKOB YCTOMYMBOCTH
pbi6 K psay napasuTapHbiX 3a601eBaHu.

3.1. Neoparamoeba perurans Young 2007

AMEGHas xabepHas 6onesHb (AGD) - 0o4HO U3 Hau-
6onee pacnpocTpaHEHHbIX Napa3nTapHbiX 3aboneBaHUM
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aTNaHTMYeCKOro N10CoCs, BblpallMBaemMoro Ha gepmax.
JTO SBNAETCA UCTOYHMKOM CEePbE3HbIX IKOHOMUYECKMX
noTepb ANS 0TPaC/iu U NpeacTaBAseT CepbE3HYI0 Yyrpo3y
61arononyymio XXMBOTHbIX. HEKOTOpbIE XapakTepuUCTUKn
YCTOMUYMBOCTM AT/IAHTMYECKOTO 10COCS K aMEOHOM Bones-
HU xabp (AGD) 6binmn onucaHbl C.A. BoiicoOHOM C coaB-
Topamu [Boison et al, 2019]. lns nposicHeHnsa reHeTu-
YeCKUX MeXaHM3MOB ycToMYMBOCTM K AGD y aTnaHTuue-
CKOro 710€0C4, C NOMOLLbI 3KCNEPUMEHTaNbHOM MoAeNM
6bInM uccnenoBaHbl MosieKynspHbie NpusHaknm AGD-uH-
dekunn. bbin npoBeféH CpaBHUTENbHbIWM aHANN3 TPAHC-
KPUMNTOMHbIX Npoduaein KOHTPONbHbIX He3apaXKEHHbIX
U MHOUMLMPOBAHHBIX Pblb, NOC/NE Yero Ha OCHOBE MONYy-
YeHHbIX pe3ynbTaTtoB 6bin NpoBefEéH NONHOrEHOMHbIN
aHanu3 accoumaumin Ang KapTMpoBaHua obnacTter reHo-
Ma, CBSI3aHHbIX C yCTOMYMBOCTbIO K AGD.

MN3meHeHHe 3kcnpeccmm 60NbWOro Yncna reHos no-
Cne 3apaXKeHus MPUBENIO K 3HAYUTENbHOMY YBENUYEHUIO
TPAHCKPUMLMU reHOB € QYHKLMOHANbHBIMW CBOMCTBAMMU
B KNETOYHOM afire3avn u pe3koMy CHUXKEHMIO KOTMYEeCTBa
pa3fMYHbIX KOMMNOHEHTOB F€HOB MMMYHHOM CUCTEMBI.
B pe3synbTraTe NoNHOreHOMHOro aHanM3a accoumnaummn
6b110 06HAPYXXEHO, YTO C YCTOMUYMBOCTbIO K AGD cBf3a-
Hbl y4acTkn QTL Ha xpomocomax Ssa04, Ssa09 u Ssal3,
npuuém, obnactn QTL Ha Ssa04 n Ssa09 copepxat reHbl
npeacraBuTenei ceMencTBa reHoB KaarepuHa, 6enka,
BOB/IEYEHHOrO B MNpoLEcC KNeTo4yHon aaresmm [Boison
et al.,, 2019] (cm.Tabn. 3).

3.2. Caligus rogercresseyi Boxshall and Bravo, 2000

Mopckue Bwwu (C. rogercresseyi) — 3KTonapasutapHble
payku, ans 6opbbbl C KOTOpbIMK TpebyeTcs NpUMeHeHUe
KoMnnekca npodunaktuyecknx mep. Hecmotps Ha TO,
4TO, MO HABNOAEHUSAM, PE3UCTEHTHOCTb X038MHA Hacne-
[lyeTcs, Mano YTo U3BECTHO 06 OTAENbHbIX NOTEHUUANBHO
3HaUYMMbIX FreHaX U MeXaHU3Max X OenCTBUS.

[ns BbISBNEHUS U XapaKTEPUCTUKKU TOKYCOB KOMU-
YyecTBeHHbIX Npu3HakoB (QTL), BAnaOWMX HA pe3nCTeHT-
HOCTb OpraHM3Ma-xo3sunHa K 3Tomy aktonapasuty [. Po-
6nepno c konneramu [Robledo et al., 2018] 6bin0 npose-
[leHO NONHOreHOMHOe reHoTunNupoBaHue poib. Ha xpo-
Mocomax 3,18 n 21 6biamn o6HapyxkeHbl Tpu QTL, 06bac-
Hatowme oT 7 0o 13% reHeTUYECKUX BapuaLLMii B YCTOM-
YMBOCTM K IKTOMAPa3uTy (NpeacTaBieHHbIX NoKasaTens-
MU MAOTHOCTM paykoB). OnpeneneHne xapakTepucTuk
obnacten atux QTL 6b110 NpoBeAeHO C UCNOMb30BAHM-
€M TPaHCKPUNTOMHOIO aHanmn3a B KOMMeKCe C AaHHbIMU
0 NOSHOreHOMHOM cekBeHupoBaHuu (WGS), B pesyneTate
yero H6bIIM onpeneneHbl NOTEHLUMANBHO 3HAYUMbIE TEHbI
W BO3MOXHble QYHKLMOHaNbHbIe MyTaumu. B yacTHocTw,
B npepenax QTL xpoMocoMbl 3 Gbifia BbiSIBfIEHA CTOM-MY-
TauMsa B aHTU-NponnMdepaTMBHOM GakTope TpaHCKpuUn-
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Tabnuua 3. KpaTkoe M310KeHMe OCHOBHbIX pE3yNbTaTOB UCCEA0BAHMIA O6bEKTOB aKBaKY/IbTYpPbl, B KOTOPbIX U3yYanach accouma-
LM MAapKepOB C YCTOMUYMBOCTBIO K MAapa3uTapHbIM NaToreHaMm

