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B 2019 r. BnepBbie 00HapykeH 6eta-kopoHaBupyc SARS-CoV-2, craBiinii MpuYnHO NaHAEMUHU TSKEJIOM
ocTtpoii pecriupatopHoit BupycHoit nHbekunn COVID-19 (ot COronaVIrus Disease 2019). Bocipunmun-
BocTb K SARS-CoV-2 u xapakrep TeyeHust KiimHudeckoit Kapruabel COVID-19 onpenensitorcsi MHOTUMU
dakTopamMu, B TOM YMClIe U TCHETUYECKMMU OCOOCHHOCTSIMU KaK BO3OyIUTENIsI, TaK U YeJioBeKa. [ eHoM
SARS-CoV-2 numeeT cX0ACTBO C TeHOMaMM APYTUX MTaTOTEHHBIX JJIs1 YeJI0BeKa KOPOHABUPYCOB, BbI3bIBAIO-
KX TsoKesnoe TedeHne nHbeknuu: 79% — ¢ reHomoM SARS-CoV u 50% — ¢ renomom MERS-CoV. Han-
6onee 3HauMMBbIe paznuus Mexay SARS-CoV-2 u npyrumu KopoHaBUpyCaMu PETMCTPUPYIOTCS B CTPYK-
Type reHa S-06eJIka — KIIFoUeBOTo 6ejTKa, OTBEUYaIoIIero 3a CBA3bIBAaHUE BUpPYCa C PEIeIITOPOM KIIETOK opra-
Hu3Ma-xo3siuHa. B uactHoctu, B S-6enke SARS-CoV-2 BbISIBJI€HBI 3aMeHbI, NPUBOASIINE K
GopMHUPOBAHUIO caiiTa pacllerieHns PYpHMHOM, OTCYTCTBYIOIIETro y apyrux SARS-nmogo6HEIX KOpoHaBHU-
PYCOB, YTO MOXKET OOBSICHSITh BBICOKYIO TTaToreHHOCTh SARS-CoV-2. VY ueyioBeka K UMCIly TeHOB, 3HaUM -
MBIX IJISI Ha4aJIbHBIX 3TAIloB MHMUIIMpoBaHus, MOxXHO oTHecTU ACE2, ANPEP, DPP4 (KomupyoT peuern-
TOpBI CBsI3bIBaHUSI KopoHaBupyca); TMPRSS2, FURIN, TMPRSS11D, CTSL, CTSB (KooupyloT IpoTeassbl,
YUYacTBYIOIIME B TIpolleccax NMPOHMKHOBEHUS KOpOHaBUpyca B KieTKy); DDXI (ren AT®-3aBucuMoit
PHK-xenukassr DDXI1, cioco6¢TBylolieii peruimkaiuy KopoHaBupycoB); IFITM I, IFITM2 v IFITM3
(XomupytoT MHTephepOH-UHAYLMPYeMble TpaHCMeMOpaHHbIe OeJIKM, 00Jiagaloue MPOTUBOBUPYCHBIM
addekTom). JlaHHBIE TeHbI 3KCIIPECCUPYIOTCSI BO MHOTUX TKaHSIX (B TOM YKCJIe BOCIPUMMYMBBIX K BO3IEk -
crBuio SARS-CoV-2), B HuX onmMcaHbl peaKHUe 1 9aCThle BApUAHTHI, BIMUSIONINE Ha CTPYKTYPY KOOTUPYEMO-
ro 6ejKa, ero CBOiCTBa M ypoBeHb 3Kcpeccuu. J1Jis psiza yacThIX TeHETUUYECKHUX BApMAHTOB € IOKa3aHHOM
(bYHKIIMOHATBHOM 3HAYMMOCTBIO XapaKTepHa BaprabeIbHOCTh YaCTOTHI aJljiesieil B ITOIYJISILIMSIX MUPa, YTO
MOXET ONpPeNesiTh MEXITOMYJISIIMOHHBIE pa3nndus B pacinpoctpaHeHHOCTH COVID-19 u B KIIMHUYECKUX
O0COOEHHOCTSIX TeUeHUS TaHHOM naTojioruv. Ha ypoBeHb 3KCIIpeCCUM TeHOB, 3HAYMMBIX 111 (hOPMUPOBaA-
HUS BOCTIpUUMYUBOCTU K SARS-CoV-2, BIUsSIIOT anureHeTuYecKrue MoauduKaluu, Haludue COImyTCTBY-
IoIIMX 3a00JieBaHUN HA MOMEHT MHMOULIMPOBAHUS, TIPUEM JICKAPCTBEHHBIX ITPENapaToB, BpeAHbIE TTPH-
BBIUKU.

Knwoueswie ciosa: reHom SARS-CoV-2, COVID-19, renbi-kaHauaaThl BocripuuMunBocTy K SARS-CoV-2,
SNV, eQTL, sxcnpeccust, metunupoBanue JTHK.

DOI: 10.31857/S0016675821050052

Koponasupyc SARS-CoV-2, BriepBbie BbISIBJICH-
HbIii B 2019 1., mpuBeJI K MaHAEMUU TSXKEI0H OCTpoit
pecrupaTopHOli BUPYCHOW WHMpEKIUU, U3BECTHOM
kak COVID-19 (ot COronaVlrus Disease 2019). Ilo
JaHHBIM Oo(bUIUATIBHOM cTaTucTKY Ha 21 mioHs 2020 1.
MmaHaeMusi oxBaTwia 215 cTpaH (TeppuTopuii),
COVID-19 3apa3unuce 6onee 8.8 MIIH 4eI0BEK, 00-
Jiee 465 ThIC. CKOHYAJNCH [1].

SARS-CoV-2 otHocurcg k PHK-comepxammm
oera-kopoHaBupycam (CoV). [l yemoBeka U3BeCT-
Hbl CeMb KOPOHAaBHUPYCOB: aib(ha-KOpOHABUPYCHI

615

HCoV-229E, HCoV-NL63 m 6era-KOpOHaBHPYCHI
HCoV-0C43, HCoV-HKU 1, SARS-CoV, MERS-CoV,
SARS-COV-2 [2]. KopoHaBuUpyCHl pa3andaioTcs 1o
natoreHHoctu: 229E, OC43, NL63 u HKU1 BBI3HI-
BaloT Jierkue (hopMbl THMEKIIMOHHOTO 3a00JIeBaHUs,
a SARS-CoV, MERS-CoV u SARS-CoV-2 saBnsioTcs
BeicokoratoreHHBIMU (SARS-CoV gaBuics nmpuym-
Hoit atmnmyHOW mHeBMoHMu B 2002—2003 1T,
MERS-CoV — 6JMXHEBOCTOUHOTO PECITUPATOPHOTO
cunapoma B 2015 r.) [2, 3]. KnuHuyeckasi KapTuHa
3a00JieBaHU1, BBI3BAaHHBIX BBICOKOIIAaTOT€HHBIMU
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KOpPOHaBMpycaMu, UMEET Kak oOIIue, TaK U CHeLr-
duueckue yepThl [4—6]. B yacTHOCTH, O CpaBHEHUIO C
WH(PEKIIMOHHBIM ~ 3a00JIeBAaHUEM, BbBI3BIBAEMbBIM
MERS-CoV, nns COVID-19 xapakTepHbl Oobliiast
KOHTarMo3HOCTb, HO MEHbIIIasl JETAJbHOCTh, CYIIE-
CTBEHHasl TeTepOreHHOCTb KJIMHUYECKUX CUMIITO-
MOB, B TOM YHCJI€ B pa3HbIX BO3PACTHBIX TPYyMMax U B
pa3IuyHbIX cTpaHax mupa [5, 7—9]. Haubomnee ya-
cteiMu cumnitomamu COVID-19 saBnstiroTcs Kaienb,
JINXOpajliKa, OMbIIIIKa, PETUCTPUPYIOTCS TAKXKE MUAT-
TWST, apest, TOIITHOTA M pBoTa [6, 8]. OmHaKo MHIVBH-
JyaJIbHbIE KIMHUYECKE CUMIITOMBI IITUPOKO BapbUpY-
IOT: OT OECCUMIITOMHOTO TEYEHMUS U JIETKOI MPOCTY/bI
JIO TAKUX OCJIOXKHEHUI KaK OpOHXUT, TTHEBMOHMUS, TSI~
XKeJIbIA OCTPbIA PECHUPATOPHBIA IUCTPECC-CUHIPOM,
MTOJTMOPTaHHAasT HEIOCTaTOYHOCTH [6].

ITonBep:keHHOCTh YeJIOBEKa KOPOHABUPYCHOM
nHQpeKIMY 1 KIMHUYecKas KapTuHa 3a00JieBaHUS
3aBUCST OT MHOTUX IIPUYMH, CPEIN KOTOPHIX OIIpEIc-
JICHHasl poJib TIPUHAIEXKUT FeHETUUECKM OCOOEH-
HOCTSIM KaK BUPYCOB, TakK M 4yenoBeka [10—13]. Ha-
YaJIbHBIM 3TaIlloM MHQUIIMPOBAaHUS OpraHU3Ma SIB-
JISIETCSI KOHTAaKT KOPOHABUpYca ¢ BOCIIPUUMYMBBIMUA
K HEMY KJIeTKaMHu. Y yejloBeKa M3BecTHO okoso 100
TE€HOB, IMPOAYKTHI KOTOPBIX BOBJEUYEHBI B IIPOIIECC
IIPOHUKHOBEHUSI BUPYCOB B KJIETKY, OTHECEHHBIX K
msatu KareropusiMm “Gene Ontology”: IIpOHHMKHOBE-
HUE BHUpyca B KIETKy opranm3Ma-xo3suHa (GO:
0046718); Bupyc-peuentopHass aktuBHOCTh (GO:
0001618); causiHrEe BUPYCHOM 00OJIOYKHM C TUTa3MaTH -
YeCcKOil MeMOpaHOil KIJIETOK OpraHM3Ma-XO3sIMHA
(GO: 0019064); xmaTpuH-3aBUCUMBI 3HIOIIMTO3
BUpyca KiieTkoii-xo3simHoM (GO: 0075512); peueri-
TOP-OIMOCPEAOBAHHBIN SHIOILUTO3 BUPYCa KJIETKOM-
xo3sgrHoM (GO: 0019065) [14, 15]. ITo mepe u3syue-
HUSI B3aMMOJIEICTBUI MEXKIY BUPYyCAMU U KJIeTKaMU
OpraHm3Ma-xXo03sIMHa YMCJIO U3BECTHBIX TEHOB, OT KO-
TOPBIX 3aBUCUT BOCTIPUMMYUBOCTh K KOPOHABUPYC-
HOIT MHpEKIINH, OyIeT yBeJIMUMBaThcs. B To ke Bpe-
MsI KOPOHABUPYCHI TAKXKE Pa3IMYArOTCS 110 CTPYKTY-
pe reHoMa 1 KJII0UeBbIX MOJIEKYJI, OTBEUAIOIIMX 32 UX
IIPOHUKHOBeHUE B KieTku [11, 16, 17]. [TosTomy He
BCE TeHBI YeJI0BeKa, MPOAYKThl KOTOPBIX BOBJICUYEHBI
B PEryJIsIIMI0O MPOHUKHOBEHUSI BUPYCOB B KJIETKU,
OKa3bIBalOTCSI 3HAYMMBIMU B OTHOLIIEHUY (DOPMUPO-
BaHUSI pYCKa pa3BUTUSI MH(MEKIIMU, BEI3BAHHOI pa3-
HBIMHM KOPOHABUPYCAMM.

B HacTos1eM 0030pe aHaIU3UPYIOTCS OCOOEHHO-
ctu reHoma SARS-CoV-2 u cTpyKTypHO-(pYHKIIMO-
HaJIbHBIX CBOMCTB IeHOB M OEJIKOB YeJIoBeKa, OTBeYa-
IOIIMX 32 BOCIIPUUMYMBOCTD K TAHHOMY BO30YIUTEIO.

KYYEP u np.

