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AENCTBUE ECTECTBEHHOIO OTEOPA
HA UMMYHOKOMMETEHTHDIE JIOKYCbI
ATJIAHTUHECKOIO J1IOCOCH (SALMO SALARL.)

K. 0. 3yeBa', M. 10. O3epos’, A. E. Becenos?, K. P. Mpummep'’

'lenaptameHT GMOIOruy, NoAPa3aeeHNe reHeTUKn u pu3noaorum,
YHuuBepcutet Typky, QuHnaHans
2 UHCTuTyT 6ronorum Kapesnbckoro HayyHoro ueHTpa PAH

MccnenoBaHme reHeTMYeCKMx OCHOB MMMYHHOIO OTBETA U, B HACTHOCTU, FEHETUYECKMX
MExaHn3MoB, 00YCNOBAMBAKOLMX YCTONYMBOCTb WM BOCMPUUMYMBOCTL OPraHnM3mMoB
K natoreHam, BASIeTCA HETPMBMASIbHOW 3apayeit, Tpebyiolen ocoboro noaxoaa K Bbl-
Oopy 00BLEKTOB 1 METOAMKU UccnenoBaHuna. B naHHo paboTe Mbl CpaBHUAWM OeCTBUE
€CTECTBEHHOro 0T6opa Ha MMMYHOKOMIMETEHTHbIE Y HENTPAsIbHBIE JIOKYCbl aTinaHTnye-
ckoro nococsl (Salmo salar L). Bbino nokasaHo, Y4TO HanpaeieHHbIN 0TOOP AECTBYET
C Gonbluelii MHTEHCUMBHOCTbIO Ha FeHEeTMYEeCKMe MapKepbl, CBSI3aHHbIE C MMMYHHOW
bYHKUMEN, YHEM Ha HenTpasibHble Mapkepbl. JencTBme natoreH-nHayLuMpoBaHHOIo OT-
6opa NOATBEPXAAETCH TAKXKE HANMYMEM KOPPENALUUN MeXAy YacToTaMu ansenen nm-
MyHHbIX nokycoB (EST-mapkepbl 1 MHCIl) 1 4yBCTBUTENBHOCTBIO K nNapasuty
Gyrodactylus salaris, a Takke CONIEHOCTbIO U TeMnepaTypoii Boabl. Bce mapkepbl 66111
MHPOPMATMBHbI, YTO NMOATBEPXAAET NMPUMEHMMOCTb EST-N0OKyCOB Ana ndyyeHus aen-
CTBUSI €CTECTBEHHOr0 0TOOpPA, a TakkKe CBUAETENLCTBYET B M0Jibdy 060OCHOBAHHOCTU
NCMNOJIb30BaHUS1 HEPABHOMEPHOI MHTEHCUBHOCTN 0TOOPA B NONYNSALMAX Kak «<Mapkepa»
0151 NOMCKa reHOB, KOOVPYIOWNX UMMYHHBIA OTBET OpraHn3mMa-xo3samHa.

KnioyeBble cnoBa: eCTeCTBEHHbI1 0TOOp, 3BONOLUMS, UMMYHOreHeTnka, aTtiaH-
TUYECKNIN NOCOCh.

K. Yu. Zueva, M. Yu. Ozerov, A. E. Veselov, C. R. Primmer. NATURAL
SELECTION AFFECTING IMMUNE-RELATED LOCI IN ATLANTIC SALMON
(SALMO SALARL.)

Revealing the genetic basis of immune response and, particularly, the genetic
mechanisms of pathogen resistance or susceptibility is a challenging task, which requires
a careful choice of model species and methodology. We compared natural selection
pressure affecting immune-relevant and neutral markers of the Atlantic salmon
(Salmo salar L.). The genetic loci associated with immune function were under stronger
selective pressure compared to neutral markers. Pathogen-driven selection is additionally
indicated by the existing correlation between immune loci (EST-markers and MHCII) allele
frequencies and population susceptibility to the parasite Gyrodactylus salaris, along with
water salinity and temperature. All immune markers were informative, indicating EST-loci
might be used for studies of natural selection. Importantly, natural selection itself might be
used as a “marker” while searching for genes responsible for host immune response.

Key words: natural selection, evolution, immunogenetics, Atlantic salmon.
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BBepeHune

BONbWMHCTBO OPraHM3MOB MOCTOSIHHO Haxo-
OATCHa nof4 BO3AENCTBMEM LENOro psaa natore-
HOB, B 4aCTHOCTM Napas3nToB. YCTONYMBOCTb K Na-
pasuTy ABASETCS HEOOXOANMBIM YCIIOBUEM BbIXN-
BaHWMS NONYNALUN UAU XE BUOA-XO381HA B LLENIOM,
B CUJ1y YEro reHbl, kKogmpytowme hakTopbl MMMYH-
HbIX peakumin, a Takxe CLEMNSIeHHbIE C HUMW J10-
KyCbl (MMMYHHbIE JIOKYCbl) HaxoasaTcs nop, 6onee
WHTEHCUBHbIM BO3ENCTBMEM €CTECTBEHHOrO OT-
6opa, Hexenn HelTpanbHble Mapkepsbl [Langefors
et al.,, 2001; Landry, Bernatchez, 2001; Dionne
et al., 2007; Fumagalli et al., 2009]. BonbLWMHCTBO
paboT B 3TOM HanpaB/IEHNN CBA3AHO C N3Y4YEHNEM
reHOB rNaBHOro KOMMekca rmCToOCOBMECTUMOCTU
(MHC). MHC coaep>uT reHbl, obycnosnvsaioLme
onpeneneHHble CTaanunu MMMYHHOro OTBETa Yy MNo-
3BOHOYHbIX XWBOTHbIX, N1 HAXOAUTCHA MO WHTEH-
CVBHbIM [OENCTBMEM ecTecTBEeHHOro otbopa
[Piertney, Oliver, 2006; Aguilar et al., 2004]. Tem
HEe MeHee A719 AEeTaNIbHOro NOHUMAHUS OMHAMUKU
3abosieBaHNIA U CTENneHn, C KOTOPOI eCTecTBeH-
Hbli OTOOP BAUSIET HA WUMMYHUTET, HeobXoaAMM
aHann3 6onee LMPOKOro CrnekTpa MMMYHHbIX
mapkepoB nomumo MHC [Acevedo-Whitehouse,
Cunningham, 2006].

OOBLEKTOM HaLLEro NCCNeaoBaHVs ABNSETCH aT-
NaHTU4eCcKkui nococsk (Salmo salar L). 3ToT BMA, no-
COCEBbIX PbI0 MHTEPECEH C TOYKW 3PEHUS UCCneno-
BaHMIN NaToOreH-nHOyLMpoBaHHOro otbopa u B3au-
MOOTHOLLEHUA Mapa3uT-XO3IMH MO HECKONbKUM
npuunHam. MNMpexae Bcero, aTnaHTUY4eCKniA 10COChb
SIBNSIETCS LLEHHbIM MPOMbIC/IOBbIM BUAOM U MEET
NepBOCTENEHHOE 3HAYEHNE C 3KOHOMMYECKOM TOY-
K1 3peHus. B To xe Bpems 3TOT BMA, AOCTATOYHO
ysa3BMM U TpebyeT Mep MO €ero COXpaHeHuio
[Asplund et al., 2004]. K HacTosweMy BpeMEHU aT-
NAHTUYECKUIA NOCOCh NCHE3 WU HAXOOUTCS Nof, yr-
PO30i MCYE3HOBEHMSI BO MHOIMMX 4acTsaX ero nep-
BOHavasnbHOro apeana. lNostomMy nonynsiuum ceee-
po-3anaga Poccum n 3CTOHUK, a UMEHHO bacceint-
HoB Bantuinckoro, benoro u BapeHueBa moper,
Yype3BblYaMHO LEHHbI A1 COXPaHEeHUsa 3TOoro BMaa
Ha Tepputopun EBponbl. K daktopam, yrpoxaio-
MM JIOCOCIK, MOXHO OTHECTU YPE3MEPHbIN Bbl-
NOB, 3arpsi3HEHVE BOOOEMOB, @ TaKkXe 3apaxeHune
napasvtamMu, Hanpumep, Ype3Bbl4aHO OMacHbIM
npencrtaBuTenemMm MNockux 4vepsein Gyrodactylus
salaris (Monogenea). EBponeiickme nonynsumm at-
NAHTMYECKOrO JI0COCH XapakTepU3yloTCH pa3HoW
BOCNPUNMYMBOCTBIO K G. salaris. OgHO N3 BO3MOX-
HbIX OOBSICHEHWNIA KPOETCS B UCTOPUWN NOCNEOHErO
OonefeHeHns 1 NoCnenyloLen PEKONIOHN3aLMN pe-
rmonHa. [Olafsdattir et al., 2007; Rogers, 2007]. Yc-
TOMYMBOCTb K MapasuTy y GanTUINCKOro yiococs u
No4YTM MNOJSIHAs PE3UCTEHTHOCTb K HEMY Y NafoXx-