YcTtaHoBNnEHHbIe MapKépbl,

o BonesHb, aCCOLMUPOBAHHbIE

06beKT MaToreHHbIi o MeToab! BbiiBNeHns

Bbi3blBaeMas C YCTOM4YUBOCTbIO / CCblIKA
UCCNef0BaHUA — BUA,  MUKPOOPraHW3M MapKepoB
naToreHoM BOCMPUUMUUBOCTBIO
K naToreHy
. MOMHOTEHOMHbIW aHa-
AMEGHas xa- QTL Ha xpoMocomax Ssa04, N3 accouunaumi, Konm
AtnaHTuueckuii nococb  N. perurans 6epHas 6onesHb P ’ ‘ Boison et al., 2019

(AGD)

Ssa09 u Ssal3

yectBeHHaa MUP reHos
MMMYHHbIX 6enkoB

Tpu QTL xpomocomax Ssa03,
Ssal8 u Ssa2l

TPAHCKPUNTOMHbIN aHa-
N3, NOJIHOTEHOMHOE
reHOTMNUPOBaHue

Robledo et al., 2018

lpynna SNP Ha xpomMocomax
Omy16 n Omy17

NONHOreHOMHbIM aHa-
I3 accoumaLmnii, Konum-
yectBeHHas MNLP reHos
MMMYHHbIX 6en1KkoB

Jaafar et al., 2020

AtnaHTuueckuii nococb  C. rogercresseyi Kanurynes
PanyxHas dopenb 1. multifiliis nxTnodtnpmos
MUKponapasu-

Kambana-tiop6o

P. dicentrarchi

TapHada UHBa3ua

QTL B rpynnax cuenneHus
LG1, LG3, LG6, LGY,
LG23

KapTupoBaHue QTL

Rodriguez-Ramilo et
al., 2013

PanyxHas dopenb

M. cerebralis

Beptéx noco-
ceit, MMKcObONEs

reHbl y6MKBUTUHO-NOAO6HOIO
6enka, METanNo0TMOHENHa B,
MHTepdepOoH-peryanpytoLLero
tdakTopa 1

KonuyectseHHaa MUP

Severin, El-Matbouli,
2007

MWUKPOCATENAUTHBIE NIOKY-
cbl Ssa85, Ssa77, SSsp2216,

reHoTMnupoBaHune no
MUKPOCATEN/IUTHbIM N0~

AtnaHTuyeckuit nococb G. salaris r'MPOAAKTUNES Ssal71,Ssosl311, Ssa 42, KVCaM. KADTUDOBAHME Gilbey et al., 2006
Ssa68, Hae029 Ssa420, oA, rapTpOne
SSsp2215. pynn cu
reHoTUNUpPOBaHUE Mo
JIOKYCbl KOJIMYECTBEHHBIX
npw3Hakos BDR-1 & rpynne MWUKPOCATEeNIUTHBIM J10-
XentoxBocT B. seriolae 6eHeneHno3 kycam u SNP, kaptupo-  Ozaki et al., 2013
cuennexuns Squ2 u BDR-2
BaHue QTL B rpynnax
B Squ20
cuennexHus
AtnaHTuyeckuit nococb L.salmonis neneodtnpunos /OKYCbI KOMMHECTBEHHBIX KapTupoBaHue QTL Gharbi et al., 2009

npu3Hakos

umu, yyacteytowem B perynaumm T-knetok (TOB1), a Tak-
Xe reH HeM3BEeCTHOro K HacTosilleMy BpeMeHu benka,
3HauuTenbHag auddepeHLManbHas annenbHas 3Kcnpec-
CU$i KOTOPOro NpeanonaraeT CcywecTBOBaHMUE perynsarop-
HOW MyTaumu (cM.Tabn. 3).

3.3. Ichthyophthirius multifiliis Fouquet, 1876

Mpu OTCYTCTBUU NeYEHUS B YCIOBUSX 3aMKHYTOrO
NpoCTpaHCTBa (HanpuMep, Npya), 3apaxxeHne MHBA3MB-
HOWM napasutuyeckon nHdysopuen . multifiliis moxet
npueectu kK rubenn 6onee 90% nonynauum pasy>KHou
dopenu. P. Ixxaadap ¢ coaBTopamMu BbISBUAU Hanuume
QTL pns ycTOMYMBOCTM pafdyXHon dopenun K napasu-
TaM u3 poga Ichthyophthirius. CpaBHUTENbHbIA aHANM3
SNP Mexay BOCNPUMMUYMBBIMU U PE3UCTEHTHBIMU Pbl-
6amMu papyxHoi popenu BbiaBua MHOXecTBO SNP Ha
xpoMocomax 16 n 17, cBA3aHHbIX C YCTOMUYMBOCTBIO (CM.
Tabn. 3). XoT9 MMMYHHbI€ reHbl, OTBeYaloLLMe 33 yBenu-
YeHWe pe3UCTEeHTHOCTM K NapasuTUYeCKon MHy30puum,

Tpyas BHUPO. 2025 . T. 199. C. 142-156

He OblIM TOYHO YCTAaHOB/EHbI, Y BbIXXKMBLIMX 0CO6en,
noaBepraBLIMXCS BO3LENCTBUIO TEPOHTOB, Habnoaa-
nacb aKkTUBHas 3kcnpeccua reHos IgM, AMPs, dakTopa
komnnemeHTa C3, CbIBOPOTOYHOIO aMuionaHoro 6enka
A ¥ n130UMMa, YTO YKA3bIBAET HA y4aACTUE KaK BPOXKAEH-
HbIX, TaK 1 af4anNTUBHbIX UMMYHHbIX MEXaHU3MOB B eCTe-
CTBEHHOM pe3nCTeHTHOCTU K 3TOMY napasuTy [Jaafar et
al., 2020].