ITATOTEHETHUYECKHW 3HAYMUMBIE
OCOBEHHOCTH 'EHOMA SARS-COV-2

I'erom SARS-CoV-2 611M30K 110 CTPYKTYype K Te-
HOMaM ABYX KOPOHaBUPYCOB JICTy4YMX MbIlIeil bat-
SL-CoVZC45 u bat-SL-CoVZXC2] (MoeHTUIHOCTb
cocTaBisieT 88—96%) 1 3HAYUTEIBHO MEHBIINM CXOI-
ctBoM obJtamaeT ¢ reHomamu SARS-CoV (79—80%) u
MERS-CoV (okono 50%) [17, 18]. 'eHOMBI OTACb-
HBIX 00pas31oB SARS-CoV-2, moy4eHHBIX OT KUTa -
CKMX MAalMEeHTOB, XapaKTepU30BaINCh BbICOKUM
CXOICTBOM, mpeBbluamuM 99% [18], HO olLieHKHU
FeHETUUECKOTO Pa3HOOOpa3rsl YTOUHSIOTCS MO Mepe
pocTa KOJUYeCTBa UCCIAECAOBAHUM CTPYKTYPHI T€HO-
MOB SARS-CoV-2019 u3 pa3nuuyHbIX peTMOHOB MUpPa
[19, 20].

ITo cpaBHeHMIo ¢ SARS-CoV u MERS-CoV asa
reHomMa SARS-CoV-2 cBOWCTBEHHBI 0oJiee HU3KUE
3HaYeHUs 3(pheKTUBHOIrO YKcja KOJOHOB, UTO Mpe/-
roJjaraeT 6oJjiee BbICOKYIO 3(D(EeKTUBHOCTh IKCITPECCUN
T€HOB, B TOM YHCJIE TEHOB, KOAUPYIOLLIUX CTPYKTYPHbBIE
oenku — mmra (S), obonouku (E), mem6pansr (M),
HykJeokarnicuaa (N) [2, 21]. S-6enok (6en0K “1umna’,
um  spike-6eyioK), OTBeYaloOlIMii 3a TIPUKpPEIUieHue
SARS-CoV-2 xk MeMOpaHHOMY peLEIITOPY, pacCMaTpU-
BaeTCs B KAUECTBE KPUTUYHOTO JIJIsl TPOHUKHOBEHU S
B KJIETKy opraHusma-xosdsuHa [22]. KopoHnaBupyc
SARS-CoV-2 (kak m HCoV-NL63, SARS-CoV,
MERS-CoV) wucnonb3yeT B KayecTBe pelenTopa
MeMOpaHHO-CBsI3aHHbI aHTMOTEH3UH-ITPEBpalllato-
muit pepmeHT 2 (ACE2) [17, 23—25]. CooTBeTCTBEH-
HO SARS-COV-2 MoXeT NpOHUKATh BO BCE KIIETKH,
skcnpeccupyilomue ACE2. OnHako KOpOHaBUPYCHI
ISl TPOHUKHOBEHUS B KJIETKM OpraHU3Ma-xo3siiHa
MOTYT MCMOJIb30BaTh B KAUECTBE PELIENITOPOB U PSif
JIPYrUX MOJIEKYJI [25—27].

Ilo cpaBHeHUIO C JOPYTMMU KOPOHAaBUPYCaMu
cTpykTypa S-6enmka SARS-CoV-2 nMeeT HEKOTOPBIC
BaxKHbIE JJIs1 IPOHMKHOBEHMSI B KJIETKY OpraHu3Ma-
X03s1MHa ocobeHHocTu [16, 17, 28]. MneHTUYHOCTH
mexnay S-oenkamu SARS-COV u SARS-COV-2 co-
craBuset 72—75% [16, 17]. P. Zhou c coasrt. [17] K
YUCJy OCHOBHBIX OTJIMUMI B CTPYKTYpe MOCJIeI0Ba-
TEeIBPHOCTU TeHa, Kopupyloiiero S-6emok SARS-
CoV-2, oTHecan Tpu KOPOTKHE BCTaBKU B N-KOHIIE-
BOM JIOMEHE, a TAKXKE UBMEHEHMS B YETBIPEX U3 AT
KJTFOUEBBIX OCTAaTKOB B PEIIETITOP-CBA3BIBAIOIIEM MO-
tuse. ITo cpaBHeHMIo ¢ SARS-CoV minsg SARS-CoV-2
XapaKTepHBI: 0oJsiee BhIcOKast apPUHHOCTD K CBSI3BI-
BaHuio ¢ penenrtopom ACE2 BciencTBue 3aMeH B
C-tepMuHaJIbHOM AOMeHe S-Oenka (HaOJromaeTcs
oonbiie Bzaumoneiicteuii ¢ ACE2, H-cBsseit u ap.)
[16, 28, 29], ny4mass cmocOOHOCTh K CIUSIHUIO C
MIa3MaTHYEeCKOM MeMOpaHOM KJIeTKM OpraHu3Ma-
XO03sIMHA B CBSI3M C aMUHOKHCJIOTHBIMU 3aME€HaMU B
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HR1 nomene S2 cyoremmuuiisl S-6enka [30] u B 11e-
JioMm GoJiee BbICOKAs aKTUBHOCTB [23].

B pesynbrate cpaBHUTEIBHOIO aHalU3a FrEeHOMOB
n30s1ToB SARS-CoV-2 13 pa3IndHbIX peTMOHOB MU~
pa yCTaHOBJIEHBI MHOXECTBEHHbIE MyTallul, B TOM
YUCJIE U B TeHax, KOAUPYIOIIUX CTPYKTYpHbIE OeIKU
(Bkmoyast S-Oenok) [20]. Hampumep, B KiIMHUYE-
ckux m3onsaTax Maaun odbHapykeHa MyTalusl B pe-
LIENTOP-CBA3bIBAIOILEM JOMEHE S-0eKa B MOJI0KEHUN
407, ipyBOASILIAs K UBMEHEHUIO BTOPUYHOI CTPYKTYPbI
0eJiKa, Tak KaK MOJIOXKUTETbHO 3apsiKeHHAasi aMUHOKMC-
JIOTa aprMHUH 3aMeHsIeTcs Ha TunpogooHyo C-0era-
Pa3BETBIICHHYIO aMUHOKHUCIOTY u3oneiiuH [19]. O6-
Hapy>KeHbl aMUHOKHUCJIOTHBIC 3aMEHBI B S-0€JIKe U Y
SARS-CoV-2 u3 apyrux reorpadudecKnux peTmOHOB
[31]. Myrauuu, npuBoasIe K U3MEHEHUIO CTPYK-
TYpPBl KJIIOYEBBIX OEJIKOB, OTBETCTBEHHBIX 3a CBS3bI-
BaHKe KOPOHAaBHUpYyCa CO CBOUM PEIEIITOPOM, MOTYT
BJIUSITh Ha MaTOTEHHOCTb KOPOHaBUpYyca.

ITocie cBsI3pIBanms S-0eka ¢ perentopom ACE?2
MPOUCXOAUT paciieruieHue 6eiaka Ha S1 u S2 cyob-
€IUHULIbI, YTO UHULIMUPYET CIUSIHUE BUPYCHOI 000-
JIOUKU C KJIETOUHOU MeMOpaHOii U MPOHUKHOBEHUE
HCoV B knetky [22]. L5 9THUX LIefieit KOpOHaBUPYCHI
(kaKk ¥ JApYr¥e BHUPYChI) MUCIOJIB3YIOT Pa3IUYHbIE
IIpOTea3kl KJIETOK OpraHnu3Ma-X03siMHa, “BbIOOP” KO-
TOPBIX OIpeaeISIeTCsI OCOOEHHOCTSIMU CTPYKTYpPhI U
JIOCTYITHOCTBIO caiiTa AJjisi MPOTEOJIUTUUECKOTO pac-
meruieHusT S-6enka [32]. Hampumep, ObL10 ITOKa3a-
HO, YTO MO CPaBHEHUIO C JIJAOOPATOPHBIMHU IIITAMMA-
M 1966 T. coBpeMeHHBbIE KIMHUYECKUE W30JISITHI
anbda-kopoHasupyca HCoV-229E mcnonb3yoT mis
MPOHMKHOBeHUs He KatericuH L, a TMPRSS2, yto
CBSI3aHO C JBYMSI aMUHOKMUCJIOTHBIMU 3aMEeHaMU
(R642M u N714K) B S-6emke [33]. SARS-CoV-2 mnsa
aKTUBAlIMU U paclleTyieHus1 S-0ejika TakXe UCTIOb-
3yer TMPRSS2 [34—36]. Kpome Toro, y SAR-CoV-2
B reHe S-0ejika BBISIBJIEHBl 3aMEHbI, TIPUBOISIINE K
dopMupoBaHnIo GypUH-TIONOOHOTO caiiTa pacliemn-
JIEHUSI, OTCYTCTBYIOIIETO y Apyrux SARS-nmomo0HBIX
KopoHaBupycoB [25, 37]. Hanuuue caiita paciiernie-
ausg @ypmHoM B SARS-CoV-2 o0ycioBIMBaeT Cro-
COOHOCTh CIUSIHUS “BUpPYC—KJIETKA” M “KJIeTKa—
KJIETKa” , 4TO oOecreynBaeT BhICOKYIO MaTOTeHHOCTh
SARS-CoV-2 no cpaBHEHUIO C IPYyTUMU OETa-KOpPO-
HaBupycamu [38, 39].

Tak KaK IpOHMKHOBEHME KOPOHABUPYCOB B KJIET-
Ky IIPOUCXOINUT MPU yIaCTUU OEIKOBBIX IIPOIYKTOB
KJIETOK OpraHM3Ma-XO3sIMHa, MOXHO OXUIAThb, YTO
0COOEHHOCTH B CTPYKTYPE '€ HOB, KOJUPYIOLINX JaH-
Hble OeJIKM, OymyT OIpenelsTh WHAWBUIYaTbHBIE
pa3inuus B BOCIIPUMMYKMBOCTH K KOPOHAaBHUpycaM, B
ToM umncie u SARS-CoV-2.
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TEHETUYECKHWE ®PAKTOPDI
BOCITPUMMYNBOCTH K SARS-COV2
Y YEJIOBEKA

Ha ocHoBaHMU KJIacCHUYECKOIo OJIM3HEIIOBOrO
HCCIeAOBaHUS OBLIM paccunTaHbl KOA(MMUIINEHTHI Ha-
clienyeMocTy is HeKoTopbix cumnTomMoB COVID-19:
JUIST TUXOPAIKW JAHHBIM IoKasaTesib cocTaBua 41
(95%-ubIit noBepuTeabHBIN MHTEpBaT 12—70)%, mist
aHocMmuu — 47 (27—67)%, s nemapust — 49 (24—75)%,
YTO MO3BOJIMJIO OLIEHUTH MpencKa3aHHbIN Koadpu-
uueHT Haciaegyemoctu COVID-19 B 50 (29-70)%
[40]. DTH OLIEHKM CBUAETEIBCTBYIOT O 3HAUMMOM Te-
HETUYECKOM KOMITOHEHTE B (POPMUPOBAHUU CUMII-
TOMOB JaHHOro 3abosieBaHusi. VccienoBaHusi, IO-
CBSIIIIEHHBIC BBISBIICHUIO TEHETUYECKUX MapKepoB
pocripuuMunBocT K SARS-CoV-2, HemHOroumuc-
JIeHHBI [12, 41, 42].

M3BecTeH psii TeHOB, MPOAYKTHI KOTOPBIX MOTYT
MPUHUMAThL ydyacThe B Mpoliecce MHGUIIMPOBAHUS
yeJloBeKa KopoHaBupycamu, Bkinodast SARS-CoV-2
(ta6m. 1). [Tomumo renoB penenropoB (ACE2, ANPEP,
DPP4) u renoB mporead3 (TMPRSS2, FURIN,
TMPRSS11D, CTSL, CTSB), c1oco0CTBYIOIINX
IMPOHUKHOBEHUIO KOPOHABUpPYCa B KJIETKY, K MX UUC-
Iy MoxkHO oTHecTu reH AT®-3aBucumoit PHK-xe-
mkaszel DDX1 (DDX1), xoTopast cocOOCTBYET pe-
TUIMKAIlMY KOPOHABUPYCOB (KaK 3TO ObLIO MOKa3aHO
mast SARS-CoV) [56], a Ttakxe rennl [FITMI, IF-
ITM2 w IFITM3, xonupytoline nHTephepOH-UHIY-
HUpyeMble TpaHCMeMOpaHHbIe Oeaku [12, 57, 58].