CKOM NOMNynsiuMy MOrain BOSHUKHYTb BO BPEMSI MO-
cnefgHero negHWMKOBOro Makcumyma (npubnman-
TenbHO 26 T. 1. H.) KaKk aganTtaums K COBMECTHOMY
CYLLECTBOBAHMIO B MPECHOBOAHLIX pedyruymax
[Kuusela et al., 2007, 2009]. bapeHLeBOMOPCKUE n
6enomMopckue nonynasaumMm BO3HUKIN B pe3ynbrare
pPEeKOIoHM3aumMKn 3Tnux 6ACCENHOB TIOCOCEM N3 BOC-
TOYHBbIX 1 3anagHbiX YacTen ATNaHTUYECKOro okea-
Ha 1, COOTBETCTBEHHO, OCTA/IMCb BOCMPUNMYMBBI K
napasuty [Asplund et al.,, 2004; Tonteri et al.,
2009]. OTK paHHbIE MNO3BONAIOT NPEANONOXUTb,
yto G. salaris MOXeT BbITb OOHVM N3 HaNpaesio-
wux ¢akTopoB 0TOOpa MO MMMYHHBIM JIOKyCaMm,
OENCTBYIOLLErO C Pa3HON MHTEHCUMBHOCTLIO B pa3s-
HbIX MO NPOUCXOoXAeHWo nonynauuax. Kpome Toro,
Ha 0TOOp MO MMMYHHbIM ydyacTkam JHK moryT oka-
3bIBaTb BINSIHWE U XapaKTePUCTUKN OKpyXKaloLLemn
cpenbl, T. K. C HAMW CBSi3aHa >KU3HECMOCOOHOCTb
napasuta. Hanpumep, BbiknBaemoctb G. salaris
nagaet nponopuUMOHaNbLHO POCTY  COMEHOCTMU
[Bakke, 2002]. TemnepaTtypa Takxe ABNAETCS BaxX-
HbiM dakTOpoM, T. K. BUOOBOE pa3HOoobpa3suve na-
pPa3nToOB YBENMYMBAETCH C ceBepa Ha tor [Guernier
et al., 2004; Tonteri et al., 2010].

He meHee BaxeH 1 TOT ¢dakT, 4TOo 45 nococe-
BbIX Pbl® Ha AaHHbIA MOMEHT HapaboTaHO O0Jib-
LIO€ KONIMYECTBO MOJEKYASPHBLIX AAHHbIX, HANpu-
Mep EST-reHbl (KOpOTkMe NocneaoBaTesibHOCTU
komnnaemeHTapHon OHK, pacnonoxeHHble psaaom
WIn B KOAUPYIOLMX YacTaX FEHOMA); HEKOTOpbIe
N3 HUX CBA3aHbl C UMMYHHbLIM OTBETOM [Vasemagi
et al., 2005; Tonteri et al., 2008].

B HacTosiwen pabote Mbl NpPOOOSIKMIN UC-
cnepoBaHme, Havyatoe AHHM ToHTepu (Anni
Tonteri) ¢ coaBTopamu [Tonteri et al., 2010].
B Hem paccmaTtpuBancs BOMPOC, MCNbITbIBAOT
n 18 MUKPOCATENINTHBIX JTOKYCOB, CLENAEHHbIX
C UMMYHHbIMW reHamu, 6onee NHTEHCUBHOE OaB-
JIEHNe €eCcTeCTBEeHHOro oTtbopa Mo CPaBHEHMUIO
C HenTpanbHbiMKU Mapkepamu (6e3 M3BECTHOW
¢yHKkuMKn). Kpome Toro, 6bina n3y4yeHa CTeNeHb
KOpPEeNauMn xapakTepucTnK OKpyXatoLlen cpe-
Obl C MMMYHHbIMW MapkepamMmu, B CpPaBHEHUN
C HenTpasbHbIMW NOKycamun. Kak n npegnonara-
nocb, OblS1I0 NokasaHo, 4To 0TOopP oka3biBaeT 60-
Jlee BblpaXeHHoe AeNCTBME HA UMMYHHbIE NTOKY-
Cbl; Takxe Oblna BbiBSIEHA KOPPensauns 4actoT
annesien MMMYHHbIX JIOKYCOB C TemMnepaTtypou
BOAbI U reorpaduyeckon WMpoTon. NonyyeHHble
JaHHble NOATBEPXAAIOT rMNoTe3y O TOM, Y4TO He-
cywime MMMYHHYI0 OyHKuuMio ydyactkm OHK Haxo-
naTca nop, 6osee MHTEHCUBHBIM OENCTBUEM €C-
TecTBeHHOro oTbopa, Hexenu HehTpanbHble
Mapkepbl. TeM HE MeHee 3T pe3ynbTaThl HyXaa-
IOTCH B AOMNOJIHUTENBLHOW NPOBEPKE, XeNaTeNbHO
C ucnonb3oBaHMeM OOoJblUe BbIOOPKU, YTO W
CTano LeNblo HACTOSALLEr0 NCCNeL0BAHUS.
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B naHHoM paboTe Mbl YBENUYUAU YACIIO aHANU-
3MpyeMbIxX nonynsaumin nococsa go 17 (Bkaoyas
8 nonynauun, uccnepoBaHHbIX Tonteri et al.,
2010). N3y4eHHble nonynsumm 10COCs HEPECTAT-
Cs1 B pekax ceBepo-3anaaHoi Poccum n 9CToHUM
M 3HAYUTENBHO Pa3NNYaloTCs MO CTEMNEHU YyBCT-
BUTENbHOCTU K Gyrodactylus salaris. Tomumo
3TOro BOAHbIE BacCerHbl Takke OTIMYalOTCs MO
CONEHOCTU K Temnepartype. B cpaBHeHUn ¢ npe-
OblOyLLMM UCCneaoBaHMeM Obinv ONONHUTENBHO
NPOaHaNM3NPOBaHbl TakMe XapakTepuUCTUKU, Kak
Temnepartypa BOAbl B 3UMHWUIA Nepuon, (SHBapb)
M Temnepartypa Bo3ayxa IeToM (U0Nb) U 3MMON
(AHBapb). Kpome TOro, 4toObl BbISIBUTb JTIOKYCHhI,
3HAYUTENIBHO OTKJIOHSIIOLLMECS OT OCTaslbHbIX MO
CTeneHn OencTBUsl Ha HUX eCTeCTBEHHOro oTbo-
pa, Mbl UCNOML30BaNIN METO, OCHOBaHHbIN HA ne-
papxmndeckom aHanuase [Excoffier et al., 2009].

Koppenaunsa HanpsKeHHOCTM €CTECTBEHHOrO
oTbopa ¢ GYHKUMSAMUM FrEHOB — 4Ype3BblHaliHO BaX-
Hasl U MHTepecHass obnacTb nccnegoBaHuin. Lle-
Nbl0 AaHHOW paboThl ABNSANIOCH BbIICHEHME 3aBU-
CUMOCTM HanpsiXXeHUs1 eCTeCTBEHHOro otbopa oT

GYHKUMKM MCNofIb30BaHHbLIX MapkepoB. Ee pac-
KpbITWUE MO3BONIUT BHECTU BaXHbIN BKAA, B NOHMU-
MaHne MeXrnonynsauyoHHbIX pasnuunii, obycnoBs-
JIEHHbIX YYBCTBUTENbHOCTBIO aT/IaHTUY4EeCKOro Jo-
cocs k napa3unty Gyrodactylus salaris.

MaTtepuanbl u meToAbl
[1pobbI ¥ reHeTn4eckmne MapKkepsbi

Bcero 6bi10 u3ydeHo 417 ocobelr atnaHTuye-
CKOro Jiococs, Bocnpoussogswerocsa B 17 pekax
GaccenHoB Jlapgoxckoro o3epa, bantuitickoro, Be-
noro n bapeHuesa mopei (puc. 1). Mpobsl Monoaw
Obinn cobpaHbl C nMomMolpio anekTposiosa (Fa-2,
Hopeerus) B nepmog ¢ 1997 no 2005 rr. MeTtoauka
BolaeneHns JHK onmcana B pabdote A. ToOHTepu C
coasTopamu [Tonteri et al., 2005, 2009].