3.4. Philasterides dicentrarchi

Mopckas uHdysopus P. dicentrarchi Takxke co3pnaéT
npobneMbl B akBakynbType, 0CO6EHHO Npu BblpalLMBa-
HUKM nantyca. OT6op npoussoamTenem xots Bbl C YaCTUY-
HOM YCTOWYMBOCTbIO K 3TOMY NMapasuTy Mor Obl 3HaUU-
TeNbHO YAYYLWUTb CUTYyaLMI0 B pbIBOBOAHBIX XO391MCTBAX.
Y kambanbl-Tiop60, NoaBepriencs Bo34eNCTBUIO AaHHO-
ro napaswvta, 6blan HangeHbl, KAK MUHUMYM, ABA JIOKY-
ca QTL, koppenupytowwmx ¢ yctonunsocTbio [Rodriguez-
Ramilo et al., 2013] (cm.Tabn. 3).
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N aMébbl, n MHPY30pUM ABNFIOTCA OLHOKNETOYHBIMU
MUKpOMapasnuTaMu, 0AHAKO MHOFOK/ETOYHbIE Napa3unTsl,
TaKue Kak MUKCO30MAbl, MOHOTEHEMN, LLeCTOAbI, HEMATOAI,
akaHTouedanbl u pakoobpasHble, TakXKe NpeacTaBnatoT
CepbésHyto yrposy ans 340poBbs pbib.

3.5. Myxobolus cerebralis Hofer, 1903

Bonpockl 0 BOCNPUUMUUBBIX U PE3UCTEHTHBIX NOPO-
[ax pagyxHon dopenn K MMKCO305M BuAa M. cerebralis
ocsewanucs paHee [Hedrick et al., 2003]. Tak, cpeaun He-
CKOJIbKMX MOPOSA pagyxHoin Gpopenn skcnepuMeHTa bHO
6bINM BbISIBIEHbl 3HAYMUTENbHbIE PA3INYMA B IKCNpeEC-
CUM TeHa MeTannoTMoHeuHa B B oTBeT Ha BO3aencCTBUE
natoreHa: y pagyxHon ¢openn Hofer akcnpeccus reHa
3Toro 6enka 6bina bonee yem B 5 pas Bbiwe, 4em y do-
penu Troutlodge, B KOTOPO# 3TOT NOKa3aTesib NOC/e BO3-
[encTBus natoreHa He U3MEHUNICS OTHOCUTENbHO do-
HOBOro ypoBHS. Kpome Toro, 6bina npoaHanusnpoBaHa
OWHAMUKa 3KCnpeccum yOMKBUTUH-NofobHoro benka
1 v nHtepdepoH-perynupytouwero daktopa 1 B oTBer
Ha 3apaxeHue M. cerebralis. lMocne Bo3aencTena nato-
reHa akcnpeccua reHa yomkButuH-nopobHoro Genka
1 ysennunnacoe 6onee yem B 100 pas, a MHTepdepOH-
perynupytowero daktopa 1 - 6onee yem B 15 pas B obe-
X NMHUAX padyxHoi dopenu [Severin, El-Matbouli,
2007] (cm.Tabn. 3).

3.6. Gyrodactylus salaris Malmberg, 1957

G. salaris — NnpecHOBOAHbI 3KTOMNAPA3MUT JIOCOCEBbIX,
KOTOpPbIM SBNSETCS NPUYMHOM OBLIMPHBIX 3MU300TUIA
C MaccoBOW rMbenbio B NONYNAIUUAX AUKOTO aTnaHTHuye-
ckoro nococs [Malmberg, 1957]. G. salaris 8 1975 roay
BrnepBble 6bin 3apernctpupoBaH B Hopserun. Habnwopge-
HUS AMKUX NOMNYNSUMIA aTNAHTUYECKOro I0COCS MOoKasa-
N1, 4To pbiba M3 banTuiickoro Mops NposBASET OTHOCKU-
TENbHYI0 YCTOMUYMBOCTb K MHeKumn G. salaris, Toraa Kak
ansa nonynaumin nococs M3 Hopeeruu nnu LlWoTtnaHamm
XapaKTepHa 4ype3BblYaiHO BbICOKAash BOCMPUMMUMBOCTD.