Poms ACE2 B xauectBe penteritopa SARS-CoV-2
cuMTaeTcs JoKaszaHHoI [16, 23, 25, 28, 39, 60]. daH-
HBIE 0 BO3MOXHOCTHU HcIoab3oBaHusa SARS-CoV-2
JIPYTUX PELIENITOPOB, M3BECTHHIX IJII KOPOHABUPY-
COB, HeOgHO3HAYHEI. Pan mcciaenoBateneit [27, 48],
Ha OCHOBaHUM MOJEJIMPOBAHMS CTPYKTYPHBIX B3au-
MOIEHCTBUI MeXIy S-0€JIKOM M pelienTopaMu Ipy-
TMX KOPOHABUPYCOB, K MOTEHIMAJbHBIM PEIEITO-
paMm SARS-CoV-2 oTHecIn aunenTUANINEIITAIA3Y 4
(DPP4, uzBectHa Takke Kak CD26), BEICTYITAIONIYIO
B KadectBe penenrtopa aisg MERS-CoV [49]. T1pu-
yeM 111 SARS-CoV-2 m MERS-CoV xapakrepHo Ha-
JINYMEe UASHTUYHBIX KpUTUYECKN 3HAYUMBIX JJIsI CBSI-
3pIBaHUSA ¢ S-0eakoM ydactkoB DPP4 [47]. B To ke
BpeMs P. Zhou c coasr. [17] B ucclienoBaHuM in vitro
ycranoBuin, 4To SARS-CoV-2 He ncnon3yeT B Ka-
yecTtBe penentopa DPP4. DT ke aBTOpHI HE MOI-
TBepauau 3HadyeHue amuHorenTtuaassl N (ANPEP,
n3BecTHa Takke Kak APN u CD13) B kauecTBe pe-
nenropa SARS-CoV-2. UnatepecHo, uto ANPEP gaB-
ssieTcs perentopom st HCoV-229E, Ho He obana-
eT TakuMu cBoiictBamu 1t HCoV-OC43 [26]. Oxn-
Hako mrst ANPEP n DPP4 xapakrtepHbl OImM3Kue
narTepHbl 9kcnipeccuu ¢ ACE2 B 13 TkaHSIX, 9TO 1103-
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Bomwio F. Qi ¢ coaBsrt. [61] paccMaTpuBaTh UX B Kaye-
CTBE MOTEeHINAJILHEIX perienTopoB it SARS-CoV-2.
s pazpenieHus IIpOTUBOPEYMS OTHOCUTEIBHO pe-
HenTopHEIX cBovicTB DPP4 1 yrouHeHns BO3MOXK-
aoit penenrropHoit ponn ANPEP ning SARS-CoV-2
HEe00X0IMMO IIPOBeAeHME TOIIOIHUTEIILHBIX UCCIIe-
JOBaHUM.

ITocme mpukpenmenust SARS-CoV-2 K penienTopy
ACE2 misa obecriedeHUsT TIPOHUKHOBEHNS KOPOHA-
BUpYCa B KJIETKY HEOOXOAVMEI ITpOTea3bl, B TOM YUC-
nme — TMPRSS2 u FURIN [29, 37, 39]. D. Bestle ¢
coaBT. [51] ycTaHOBMIIM, UTO IJIST TIPOHUKHOBEHMS
SARS-CoV-2 B KJIeTKU €ro S-0€eJI0K HOJIKEH OBITh
paclenieH B IBYX pa3HBIX MecTaxX MpoTea3aMu Kiie-
TOK opranm3Ma-xo3gnmHa: TMPRSS2 B caiite S2 n
FURIN B caiite S1/S2.

TpancmemoOpannas nporeaza TMPRSS2 u pon-
cTBeHHBIE ITpoTeasnl (Takue Kak TMPRSS11D) cio-
COOCTBYIOT IIPOHUKHOBEHMIO KOPOHABUPYCa B KIIETKY
JIBYMSI MEXaHM3MaMU: ITyTeM pacIleIICHUs pelerTopa
ACE?2 (4T0 MOXET CTUMY/IMPOBATh IIOIJIOIIEHIE KOPO-
HaBUpyca) 1 IIyTeM pacIieIUIeHUsT S-0elKa KOpoHa-
BUpYyca (4TO IMPUBOAUT K aKTUBALIMK OeIKa M CIUSI-
HUIO BUPYCHOM O0OJI0YKM ¢ MEMOpaHOI KJIIETKI Opra-
Hu3Ma-xo3suHa) [35, 39]. BuccienoBanum S. Bertram ¢
coaBT. [52] moka3aHo, uto TMPRSS2 aktuBupyer
KaTerncuH-He3aBrucuMoe npoHrkHoBeHue HCoV-229E
B KJIETKY XO3sMHa, ITpndyeM aktuBanuss TMPRSS2
sammmaeT 229E-S-3aBucnMbIif BXO, B KJIETKY OT MTHTH-
O1poBaHMS MHTeP(hEePOH-MHAYLMPYEMBIMI TPAHCMEM--
OpaHHbIMM OenkamMu. Ha MomeTbHBIX SKMBOTHBIX YCTa-
HOBJICHO, YTO Ae(UIIMT TAaHHOM MIpoTeasbl B KJIETKAX
IBIXaTeTbHBIX ITyTell CHIDKAET TsoKecTh TeueHnsT SARS-
CoV n MERS-CoV, 4T0 CBHUIETEIBECTBYET O BAXKHOCTH
TMPRSS2 B nponieccax nHounupoBaHus [62].

ITpornkHoBeHMe B KieTKy SARS-CoV-2 aktnBu-
PYIOT TaKXKe JIM30COMHBIe KatericuHbI [29]. B oTmmune
or TMPRSS2 karericuHbl CITOCOOCTBYIOT ITPOHMKHO-
BEHUIO KOPOHABUPYCOB B KJIIETKY Yepe3 SHIOLIMTO3 (JIM-
30COMHBIN TTyTh); TIPA 3TOM “BBIOOP” TIpoTeasbl ISt
MMPOHUKHOBEHUSI OMpeNeIsieTCs] CTPYKTYPHBIMU
ocobeHHOCTIMH S-0enka BupycoB [33]. IIporeasa
TMPRSS2 u 1130coMHBIE KaTeIICMHBI OKa3bIBAIOT
KyMYJISTUBHOE ¢ (DypMHOM BIIMSTHUE Ha aKTUBALIAIO
npoHnKHoBeHUS SARS-CoV-2 B Kj1eTK1 opraHn3Ma-
xo3siHa [29].

Nutepdepon-nHaynmpyemMbple  TpaHCMeMOpaH-
Hele 6enku (IFITM1, IFITM2, IFITM3) criocoOHBI
OrpaHMYMBATh PEIUIMKALIMIO KOPOHABUPYCOB, WX
IMPOHUKHOBEHME B KJIETKU U UTHAKTUBUPOBATh HOBHIE
KOPOHABUPYCHI IPU BBIXOIE M3 3apaKeHHBIX KJIETOK
(noka3zano mist SARS-CoV u npyrux BUpycoB, TaKUX
Kak BUpYycC rpuliia A, Bupyc JleHre 1 BUpyc 3amnamgHo-
ro Huna) [57—59, 63]. [Tockonbky 6enku IFITM uH-

KYYEP u np.

nmynoupyiotcs maHTepdeporamu turma I u I, canraror,
YTO OHM MMEIOT pellaolnee 3HadeHUe JISI IPOTUBO-
BUPYCHOTO JeiicTBust uHTepdepoHa [63]. B uccieno-
BaHuu Y. Zhang c coaBT. [12] ycTaHOBJIEHO, YTO
CTPYKTYpHBIE ocobeHHocT! TeHa [FITM3 acconnn-
poBaHHI ¢ TsKecThio TedeHuss COVID-19.

TaknM 06pa3omM, OOTBITMHCTBO M3 BKITFOUEHHBIX
B Ta6J1. 1 TeHOB OTHOCSTCSI K KATETOPUM C TOKA3aH-
HOM WU TOTEHIHMAIbHON 3HAYMMOCTBIO B OTHO-
IIEHUU Y4aCTHUs UX OEJIKOBHIX MPOIYKTOB B IIPO-
necce 3apaxeHns KiIeToKk SARS-CoV-2. ITa1e reHOB
(TMPRSS11D, ANPEP, DDXI1, IFITMI1, IFITM?2)
MOXHO paccMaTpuBaTh KaK BEepPOSITHO 3HAYMMBIE,
TaK KaK KOAWpYyeMble UMM HPOAYKTHI BOBJIEUEHBI B
MPOLECCH TIPOHUKHOBEHUSI IPYTUX KOPOHABUPYCOB
(SARS-CoV, HCoV-229E) u psina npyrux BUPyCcOB B
KJIeTKM opraHmsMa-xossiuHa [35, 52, 56—58] (cm.
Tab6a. 1). [lanee B craThe Bce 3TU TeHBI OyayT 0003HA-
YeHBl KaK TeHbI-KaHOWOAThl BOCHPUMMYMBOCTU K
SARS-CoV-2.

M3 yncia npuBieUYeHHBIX K PACCMOTPEHUIO TEHOB
TonbKo ACE2 nokanm3oBaH Ha X-XpOMOCOME, 4TO
MOXET BBICTYNATh B KAYECTBE BO3MOXKHOM IMTPUIMHBI
TeHIEPHBIX pa3IUIuii MoaBepKeHHOCTH K SARS-
CoV-2 [64—66], nopyrue reHbl JOKaJIM30BaHbI Ha
BOCHMU pa3HBIX XpoMocoMax (Tabiu. 1).

I'enbI-KaHIMOATEl BOCIIPUMMYMBOCT K SARS-
CoV-2 sKcrpeccupyloTcs BO MHOTMX OpraHax/TKaHsX,
B TOM YHCJI€ Y YYBCTBUTEJIBHBIX K TAHHOMY KOPOHABH-
pycy (ITo JaHHBIM KJIMHUYECKUX HaOmoaeHuit [7—9]).
OIHaKo OTMEYAIOTCSI Pa3InuMs 110 YPOBHIO MX DKC-
npeccuu B pa3HbIX opraHax (puc. 1). Ha ocHoBaHun
YPOBHS 3KCIIPECCUM T€HOB-KAHINAATOB BOCIIPUIM-
yuBocTU K SARS-CoV-2 TKaHU rpynnupyroTCcs B He-
CKOJIBKO KjacTepoB (puc. 1). B ogun xnactep o0b-
eIMHEHBI TKAaHU JIETKNX, aOpThl, KOPOHAPHOM apTe-
puM, IIUTOBUOHOM Xeje3bl, BUCIEpaJbHON U
TMTOAKOXKHOM >KMPOBOI TKaHE; BTOPO KJlacTep 00b-
eINHSIET TKaHW IPYTUX IIPUBJICUEHHBIX K CPAaBHEHUIO
OpraHoB, HaMWOOJbIINE OTIAMYUSA HAOIIOMAINUCH IIO
YPOBHIO 9KCIIPECCUM B KJIETKAaX KPOBU.

Pazmrauii mo ypoBHIO 3Kcripeccun reHoB ACE2,
TMPRSS2, CTSB n CTSL mexnmy My:KUMHAMU H
JKeHIIMHAaMU He BbigBieHo [67]. Koskcnpeccus 6e-
KOB SIBJISIETCS BaXKHBIM YCJIOBUEM IIPOHUKHOBEHUS B
KJIeTKM W PaclpoOCTpaHECHUsSI BUPYCOB B OpraHU3Me
yeJioBeKa [68], a opraHbl ¥ TKaHU, TJe SKCIIPECCUPY-
IOTCSI 3TU T€HbI, MOTYT OBITh MTOTEeHIIUATIBLHO BOCIIPH-
MMYMBBI K KOpPOHABUPYCHOM MHbeKIINM [69].

Ha vHavBumyanbHbIC pa3Tndus 10 BOCOPUMMYM--
BocTh K SARS-CoV-2 MOTyT OKa3bIBaTh BIUSTHUE Ba-
PUAHTHI B TeHaX-KaHIUIATaX, U3MEHSIIOLINE CTPYKTYPY
Oeka MM ero sKcrnpeccrio. Kpome Toro, skcrpeccust
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VYpoBeHb 3KcIpeccu (HOpMaJInu30BaHO)
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356 15 22 81 63  Cimsucrasi muieBoaa
250 0 69 32 90 | CKeJeTHBIE MBIIIIIBI
54 0 12 22 35 | Kopa rogoBHoOro mosra
102 0 0 1 4 Moszxedok
0 0 0 1 0 IMoas3nomrHast KMIIKa
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Puc. 1. TeruiokapTa, oTpaxarliasi ypoBeHb 9KCIIPECCUM TeHOB-KaHAUIATOB BOCHPUUMYNBOCTH K SARS-CoV-2 B pa3inyHbIX
OopraHax/TKaHSX JyeJoBeKa (ITOCTPOESHO 10 MEIMAHHBIM 3HAYEHUSIM YKclia TpaHCKpUTToB Ha MwiioH (TPM) o [45]). YposeHb
9KCITPECCUM HOPMAJIM30BaH IO TeHAaM, TJI€ HOJIb COOTBETCTBYET CPETHEMY YPOBHIO 9KCIIPECCUN TeHOB. 3HAYEHMS B sSTYEKax OT-
paxkaroT YUCIO0 cTaTUCTUYeCKH 3HaUUMMbIX €QTL, BIusIIOIIMX Ha YPOBEHb IKCIIPECCUU FT€HOB B COOTBETCTBYIOLIMX TKAHSIX.