Bcero 6bi10 uccnepgosaHo 19 mukpocareniuT-
HbIX MapKepoB, BKOYAs 12 MMMYHHbIX N 7 Hen-
TpasibHbIX TOKYCOB (Tabn. 2). [1ns necsaty Mapkepos
CBSi3b C MMMYHHOI cucTeMol 6bina nokasaHa pa-
Hee [Tonteri et al., 2008]. IMMyHOKOMMNETEHTHBIN

1 TeHoii0KK

2 TutoBKa

3 Tynoma

4 Npo3poBKa .9
5¥Ymba

6:Cepbra

7 Knua

8 TopHMOIioKH

9 BuHgenanbBeH
10 YyKkca

11 ClOCKIOQaHUOKM
12 Tynema

13 Xuutona

14 Taiinane

15 HeBa

16 Hapsa

17 KyHpa

.1
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'.3 ®’
B
o %o
a
.1\‘] 112
§13
®14
.15
.1? .16
200 km

Puc. 1. l'eorpadpumnyeckoe MeCTONONOXEHNE UCCeA0BaHHbIX NOMYNALNNA.
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nokyc EST22 6bin HaaeH n onmcaH A. Baccemsru ¢
coaBTopamu [Vasemagi et al., 2005]. Kpome TOrO0,
B aHann3 Obln BKJOYEH OOWH MWHUCATEIUTHbIN
MHCII-mapkep [Stet et al., 2002]. 1eBATb HOBbIX MO-
nynaumin (Tynema, Xumtona, Yykca, KyHaa, Hapea,
Heea, TutoBka, po3noska 1 Ymoa) 6binv n3ydeHbl
no 12 MMyHHBIM Nokycam. [eTtanbHas nHdpopma-
UMS O HEeNTPasbHbIX NIOKycax npvBedeHa B paboTte
A. ToHTepwu [Tonteri et al., 2009].

MeToasl amnnmdukauum n nocnenyLwero aHa-
n3a MUKPOCaTENNIUTHLIX JIOKYCOB Ha CEKBEHATOpE
ABI Prism 3130x1 (Applied Biosystems) onucaHbl
paHee [Tonteri et al., 2008; Vasemagi et al., 2005].
[eHOTUNbI NO HENTPasbHBLIM JIOKYCaM AJisi BCEX MO-
Nynsiuyii, a Takke MO MMMYHHbIM JIOKycam st
BOCbMU nonynaumii (pekn CrockioaHnokm, Tarna-
ne, TopHuonokun, BuHpgenanbeeH, TeHonokun, Tyno-
ma, Kuua, Cepbra) Obiniv TakxXe MNoslyYeHbl B Xoae
npenpbliayLwnx ncenenoeanuii [Tonteri et al., 2005,
2007; Ozerov et al., 2010].

AHanns gaHHbIX

CteneHb reHeTnyeckoro nonumopdmama oue-
HMBanack no obwiemy yncny annenen (A), yicny
anfnenen, ycpegHeHHOMY N0 MUHMManbHOW Bbl-
oopke (AR), nokasatenam Habnwogaemon (HO) n

oxmngaemon (HE) retepo3nroTHOCTM MO Kaxaomy
JIOKyCy, NOACHUTAHHBIM C UCMNOJSIb30BaHMEM MNPO-
rpammebl Fstat 2.93 [Goudet, 1995].

Bce ncnonb3yemble Mapkepbl ObLIM NpoBepe-
Hbl H2 OTKJIOHEHME OT FEHETNYECKOr0 PpaBHOBECKS
no Xapamn-BahHbepry (XB) n Ha oTcyTCTBME He-
paBHOBECUSI MO CLEMAEHNIO C MNOMOLLUBIO MNpPOo-
rpammbl Genepop 4.0 [Raymond, Rosset, 1995].

MccnenoBaHHble NOMNyNsSiLMN - XapakTepPU3YKOTCS
pasHbiM reorpadunyeckumM MOIOKEHNEM U Pa3HbIM
YPOBHEM 4yBCTBUTENBHOCTU K Gyrodactylus salaris
(tabn. 1). OcHOBbIBAsACb HA AAHHBLIX PA3NINYUNAX, Mbl
o0beamHUAM BCe nonynsiumMm B Tpu rpynnel: 1) Ba-
peHu-6enomopckue, 2) Bantuiickue n 3) Jlapox-
ckue. lNpecHoBOAHbINM Nocochk Jlagoxckoro osepa
(pekn CrockioaHiioku, Tannane, Xvmrtona, Tynema u
Yykca) npakTnyeckm He BOCTMPUUMMYMB K Mapasuty
[Kuusela et al., 2009], npoxoaHble nonynauun ban-
TMnCKOro mops (pekn Hesa, Hapea, KyHoa, TopHU-
Onokn, BuHoensanbeeH) nokasbisaloT CpefHuin ypo-
BEHb BocnpummunsocTy [Bakke, 1990; 1992; 2004].
HakoHeL, BOCMPUMMYMBOCTb NPOXOAHbIX MOMyNsauuni
BapeHueBa 1 benoro mopen (TeHonoku, TutoBKa,
Tynoma, [OpospoBka, Ym6a, Kuua, Cepbra) K
G. salaris 4pesBblMaiHO Bbicokas [Bakke, 1990,
1992, 2004; Kudersky et al., 2003], 4uTO NO3BOAUIO
00beaHUTL UX B rpynny «bapeHL-6enomopckme.

Tabnuua 1. Monynaumn aTnaHTMY4EeCKOro 10COCSH, MapamMeTpbl OKPYXaloWwen cpenbl, nokasaTtenn reHeTU4eckoro

pasHoobpasus
CwmepT-| Come- | T,°C, | T,°C, | T,°C, | T,°C,
Monynsaunn pynna KoopauHatbl | HOCTb, | HOCTb | BOAa BOAA BO3ayx | Bo3ayx | N A H. H,
% %0 MIoNb | iHBapb vIonb AHBapb

Tynema Napoxckne 61°21' | 31°50° 0 0 14,3 1,4 16 -9 32 |14,2|0,40 | 0,38

Xuntona Nagoxckme  |61°10'|29°52'| 0 0 14,3 1,4 16 -8 35 | 4,2 (0,40 | 0,39

Yykca Nagoxckue |61°29' |31°36'| 0 0 14,3 1,4 16 -9 28 | 6,2(0,35 0,40

;’%‘K“;; Napoxckue | 61°39'|31°16'| 0 0 143 | 14 16 -9 26 | 3,4 (0,34 | 0,34

Taiinane* Napoxckue | 60°37'|30°30°| 0 0 14,3 1,4 16 -8 29 | 4,7 (0,39 | 0,40

Kynaa Bantuiickue | 59°31' | 26°32'| 10 5 17,1 0,7 17 -5 29 |5,1]0,37 0,37

Hapsa BanTtuinckne 59°28' | 28°2' 10 4 17,1 0,7 17 -7 31 (330,41 0,44

Hesa Bantuiickue | 59°55' | 30°14' | 10 2 17,9 2 17 -8 25 | 4,8 0,47 | 0,46

TopHuoiiokn* |BanTuiickue | 65°48' | 24°8' | 10 3 16,1 1 15 -7 19 | 5,2 | 0,47 | 0,46

Bunpe- BanTuiickue | 63°44' | 20°19'| 10 5 14,4 1 15 -10 | 26 | 5,3 0,46 | 0,47

NANbBEH

TuToska BapeHu- 6935 | 32°5' | 98 25 7,5 3,5 10 -6 30 | 490,56 |0,55
6enomopckme

Jposnoska gapeHu.- 68°21' | 38°19' 98 25 7,5 3,5 8 -8 39 (3,20,51]0,49
e/lIoMopcCcKune

YmGa BapeHu- 66°38' | 3422'| 98 26 13 0 13 11 | 41 ]42]|051]051
6enomopckme

Knua* BapeHu- 66°29' | 36°53' | 98 26 13 0 12 -11 33 | 4,7 0,56 | 0,54
6enomopckue

Cepbra* BapeHu- 66°36' | 36°34' | 98 26 13 0 12 11 | 21149055047
6enomopckne

Teroioku* | PaPEHL 70°31" | 28722"| 98 25 7.5 3,5 10 -4 16 | 5,6 | 0,51 | 0,48
6enomopckue