Bapuauuu B paae uMMyHonormyeckux nyten u em-
3M0/10TMM OPraHM3Ma-x038unHa, 06yCNOBNEHHbIX BAUS-
HUEM KaK BPOXAEHHOrO, Tak U NPUOBPETEHHOrO UMMY-
HUTETa, NO3BOUIM BbiCKa3aTb MPEANONOXKEHMNE O NONU-
reEHHOM KOHTpOJ/ie YCTOMYMBOCTM aTIaHTMYeCKOro J10Co-
cs K 3apaxeruto G. salaris [Bakke et al.,1999; 2002]. .
Mnbu c coaBTOpamMu BbISBUAU FeHETUYECKME MAPKEPDI,
aCCOLMMPOBAHHbIE C YCTOMUYMBOCTbIO aTNAHTUUYECKOTO
lococs K NpecHoBoAHOM MoHoreHee Buaa G. salaris. Vc-
cnenoBaHWe NpoBeAEeHO Ha OCHOBE CKPUHUHIA IOKYCOB
KONM4YecTBeHHbIX Npu3HakoB (QTL) ans BbisBNeHUs Mo-
NeKynspHbIX MapKepoB, CBA3aHHbIX ¢ QTL, Baustowmx
Ha YCTOMYMBOCTb K G. salaris y 06paTHbIX CKpeLwunBaHuUin
6anTUMCKOro M WOTNAHACKOrO 10COCs. XapakTep 3apa-
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XEeHUS y 3TUX pbib Bbln TPEX pa3nMUYHbIX TUNOB: BOC-
NPUUMYUBBIN (3KCMOHEHLUMWANbHbBIA POCT Napa3nToB),
pearupyrlwmi (NapasmMtapHas Harpyska HapacTraer,
a 3aTeM CHUXaeTCs) U YCTOMUMBBIN (Napa3uTapHas Ha-
rpy3ka HMKorga He ysenuuuaetcs). Y poib B noTomMcTBE
OT BO3BPATHOrO CKpeLlmMBaHna 6binm otobpaHbl 39 mMu-
KpOCaTeNIUTHbIX MapKepOoB, U C MOMOLLbIO IMHENHOIO
MOAEeNMPOBaHMUS OblIN U3YYeHbl CBA3M MEXAY OTAeNb-
HbIMW MapKepHbIMK NpU3Hakamu. beinn onpepenexsl 10
obnacrei reHoma, CBA3aHHbIX C HEOAHOPOAHOCTbIO KakK
BPOXAEHHOM, TAaK M NPUOBPETEHHOM YCTOMYMBOCTU: NIO-
Kycbl Ssa85, Ssa77 n SSsp2216 6binn CBSA3aHbI C paH-
HUMU CTagUAMU MHDEKLUK, YTO NpesnonaraeT ux acco-
LMALMIO C BPOXAEHHBIM UMMYHUTETOM. Jlokycbl Ssal7l,
Ssosl311, Ssa 42, Ssa68 n Hae029 - co cpepgHen u/mnu
6onee NO3oHUMM CTALUAMU MHDEKLMMU, YTO yKa3biBAET
Ha CBSA3b C NPpMOOpeTEHHBIM UMMYHUTETOM. QTL, cBSI-
3aHHbIM C ABYMS OCTaBWMMMUCS Mapképamu, Ssa420
u SSsp2215, He Nokaszan 3aBUCMMOCTU OT CTaAUM IKCne-
puMeHTa (CM. Tabn. 3). Takum obpa3om, NpeanonoxeHue
0 MOJIMFEHHOM KOHTPOJe YCTOMYUBOCTU aTNaHTUYECKOTO
nococs K MoHoreHesiM 6bino noateepxaeHo [Gilbey et
al., 2006].

C opyrov cTOpoOHbI, 6bINM NpeanpUHATLI MOMNbITKK
NpOaHanuM3nMpoBaTbh NPUUYUHBI pa3nuuunin B buonoruye-
CKUX M NOBEAEHYECKUX XaPAKTEPUCTUKAX Pa3IUYHbBIX
wramMmoB G. salaris. bblno yCTaHOBMEHO, YTO ABA WTAM-
Ma rMpOAaKTUOCA, C Pa3HbIMU NMPU3HAKaMK NMPUCNo-
cobneHHOCTU (pa3BuTUE, NNOAOBUTOCTb U MOBEAEHME),
UMEIT pas3nyumns NULb NO YEeTbIPEM HYKNeoTuaaM npo-
aHaNM3MpPOBaAHHbIX NOCNEA0BATENbHOCTEN HECKONBbKUX
s0epHbIX reHoB (cymmapHas gamnHa 10 1. n. H.) [Ramirez
et al., 2014].

B nccneposanmax P. Pamupeca ¢ coaBTopamu y Tpéx
wrammoB napasutoB (Batnfjordselva, Figga u Lierelva)
CYLLECTBEHHbIX Pa3nymii B UX CMOCOBHOCTM K 3apaxe-
HUI pbl6 0BHapyxeHO He 6bino. KpoMe Toro, He Bbiio
NONIyYEHO HUKAKMX NMOATBEPXKAEHUI TMNOTE3bl O PaB-
HOWM BOCNPUMMUYMBOCTU BCEX HOPBEXCKUX WU LUIOTNAHA-
CKUX MONYNSuMi aTnaHTM4Yeckoro nococs K G. salaris no
CpaBHEHMIO C BANTUACKMMMU MONYNALUAMU, B KOTOPbIX
3apaXKeHue rMpoAaKTUIKOCOM OrpaHMyeHHo 6naroaa-
psl UX COBMECTHOM 3BOJIOLMU. Tak, MO AaHHbIM aHaNU3a
Y HEKOTOPbIX pblb M3 Oro-BOCTOYHbIX palioHOB Hopeeruu
TEMMbl pocTa NONyAsLMM NapasMToB COBNAZAAMN C TEMMU,
KOTOpble HAbAANM Yy aTNaHTUYECKOro n1ococs us Hesbl
u Indalsalv. 210 HabnogeHMe He NoafepXKano runoTe-
3y «YCTOMYMBbLI BAaNTUINCKME M BOCMPUUMUMBBI aTNAHTU-
yeckue» Nonynauuu, Ho npeanonaraeT reTeporeHHoCTb,
NPeanoNoXUTENbHO, CBA3aHHYI C CENEKTUBHOCTbIO UM-
MYHHbIX F€HOB Pbl6 Ha YCTOMYMBOCTb K APYrMM MnaTore-
Ham [Ramirez et al., 2015].
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CnoxHbIt MexaHM3M B3aumogencTeus G. salaris c op-
raHM3MOM X039MHa TpebyeT faNbHeNWNX UCCIef0BAHUI
MeXaHW3MOB YCTOMUYMBOCTU B LIENSIX COBEPLUEHCTBOBAHMS
cucTeMbl 60pbbbl C HUM.

3.7. Benedenia seriolae Yamaguti, 1934

3apaxeHune beHegeHMeN, SKTONapa3MTOM-ABYYCTKOW
B. seriolae npepctaBuTeneM MOHOreHewn, CEpbE3HO BAUS-
€T Ha aKBaKynbTypy Mopckux pbib. lpennonaraercs, 4To
reHeTMYecKne BapuaLmMmn UrpatoT BaXKHYK pob B onpe-
[eneHnn BOCMPUMMUMBOCTHU K STOMY Mapa3uTapHoOMy 3a-
6onesaHuio.