T€HOB MOXET 3aBUCETb OT YPOBHA METUJIMPOBAHUA UX
IIPOMOTOPHBIX PETMOHOB.

Tenemuueckue sapuanmeot, eausouue
Ha cmpyKmypy 6eaKo6

HecnHOHMMUYHBIE 3aMEHBI PETUCTPUPYIOTCS BO
BCEX reHax-KaHIuIaTaxX BOCIPUUMYNBOCTA K SARS-
CoV-2, HO B OOJBIIMHCTBE CIIy4aeB OHU SIBISIOTCS
KpaiiHe peIKUMU, HU3KOITOJIUMOP(GHBIMU UJIN PETH-
CTPUPYIOTCS HE BO BCEX BTHO-TEPPUTOPUATLHBIX
rpynmnax (ta6ma. 1; [44]). DTo MOXeT OBITH CBSI3aHO C
(GYHKIMOHAILHO 3HAYMMOCTBIO KOAUPYEMbIX JTaH-
HBIMU TeHaMM 0eJTKOB M (PEpMEHTOB, a TaAKKe WX JIO-
Kam3alyeil B KIIeTKe: BCe pacCMaTpuBaeMble GEJIKH,
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3a uckimouyeHnuemM DDXI1, mokanusyloTcs B KJIeTOY-
Hoit MemOpane [14]. B To ke Bpems1 B reHe ACE2 3a-
pPETUCTPUPOBAHO OOJIBIIIOE YMCIIO PEOKUX BapHWaH-
TOB, KOTOpbIE BaXXHBI JJIsI TPOHUKHOBeHUsT SARS-
CoV-2 B KJIETKM OpraHM3Ma-xO3siMHa W pa3BUTUS
uHbekuuu, B ToM umcie: S19P, 121T/V, E23K,
A25T, K26R, T27A, E35D/K, E37K, Y50F, N51D/S,
M62V, N64K, K68E, F72V, E75G, M82I, T921, Q102P,
G220S H239Q, G326E, E329G, G352V, D355N,
H378R, Q388L, P389H, E467K, H505R, R514G/* n
Y515C; nnsg HEKOTOpPBIX M3 HUX (BBIACICHBI ITOJIY-
SKUPHBIM 1IPpUGTOM) PETMCTPUPOBAIMCH MEXpaco-
Bbl€ pa3jiduusl MO YaCTOTE€ BCTPEYaeMOCTU BapuaH-
ToB [67]. Tak kak reH ACE2 nokanu3oBaH Ha X-Xpo-
MOCoOMe, HaJudMe TaKWX BapMaHTOB y MYXYWH B
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FeMU3UTOTHOM COCTOSTHUM MOXET BBICTYIIATh B Kaue-
CTBe HeOaronpusITHOro axkropa MHPUIIMPOBAHUS
SARS-CoV-2. B renax-kanammaTax BOCIIPUMIMUNBO-
¢t K SARS-CoV-2 ycTaHOBIIEHO OOIBIITOE YHUCIIO Ba-
PHMAHTOB, TIPUBOIIIINX K aMUHOKUCIOTHBIM 3aMe-
HaM WU K TToTepe GYHKINK 6eIKOB, C YaCTOTOM pe-
ructpauu MmeHee 1% (cMm. ta6:a. 1). He mckmoueHo,
YTO MMEHHO TaKue pedKHhe BapMaHThl KaK B TeHE
ACE2 |67], Tak 1 B IpYIMX paccMaTpUBaeEMbIX T'eHax
MOTYT BBICTYIIaTh B KaueCTBe I'eHETUUYECKUX (PaKTO-
POB, ONpPENesIONINX UHINBUAYAIbHYI BOCIIPUNM-
qyuBOCTh K SARS-CoV-2.

K 4uciy BhICOKONOIMMOPGHBIX MUCCEHC-BapU-
aHTOB B TeHax-KaHIMAaTaX BOCIPUMMUYMBOCTU K
SARS-CoV-2 Bo Bcex TeppUTOpUANIbHBIX TpyMIiax,
oxapakTepM30BaHHBIX B paMKax IpoekTta 1000 reHo-
MoB (1000 Genomes Project, Phase 3), oTHocsiTCS:
rs12329760 (p.Vall60Met) rena TMPRSS2; rs25653
(p.Arg86GlIn), rs8192297 (p.lle603Met) u rs25651
(p.Ser752Asn) rena ANPEP; rs12338 (p.Leu26Met,
p.Leu26Val) rena CTSB u rs1059091 (p.lle121Leu)
reHa [FITM?2 (ta6n. 1). Ipuuem rs12329760 rena
TMPRSS2, 1512338 rena CTSB u rs1059091 rena
IFITM?2 oTHeceHbI K KaTeropuu “noTeHLMaTbHO Ma-
TOTeHHBbIX”, cornacHo nporpammam SIFT, PolyPhen,
Mutation Assessor u MetaLR, BctpoeHHbIM B Ensem-
ble [44].

g GONBITMHCTBA MMCCEHC-BapMAHTOB 4acToTa
perucTpanuy ajiesieil pa3imdaetcs B 2 1 Goyiee pasa
MEXIy M3y4YeHHBIMI 3THO-TEPPUTOPUATLHBIMU TPYII-
namu (Tab6in. 1). MHTepec mist paccMOTpeHUS IIpeACcTaB-
Js1r0T Takke SN P, KoTophie CyIeCTBeHHO pa3inIaroTcst
10 YPOBHIO NoJIMMOpdhr3Ma MeX Ty peruoHaMuy Mupa (B
HEKOTOPBIX CIIyJasiX YacTOTa PeIKUX ajlIelieil Bapbi-
pyeT 0 mo 42%). Tak, mo naHHBIM mpoekTa “1000 I'e-
HOMOB” [44] amnmens A no rs75603675 (p.Gly8Asp)
reHa TMPRSS2 peructpupyetrcs ¢ 4dactoToir 2% B
ronystiustx BoctouHoit Asum, 22% B TIOIYJISIIIUSIX
IOxwHo1 A3snm, 0% B Adpuke, 27% B AMepuke u 40%
B €BPOITEMCKNX TTOMYJISIIUSIX; YacToTa ajuiesiss 7' mo
rs1058900 (p.Val33Ala) rena IFITM2 cocrasiser 0,
7, 4,201 42% coOTBETCTBEHHO, YacToTa ajuiens 71 mo
rs14408 (p.MetdlArg) rena IFITM2 — 4, 27,24, 33 u
60% cOOTBETCTBEHHO.

Baxxmy1o poib ¢ Toukn 3peHusT (popMUPOBaHMS BOC-
MMPUUMYNBOCTU K KOPOHABUPYCAM MOTYT MTPaTh MUC-
CeHC-3aMeHbI B (DyHKLIMOHAJIbHO-3HAYMMOM Y4acT-
Ke OeJKOBOI MOJIEKYNBI (KakK, HalpuMep, B cliydae
rs12329760 rena TMPRSS2 3ameHa p.Vall60Met mipo-
ncxonuT B pyakonoHanbHoM SRCR momene 6enka
(omocpenyeT MeXX0eJIKOBbIE B3aUMOIECTBHUS U CBSI-
3piBaHUe TUraHaoB) [14]). B rene ANPEP B peruone,
KpuTHuHOM 151 cBsi3biBaHUsl ¢ HCoV-229E (amuHo-
KucyoTbl 260—353), BBIIBAEHBI BapUaHTBI, B TOM
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Yycie TMPUBOASIINE K HECHHOHUMUYHBIM 3aMeHaM
[14, 50]. Takue 3aMeHBI MOTYT CKa3aThCsI Ha CBOIi-
CTBax 0EJIKOB U COOTBETCTBEHHO Ha Pa3INUYMsIX B CTe-
MEHN TTOABEPXKEHHOCTU KOPOHABUPYCHON WH(pEK-
LK o6agaTeseil pa3HbIX TeHOTUIIOB IO JAHHBIM Ba-
pUaHTaM.

Cpenn momuMop@HBIX BApMaHTOB, JIOKAJTU30BaH-
HBIX B 9K30HaX NPUBJICYSHHBIX K PACCMOTPEHHUIO Te-
HOB-KaHIMAaToB BocnipnMunBOCTH K SARS-CoV-2,
TonbKo st omHoro SNP paHee Oblsta ycTaHOBJIEHA
MmaToreHeTU4YecKast 3HaUYMMOCTh B OTHOILLIEHUU PUCKA
pa3BUTHUS WHQPEKIIMOHHBIX 3a00JIeBAaHUM — OIS
rs12252 rena IFITM3 (OMIM: 605579, npeapactio-
JIOXXEHHOCTb K TsIKeJIoMy TedeHMIo rpumnia) [70, 71].
Acconmanusi ¢ 00jJee BBICOKMM PUCKOM TSDKEIOrO
teyeHus rpunna HIN1/09 6b1a 3apeructpupoBaHa
it nHanBUIOB ¢ amrenaeM C rsl2252 [71]. ABTOpHI
MPOLMTUPOBAHHOTO UCCJICAOBAHUS B YCIIOBUSIX in Vi-
fro TIOKa3aJIv, YTO KJIETOYHBIE JIMHUM C T€HOTUIIOM
CC xapakTepu3OBaIMCh 0oJiee HU3KUM YPOBHEM
skcripeccun [FITM3 n 6ojiee BLICOKOI BOCITIPUHUM-
YMBOCTBIO K MH(EKIINN, YeM JIMHUM C TeHoTuIoM 17
no nanHomy SNP. HecMmoTps Ha To 4TO mmommmopd-
HBIII BapyaHT 1512252 1IpUBOOUT K CHHOHUMWYIHOMN
3ameHe (p.Serl4Ser), o151 HEKOTOPBIX TPAHCKPUIITOB
5Ta 3aMeHa JIOKalIM30BaHa B pEeTrMOHEe CIUIAiCUHTa
nan 5'UTR [44]. KieTkr, sKcpecCcupyiommne yKo-
POYEHHBIN Ha 22 aMUHOKHUCIIOTHI O€JI0K, HE CITOCO0-
HbI OTPAHWYMBATh PEIUIMKALIMIO BUpYyCa 0 CpaBHE-
auto ¢ 6eakoM IFITM3 mukoro tuma [71]. YacToTta
“HeonaronpusitHoro” ayuiens C Bapbupyet oT 4% B
eBPOITeHICKUX TOMyIIIUIX A0 53% B MOMyISLIMSIX
IOxno0it A3un [44].

ITokazano, yro Hocutenu reHoturra CC rs12252
reHa IFITM3 takke UMEIOT pUCK O0JIee TSIKEIOro Te-
yenuss COVID-19 (mons HocuTeneil Takoro reHOTH -
ra cpenu MalreHTOB CO CPEeIHEH CTEIIEHBIO TSIKECTU
3a60seBaHus cocTaBiseT 28.57%, ¢ TSIKENbIM Teue-
HueM — 50% u cpenmn ymepmux — 66.7%) [12]. He-
CMOTPSI Ha TO YTO 3TO MCCIEAOBAaHUE BHIIIOJIHEHO HA
HEeOOIBIION BEIOOPKE, C YISTOM paHee ITOJTyYeHHBIX
JIAaHHBIX 00 accolranmnu 1rs12252 ¢ TSKeabIM TeYSHM -
em rpumia HIN1/09 [70, 71], o MOITHMEHOCHOM pa3-
BUTUM BUPYCHOM MHEBMOHUU C TSKEJOM KJIMHUYE-
CKOIf KapTMHOM y MBIlIell ¢ HOKayToM TeHa [fitm3
MpHY 3apakeHUY BUPYCOM I'PUIIIA C HU3KOM MaTOTeH-
HOCTBIO [71], 0 HecmocooHoCcTH ToMO3UToT CC B CITy-
yae cuHTe3a yKopodeHHoro oenka IFITM3 orpanu-
4MBaTh peruinkanuio Bupyca rpunna HIN1/09 [71] u
0 KpuTnueckoii poiau 21 N-KoHIIeBOT aMITHOKHCIIO-
ol IFITM3 (xak u C-KoHIIeBOIi TpaHCMeMOpaHHOI
obJyractu Oenka) 1T IPOTUBOBUPYCHOM aKTUBHOCTH
B OTHOIIEHWM BHUpYyCa BE3UKYJSIPHOTO CTOMAaTHUTA
in vitro [72], MOXHO IPEIITONOXUTD, YTO JaHHBIN Ba-
puaHT 00JIagaeT BEICOKOM IIPOTrHOCTNYECKOI 3HAUM -
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TEHETUYECKWHN KOHTPOJIb MHO®UIIMPOBAHUSA YEJIOBEKA

MOCTBIO B OTHOIIEHUM OLIEHKU pPUCKA Pa3BUTUS
COVID-19 u mrs onpeneneHUsT XapakTepa TeUeHUs
nHpekunn, BeizBaHHO SARS-CoV-19.