Tynoma* gape””' 69°16' | 33°30"| 98 25 7,5 3,5 10 -6 32 [39]0,58]0,53
€/10MOpPCKUNe

lMpumedaHue. * — nonynauuu, UCMNonb30BaHHbIE Takxke B padote A. ToHTepu ¢ coaBTopamu [Tonteri et al., 2010], cmepTHOCTL

B MPUCYTCTBUM napa3uta G. salaris (B npoLeHTax oT 06LLero yncna 3apaxeHHolx ocobeii), N — uncno ocobeii, A — cpegHee 4ncno
annenen Ha IoKyC B nonynsauun, H, — oxxmnaaemas retepo3nrotHoCTb, H, — Habnoagaemas reTepo3nroTHOCTb
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MeTonpbl onpeaeneHns, HaxoauTCs N IOKYC Nog,
B/IMSSHUEM €CTECTBEHHOro 0TOOpa, MCMOJSIb30BaH-
Hble B JaHHOM paboTe, OnMparoTCsa Ha Npeanonoxe-
HMEe, 4YTO CTeMneHb reHeTnyeckon anddepeHunaumn
Mexay nonynsumamu (FST) noBbieHa ans noky-
COB, Ha KOTOpbIe OTOOP AENCTBYET C PA3HON NHTEH-
CMBHOCTbIO B pasHbiXx nonynauusax [Beaumont,
Nichols, 1996; Beaumont, Balding, 2004]. MepB.biii
MCMNONb30BaHHbIM TECT OCHOBAH Ha anroputme ban-
eca C npumMeHeHuem uenen MapkoBa n peannso-
BaH B nporpamme BAYESFST [Beaumont, Balding,
2004]. AHann3 6bin NPOBEAEH Kak s BCEN BbIOOP-
KV B LESIOM, TaK 1 OJis1 KO0 N3 TPexX rpynn nony-
nauuin. Peann3oBaHHbi B BAYESFST anropntm no-
3BOJISIET BbISIBUTbL JIOKYCbl, MOABEPrLUMECS KaK Ha-
npaBneHHoOMy, Tak K 6anaHcupyiollemy oTbopy.
OpHako 6bINI0 MoKasaHo, YTO MONOXUTESNbHbIE pe-
3ynbTaThl NO 6anaHcupyowemy oTbopy He Bceraa
[oCTato4HO pocTtoBepHbl [Beaumont, Balding,
2004]. Takke wcnonb3dyemass B MporpamMme
BAYESFST Mmogefnib MOXET NpUBOAUTL K JIOXKHOMOSO-
XUTENbHbIM pe3dynbTaTam, B Clly4ae eCcnv aHanm3sun-
pyemble ocobu npuHagiexar nonynaumam, npen-
CTaBNSIOLLMM CODOM HEKYIO MEPAPXMNYECKYIO CTPYK-
TYypy WM uMmerowmm obuyto mnctoputo [Excoffier
et al., 2009]. YT06bLI NpPeogoneTb YNOMSHYThblE
TPYOHOCTU N YMEHBLUNTL YNCIO JIOXKHOMOIOXUTENb-
HbIX PE3YNbTATOB, Mbl TAKXE MCMONb30BaIN METOA,
OCHOBAaHHbIN Ha MepPapXMYeCKon OCTPOBHOM MoAe-
v nonynauui [Slatkin, Voelm, 1991], peannsoBan-
HbIA B NporpamMme ARLEQUIN 3.5 [Excoffier, Lischer,
2010]. Nepapxunyeckasa CTpyKTypa Hallel BbIGOpKU
cnepytowas. Tpuy rpynnbl Npob, kaxaas U3 KOTOPbIX

COCTOUT 13 NPOO6 OTAENbHbIX nonynsaunin: 1) Jlanox-
ckue (CrockioaHinokn, Tannane, Xumitona, Tynema v
Yykca), 2) bantuinckne (Hesa, Hapea, Kynaa, Top-
Huonokn, BuHpenanbBeH), 3) BbapeHu-6enomop-
ckue (TeHoirokn, TutoBka, Tynoma, [posnoska,
Ymba, Kuua, Cepbra).

Mpwn NpoBepke rMnoTe3bl 0 TOM, YHTO HEKOTOPLIE
daKTopbl OKpyXatoLlen cpeapl (Tabn. 1) MoryT BAu-
ATb HA OTOOP, Mbl NCMONBL30BAIN METOA, MPOCTPaH-
CTBEHHOro aHanmaa (the spatial analysis method,
SAM) [Joost et al., 2007]. LaHHbIli TECT OCHOBAH Ha
MHOXECTBEHHbIX JTOTMCTUYECKUX PEFPECCUSX, KOTO-
pble MO3BONSOT MPOBECTM aHA/IN3 KOPPENSaUMn me-
XAy YacTtoTamMm annenen nokyca u 3agaHHoOM xapak-
TEPUCTUKON cpedpl. 3aTeM Mbl CpaBHMBASIN KON~
4eCTBO asfiefien, NokasaBLUMX KOPPEensumio ¢ AaH-
HO NEPEMEHHON, MeXAY UMMYHHbIMU N HENTPab-
HbIMW Mapkepamu, UCNosb3ys TeCT Xn-kKBaapar.

MHpopmauys o6 ypoBHE CMEPTHOCTU MpPU rn-
podakTunese y pasHbiX NOnynsauuii atnaHTude-
cKoro nococs 6bina noJjiydeHa M3 paHee onyonam-
KoBaHHbIX paboT [Kuusela et al., 2007; Bakke et
al., 2004]. JaHHble N0 CONEHOCTU, CpeaHeln TeM-
nepatype BOAbl 1 BO3A4yXxa B3STbl U3 OTKPbITbIX UC-
TOYHMKOB [www.nodc.noaa.gov; www.gks.ru].

Pe3ynbTathbl

Cpeay IMMYHHbIX JIOKYCOB CpefHee KOM4ecTBO
annenen Ha nokyc (AM) cocrtasuno 2,9; ot 1,5
(Ssal006) oo 6,3 (MHCII) (Tabn. 2). NMokasaTenu Ha-
onopgaemont (H,) reTepo3mroTHOCTM  U3MEHSIUCh
ot 0,02 (Ssal006) oo 0,64 (MHCII), Toroa kak oxwu-

Tabauua 2. MukpocaTennmTHble NOKYCbl M Noka3aTesn reHeTU4eCcKo N3MeH4YMBOCTHU

Jlokychl Konuuyectso nokycos A, A, A, H, H,
HeiATpanbHbie 7 153 7,5 6,2 0,81 0,71
Ssal171 20 7,9 9,3 0,79 0,70
Ssa197 32 10,3 13,4 0,92 0,81
Ssa85 24 8,7 11,8 0,89 0,82
SSOSL311 30 10,8 14,9 0,93 0,89
SSOSL438 13 4,6 5,4 0,67 0,57
SSOSL85 28 7,3 10,4 0,86 0,71
Ssa412 6 3,1 3,5 0,59 0,49
UMMYHHbIE 12 88 2,9 2,6 0,39 0,30
Ssal002 9 2,7 2,5 0,44 0,40
Ssal003 8 3,5 3,2 0,59 0,42
Ssal004 5 2,1 2,1 0,32 0,21
Ssal005 3 2,0 2,0 0,35 0,33
Ssal006 7 1,5 1,1 0,02 0,02
Ssal007 6 2,0 1,8 0,17 0,16
Ssal008 5 2,7 2,3 0,49 0,36
Ssal009 4 2,4 1,9 0,25 0,18
Ssal010 4 2,2 2,1 0,26 0,18
Ssal011 5 2,8 2,6 0,51 0,47
MHCII 13 6,3 6,0 0,85 0,64
Est22 19 4,3 3,2 0,478 0,235
Bcero nokycoB 19 241 4,6 5,2 0,55 0,45

lMpumeyanne. A, — obLiee 4icno annenen B nokyce, A, — cpeiHee YACNOo annenel B NOKyce Ha nonynaumio, H, — oxwupaemas

reTepo3nroTHOCTb,

H, - Habnopaemas reTepo3nroTHOCTb, A, — YMCNO annenew, ycpeaHeHHOe MO MUHWMasbHOW BblOOPKe.