A. Osaku u ap. [Ozaki et al., 2013] coobwmunm o Bbl-
aneHmun QTL, cBA3AHHbIX C YCTOMYMBOCTBIO XKENTOXBO-
cta (Seriola quinqueradiata Temminck & Schlegel, 1845)
K maToreHHow kancanuae B. seriolae. lna onpepenexus
reHeTM4yeCcKoM OCHOBbI €ro YyCTOMYMBOCTU K 3TOMY NaTo-
reHy Ha OCHOBE KapTMpOBaHMUs rpynn cuenneHus ans
MapKepoB, Bktouas 860 MukpocaTennutHbix U 142 opn-
HOHYKNEeoTMAHbIX nonumopdusma (SNP), 6bin npoeenéH
reEHOMHbI U XPOMOCOMHbIM aHaNU3 CBS3eN Yy HECKONb-
Kmx rpynn (konmyectso ocoben Ha rpynny n = 90) xen-
TOXBOCTa NEPBOro NOKOJIEHWUS, MOMYYEHHOro OT NPUPOA-
HbIX MpousBoauTenen. boinn noeHTUGULMpPOBaHbI ABE
061acTn NOKYCOB KOMMYECTBEHHbIX Npu3HakoB (QTL)
B rpynnax cuennenusa Squ2 (BDR-1) n Squ20 (BDR-2)
(cM.Tabn. 3).

3.8. Lepeophtheirus salmonis Krayer, 1837

JlococeBble BWM - KpyMHble Napa3uTUyeckue Becno-
Horne pakoobpasHble, KOTOPble HAHOCAT BONbLION 3KO-
HOMMYeCKui ywepb akBakynbType nococs. EctectBeHHas
YCTOMUYMBOCTb SI0COCS K 3TOMY IKTOMNApasuTy, npeanona-
raet HaJimume CI0XKHOr0 UMMYHHOMO OTBETA.

B nccneposanmm C. Ckyropa ¢ coaBTopamu ans Bbl-
SICHEHUS UMMYHHbIX MEX3aHU3MOB, 0ObACHSOWUX BbI-
COKYH BOCMPUUMUMBOCTb aTNAHTUYECKOrO 10COCS, pac-
CMaTpuBanacb audbdepeHunanbHas IKCNpeccus reHos
UMMYHHbIX 6eNKOB B OTBET Ha 3apaxeHue L. salmonis.
BnusHue nHdbekumm SL Ha 3KCNpeccuio reHoB y aTnaH-
TMYECKOrO JI0COCS M3YYanoCb Ha NPOTSHKEHUU BCEro ne-
puoaa 3apaxeHus, Ha4YMHas C KOMenoauT yepes 3 aHs
nocsie 3apaXeHus M 3aKaH4YMBag B3POC/IbIMU OpPraHu3-
MaMu (Yepes 33 oHS nocne 3apaXeHus). JKcnpeccus re-
HOB Oblna NPoaHaNM3NPOBaHa Ha TPEX CTaAMAX Pa3BUTUS
B MOBPEXAEHHOM M HEMOBPEXAEHHOM KOXe, CeneséHke,
roJIOBHOM MOYKE M NEYEHU C UCMONb30BaHMUEM KOMye-
ctBeHHom MNP B peanbHoM BpeMeHu. Habntogaemas gu-
HaMWKa 3KCMPeCcCuMM reHoB B MOBPEXAEHHOM KOXe MOo-
Ka3ana NpuM3HAKM rMNOpPeakTUBHOCTU UMMYHHbIX KNETOK
U npeobnajaHune KNeTOMHOro CTpecca, 0 YéM CBUAETENb-
CTBOBasia 3HauMTeNbHas aKTMBM3aLUMs 6enkoB TEMI0BOrO
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LIOKA U MUTOXOHApUanbHbix 6enkoB. B uenom, AMHaMu-
Ka 3KCNpeccuu reHoB CBUAETENbCTBOBANA O COYETAHUU
XPOHMYECKOro CTpecca, 3aMef/IEHHOr0 3aXMBAEHUS No-
BpEXAEHUI U HApYLWIEHNS UMMYHHOIO CTaTyca X0359MHa
[Skugor et al., 2008].

Accoumaumio QTL ¢ pa3HbIMKM acnekTaMn UMMYHHOTO
OTBeTa Ha 3apaxeHue L. salmonis uccneposanu K. lapbu
C coaBTopamu, BbigBMB QTL, accouMMpoOBaHHbIE C YCTOW-
YMBOCTbIO K 3TOMY BEC/IOHOrOMY pakoobpasHomy. Tak,
3Hauumble QTL 66111 06HApyXKeHbI B rpynnax CLenieHus
LG 6 u LG 15 (cm.Tabn. 3), Ho aHanu3 QTL nokasan oTHO-
CUTeNbHO cnabyl NOALEPXKKY NPSIMOro BAMSAHUS Knac-
cnyecknx obnacteit MHC Ha YyMcneHHOCTb BLUER, YTO va-
CTUYHO MOXET ObITb 0OBSACHEHO CBA3bIO C APYTMMMU FeHa-
MW, KOHTPONIMPYIOLLMMM BOCNPUUMUMNBOCTD K L. salmonis
Ha ToM e xpomocoMe [Gharbi et al., 2009].

2. CNNOXXHOCTHU, CBA3AHHbIE
C METOOMYECKMMU NOAXOAAMU, KOTOPBIE
BAXHO YYUTbIBATb MPU AHANTU3E
3KCMPECCUU UMMYHHbBIX TEHOB

O6wurpHble MccnenoBaHMa 3KCNpeCcCcUn reHoB
(TPQHCKPMNTOMHBIM aHaNU3) 9BASKOTCS BAXKHbIM AOMNON-
HEeHMEeM K MOMCKOBbIM paboTam no oTbopy Mapkepos,
yrnybnss Halwe NoOHWMMaHWe posiv OTAENbHbIX FeHOB, He-
nocpefcTBEHHO CBA3AHHbIX C YCTOMYMBOCTbIO K 3abone-
BaHusM [Fraslin et al., 2020].