Tenemuueckue 6apuaHmbl
C pecyasimopHbIM NOMEHUUANOM

B renax-kanomoaTax BOCIIpUMMYINBOCTH K SARS-
CoV-2 perucrpupyiorcsd MHoroumciaecHHsie SNP, B
TOM 4YHCJIE U BapMaHTHI, KOTOPble MOTYT OKa3aTh
BIIMSTHUE Ha YPOBEHb 3KCIIPECCUM TeHOB. M3BeCTHEI
eQTL s reHOB-KaHIMIATOB BOCIIPUMMYUBOCTU K
KOPOHABUPYCHOM MHGMEKIINU, YUCIIO U CIIEKTP KOTO-
PBIX Pa3IMYHBI IJIsI PA3HBIX OPraHOB U TKaHEi (CM.
Tabm. 1, puc. 1; cm. Takke [45]). Harmpumep, o cpaBHe-
HUIO C IPYTMMM TeHOTUTIAMU B JIETKUX G0JIee BEICOKUIA
yYpOBeHb 3KcIpeccnyt TeHa 7MPRSS2 xapakrepeH IS
obsanareseit renoruna A4 mo rs35074065, reHoTuna
TT o rs34783969, renorumna AA 1o rs463727 u t.o. Y
WHINBUIOB C TeHOTUIIOM AA 110 151622599 GoJtee BbI-
COKM1 YpOBeHb 3KcIripeccnn reHa CT.SB Habmonaics
B TKaHSX JIETKUX, KJIEeTKaX KPOBU, MOMXKETYIOIHOMI
Xeje3e, 00JIbIIe0epOBOI apTeprum, HO 0ojiee HU3-
KWii — B CJIM3UCTOI 00O0JIOUKE MUIIEBOAA U IIUTO-
BUITHOM XeJie3bl [45].

K xateropnm eQTL mist rena TMPRSS2 oTHOCST-
csa1s2070788 m rs383510, nng GGu TT TeHOTUTIOB KO-
TOPBIX COOTBETCTBEHHO XapaKTepeH 0oJiee BHICOKMIA
YPOBEHBb BKCIIPECCUU JAHHOTO T'eHa (B TOM YMCie U B
TKaHU JIETKKX) [45]. DTH Xe TeHOTUIIBI aCCOLMMPOBAHBI
C BOCIIPUMMYMBOCTEIO K Bupycy rpurma A (H7N9) u ¢
puckoMm Tspkenoro TedeHus rpunma A (HIN1) [73].
Mexny TeppUTOpHAIbHBIMU TPYIIIIAMU HacCeJIeHUS
PETUCTPUPYIOTCI pa3andus II0 JacToTe “Hebiaro-
MPUSTHBIX” ajielieii I COOTBETCTBEHHO T'€HOTHUIIOB
psama eQTL [44]. Hanpumep, “HeOnarompusITHBIN”
amenb G o rs2070788 rera TMPRSS2 BcTpedaicst ¢
yacToToli 27% B appuUKaHCKUX TTOMYJIILUsIX, 36% B
BOCTOYHO-a3MaTCKUX U Oojiee 46% B eBpoIleiicKuX,
IOXKHO-a3UAaTCKUX ¥ aMEPUKAHCKUX TTOITYISIIIUSIX.

WNurepecro, uro ren TMPRSS2 nokann3oBaH B
HeTIocpeaCTBEHHOM 0m3ocTu ¢ reHamMu MX1u MX2,
KOTOpBIC KOIUPYIOT IBe WHTEep(PEPOH-UHIYLHPYES-
Mble AUHAMUH-TTIOH00HBIe ['Tda3el. MX1 obnagaer
MMPOTUBOBUPYCHOI aKTUBHOCTHIO B OTHOLLIEHUH IV~
pokoro criektpa PHK-BupycoB 1 Hekotopbsix JIHK -Bu-
pycoB; 111 MX2 xapakTepeH CUIBHBINA ITPOTUBOBUPYC-
HBIN 3PEOEKT B OTHOIIIECHUM BUpPyCca MMMYyHOOShUIINTA
yestoBeka TrIia 1. Mapkepsbl 1s2070788 1 rs383510 aBis-
forcs Takke eQTL nnsg rena MX1 [14, 45, 74].

AccolmMMpoBaHHBIN C 3a001eBAHUSIMH CEPIACTHO-
COCYIMCTOI CUCTEMBI (TUIEePTOHUEH, NIIIEMUYECKOM
00JIE3HBIO CepIlia, AaTEPOCKIIEPO30M KOPOHAPHBIX apTe-
puii) ajelb A rs17514846, pacoioXXeHHOTO B UHTPOHE
reda FURIN [75—77], mpuBoouT K 00Jiee BLICOKOI, YeM
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aJIbTepHATUBHBIIA aJUIe)Tb, TPAHCKPUITLIMOHHOM aKTUB-
HOCTH JAHHOTO TeHa B SHAOTEIUATbHBIX KJIETKAX CO-
cynos [45, 78]. DTu maHHBIE XOPOIIIO COIIACYIOTCS C
KJIMHUYECKUMU HaOMIOASHUSIMUA, COIJIACHO KOTO-
PBIM OOJTBIIIAST TOABEP>KEHHOCTD 3apaxkeHno SARS-
CoV-2 u 6oitee Tsexenoe teueHne COVID-19 na6mona-
IOTC Y JIML ¢ 3a00JIeBAaHUSIMU CEPACUYHO-COCYIUCTOM
cucteMsbl [79]. YacTora perucrpanm “HeOIaromnpusIT-
Horo” ajutest A rs17514846 BapeupyeT ot 16% B 1101y -
Jsaumsax BocrouHoit Asun go 88% B adpuKaHCKUX
MOMYJISIHUSIX; B €BPOIEACKUX MOMYJISIUIX 3TOT all-
JIEJIb BCTpeYaeTcs ¢ yacToToit 46% [44].

BnusHue Ha ypoBeHb 3Kcnpeccuu reHa CTSL
OKa3bIBaIOT TeHOTUITBI MO 153118869 u rs2378757 [45,
80]. dnst mepBoro ykazaHHoro eQTL 3aBucuMocTh
YPOBHSI 3KCIPECCUU OT T€HOTUIIOB pasinyajach B
opraHax,/TkaHsix (6oJiee BRICOKHI ypOBEHb SKCITPECCUN
CTSL peructpupoBaiics y Hocuteseit ajtesist C — B KO-
Ke, 00bIIeOepIIOBOM HEPBE U O0OOJOUYHOM KUIIIKE, Y
oOsamaTesnieit roMo3uroTHbix reHOTUuIoB AA u CC — B
MMOAKOXXHOM XXUPOBOI TKaHU 1 00JIbIIIEOEePLIOBOI ap-
TepuH, y HOCUTEJIe reTepo3UroTHOTO TeHOTHUIIa — B
kpoBH). N. Mbewe-Campbell ¢ coant. [80] moka3a-
Ho, uto reHotun CC rs3118869, koToprlil pacioso-
>KeH B IipoMoTope reHa CTSL, accolMmMpoBaH ¢ apTepu-
aJIbHOM TuriepTeH3ueii. He CKII04eHO, YTO NMaleHThI
C apTepualibHOM runepreH3ueil u reHoturiom CC
rs3118869 rena CTSL 6oiee momBepxkeHbl K SARS-
CoV-2 1 mopaxXeHu1o TeX OPTaHOB, I1I€ HOCUTEJIHCTBO
reHoturna CC npuBOIMUT K 00Jiee BHICOKOMY YPOBHIO
aKcnpeccuu naHHoro reHa. s rs2378757 B 11 opra-
HaX/TKaHsX (B TOM YKCJIe B JIETKUX, A0pTe, TTOIKOXK-
HOM XWPOBOI TKaHM) YpPOBEHb IKCIPECCUM TreHa
CTSL cHuxancs B 3aBUCUMOCTHM OT YMCJIa ajiielieii A:
AA> AC> CC.

CnennpuIHOCTh BKCIPECCUOHHEIX IIpoduiei
FeHOB-KaHAMWJIATOB BOCIIpUMMYUBOCTU K SARS-
CoV-2 (B TOM 4ucie 1 BCIESACTBUE TEHETUYECKUX OCO-
OeHHOCTEel MHAMBUIOB) MOXET ONPEAeITh MEXKIIOMY-
JISIIMOHHEIE pa3muust B pacaopoctpaneHu COVID-19.
B yacTtHOCTH, C 0COOEHHOCTSIMY YPOBHSI 9KCIIPECCUU
reHa FURIN (ogHOTro 13 KIIOYEBEIX TEHOB, IIPOMAYKT
KOTOpPOTO Yy4YyacTBYET B Ipollecce MPOHUKHOBEHUS
KOpPOHaBMpyca B KJIETKY OpraHu3Ma-xo3siiHa) HeKO-
TOpbI€ UCCIIeA0BaTENM CBSI3bIBAIOT pa3Hble KIMHUYE-
ckue cueHapuu TedeHuss COVID-19 B pernonax Mu-
pa (BuactHoctH, B Kutae u B Utanun) [81]. st reHa
FURIN wn3BectHo okono 300 eQTL (tabn. 1), HO ux
yucio (puc. 1) 1 CrieKTp OTIMYaOTCs B pa3HbIX Opra-
Hax 1 TKaHsX [45].

IIpuBeneHHBIC TIPUMEPHI (PYHKIIMOHAJIBHO-3Ha-
YUMBIX IMTOJIMMOP(MHBIX BAPUAHTOB HE OTPAXKalOT BCe-
ro ux pazHoob6pasus. A. Paniri ¢ coaBr. [82], ncrmois-
3y in silico aHann3 peacKa3zaHust QYHKIIMOHAJILHOMN
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3HAYMMOCTH BapuabeirbHOCTH TeHa TMPRSS2, BbI-
saBi 21 SNPs, kotopele BIUSIOT Ha QYHKIIAIO T
CTPYKTYpPY KOAUPYEMOTo UM Gejika — Ha (POJIIUHT,
MOCTTPAHCISILIMOHHYI0 MOAU(MUKAIINIO, CTUIACUHT,
a TakKKe Ha peryasaTopHbIi nmoreHaa MukpoPHK.
B yactHocTH, 1$12329760 nameHsieT ¢popMy Oelika Ta-
KM o0Opa3oM, 9To de novo popmupyercsa “KapmaH”
oenka; rs875393 cozmaeT HOBBIM HOHOPHBIN CaWT,
CaiThl B calijieHcepax U pa3pyllaeT TpU caiiTa B DH-
xaHcepHoM MoTuBe. Psim SNP (rs12627374, 15456142,
rs462574, rs456298) npuBOIAT K pa3pylIeHUIO/co30a-
HUIO CAITOB CBSI3LIBAHMSI, OCIAOICHUIO WIN YCUIICHUIO
addexroB pazmmaHbix MUKpOPHK (hsa-miR-548c-3p,
hsa-miR-127-3p, hsa-miR1324, hsa-miR-5089, hsa-
miR-204-5p, hsa-miR-211-5p, hsa-miR-4685-3p, hsa-
miR-4716-5p). Bce 31 cTpyKTypHO-(QYHKIIMOHATEHBIE
ocobeHHocT TeHa TMPRSS2, Kak M Opyrmx T€HOB-
KaHIUIAToB BocpuMUINBOCTH K SARS-CoV-2, moryT
JIeXaTh B OCHOBE MHAVBUIYATbHBIX Pa3INIUil B TTOM -
BEPXXKEHHOCTU JAaHHOMY MH(MEKLIMOHHOMY 3a00JIeBa-
HUIO U OTIPENENISATh XapaKTep ero TeUeHUs.