KMpHBIM WPNGTOM BblAeNEHBI CPEOHNE 3HAYEHUS FEHETUYECKON M3MEHYMBOCTM MO HENTPAaNbHbIM, MMMYHHbIM 1 BCEM JIOKYCaM
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haemas (H,) retepo3nrotHocTb coctasuna ot 0,02
0o 0,85 (Te xxe nokyceol). YcpeaoHeHHble nokasarenm
no Bcem nokycam cocrasunu: H,= 0,30 n H. = 0,39.
[ns HenTpanbHbLIX MapKepOB CpeaHee YnCHOo anne-
nen Ha nokyc (A,,) coctaeuno 7,5 — B npegenax ot
3,1 (Ssa171) mo 10,8 (SSOSL311). 3Ha4yeHus Ha-
6n0paemMon reTepo3nroTHOCTY (H,) N3MEHANNCL OT
0,49 (SSOSL438) mo 0,89 (SSOSL311), cpenHee
0,71. Oxunpaemas reTepo3nroTHOCTb N3MeHsNach B
npenenax 0,59-0,93, npn cpeaHem 3HadeHnn 0,80.
Yucno annenen, yCpeoHEHHOE MO MUHUMaNbHOM
BbIOOpKe (A,), A1 UMMYHHbIX JIOKYCOB COCTaBWuIO
2,6 n 6,2 ana HenTpanbHbliX. CpegHas Habnogae-
Masi FeTepO3MroTHOCTbL MO BCEM JIOKyCaM B npeae-
nax opgHow nonynaumun (H,) konebanacb ot 0,34
(Crockioaninokm) oo 0,55 (TutoBka), a oxunaoaemas
rerepoauroTHocTb (H,) — ot 0,34 (CiockioaHiokn)
0o 0,58 (Tynowma) (Tabn. 1).

IBa nokyca (EST22 n MHCII) oTknoHanucb ot
reHeTn4eckoro paBHoBecust No Xapau-BanHbep-
ry. OgHako 3TO OTKJIOHEHME OblI0 OOCTOBEPHO
TONbKO Ons oByx nonynsumn (Ymba n Kuua). MNo-
cne NoBTOPHOrO NpoBeneHns Tecta 6e3 3Tnx no-
Nynsunii BCe JIOKYCbl HaxoAuMNCb B COCTOSHUU
reHeTU4eckoro paBHoBecus nNo Xapau-BanHbep-
ry, B CBAA3N C YEM Mbl HE CTaNu UCK/OYaTb NTOKYChI
EST22 n MHCII n3 nocneaytoiiero aHanmsa. AHa-
N3 NO BCEM NONYNALUUAM, C NPUMEHEHNEM KOP-
pekunn BoHMEPPOHN ANA MHOXECTBEHHbIX Tec-
TOB, MOKa3an HepaBHOBECWE MO CLEMNSIEHNIO aNns
neBaTn nap mapkepos (13 171). Kaxpada u3 gess-
TW CLEMJIEHHbIX Nap NTOKyCcOB Habnaanack B pas-
HbIX MONYNAUMSX, U, Takum 06pa3oMm, 3TO HEe MOr-
710 IOCTOBEPHO MOBANATL HA Pe3ybTaTbl MEXMNOo-
NyNSUMOHHOIO N MEXPErnoHanbHOro aHanmaa.

Bbino nokazaHo, 4TO wWecTb NokycoB (Ssal004,
Ssal010, SSOSL311, Ssal171, SSOSL85, EST22)
HaxoOATCs NMoA, BIMSIHUEM OTOOpAa No pe3ynbTaTtam
Nno KpamHen Mmepe 0JHOro U3 AByx TeCcToB (Tabsn. 3).

TecT BAYESFST BbISiBUA NATb JIOKYCOB, Ha KOTO-
pble OencTByeT oTOOp (AN YeTbipex NOKYCOB — C
BEPOSTHOCTbLIO 99 %): ABa M3 HUX HENTPasbHbIE,
NnoaBepP>XXEHHbIE 6anaHcupyloLemy oTtbopy
(8SOSL311, Ssal71), n TpM — UWMMYHHbIE
(Ssal004, Ssal010, EST22), nogsepXXeHHble Ha-
npaeneHHOMy OoTbopy (puc. 2). Mepapxuyeckunii
MeTo, MPUMEHEHHbI B ARLEQUIN 3.5, Takxe Bbl-
SIBUN1 NNOKYCbl, Haxogsawmecs nog OencTBUEM ec-
TECTBEHHOro o0Tbopa: OAVH WMMYHHbIA JIOKYC
(Ssal004) ¢ BepoATHOCTLIO 99 % (HanpaBneHHbIN
oTbOop) 1 TPU Nokyca ¢ BepoATHOCTLIO 95 % (oauH
HEeNTpanbHbIA Noa, AencTeuemM GanaHCUPYOLWEro
otbopa (SSOSL311), oanH nMMyHHbIN (Ssal010)
M oauH HenTpanbHbii (SSOSL85) noa nencTtemem
HanpaeneHHoro otéopa) (puc. 3). O6beanHEHHbIe
JaHHble OBYX TECTOB NMokasanun rnpu3Hakmy yCuneH-
HOro AENCTBUSA HanpaBfiIeHHOro oTbopa Ha ABa
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MMMYHHbIX (16,7 % oT obuwiero uvcna) v ogviH
HenTpanbHbIN Nokyckl (14,3 %). OgHako AaHHble
pasnuunsa Mexay Tmnamm JI0KyCoB npu oobeanHe-
HUW OBYX TECTOB CTATUCTUYECKM HE OOCTOBEPHDI,
P=0,64 (Tabn. 3).

Tabavuya 3. KonnyecTBO JIOKYCOB, HaXOASALUMXCS Mom,
BINSSHNEM €CTECTBEHHOro oTbopa no pe3ysbTatam
OBYX TECTOB

Nepapxu- 06a
JNokychbl | BAYESFST, % yeckum % %
TecT, TecTa,
MMMyH- 3 |250] 2 |167] 2 |167
Hble
Ssal004 Ssal004 Ssal004
(P0,01) (P0,01) (P0,01)
Ssal010 Ssal010 Ssal010
(P0,01) (P 0,05) (P0,01)
Est22
(P 0,01)
Henr- > |og6| 2 |286| 1 14,3
panbHble
SSOSL311 SSOSL311 SSOSL31
(P0,01) (P 0,05) (P0,01)
Ssal71 SSOSL85
(P 0,05) (P 0,05)
Xu®,
3Have- 0,57 0,04 0,64
Hue P
lpumeyvaHne.  XupHoiM  WPUDTOM  BbIAENEHBI  JIOKYChI,
Haxogsawmecs nog — AeNCTBMEM  HamnpaBiieHHOro  oTbopa.

J0CTOBEPHOCTb Pa3NNYMSA KOSIMYECTBA UMMYHHBIX 1 HEMTPaSTbHBIX
JIOKYCOB, HAXOAALMXCA MOA, AeICTBMEM eCTeCTBEHHOro oTbopa,
6bina NPOTECTMPOBaHA C NOMOLLLIO MeToaa X

7 Ssalo04

. .
- _~———T—5sal010
. .
- | Est22
LR |
Lt
|
b5 ., I —— 99% [0B. MHT.
-8 ' I — ~ 95% 10B. UHT.
= |
.
| . |
h |
= ’
b . |. . Ssal71
= | | | | : $50SL311

-4 -2 0 2 4 6

transformed p-values

Puc. 2. Pesynbratbl TecTa, OCHOBAHHOIO Ha MOAENU
Baiteca (BAYESFsT), ans o6beamHeHHOWN JlagoXCKOW,
BbapeHu-6enomopckon 1 bantuitickon  BbIOOpPKKM. Ha
pucyHKe npeacTaBneHbl 3Ha4YeHus Fo "
COOTBETCTBYIOLLUME 3HAYEHUS BeposiTHOCTEW P ansa
Kaxkaoro Mapkepa (4epHble Touku). BepTukanbHble MnMHUn
obo3HavaT 95-NpoLeHTHbIN (neBas) n 99-NPOLEHTHbLIN

(npaBas) LOBEPUTESIbHBLIE UHTEPBAbI.

AHanNM3 NPOCTPAHCTBEHHbIX XapakTepUCTUK (SAM
TECT) BbISIBUJ1, HYTO YMCIO UMMYHHbBIX alfienen, Kop-
PENUPYIOLLIMX CO CMEPTHOCTLIO, COJIEHOCTLIO, Meo-
rpaduyeckon JONroTon, a Takke C Temrneparypon
BOAbI U TEMMEPATYPO BO3ayXa B Mione, 4OCTOBEPHO
BbILLIE, YEM YMCIIO HENTPAIbHLIX annenei (Tabn. 4).




—— 99% [0B. UHT.

— — 95% A0B. UHT.