[nga 3Toro npu npoBefeHMN NONHOrEHOMHbIX ac-
COLMATUBHBIX UCCNIefo0BaHMI HeOBX0AMMO CpaBHMBATb
3KCNPeCcCcU0 UMMYHHbIX TEHOB Y MOPAXEHHBIX pblO,
y 6€CCMMNTOMHBIX HOCUTENEN NAaTOreHa M Y KOHTPO/b-
HbIX pbl6, He NoaBepraBLUMXCcs Bo3aencTBuio. Komnnekc-
Hbl TPDAHCKPUMTOMHbIA aHann3 N03BOAMA Bbl BbISIBUTb
3HauuTenbHo GoNblUe reHOB, KOTOPblE aKTUBUPYIOTCS
B OTBET Ha BO34eNCTBME ONpefenéHHOro natoreHa Ha
OpraHu3Mm pbibbl. 3T0 MOrNo Obl LONONHUTD FTEHOMHbIW
aHanu3 xpoMocom, cogepxawmnx SNP-mMapképbl [Aslam
et al., 2020].

TeM He MeHee, M3-33 KOHCTUTYTUBHOM 3KCNpPeCccuun
HEeKOTOPbIX UMMYHHbIX FEHOB, YY4aCTBYHOLWMUX B ecTe-
CTBEHHOM YCTOMYMBOCTMU, 3TOT NOAXOA HE BCeraa Mo-
XeT 6bITb ucyepnbiBaowmnm. OH MOXxXeT cnocobCcTBOBAThL
NOHMMAHUIO UMMYHOIOTMYECKUX NYTEN, BOBNEYEHHbIX
B bopMMpoBaHMe ycTonunBocTu K 6onesHn. OgHako
BaXXHO TaKXe onpefennTb ypOBEHb NaTOreHa B pas/ny-
HbIX OpraHax 3apa€HHOro opraHunsma, 4Tobbl yCcTaHo-
BWUTb, OblN M A0OCTYN MaTOreHa K OpraHn3My Xo3siMHa
3a6/10KMPOBAH MM OH BCE Xe MPUCYTCTBYET B pa3nny-
HbIX OpraHax xo3auHa 6e3 nposiBneHus 3aboneBaHus.

Mo MHeHuto T. MoeHa € coaBTOpamu, MOBEPXHOCT-
Hble 6enku, Takne Kak KaarepuH, MOryT BiMATb HA BOC-
NPUMUMUUBOCTb AaTNAHTUYECKOTO N0OCOCS K BUPYCY UH-
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($EeKLMOHHOro HeKpO3a NoaxXenyno4vHom xenesbl (IPNV).
MccnepoBaHus nokasanu, 4To M3MeHeHWe KoOHdopMa-
LMK ITUX MOJIEKYN 3aTPYAHSAET NPOHUKHOBEHWE BUPY-
Ca B OpraH13M xo039uHa. B HEKOTOpbIX Cayyasx nokasa-
Te/b YCTOMYMBOCTU MOXET U He ObITb HAaMPSMYH CBSA3aH
C UMMYHHBIMU TeHaMU U uUX QyHKLMSIMU. TeM He MeHee,
Heobx04MMO UCCef0BaTh 3KCNPECCUD UMMYHHbBIX Fe-
HOB Y PbIb KaK C KNIMHUYECKMMU MpU3HAKaMu 3aboneBa-
HUM, TaK U 6€3 HUX, NOCKONbKY pe3ynbTaTbl TAKMX UcCne-
[OBaHW MOTYT COOTBETCTBOBATb reHaM, aCCOLMMPOBAH-
HbIM C BaXKHbIMM Mapkepamu [Moen et al., 2015].

JTOT Noaxon NpeacTaBnseTcs MHOroobeLwanwmmM,
OLHAKO MOMyYeHHble pe3ynbTaTbl TPEOYHT KPUTUUYECKOW
OLEHKM, MOCKOJIbKY BCE NATOreHHblE MMKPOOPraHU3Mbl,
NPOHMKaKLWMe B OPraHU3M pblb, BbI3bIBAOT UMMYHHblE
peakuuu Kak y BOCMPUUMUUBBIX, TaK U Y YAaCTUUHO pe-
3UCTEHTHbIX 0Cco6el. DTO BblN0 NOATBEPXKAEHO MHOXE-
CTBOM MCCNeA0BaHUI, NpOBeAEHHbBIX C BUpycamu, bak-
TEPUAMU U NApa3UTaMU pa3NNYHbIX BUAOB pblb. YTOObI
BbISIBUTb BO3MOXHble reHbl- KaHAWAATbI, HeobxoaMMO
NpPOBOAMUTb CTPOrMI KAYEeCTBEHHbIN U KONMYECTBEHHbIN
aHanus, BKAOYas U3MEHEHME IKCMPECCUU UMMYHHbIX
reHoB B OpraHu3me pbibbl U cTeNeHb e€ 3apaxEHHOCTH
natoreHoMm. Hanpumep, oukue n KynbTUBUPYEMbIE K-
3emMnnsapbl Kymxu (Salmo trutta L., 1758) peMoHcTpu-
pYIOT pa3Hble peakumnmn Ha 3apaxeHune VHSV [Karami et
al., 2018], B To BpeMs Kak aTnaHTMYECKMI N10COCh TaKXKe
nposiBNseT pasnunuus, pearnpysa Ha SAV [Aslam et al.,
2020], yto no3BonseT oTOMpaTb reHbl-kaHAMAATbI AN
[anbHenLwero n3yyeHus.