Daxmopul, erusiouie Ha IKCNPECCUI) 2eHO8-
Kandudamoe eocnpuumuusocmu k SARS-CoV-2

Kinunnyeckue HaOMIOAeHUS I10Ka3bIBAlOT, 4YTO
HaJW4YMe TTaTOJIOTUYEeCKUX COCTOSTHUM (3a00J1eBaHUiA
CEPAEYHO-COCYIUCTOM CUCTEMBI, MOYEK, SHIOKPUH-
HbIe HApYIIEHUS) 1 TTOXWION BO3PaCT BEICTYITIAIOT B
KadecTBe (DAKTOPOB PMCKa Pa3BUTHS, a TAKXKE TKe-
noro teueHust COVID-19 [8, 64, 83, 84]. [1pu Heko-
TOPBIX 3a00JI€BAHUSX 1 C YBEJIMUYEHEM BO3pacTa MO-
YT PErUCTPUPOBATHCS M3MEHEHUS B YPOBHE 3KC-
Mpeccuy TeHOB-KAHAMIATOB BOCIPUUMYUBOCTA K
SARS-CoV-2, B ToM 4CiIe ¥ BCISACTBUE SITUTECHETH -
YyeCKUX Moau(MUKaLIA.

C BO3pacTOM YBEJIMYUBACTCSI DKCIIPECCHUST TEHOB
ACE2n TMPRSS2 B cyCTeHTaKyJISIpHBIX (BCITOMOTa-
TEJBHBIX) KJIeTKaxX OOOHSATEIbHOIO AIUTeNMs (IoKa-
3aHO Ha MOJEJIbHBIX 00beKTax) [85]. ¥V mioneit ctap-
IIIETO BO3pacTa PErUCTPUPYIOTCS 60Jiee BHICOKHME aK-
tuBHOCTL DPP4 [86] m ypoBeHb CTSB (ypoBeHb
CTSL He MeHsUICA) B pa3IUYHBIX TKAHSIX U OpraHax
[87]. DT HAOMIONEHUS MOTYT OOBSICHITEL 00JIee BBI-
cokyro noasepxkeHHocTs COVID-19 nui moxmuioro
Bo3pacrta [88].

I1pu MHOTMX 3a007€BaHUSIX PETUCTPUPYETCST M3-
MEHEHME YPOBHS DSKCIPECCUU T€HOB-KAHIMIATOB
pocripuuManBOCTH K SARS-CoV-2. V¥V manumueHTOB C
MAUOIATUYECKON IUJIATAllMOHHOM KapauoMUOoIIaTUei
M UIIEMUYECKON KapIWOMMOIIaTUE yBEIUUNBAETCS
akcripeccust reHa ACE2 B MHMoOKapae XKeEJIyIOuKOB
[66]. ITpu 3TOM TOKa3aH OoJjiee BHICOKMII PUCK pa3-
Butust COVID-19 u ociioxXHeHUIT CO CTOPOHBI Cep-
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JIEUHO-COCYINUCTOMN CUCTEMBI Y JIULI, CTPaJalolInX 3a-
OoJIeBaHUSIMU JAaHHOM cucTteMHI [83, 84, 88].

CrnenyeT OTMETUTh, UYTO YPOBEHb IKCIIPECCUU
ACE2 B cockobax aMUTEIUAJIbHBIX KJIETOK HOca U
OpPOHXOB Y NAalIMEHTOB C OPOHXMAILHOI aCTMOI1 U pe-
CIIMPATOPHBIMU aJIJIEPTUSIMU OBbUT CHUZKEH 1 TToKa3aJl
00paTHO-TIPOIIOPLIMOHAILHYIO 3aBUCUMOCTDb OT TSI-
JKECTU KJIMHUYecKoi KapTuHbl (akcripeccust ACE2
ObLJTa caMoOif HU3KOM y MTallM€HTOB C BHICOKUM YPOB-
HEM aJUIepruYecKoit cCeHCUOMIU3auu U C ajlIepru-
YeCcKOlf acTMOi1), HO HeaToITMyecKasl acTMa He ObLiia
CBsI3aHa C MOHWXXEHHOM 3KcHpeccueil JaHHOro reHa
[89]. ABTOpBI OTMEUAIOT, YTO 3TU JAHHBIE MOTYT O0b-
SICHUTh TaKoe HEOXMIAaHHOE KJIMHWYECKOoe HabJIto-
neHue, Kak 6onee msarkoe teueHue COVID-19 y na-
IIMEHTOB C PECIIMPATOPHOMN ajieprueii, 1 B TO XKe
BpeMsI TToa4YepKUBaIoT, 4To akcrpeccust ACE2 — aTo
ONVH 13 (PaKTOPOB, KOTOPHI MOXKET BJIMSITh HAa OTBET
JaHHBIX JulI Ha wuHpunuposaHue SARS-CoV-2.
JeicTBUTEIbHO, B OpOHXaX IMPU aJlJIepTUYeCcKOM acT-
Me HaOJTIoaau yBeJIMdyeHUue aKcrpeccuu reHoB DPP4
u ANPEP [90], 4To Tak:Ke MOXKET BIAUSITH HA BOCIIPH-
nMuuBOCTh K SARS-CoV-2. Kpome TOro, B JIETKUX
PETUCTPUPYETCST IKCIIPECCUS BCEX MPUBJICYESHHBIX K
pPacCcMOTPEHUIO TeHOB-KaHAMAATOB BOCITPUMMYMNBO-
¢t K SARS-CoV-2, u 1j11 MHOTUX T€HOB YCTaHOBJIE-
Hbl eQTL, Bustonue Ha ypoBeHb 3KCIIPECCUU B JIET-
kuXx (puc. 1). Bo3MoXHO, UMEHHO C TeHETUYECKUMU
OCOOEHHOCTSIMU TEPPUTOPUATIBHBIX TPYIIT Hacese-
HUS CBsI3aHA MMPOTUBOPEYMBOCTh PE3YJIHTATOB B OT-
HOIIIEHUU BJIMSIHUSI aCTMbl HA PUCK Pa3BUTHUS U Xa-
paktep tedyeHust COVID-19. Tak, Z. Zhu c coaBr.
[91] oTMeyaloT, 4TO B3pOCJIIbIE C ACTMOM UMEIOT DoJiee
BBICOKMI puck Tsikesjoro COVID-19, mpuyeM noBbI-
IIEHHBIN pUCK HaOJI00aCs UMEHHO Cpeay TalueH-
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TOB ¢ “HeaJJIepruueckoit” acTMOIi.

[MoBeIIeHNE YpOBHS 3Kcnpeccuu reHa DPP4 3a-
PETUCTPUPOBAHO B aJbBEOJISIPHOM SIMUTEINN U allb-
BEOJISIPHBIX Makpodarax y MalMeHTOB C XpOHUYe-
CKOI 0OCTpYKTUBHOI 601e3HbI0 JIeTKux (XOBJI), ¢
MYKOBUCIMI030M [92], Mpy MHCYJIMHOPE3IUCTEHTHO-
cTH (MMOKa3aHO Ha MOJIEJIbHBIX )KUBOTHBIX U B KYJIbTY-
pe k1eTok) [93] u B ycioBusix runokcuu [47]. [ToBbi-
IIEHHBIN ypoBeHb Oenka DPP4 paccmarpuBaeTrcs B
KauyecTBe MpeIuKTOpa BOSHUKHOBEHUSI MeTaboIuye-
cKoro cuHapoMa [86]. ¥V nuil ¢ caxapHBIM IMabeTOM
tuna 2 (CJ12) 1o cpaBHEHUIO CO 30O0POBBIMU MHIN-
BUJAaMU B MjasMe Habomanu 6ojee BLICOKUN ypo-
BeHb M aKTUBHOCTh DPP4; moBhIIIEHHEIN YpOBEHb
JIaHHOTO OeJjiKa (HO He aKTUBHOCTb) PETMCTPUPOBATI-
csl Takxke y mauueHToB ¢ C/I2 1 oxkupeHreM no cpaB-
HeHwmio ¢ CJI2 6e3 oxupenus [94].

Momudunupyiomme 3GGeKTel Ha PETryasiInio
paboThl TeHOB-KAHIMAATOB BOCIIPUUMYUBOCTU K

TEHETUKA TtoM 57 Ne 6 2021



TEHETUYECKWHN KOHTPOJIb MHO®UIIMPOBAHUSA YEJIOBEKA

SARS-CoV-2 1 cuHTEe3 KOogupyeMBbIX UMM OCIIKOB
MOXET OKa3bIBaTh IPHEM JIeKapCTBEHHbBIX Mperapa-
ToB. Tak, ypoBeHBb 3KcTipeccuu reHa TMPRSS11D B
omonTaTax jJerkux nmanueHToB ¢ XOBJI 3aBucen ot
preMa JeKapCTBeHHBIX NpenapatoB ((haIyTUKa30Ha
U caJIbMeTepoJia — KOMOWHALIVST MHTAJISIIIMOHHBIX CTe-
pounIoB U 0GeTa-arOHWCTOB UIMTEJIBHOTO IEUCTBUS)
[95]. Mexny nanmeHTaM# ¢ BOCHAIMTEIbHBIMU 3200-
JIEBAHUSIMU KUIIIEYHUKA W 3T0POBBIMU WHINBUIAMU
HE BBISIBJICHO Pa3IW4YMii IO YPOBHIO 3KCITPECCUU Te-
HOB ACE2 n TMPRSS2 B NOAB3OOLIHON KUILIKE U
TOJICTOI KMILIKE, HO MeOUKAMEHTO3Has Teparus y
MaeHTOB (B YaCTHOCTU, IMpHUEM OJIOKATOPOB (pak-
TOpa HEKpOo3a OIyXOoJieil) TIPUBOINIA K CHUKEHUIO
ypoBHs akcnipeccun ACE2 [96].

YpoBeHb 3KCIIpeccuM TeHOB-KaHAWIATOB BOC-
nmpunuMInBOCTH K SARS-CoV-2 moxeT Monuduiim-
pOBaTbCSl HAIMYKUEM B OpPTaHU3ME NPYTMX BUPYCOB,
MprUYeM HaIlpaBJIeHHOCTb W3MEHEHUSI 3KCIIPECCUU
3aBUCUT OT MH(MEKIIMOHHOro areHTa. Heckonbko He-
OXMIaHHBIM SIBJISIETCS TO, UTO HEKOTOphIe BUPYCHI (B
YacTHOCTU, BUpYC nTtruubero rpurima H5N1) yBenmum-
BaloT 3Kkcnpeccuto reHoB IFITM I, IFITM2 v IFITM3
[97], obmamaromiux NPOTUBOBUPYCHBIM 3ddheKTOM
[57—59, 63]. B T0 ke BpeMs BUPYCHI NAIMIJIOMBI Y€e-
JIOBeKa BbICOKOTO oHKoreHHoro pucka (hrHPV) no-
JIaBISIOT 3KcIpeccuto reHa [FITM1 B KkepaTUHOLIM-
Tax yxe uepe3 48 4 mociyie uHbuIMpoBaHus [98].
Bo3MoxxHO, M3MEHEHUE YPOBHSI BKCHpPECCUU IpU
BO3JIEIAICTBMM BUPYCOB 3aBUCUT HE TOJIBKO OT MH(EK-
IIMOHHOTO areHTa, HO M OT JUTUTEIbHOCTU UH(MEKII-
OHHOTIO IIpoliecca, a Takke OT T€HETUYECKUX OCO-
OeHHOCTEN opraHu3Ma 1 ero (pyHKIIMOHAJIbLHOTO CO-
CTOSIHUSI HA MOMEHT UHDUIITUPOBAHMUSI.

B kauectBe MoaubuLMpyOMUX (GYHKIMOHUPO-
BaHUE TEHOB-KaHIMAATOB BOCHPUUMMYUBOCTU K
SARS-CoV-2 MOryT BBICTYIIaTh U JIpPYyrUe 3K30TeH-
Hble (haKTOphl. B jierkux y KypuablIUKOB BbISIBJIEHO
noBkwIlIeHne sKkcrpeccun reHoB ACE2 u FURIN, Ho
Ha ypoBeHb 3KcIpeccuu reHa TMRPSS2 KypeHue
BJIUSIHUS He oka3zbiBasio [99]. KypeHue accouuupo-
BaHO C yBeJIM4eHUEM aKcripeccun reHa ACE2 B Xu-
poBoit Tkanm [100]. Hekoropwle ucciemoBaTean
MpeanojaralpT, YTO XUPOoBasi TKaHb Y UHIAUBUIOB C
OXUPEHUEM MOXET BbICTYIIaTh B KAUeCTBE UCTOYHM -
Ka 11 60Jiee IUPOKOTO pacipoOCTpaHEHUsI BUPYCOB,
MOBBIIIIEHHOTO MX BbIIEJeHUSI, UMMYHHOU aKTHBa-
LU 1 aMITIHPUKALIMYA IUTOKUHOB [64].