Ssal004
04 Ssalo10

0.3 A

Fst 5505185
0.2 A

55051311
. ' \
; \
g /
0.1 A L] s

Puc. 3. Pesynbtatbl nepapxudeckoro tecta (Arlequin 3.5).
Ha ocun HaHeceHsb! 3Ha4YeHns reHeTN4YeCKon
anddepeHumaumn (F) " HabogaemMon
reTeposuroTHOCTM (H,) Ang Kaxmoro mMapkepa (Y4epHble
Toukn). Kpueble oTpaxaloT 99-nNpOUEHTHbIN (BHELLHSS
napa, cruiowHas aMHUS1) U 95-NPOLEHTHBIA (BHYTPEHHSS
napa, NyHKTUPHasA MHWS) AOBEPUTENbHBIE MHTEPBAIbI.

Tabnuuya 4. Koppensuus MOSEKyNsipHbIX MapkepoB
1 napamMeTpoB OKpyXaloLen cpeabl

Jlokycbl Cwmepr- ConenocTb | Lupota | JonroTa
HOCTb
VIMMVHHBIE 17 17 15 14
Y [19,3] [19,3] [17] [15,9]
Hentpanb- 11 11 14 8
Hble [7,1] [7,2] [9,1] [5.2]
2
X, 0,005 0,005 0,070 0,006
P-3HayveHuns
Temne- | Temne-
Temnepa- | Temnepa- patypa patypa
JNokycebl Typa BOAbl | Typa BOAbI Boamyxa | sosmyxa
(nionb) (sHBapb)
(vionb) | (aHBapb)
NMMYH- 10 0 15 4
Hble [11,4] [17] [4,9]
Helitpanb- 6 8 13 9
Hble [3.9] [5.2] [8,5] [5,9]
Xu®,
P-3Ha4yeHus 0,025 0,029 0,046 0,658
lMpumedaHmne. B Tabnuue yka3aHbl 4YUCNO U MPOLEHT

[B ckobkax] annene, KOPPEINPYIOLWLNX C XapakTepucTukamm
OoKpy>Xarowien cpepbl

OOcyxaeHune

B uenom peaynbTaTbl Hawelr paboTbl NOA-
TBEPXAAKT BbiCKa3aHHblE paHee runotesbl o
TOM, YTO JIOKYCbl, CBSI3@aHHble C reHammu, Koau-
pylowmnmMn dakTopbl MMMYHHOIO OTBETa, MNOA-
BepratTcs BINSIHNIO eCTECTBEHHOro oTbopa 6o-
flee  NHTEeHCWBHO, HeXenu  HelhTpasbHble
[Langefors et al., 2001; Landry, Bernatchez,
2001; Dionne et al., 2007; Fumagalli et al.,
2009]. OgHako npu ob6beaAnHEeHUN pe3ynbLTaToB
OBYX NMPOBEAEHHbIX TECTOB He OblNo BhISBIEHO
[OCTOBEpPHO OO0NblUero KonnyectBa WUMMYHHbIX
JIOKYCOB, MOJABEPXEHHbIX YCUNEHHOMY [OeiCT-
BUiO 0TOOpA, MO CPaBHEHUID C HeWTpasibHbIMU,
4TO NPOTMBOPEYUT OAaHHbIM, MOJIyYEHHbIM paHee

[Tonteri et al., 2010]. Tem He MeHee nNoaoOHas
TeHaoeHunsa cyuiectByeT (16,7 % MMMYHHbIX NO-
KyCOB MOABEPXEHbI AeCTBMIO 0TOOpa, No cpaBs-
HEHWIO ¢ HelTpanbHbiMn — 14,3 %). Bonee Toro,
Te NOKYChbl, KOTOpble B Hallelr paboTe Haxoau-
N1Cb 3a npeaenamMmn AOBeEPUTENbLHOIO MHTEpBana
no pesynbTaTaM OOHOrMO W3 [OBYX TECTOB
(Ssal004, Ssal010, SSOSL311, EST22, Ssa171),
Takke Obinn BbigBNeHbl paHee (Tonteri et al.,
2010) (puc. 2). Kpome TOro, Mbl NpUMeHUIM an-
roput™M BAYESFST oToenbHO ansg tpex rpynn no-
nynauun  (bapeHuy-6enomopckue, Jlagoxckue,
Bantuinickne). Ona bapeHu-6enomopckmx 6bi1o
nokasaHo, 4TO OTOOp YCUJIEHHO OEWCTBYET Ha
nokyc EST22, B JlagoXCKMX — Ha JOKYChbI
SSOSL85 n SSOSL311, B banTuiickux — Ha 10Ky-
cbl SSOSL311 n Ssa197. Takum obpasom, OBa
nokyca (Ssa197, SSOSL85) He 6blnn BbISIB/IEHDI
npn obbeamMHEeHNN BCEX MONynauuin ons rnpoee-
[EeHNsa TecToB, a HekoTopble nokychkl (Ssal004,
Ssal010, Ssa171) OOCTOBEPHO BbIXOAMNM 3a
npenenbl OOBEPUTENBHOrO WMHTEpPBana TOJIbKO
NPy NPUMEHEHUN HECTPYKTYPMPOBAHHOM MoAe-
nm nonynaumn ansa tecta. C Oopyroii CTOPOHHI,
OOVIH N3 JIOKYCOB, NpeTepneBaloLlwnii ycuneHHoe
nenctene otbopa (Ssal002) n [OCTOBEPHO Bbi-
XOASAWMIA 3a npenenbl JOBEPUTENBHOIO UHTEP-
Basla CoOrfacHo pesynbtatam npeabiayuiero
aHanm3aa (Tonteri et al., 2010), He Obin BbIABNEH B
X04€e Halwux nccnegoBaHuni.

Habniopgaemble pasnuyuvsa B peadynbrarax, no-
JIYYEHHbIX C MOMOLLbIO Pa3HbIX TECTOB, MOXHO
0b6baAcCHUTL cneayowym obpasom. B uenom ec-
TECTBEHHbI OTOOP MOXET NPUBOAUTbL K FrEHEeTU-
yeckor anddepeHumnanmm mexagy nonynaumusamu.
YacToTbl annenen NOKyCcOB, HaxOOSLLMXCS MOL
BNnsitHMeM 6anaHcupyioLlero otéopa, 6yayT pas-
HbIMWU MeXAy PasfuyHbIMK NONyNauUnaMU, B TO
BPEMS KakK 4aCTOTbl anfenen N0KycoB, Haxoas-
LLMXCA NOA, CUJIbHbIM NOKaslbHbIM OeACTBUEM Ha-
npaeneHHoro otéopa, 6yayT 3HAYNTENBHO U3Me-
HATbCA Mexay nonynaumamu [Cavalli-Sforza,
Edwards, 1967; Lewontin, Krakauer, 1973]. JaH-
HO€e 3akJloyeHne Nerno B OCHOBY TECTOB, Cpas-
HMUBAOLWMNX CTENEHb FEHEeTUYECKOW WU3MEHYUBO-
CTW BHYTPWU NONyndumu U cterneHb anddepeH-
unauum  Mexay nonynauusamm - [Beaumont,
Balding, 2004]. MNpeanonoXxutenbHO, reHeTnye-
CKMe pasnuumns Mexay nonynsumsmMm no noky-
cam, npeTepneBaloMM OaBAEHUE HanpaBfeH-
HOro oT6opa, OyoyT [O0BOJSIBHO CUJIbHBIMUA
[Beaumont, Balding, 2004]. Takum o6pa3om, ec-
N reHeTun4yeckoe pasnuyme no onpeneneHHoOMy
MapKepy CWibHO OTIMYAETCHA OT OXMAAEMOro
NP HENTpasibHOW MOAEeNn, MOXHO NPeAanosno-
XWTb, YTO AAHHbIA MapKep HaxoauTcs nom, BNuvs-
HMeM ecTecTBeHHoro otbopa [Oleksyk et al.,
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2010]. OnucaHHbIN MeTon MO3BONSET paccyn-
TaTb 3Ha4YeHus FST ucxoas U3 HenTpanbHOW MO-
OEnn CTPYKTYPbl NONYNSUMM N NMOCTPOUTb OXU-
JaemMoe pacnpepeneHne JaHHbIX 3HaYeHU, oc-
HOBaHHOE Ha MepBOHayYasibHbIX YacToTax asnsne-
nen. 9T0T nogxon Obl1 NPUMEHEH B NporpamMmme
BAYESFST. TeM He meHee 6b110 NoKa3aHo, YTo UC-
Nosb30BaHME JAHHOIo MeToga NPMBOAUT K AOC-
TaTO4YHO OONBLIOMY YUCAY JIOXHOMONOXMUTENb-
HbIX Pe3ynbLTaToOB, ECNV aHaNU3pyemMble BbIOOP-
K Ob1M 0TOBPaHbl N3 nepapxm4yeckm opraHn3o-
BaHHOM nonynauun [Excoffier et al., 2009]. C
YBEJIMYEHNEM YMCNA WCCRenyeMblX MOnynsauumn
TOYHOCTb pacyeTa nokasaTtensa FST nonxHa yBe-
NINYNBATbLCS, a rPaHNLbl AOBEPUTENBHOIO UHTEP-
Basa — cyxaTbcsl. Tak, ecnm Kakme-To U3 aHanu-
3MpYyeMbIX MONYASUUA He SBASIOTCA He3aBUCU-
MbIMU, T. €. UX AMBEPreHuus Npou3oLuna oTHO-
CUTENbHO HEAABHO, AOBEPUTENbHBIE MHTEPBAbI,
BbIYNC/IEHHbIE UCXOAS U3 TMNOTE3bl O TOM, YTO
reHeTu4eckme paccTosHUA Mexay nonynsaumaMmm
paBHbl, 6yOoyT CAUWIKOM Y3KMMMU, U YacTb JIOKY-
COB OyAEeT JIOXKHO MpU3HaHa OTKJIOHSIOLWUMUCS
OT oXxunaaeMbix 3HavyeHun [Excoffier et al., 2009].
OT0 AokasbiBaeT BaXHOCTb NMPUMEHEHUS nepap-
XMYECKOro METOAA, YYUTbIBAIOLLErO BHYTPUNONY-
NAUNOHHYIO CTPYKTYpy. PesynbtaTbl Hawen pa-
60Tbl COrnacylTcs C ONUCaHHOW Teopuen, T. K.
HEKOTOpble JIOKYCbl, ANI9 KOTOPbIX paHee Obl1o
nokasaHo BnusiHme otbopa (SSOSL311, Ssal010,
EST22), He Bownn B 99-NpoOLEHTHbIVM O0oBEepu-
TeNbHLIN MHTEPBAN NOCNe NMPUMEHEHUs nepap-
XMYecKoro tecta. TeMm He MeHee paxe nocne
yOBOEHMS BbIOOPKM B Hallel paboTe MosyyYeH-
Hble pe3ynbTaTbl COrNacylTcs C pe3ynbTaTtamu
npeablayuiero aHanusa (Tonteri et al., 2010).
OTO NO3BONSET NPEANONOXMUTb, 4TO JIOKYCbl, AN
KOTOPbIX NOKasaHo AeicTBue oTbopa, AeNCTBMU-
TENbHO UCMbITLIBAIOT YCUIIEHHOE BAUSHUE ecTe-
CTBEHHOro oTbopa.