Tak, uccnefoBaHUs 3KCNPECcCUU reHoB AEeMOHCTPU-
PYIOT, UTO peakuMm Ha MHPY30pUIHHbIX Napa3nToB, Ta-
Kux Kak I. multifiliis, pa3nnyalTCca KaK y BbICOKOYYB-
CTBUTENbHBIX, TAK U Yy MeHee BOCNPUUMUUBBLIX BUAOB
¢dopenu [Olsen et al., 2011; Jaafar et al., 2020], xoTs
UMMYHHbIE FeHbl, OTBEYalLLMe 3a 3aLLMTY, MoKa He Oblin
TOYHO onpeneneHbl. ATNIaHTUYECKUIA 10COCh U PafYXHas
dopenb, noaBeprwnecs BO3AenCcTBUI0 pakoobpasHoro
3kTonapasuta L. salmonis, NOKa3blBalOT BbIPaXKEHHbIE
KOoXxHble peakuuu [Dalvin et al., 2020], u 3T1 peakumm
BapbUPYHTCA Y BOCMPUUMUUBBLIX U YCTONUYUBBIX 0CO-
6ev 3TMx BnaoB poib [Holm et al., 2015]. B noaobHbIx
Cnyyasx CyWweCcTBEHHO KPUTUYECKOe COMOCTaBNieHUe,
UCKNYaKLWee BAUSHUE NAPA3UTAPHOM HArpysku Ha
npodunb 3KCNPeccuu, NOCKONbKY pasnnymns MoryT bbiTb
CBA3aHbl C U3MeHeHuaMK B peakumm Th2 [Braden et al.,
2015].

Y HEKOTOPbIX BUAOB Pblb, TAKMX KaK XENTbIA rop-
6binb (Larimichthys crocea), B oTBeT Ha MHbeKkumu oT V.
anguillarum HabnopaeTcs pasnnMyHas 3KCNpeccus He-
CKOJIbKUX MMMYHHbIX FEHOB HA NPOTSXEHUU BPEMEHU
nocne 3apaxeHus [Dong et al., 2016; 2021; He et al.,
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2016]. Takxe y atnaHTuueckon Tpecku (Gadus morhua
L, 1758) [Caipang et al., 2008; Seppola et al., 2008],
popapbl (Sparus aurata L., 1758) [Lopez-Castejon et al.,
2007], n mopckoro okyHsi (Dicentrarchus labrax L., 1758)
[Meloni et al., 2015] B Hauane npouecca NpomMcxoauT
3KCNpeccmsa BOCNanUTeNbHbIX LMTOKUHOB, B TO BpeMs
KaK ryMopasnbHble peakuuu (Hanpumep, HapaboTka IgM)
[Khansari et al., 2019] ycunusatoTcs nosxe.

KpoMe Toro, npu oueHKe TKecT MHbekumm Tpeby-
eTCs AeTaNbHblA CPAaBHUTENbHbIN aHANN3 MEXAY BHeL-
HUMW U BHYTPEHHUMU peakunsiMu. B Heckonbkmnx umc-
cnenoBaHUAX ObINKM BbiBNAEHbI Pa3nnums B 3KCNpeccum
UMMYHHbIX FEHOB MeX/Y BHYTPEHHUMU OPraHaMu M xa-
6pamu [Zuo et al., 2020; Karami et al., 2020; Marana
et al., 2021)], a Takxe Bapuaumm B CKOPOCTU U YPOBHE
3KCNPeCcCcMM MMMYHHbIX FEHOB BO BHYTPEHHMX OpraHax
uHbMuUMpoBaHHbIX pbib [Dong et al., 2021].

MpMMepoM KOMMNNEKCHOro NoaxoAa npu aHanuse
TPaHCKPUNTOMHBIX AAHHbIX MU MapKepHbIX pacnonoxe-
HUIA MOXeT OblTb ccnepoBaHme QTL Ha yCTOMYMBOCTb
K anbdaBupycy N0COCEBbIX Y aTNaHTUYECKOro N10CocCs,
B koTopoM M. Acnam c konneramu [Aslam et al., 2020]
BbISIBUIMU, YTO Hanbonee 3HaumMMblt SNP accounmnpoBaH
C aHTUBUPYCHBIMKU MoONeKynamu, a rpynnel apyrux SNP
CBSI3@aHbl C FTeHAMW, KOAUPYHOLLUMU TKENYIO LLenb UM-
MyHOrnobynuHa.

B koMnnekcHoM nccneposanum A. Kapamu ¢ co-
aBTOPaMU, HaNpPaBiEHHOM Ha U3y4YeHWe NOSHOreHOM-
HbIX accouMaumni ¢ yctonumBocTbio K V. anguillarum, Ha
BAXXHYI0 pO/Sib UMMYHOTO0BYNMHOB B YCTOMYMBOCTHU pa-
LY>KHOM hopenu yKasbiBaio yBeMYeHUe YPOBHS UMMY-
HOrNoOYNMHOB Ha paHHMX 3Tanax Nocjie BO34eNCTBUS
6aktepuun V. anguillarum. B uccneposaHuu 6oina otme-
YeHa Koppensuma mMexay nocnefoBaTesibHOW akTUBa-
umer reHoB IgD (kak MeMBpaHHbIX, TaKk U CEKPEeTUPY-
eMbIX POpPM) U pa3sMHOXEHMEM NATOrEHHOM HakTepum.
BaxHocTb xpoMocombl 21, copepxaltein 6onee 1600
QHHOTUPOBAHHbIX reHOB U 3HauyuMble SNP [Karami et
al., 2020]. HykneoTuaHble NocnefoBaTENbHOCTM Kanna-
W naMaa-uMMyHornobynnuHo-nofobHbix 6enkos ¢ nér-
KOM Lenbto OblnM NMokKasaHbl HA 4AaHHOM XpOMOCOMe,
roe Takxe COAEpXaTcs KKYeBble FeHbl, BaXHble ANs
UMMYHHOW peakLuu, BKI0Yas peLenTopbl Makpodaros
M eCTeCTBEHHbIX KNETOK-KWUNepoB, NEHTPAKCUHbI, Nep-
OOPUH U MYLMH.