B psge paboTr mokazaHoO BIMSTHME KypeHUS Ha
YPOBEHb METUJIMPOBaHUs caiita ¢g23161492, pacrio-
JIoXeHHOro B 1-m uHTpoHe reHa ANPEP (xypeHue
cHMxKaeT ypoBeHb MetunupoBaHus JJHK) B neiiko-
nutax kposu [101—104]. U3meHeHe YPOBHSI METH -
ypoBanus gaHHoro CpG-caiita ckasbpIiBaeTcsd Ha
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skcripeccun reHa ANPEP B tkanu jerkoro [105].
HHuTtepecHo, uto m1s ¢g23161492 ycraHOBIICHO IIECTh
reHeTUUEeCKUX BapuaHTOB (rs28565347, rs12442778,
rs12440213, rs8030857, rs8031576 u rs748508), koTo-
pble MOTYT BJUSITh Ha MaTTepH METUIMPOBAHUS
CpG-caiitoB (mQTLs) B neiikouutax kposu [106].
VYposenb MeTwimpoBaHus apyroro ¢g05312779, no-
kaym3oBaHHoro B 3'UTR rena ANPEP, ctaTuctuye-
CKM 3HAYMMO acCOLIMMPOBaH ¢ PYHKIIMEN JIETKUX, B
JacTHOCTH yBesqmueHne MetmmpoBanus JJHK opu10
CBSI3aHO CO CHIDKeHHMEeM WHIekca TuddHO y meBy-
meK-1moapocTKoB [107]. DTu maHHBIE COTIACYIOTCS C
KJIMHUYECKUMU HaOMIOAEHUSIMUA, COTJIACHO KOTO-
DPBIM KYPWJIBIIUKY UMEIOT 60Jiee BBICOKUIA PUCK pa3-
BuTUst cuMntToMoB COVID-19 nipu uHbULIMpOBaHUYN
SARS-CoV-2 [100]. OnHako OlLleHKH! BIUSTHUS Kype-
Hus1 Ha puck pa3putusi COVID-19 HeoqHO3HAYHBI
(cM., HatipuMep, [65]), 4To elle pa3 IMOTYEPKUBAET
CJIOKHOCTb PETYJISILIUM OTBETa OpraHuM3Ma-Xo3siMHa
Ha nHumpoBanue SARS-CoV-2.

B kauecTtBe (hakTOpa, MOAYJIUPYIOIIETO OTBET Ha
uHpupoBanue SARS-CoV-2, paccMmaTpuBaloT
Tak:Ke HapylueHue ypoBHs MeTvwinpoBaHus JJHK u B
npyrux reHax [108]. IIpennonaraior, 4YTO TUTIOMETU -
JIMpOBaHMUE PETYISITOPHBIX ydyacTKoB reHa ACE2 B
CD4+ T-kieTkax y IallMeHTOB C CUCTEMHOM Kpac-
HOIi BOJTYaHKOI, BCIEICTBME BbI3BAHHOIO BUPYCHOM
MHOEKIMEe OKHUCIUTEIBHOIO cTpecca, MOXeT Mpu-
BOIUTH K yBeJIMUeHMIo aKkcripeccun reHa ACE2 [108].
TunomerunupoBanue CpG-caliTOB U BBICOKUI ypO-
BeHb 3Kcrpeccuu reHa ACE2 xapaKTepHBI IJISI MHO-
rux oHkosabojeBaHuit [109], 1 3To MOXeT OObsic-
HSITb BBICOKUM PUCK OCJIOXHEHUM y IallMeHTOB C
COVID-19 u TakuMu COMyTCTBYIOIIIUMMU TTaTOJIOTHSI-
mu [83].

Takum o6pa3zomM, HECMOTPS Ha HEITPOOOKUTE b~
HEBII1 TIePUOJI UCCIIENOBAHMI, K HACTOSIILIEMY BpeMe-
HU HAaKOIUICHBI JAHHBIC, CBUAETEILCTBYIOINE O TOM,
YTO BOCIIPUMMYUBOCTD 1 XapaKTep TedyeHUsI NHMEK-
1K, BeIzBaHHOK SARS-CoV-2 MoryT onpenensiTbes
TeHeTUYECKUMU OCOOCHHOCTSIMM KOpOHaBHpyca U
opranuszMa 4ejioBeka. CTpyKTypHO-(DYHKIIMOHAIBEHBIC
ocobeHHocTH S-6emka SARS-CoV-2 1 reHOB yesioBeka,
KOIUPYIOIINX PELENTOPHI, IIPOTEA3HI U IPYIHe OEJIKA 1
¢epMeHTHI, 3HAYUMBIE [IJI1 IIPOHUKHOBEHMS 1 PETLIN-
Kallu¥ KOPOHAaBHpYyca, a TakXke MOAN(DUIIMPYIOIINE
(GYHKIIMOHMPOBaHME JAHHBIX TeHOB (DaKTOPHI (B TOM
yuclie — HaJu4dude COITYTCTBYIOIIMX 3a0o0JIeBaHMUIA,
BPEOHBIX IIPUBBIYEK, MTHOUIIMPOBAHUE IPYTUMU BU-
pycamu, TpueM JeKapCTBEHHBIX MpenapaTroB U 1p.)
MOTYT OIIPCACJIATbL HAa MHANBUAYAaJIbHOM YPOBHE BOC-
MMPUUMYMBOCTD U KITMHUYECKyIo KapTuHy COVID-19, a
Ha TOIYJISIHIUOHHOM — OCOOEHHOCTHU SIMUIASMUOJIO-
TMYECKOI CUTyallnu.
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KYYEP u np.

Hacrosimast ctatbs He COOCPKUT KaK1X-JI100 uc-

CJICDOBAHUI C UCITIOJb30BAHUEM B KaUe€CTBE o0BeKTa
KMBOTHBIX.

Hacrosmas craTths He COIEepPKUT KaKMX-JIN00 HC-

CJICTOBAHUWI C yJacTHeM B Ka4eCTBE OOBEKTA JTIOACH.

ABTODBI 3asIBJISIIOT, YTO Y HUX HET KOH(MJIMKTA UH-
TEepPECOB.
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Genetic Control of Human Infection SARS-CoV-2
A. N. Kucher® *, N. P. Babushkina“, A. A. Sleptcov“, and M. S. Nazarenko*

4 Research Institute of Medical Genetics, National Research Medical Center
of the Russian Academy of Science, Tomsk, 634050 Russia

*e-mail: aksana.kucher@medgenetics.ru

SARS-CoV-2belong to the genus Coronavirus and was first identified in 2019. This strain of coronavirus caus-
es the pandemic of severe acute respiratory syndrome or COVID-19 (COronaVIrus Disease 2019). The sus-
ceptibility to SARS-CoV-2 and clinical features of COVID-19 are determined by many factors, including ge-
netic characteristics of both pathogen and host-organism. The SARS-CoV-2 genome has similarities with the
genomes of other human-pathogenic coronaviruses that cause a severe disease: 79% — with the genome
SARS-CoV and 50% — with the genome MERS-CoV. The most significant differences between SARS-CoV-2 and
other coronaviruses in the structure of the S-protein gene are registered. This protein is responsible for bind-
ing the virus to the host cellular receptors. Specific amino acid substitutions are found in the S-protein of
SARS-CoV-2, which leads to the acquisition of the furin cleavage site and may explain the high pathogenicity
of virus. There are important host genes for the initial stages of infection such as ACE2, ANPEP, and DPP4
(encode coronavirus binding receptors), TMPRSS2, FURIN, TMPRSS11D, CTSL, and CTSB (encode pro-
teases involved in coronavirus cell entry), DDXI1 (DEAD-Box Helicase 1, which promotes coronavirus repli-
cation), IFITM1, IFITM2, and IFITM3 (encode interferon-induced transmembrane proteins with antiviral
effects). These genes expressed in many tissues, including those susceptible to the SARS-CoV-2. Common
and rare variants have been established for these genes. These variants affect the structure and properties of
the encoded proteins, as well as the protein expression levels. Several common genetic variants with medical
and functional relevance are characterized by variability in the allele frequencies in different populations.
These genetic variants may determine interpopulation differences in the prevalence of COVID-19 and the
clinical features of the course of this pathology. The expression level of host genes involved in susceptibility
to SARS-CoV-2 is influenced by epigenetic modifications, comorbidities, taking medication, and bad habits.

Keywords: SARS-CoV-2, COVID-19, candidate genes of susceptibility to SARS-CoV-2, SNV, eQTL, ex-
pression, DNA methylation.

TEHETUKA Ttom 57 Ne 6 2021



TEHETHKA, 2021, mom 57, Ne 6, c. 632—652

OB30PHBbIE

N TEOPETUYECKUE CTATbU

VK 575.224:633.13

IMPOUCXOXIEHUE U PECYPCHBIN ITOTEHIIUAJI TUKNX
N KYJIBTYPHBIX BUIOB POJA OBEC (4vena L.)

© 2021 r. WN.T.Jlockyros'2, A. A. T'nyruko' 2 *, E. B. bBimnosa!, A. B. Poauonos? 3

! Pedepanvubiii uccredosamensckuii yenmp Beepoccutickuii UHCMUmMym 2eHemu4ecKux pecypcog pacmenuii
um. H.U. Basunosa (BUP), Cankm-Ilemepoype, 190000 Poccus
2Cankm-Ilemepbypeckuii cocydapcmeennviii ynugepcumem, Cankm-Ilemep6ype, 199034 Poccus
3Bomanuueckuii uncmumym um. B.JI. Komaposa Poccuiickoii akademuu nayx, Cankm-Ilemep6ype, 197376 Poccus
*e-mail: alexandr2911@yandex.ru
IMoctynuna B penakuuio 04.08.2020 r.

IMocne mopa6ortku 21.09.2020 r.
IMpunsaTa k nyonukanuu 10.10.2020 r.

Pon Avena L. npencraBiieH KyJIbTypHBIMU BUJAMU, UMEIOIIMMHU OOJIBIIIOE TTpaKTUIECKOE 3HAYUeHUE, Cere-
TaJbHBIMU COPHSIKAMM M JTUKUMU BUIAMU, UHTEPECHBIMU KaK OOBEKThbI MOTEHIUAIbHBIX MCTOYHUKOB
LIEHHBIX IIPU3HAKOB IS ceIeKIMK. JIo HacTOSIIIIero BpeMeHM CYIIEeCTBYIOT 3HAYMTETbHBIE Pa3HOTJIACHS B
MOHUMAaHUU 00beMa poaa, OCOOEHHO Kacarollluecs BbIAEIECHUS PeIKUX CIeIUaTu3UPOBAHHBIX BUIOB U3
BUJIOB-arperatoB. B 063ope NpoaHaIM3upoBaHbl COOCTBEHHBIC U JIUTEpAaTypHbIe JaHHBIE TT0 CPAaBHUTEb-
HOI TeHOMUMKE U CUCTEMAaTUKe BUIIOB polia, 0OCYXIaeTcsl UCTIOIb30BaHUE MTPU MOJIEKYJISIPHO-TeHeTuYe-
CKMX MCCJIETOBAHUSX Pa3IMYHBIX TeHHBIX MapKepOB ISt UACHTU(hUKALIMY BUIOB oBca. B HacTosiee Bpe-
MsI COBpEMEHHbIE UCCIIeIOBaHUSI pojia B 3HAYMTEIbHOM CTENEeHU ONTUPAIOTCSI HA MOJIEKYJISIpHO-(UIoreHe -
TUYECKUE M KapHOJIOTMYeCKUe IaHHble. Tak, MHOTro paboT ITOCBSIIIEHO POJICTBY €IMHCTBEHHOTO
MHOTOJIETHETO TeTPaIIOUAHOTO Buaa A. macrostachya v TUIIJIOWAHBIX BUIOB pona Avena. B Hactosieit
CTaTbe PacCMOTPEHBI CBSI3W T€HOMa 3TOr0 YHUKAJIbHOTO aBTOTETPATUIOMIHOTO BUAA, 0OGpa30BaBIIETOCs
ellle 10 9BOJIOLIMOHHOTO pa3ielieHrsl pojia Ha OTAeJbHbIe TeHOMBI, ¢ A- 1 C-reHoMam apyrux BuaoB. C
JIPYTOil CTOPOHBI, OBEC — XOPOIIIO M3yUYeHHas! KyJIbTypa MO arpOHOMMYECKUM U XO3STICTBEHHO LIEHHBIM
MpU3HAKaM C UCTOJIb30BaHEM TPAIUIIMOHHBIX MOJIEBBIX U JTA00PATOPHBIX METONOB. MOJIEKYIsIpHbIE Map-
Kepbl YaCTO UCITOIB3YIOTCS IS BBIICIEHUSI ICTOYHUKOB YCTOMUYMBOCTY K GUOTUYECKUM cTpeccaM. OT6op
T€HOTHUIIOB OBCAa, YCTOHYMBBIX K 32a00J1€BaHUSIM U, B YACTHOCTH, K 3apaxkeHUIO ¢hy3apruo30M 1 HAKOIIJIEHUIO
MMKOTOKCHHA e30KcuHuBaieHona (JIOH) B 3epHe, TPOBOASAT C TIOMOIIBIO KAPTUPOBAHUS JIOKYCOB KOJIH -
yecTBeHHbIX npu3HakoB (QTLs). Ycranosinensl QTLs, KOHTpoJMpylOIKe YCTOMUYUBOCTh K HAKOIJIEHUIO
MuKoToKcrHa. Kpome Toro, 66utn HalineHsl QTLS, KoTopble Tpu yBETMIESHUY TTPOTOIKUTEILHOCTH Bere-
TallMOHHOTO MEePUOIa U BHICOTHI pACTEHUI yMEHbIIIAIOT HakoIieHne MukoTokcuHa JIOH B 3epHOBKe OBca.
O0cyxmaeTcsl UCIOIb30BaHUE MapKep-BcoMoraTeabHou cenekunu (MAS) mist BeiaeaeHNs TeHOTHUIIOB,
YCTOMYMBBIX K OCHOBHBIM 3a00JIEBAHUAM OBCa, U IS IPYTUX CEJIEKUMOHHBIX ITPU3HAKOB. PaccMoTpeHbl
COBPEMEHHBIE MOIXOAbI K TEHOTUITUPOBHUIO CEJIEKIIMOHHO 3HAYMMBIX TTPU3HAKOB.