C ppyroi CTOpOHbI, Halle uccneaoBaHe He Bbl-
SIBUJIO KOPPENSALMN MEXAY NHTEHCMBHOCTLIO OTOOpa
1 OYHKUMOHANTBHOW pPonbio Mapkepa. Ho npuHumas
BO BHYMaHWE, 4YTO Mbl aHaJIN3MPOBaSIN TOJSIbKO 7 HEN-
TpaibHbIX MAPKEPOB NO CPaBHEHMIO C 62 B Npeablay-
e padote [Tonteri et al., 2010], oTcyTcTBME KOPPE-
UMK, CKoOpee BCEero, CBA3aHO C HEAOCTATKOM Bbl-
OOpKN HeNTpanbHbIX MapkepoB. Takke B CBOel pa-
6ote A. ToHTepu ¢ coaBTopamu [Tonteri et al., 2010]
MUCNONb30BA/IM  OOMONHUTENBLHBLIN ~ TecT  (INRH)
[Schidtterer, 2002; Kauer et al., 2003], 0CHOBaHHbIN
Ha NPeanoNOXKEHNN, YTO AN JIOKYCOB, HAXOASLLIMXCS
noa, BAVSIHMEM OTOOpPa, XapakTepeH Goniee HU3KUI
YPOBEHb MEHETMYECKOro pa3Hoobpasvs, Yem s
HelTpasibHbIX. TakiM 00pa3oMm, pasnuyns B pesysb-
Tartax Takke MOryT OObSICHATLCS MCMOSb30BaHNEM
pPa3HbIX QaHAINTUYECKNX METOAOB.

SAM TecCT BbISIBUI, YTO MMMYHHbIE JIOKYCbI Y4a-
e KOPPenupylT CO CTENEHbIo YyBCTBUTENbHO-
ctn K G. salaris (C ypOBHEM CMEPTHOCTU B PE3YJib-
TaTte 3apaxeHus), Hexenu HenTpasibHble, 4TO MO-
XET ABNATLCA MPU3HAKOM NaTOreH-nHOYLMPOBaH-
Horo oTtbopa. dakT, 4To NogobHas Koppenaums
HabnogaeTca U C CONMEHOCTbIO BOAbl, MOATBEP-
XOAaeT gaHHOoe mpepnonoxeHue. Mo ogHUM gaH-
HbIM, yBeNu4YeHne COJNIeHOCTU BOAbl A0 5 %o He
BNSIET HA POCT U XU3HECNOCOOHOCTb mapasuta
G. salaris [Soleng, Bakke, 1997]. Mo apyrum —
yBENMYEHNE CONIEHOCTU BMJIOTb 40 N300CMOTUNYE-
CKOW TOYKU (HEMHOIMM MeHee 7,5 %o) MOXET aa-
Xe yBenMyMBaTb XW3HECMOCOBHOCTbL MapasuvTa,
3a CYeT yMEHbLUEHUS ero 3aTpaTt Ha nogaepxa-
HMe ocMoTumyeckoro 6anaHca [Harris et al., 1998,
unT. no Bakke, 2002]. Takum 06pa3om, B CONOHO-
BATOW BOAE Mapas3vT MOXET BbDkMBaATb Aaxe Ha
Henoaxoadawem xo3suHe. [Mo-Buaumomy, Takas
cuTyaumst umeeTt mMecTto B bantuinckom mope, rae
G. salaris MOXeT BbDKMBATb Ha paay>XHOW popenu
npu CONeHoCcTM okono 5 %o [Malmberg, 1989].
Mpu yBenuyeHnn coneHoctn (7,5-33 %o) Bpems
XM3HU napasuTta cokpauiaetcs [Soleng, Bakke,
1997]. B 1O Xe Bpems B npecHoi Boae (Jlagox-
CKO€ 03€ep0) NapasnT NPUCYTCTBYET NOCTOSAHHO, U
noaTtomy Jlagoxckme nonynsiumMm aTnaHTUYeckoro
J10COCS MOCTOSIHHO CTaNKMBalTCs C HEOBXOAMMO-
CTblO MPOTUBOCTOSATb EMY. ITO MOXET BblpaxaTb-
CS1 B BbICOKOW HaMpPs>XeHHOCTU MMMYHHOW Cucte-
Mbl pbiObl 1, KaKk pe3ynbTaT, B HWU3KOWM YyBCTBU-
TeNIbHOCTU K NapasuTy.