CBsi3b Mex Yy YCTOMYMBOCTbIO U STUMU UMMYHHbIMU
dhakTopamu MoxeT 6bITb OKOHYATENbHO YCTAaHOBNEHA
C MOMOLLbIO TWATENIbHOrO CKPUHUHIA, BKKOYAs MeTos
HOKAYTMPOBAHUS, NPU KOTOPOM (PYHKLMUM OnpenenéH-
HbIX FreHOB 610KMpPYHTCS, MO3BOSAS MPOBECTU KOH-
TPOJibHblI€ 3KCNEPUMEHTbLI M OULEHUTb UX BJIUAHUNE Ha
HabnaaemMyo pe3nMcTeHTHOCTb K MaTOreHy.
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3AK/NIIOYEHUE

EcTecTBeHHbIE BOCNPUMMUYMBOCTbL MO0 YCTOMUYMBOCTD
pblb K pa3nnyYHbIM MaToreHam (Bupycam, baktepmam, na-
pa3uTaM u rpubamM) MOryT 3aBUCETb OT MHOXECTBA aHa-
TOMUYECKUX, DU3NONTOTUYECKUX U MMMYHONOTUYECKNX
¢dakTopoB. Bce opraHu3Mbl, Ha4YMHAsA OT NPOCTEMLIUX
M 3aKaH4YMBaAA BbICIUIMMM MO3BOHOYHbIMU, 061aaK0T Ha-
60poM reHoB, obecneymBaoWMx oNnpesenéHHy 3aLm-
Ty OT NOTEHUWMANbHO NATOrE€HHbIX MUKPOOPraHWM3MOB.
HekoTopble 13 3TUX reHoB HeNnoCpeaCTBEHHO KOAUPYHOT
6enku, y4acTByrLLMe BO BPOXKAEHHbIX U aAanTUBHbIX UM-
MYHHbIX MexaHu3Max. HepaBHue nccnenoBaHug npoae-
MOHCTPUPOBAJIK, YTO pa3Hble BUAbI Pblb MMEOT NOMHYIO
WSIM YaCTMYHYIO 3aLMTY OT MHOXECTBA MATOrEeHOB, TakKMX
KaK BMpPYCbl, BakTepMM, NapasnTbl U rpubbl, U 3TU 3aLWUT-
Hble XapaKTeEPUCTUKM PACMONOXEHbI B reHOMe B BUIE
NIOKYCOB KONiMyecTBeHHbIX npu3Hakos (QTL). Hosevwwne
MeTOAbl FeHOTUMMPOBAHUS PblO-X035€B MO3BONSAOT 10KA-
NM30BaTb MApKEpPbI, aCCOLUMPOBAHHbBIE C YCTOMUYMBOCTbLIO
K 601e3HSAM, B ONpefeNiéHHbIX Y4aCcTKax XpOMOCOM, 4TO
nossongeT 6bonee feTanbHO NOHATb MEXAHM3MbI, ONpeae-
nsumne BOCNPUMMUNBOCTb AN PE3UCTEHTHOCTb K KOH-
KpPETHbIM NaToreHam.

X0TS BPOXAEHHbIE M afanTUBHbIE UMMYHHbIE MeXa-
HW3Mbl UrPatOT KNHOYEBYH PO/b B MPEAOTBPALLEHUM NPO-
HWUKHOBEHMS NATOFEHOB B OPraHM3M X03aMHa, UMEHTCS
npumepsl, Koraa cneunduryeckne CTpyKTypHble KOHDU-
rypauuu MOneKyn Ha NOBEPXHOCTU KNETOK NPEensTCTBYIOT
NPUANNAHUIO BUPYCOB K KNETOYHOM MeMbBpaHe 1 Ux npo-
HUKHOBEHUIO B KNeTKy. Bce 3TM npusHaku HacnepyoTcs
M MOTYT CTaTb 0OBEKTOM cenekuuun ans GopMMpoBaHuUs
CeneKLMOHHbIX TMHUNA.

B 0630pe npeacraBneHbl AaHHble HOBEMLWKX UCCne-
[OBaHWUR, NnpoBeaéHHbIX B KoHLe XX - Havane XXI Beka,
KakK npuMepbl COBPEMEHHbIX HAayYHbIX NOAXOA0B K Ce-
NeKuMU pa3BoaUMON pbibbl AN5 MOBLILWEHUS €€ UMMYH-
HOW 3aLLMTbI OT Pa3fIMYHbIX NATOreHOB. B yacTHoCTH, Npu-
BeLEHbl NPUMEpPbI MPUMEHEHMS NOTHOTEHOMHbIX ACCOLLM-
ATMBHbIX nccnepoBaHuin (GWA), kotopbie NpeaocTaBnstoT
MHDOPMaLUIO O TOM, Kakne MapKEpbl AOMKHbI ObITb UC-
Nonb30BaHbl AN5 0TOOpa poamTeNnbCKUx 0cobert C Lenbo
NONYYEHUS HOBbIX MOKONEHUI pbIb C yNyylWEeHHON ecTe-
CTBEHHOM YCTOMUYMBOCTbIO K OTAENbHBIM UHPEKLUOHHBIM
3aboneBaHuaM.

KoHnukr nHtepecos

ABTOpbI 3a9BASIOT 06 OTCYTCTBMM KOHPAMKTA UHTE-
pecos.

CobniopeHne 3TMHECKUX HOPM

Bce npuMeHMMBble 3TMYECKME HOPMbI COBNOAEHDI.
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