BanTtuiickne nonynsaumm nococs xapakrepuay-
IOTCS CPEeOHUMM YPOBHEM BOCMPUMMYMBOCTU K
G. salaris. OOHO 13 BO3MOXHbIX 0ObSCHEHUIN 3TO-
ro cneayoulee: napasnt NOCTOAHHO NPUCYTCTBY-
€T B peKkax («NnpecHOBOAHbIe» YCNOBUS), HO KOraa
nococb ckatblBaeTcs B bantuiickoe mope, 4acTtb
napasnToB ymupaeT M3-3a MOBbILLEHUS COJNEHO-
CTW, 1 NONYASALMNSA NOCOCS OCBOOOXAAETCH N3-NOL,
rHeTa natoreHa, 4To ocnabnsieT geicTeme otbopa
Ha MMMYHHbIE NOKYCbl. B pe3dynbTate Mbl BUOUM
pasnuyms B KOppensaumum Mexay MMMYHHbIMU 10-
KyCamMn 1 CONEHOCTbIO MPWU CPaBHEHUW MPECHO-
BOAHLIX U MOPCKUX nonynaumin. Tem He MeHee
DaHHOe 00BbSICHEHNE HE MOXET ObITb MPUMEHEHO K
BapeHL-6e10MOpPCKMM NMONyASAUMSM, Tak Kak OHW,
BEPOSATHO, HMKOrga He ctankmeanuce ¢ G. salaris
B €CTECTBEHHbIX YCNOBUSAX. KpOME BbI3BAHHbIX Ye-
JIOBEKOM CNy4yaeB, B pe3ynbTaTe KOTOPbIX BCS UH-
dvumpoBaHHaa nonynauma nornéana nam Haxo-
OUTCS HA KPUTUYECKM HU3KOM YPOBHE BOCNPOU3-
BoacTtea [Bakke, 1990, 1992, 2004; Kudersky
et al., 2003]. be3ycnoBHO, HeobxoauMbl Gonee
JeTanbHble UCCNeA0BaHNS YPOBHS BOCNPUUMYM-
BOCTM K G. salaris nococs U3 30H C pa3Ho cose-
HOCTbIO 1 reorpadunyeckmm NoNOXEHNEM.
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B npenbioyliem nccnenoBaHUM 3Ha4YEHUSA KOp-
pensunm UMMYHHbIX JTOKYCOB 1 TEMMEpPaTypbl BOObI
Obln 613KM K OCTOBEPHLIM. [1pOBEAEHHbI HAMU
aHann3 NOATBEPXAAEeT OaHHYl TeHaeHumo: P =
0,025 n 0,029 pna Temnepatypbl BOAbI B Mione u
aHBape. Kpome TOro, Koraa Mbl 00beOMHUNW OaH-
Hble MO TemnepaType BOAbl U BO34yXa, pasnnyms
MeXxay 3UMHUM M NETHUM Ce30HaMU Takxe CTanum
[NOCTOBEPHBIMU: UMMYHHbIE MapKepbl KOPPENpPo-
Bann ¢ netHen Temnepatypoii [P = 0,002], HO He ¢
3umHen [P = 0,082]. MHorune nccnegosaHus rnoka-
3bIBAIOT, YTO KOMMYECTBO Napas3uToB, Tak Xe Kak n
obLiee BMOOBOeE pasHoobpasne, yBenminBaeTcs ¢
MOBbILLEHNEM TEMMEPATYPbI, YTO CAPaBEaIMBO Kak
ansa BoaHbix [Dionne et al., 2007], Tak v Ans Hazem-
HbiXx [Moya-Larano, 2010] akocuctem. Heobxoau-
MOCTb MNPOTMBOCTOATL Oonee pas3HoOOpasHbIM U
MHOIOYMCAEHHBIM NapasnTaM MOXET NPUBOAUTL K
6oee BblpaXXEHHOM 3BOJIIOLNN UMMYHHbIX CUCTEM
BWAOOB-XO351EB, YTO B HALLEM CJly4ae BbIpaXXaeTcsl B
HaNMYUKU KOPPENAUUM MeXay MMMYHHbIMM NIOKyCa-
MW N TEMNEPATYPON.

MHTepecHbIM HabMIOAEHNEM MOXHO CUYMTaTb
TOT daKT, 4TO He Oblna BbiiBIEHA KOPPensauns me-
XAy WUMMYHHbIMW fiOKycaMn U1 reorpadunyeckon
LMpPOTON, BOMpekn peaynbtatam A. TOHTepu
[Tonteri et al., 2010]. HanpoTtuB, 6biNna nokasaHa
KOppEenaumsa aHHbIX MapKepoB C reorpadunyeckon
[ONroTon. 3aBUCUMOCTb YaCTOTbl UMMYHHBbIX anne-
nen ot reorpaduryeckon WnpoThl BAOSHE oxXugae-
Ma, T. K. TeMnepatypa BoAbl U BO34yxa pacTeT npu
OBWXEHUM C ceBepa Ha tor. Hanpumep, ons atnax-
TMyeckoro niococs y beperoB KaHagpl reHeTuue-
ckas uameH4mBoctb MHC-reHoB yBennunBaeTcs C
pPOCTOM TeMMepaTypbl BAOb LUMPOTHOIO rpagneH-
Ta B OTBET Ha AaBfeHMEe NaToreH-nHOyuMpOBaHHO-
ro otéopa [Dionne et al., 2007]. Bo3M0oXxHO, 06b-
SICHEHME MOJIy4EHHbIX HAMW PE3YSIbTaTOB KPOETCH B
reorpadunyeckom pacnonoXeHnm Ncnosib30BaHHbIX
ONs aHanusa nonynsumi. Jnsa uenen TekyLero uc-
cnenoBaHus Mbl 40OaBUAM K Npeablayliel Bbibop-
Ke TPW nonynauum n3 1oXHbIx panoHoB Bantuincko-
ro mops (Hesa, HapBa, KyHpa), Hapywms 1em ca-
MbIM MEBLLUINCA paHee LWMPOTHDIN XapakTep pac-
npeneneHns 3Ha4eHnii CoONeHoCTn, TeEMNepaTypbl 1
cmepTHocTn. OpgHako, NMpuHMMasi BO BHUMAaHMe,
4YTO Mbl aHANU3UPOBAJIN TOSNBLKO 7 HENTPASIbHbIX J10-
KyCOB NMpoOTMB 62 B npeaplayLieM UCCneaoBaHum
[Tonteri et al., 2010], pa3Huua B NOAYYEHHbIX pe-
3ynbTaTtax MoOXeT 00bACHATLCA HEJOCTATKOM HeWn-
TpasnbHbIX MapKepPOB B aHanu3e. Takum obpasom,
KOPPEenaumMa MMMYHHbBIX JIOKYCOB C reorpaduye-
CKOWM O0NroTor CTaBuUTCA HaMK Mo COMHEHME, U
Ha OAHHbIA MOMEHT OCTaeTCsl HEACHbIM, 4YTO ABNS-
€TCS OCHOBHbIM MapamMeTpoM, C KOTOPbIM Koppe-
JMPYIOT UMMYHHbIE Mapkepbl, — TeMnepaTypa BoAabl
Wnmn xe reorpaduyeckas LwmpoTa.

3aknoyeHue

MpencraBneHHble B AaHHOM paboTe pe3ynbTa-
Tbl NOATBEPXAAIOT NPeanosioxXeHne, YTo CBA3aH-
Hble C VWMMYHHbIM OTBETOM JIOKYCbl HaxoasdTcs
noA, YCUNEHHbIM AENCTBMEM ECTECTBEHHOro OT-
©opa, N0 CPaBHEHUIO C MapKepamMm, HE HECYLLIMM
SIPKO BbIPAXXEHHON MMMYHHOM dyHKUMN. Hanuyne
CBSA3U MEeXAY MMMYHHbIMU JIOKYCaMun U COJSIEHO-
CTblO, TEMMEPATYPOV BOAbI, @ TAKXe YyBCTBUTESb-
HOCTbIO K napasuty Gyrodactylus salaris Takxe
CBUAETENBbCTBYET O OENCTBUM NATOreH-vHayLm-
poBaHHOro otéopa. OCHOBLIBAsACb Ha AAHHbIX Bbl-
BO4AX, CTAHOBUTCS BO3MOXHbIM MCMONb30BaTh
HepaBHOMEPHYIO MHTEHCMBHOCTbL 0TOOpa B nony-
NAUMAX Kak Mapkep s NOUCKa FreHOB, CBA3aHHbIX
C UMMYHHbIM OTBETOM. Bonee Toro, Takom noaxon,
NPUMEHUM KO BCEMY FrEHOMY 1 CNocobCcTBYET Mo-
NCKY paHee HEN3BECTHbIX MMMYHOKOMMETEHTHbIX
nokycoB. B HacTosuien pabote kak EST-mapke-
pbl, Tak 1 MHCII-nokyc 66111 MHGOPMaTUBHEI, HTO
eLle pa3 CBUAETENbCTBYET B MOJb3Y NPUMEHUMO-
CTU LUMPOKOrO CMekTpa JIOKYCOB ANI9 U3y4eHus
BJINSIHWUS €CTECTBEHHOIro oT6opa Ha y4acTKM reHo-
Ma, CBA3aHHbIE C UMMYHHbIM OTBETOM.

PaboTa BbiNosHEHa B pamkax nporpammbl OT-
heneHusi duonormyeckux Hayk «Xunas npupopa:
COBPEMEHHOE COCTOSIHME U NMPOBIEMbI Pa3BUTUS»
no Teme «PaspaboTka akcnepTHOM cuctemsl “Jlo-
COCEBble MOMNYNAUNN N HEPECTOBbLIE Pekn BocTou-
Hol PeHHockaHanK” Ha ocHoBe TMC-TexHoNornn>.
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