Knruesvie crosa: Avena, TeHOMBI, 371aKW, MEXBHUIOBAasI TMOPUAM3AIINS, MOJEKYISIpPHBIE MapKephl, OBEC,
QTLs, Poaceae, monumniaouausi, MpOUCXOXICHUE KYJbTYPHBIX BUIOB, PE3UCTEHTHOCTD K (DaKTOpaM cpeibl,
CeJIEKIIMSI.
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Pon Avena L. ipencraBiieH HECKOIBKUMU KYJIBTYP-
HBIMU BUIAMU 1 HEMHOTOYMCJIEHHBIMU CereTaIbHBIMU
(COpHO-TIONIEBEIMI) U AUKMMU BUIAMU, UHTEPECHBI-
MU KakK ITOTE€HLMaJIbHBIE MCTOUHUKM LIEHHBIX IIPU-
3HaAKOB 114 cejiekunn. OnuH u3 BUIOB — A. sativa L.
(oBec IIOCEBHOI) — HamboJjiee BaxKHasl 3€pHOBasl
CEIbCKOXO3SMCTBeHHAas1 Ky/JabTypa, 3aHMMalollas B
Mupe okojio 10 MIH ra maxoTHEIX 3eMelib. OBec Io-
CEBHOI1 JaeT OAUH U3 JIYYIIUX KOHLIEHTPUPOBAaHHBIX
KOPMOB JJI1 CKOTa, a 3eJIEHBI KOPM U CEHO U3 OBCa,
KOTOpBIE OOBIYHO UCHOJIB3YIOT B CMECH C O0OOBBIMU
KYJAbTYPaMM, UMEIOT OOJIbIIIOE 3HaY€HUE B (KMBOTHO-
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BoncTBe. [lomyyaeMble U3 3epHA OBca KpyIla U MyKa,
U TIPOOYKTHI MUTAHUSI HAa UX OCHOBE, Garomaps oIl-
TUMaJIbHOMY COOTHOILIEHWIO MUTATEJIbHBIX BELIECTB
0071a4a10T BLICOKMMU MUILEBLIMU, TUETUYCCKUMUI U
GYHKIIUOHAIBHBIMU JOCTOMHCTBAMM.

Apean TUKnxX 1 0COOEHHO COPHO-TTOJICBBIX BUIOB
OBCa OXBaTbhIBAE€T BECh 36PHOBOM MOSIC 36MHOTO 111a-
pa. lllupokwuii fuama3oH aganTaluy IUKUX BUIOB K
HeONMaronpusaTHEIM (aKTopaM BHEIIHEH Cpembl, WX
MPUCTIOCOOJEHHOCTh K pa3HOOOpa3HbIM MTOYBEHHO-
KJIMMAaTUYECKUM YCIOBUSIM, YCTOMYMBOCTH K MATO-
TeHHBIM OpraHM3MaM, HEKOTOpble MPU3HAKU, CBSI-
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3aHHBIE C 3JIEMEHTaMU MOBHIIIEHHON MPOIYKTUBHO-
CTU Y KayecTBa, NPEACTABIISIIOT YHUKAJIbHBIN UCTOY-
HMK MCXOJHOIO MaTepuaja Il ceJieKuuu [1—5].

CUCTEMA POJA Avena
B TAKCOHOMMWYECKOM OTHOIIEHHUUN
N IMTPONUCXOXIEHUWE KYJIbTYPHbBIX BUIOB

B ocHoBe coBpeMeHHOIi cucteMbl poaa Avena L.
sexut oopaborka K. Jlunnes [6, 7]. JIu"Hei B niep-
BOM u3maHuu “Species Plantarum” B cocTaBe popda
Avena 13 HaCTOSILLIMX OBCOB OIMKMcaJl Ba BUuaa — A. sa-
tiva L. n A. fatua L. n BoceMb BUIOB, KOTOPBIE Ceifyac
paccMaTpUBarOTCS KaK MPEeACTaBUTENIN IPYTUX POIOB
(Achnatherum, Haeupleria, Trisetaria n np.). UHTe-
pecHo, uto K. JIuHHeE#l cuuTam TaKCOHOMUYECKU
3HAYMMBIM TIpU3HAKOM [JIsl pasaeiieHust A. sativa u
A. fatua nammane (A. fatua) nnu orcyrcrBue (A. sati-
va) BOJIOCKOB Ha 1IBETKOBBIX UEIITysiX, B TO BpeMsl KakK
SIPKUII OTJIMUMTEIbHBIN 1711 HUX MPU3HAK — JIETKO
pacriamarmoliiascs ochb KOJIOCKA MPU COUJIEHEHUSIX Y
OCHOBaHUS HUXXHUX LIBETKOBBIX Uelllyil y A. fatua —
JIunHell He cuen BaxXHBIM. MexXxny TeM, INpU3HAK
3TOT HE TOJIBKO SIPKUi1, HO U MPAKTUUECKN BaKHBbIM:
MMEHHO HEOCBINTaHUE 3€PHOBOK U COXpaHEHME 1ie-
JIOCTHOCTH KoJioca 10 0OMoJI0Ta OJIarorpusiTCTBOBAJIO
MpeBpallleHNI0 A. safiva B KyJbTypHbI BUI U 3HAYU-
MYIO CEITbCKOXO3STICTBEHHYIO KYyIbTYpY [8]. Bripouem,
B [IOJTHOM COOTBETCTBUY C 3aKOHOM F'OMOJIOTUYECKUX
pSIAOB M3MEHUYMBOCTH [9], pacTeHus ¢ “haryonaHbIM
KOJIOCOM” BCTpedaroTcsl cpenu A. sativa, Ipru3HAK
3TOT, TTO-BUAUMOMY, KOHTPOJIUPYETCS OMHUM T€HOM
U “daryouaHbIii” anienb pereccuBeH [10].

Ddopma c 6eJTbIMU [IBETKOBBIMU TUIEHKAMU KYJIBTYP-
Horo oBca A. sativa L. — tunt poga. OnHako JIuHHei
ormcain A. sativa o ¢bopMaM ¢ YepHBIMU LIBETKOBBIMU
MJICHKaMU (0Bec ¢ GeJIbIMU TIJICHKAMU OH CYMTAJ Bapu-
AHTOM ITOC/IeIHeTo ¥ 0003Havan “B”) [6]. Takum obpa-
30M, CYMTATh TUTIOBBIM 00pa31ioM pora Avena popMmy ¢
OeNbIMU TJICHKAMHM OBLJIO HE3aKOHHO, J0 TeX Iop,
noka baym 13 ayreHTMYHOro Matepualia He BBIOpa
nekrorun Baum, 1974: 579: Herb. Clifford: 25, xpa-
Hs1uiicss B BputaHckoM My3ee, TeM caMbIM y3aKo-
HUB UM A. sativa L. (popmy ¢ OeIBIMU LIBETKOBBEIMU
wieHkamm) [11].

YuuTbiBasi, YTO COBPEMEHHbIE MPEACTABICHUS O
BUIOBOM cocTaBe pona Avena co BpeMeH JIMHHeS cy-
IIECTBEHHO U3MEHUJINCH 1 YUCJIO BUIOB, MOJIBUIOB
U Pa3HOBUIHOCTEN, KOTrAa-Ju00 OTHOCUMBIX K POAY
Avena, 0603peTh B paMKaxX OJHOM CTaTbU HEBO3MOX-
HO (nx He MeHee 436 [12] u Toabko g dopsl Poc-
cun ux yuciao npesbrauaet 100 [13, 133, 134]), mance
MbI OyZIeM TOBOPHUTH TOJILKO O BUJaX, OTHOLIIEHUE KO-
TOPBIX K poay Avena He BBI3bIBACT COMHEHUI Y Belly-
IIMX COBPEMEHHEBIX cIienuanucTos [1, 2, 12, 13].

PacxoxnmeHue B 4yucie NPUHUMAEMbBIX pa3HBIMU
aBTOpaMU BUIIOB B pojie Avena, KOTOpOe KOJIeOIeTC s
ot 12—13 [14] mo 27 [10], oOBsICHSIETCS, C OTHOIT CTO-
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POHBI, TEM, YTO YaCTh BUAOB OBCA Ha YPOBHE MaKpO-
Mopdogoruu (“obpasza” pacTeHUIl) Hepa3TUIUMBI,
pasIUYrsg MEXXAY HUMU JieKaT B 00JIaCTU MUKPOMOP-
¢onoruu [2, 10, 13]. C npyroii CTOpoHbI, CUCTEMATH -
KU pacXoIsITCsI BO MHEHUSIX 00 OTHOCUTEJIBHOM Bece
(TaKCOHOMUYECKOM 3HAYUMOCTH) TOIO WJIM WHOTO
MpU3HAaKa W, IIPEXIe BCEro, TAKOTO IMPU3HAKa KakK
peNpPOaYKTUBHAS U30JISILINS.

OmHUM U3 IIOAXOAOB, HAMNpaBJICHHBIX IIPOTUB
CYOBEKTUBHOCTHU B OIPENEICHUH TPaHUIL BUIOB, KOTO-
PBIi1 OBbLI MCITOJIB30BaH IIPYU UCCIEA0BAHUY BHYTPHUPO-
JIOBOTO pa3HooOpa3us B pone Avena, OblIa YMCICHHAS
cucrteMatuka. [1pu a3ToM Bcsl BBIOOpKaA aHATU3UPYETCS
10 BO3MOXHO OOJbIIEMY YMCIYy IIPU3HAKOB PABHOIO
Beca WIKM TaKXKe YMCIIEHHO, HO C y4€TOM Beca OTOOpaH-
HBIX 9KCIIEPTOM ‘“3HAYMMBIX MpU3HAKOB”. Mcomib-
3ys ot npueMbl, baym [10] n3yums n3aMeHYNBOCTh
29 mopdosiornyecknx Npru3HaKoB Ha HECKOIBKUX ThI-
csiyax repOapHBIX 00pas3lioB U3 OCHOBHBIX IepOapureB
MHpa U 'y CEMEHHOIO IIOTOMCTBA S5 ThIC. 00pa3LIoB OBCa
W3 PA3HBIX MTPUPOIHBIX TOIMYJSILIUA U CEJIEKIIMOHHBIX
copToB. B pesynbTare OBLIO MPEMIOXKEHO pa3aciuTh
BCe pa3HOOOpa3ue oBca Ha 26 BUIOB ILIIOC IBA Bapu-
aHTa KyJIbTypPHOTO OBCa A. sativa, TUTIOBOU U (ecTy-
KouaHbIH [10].

C Opyroii CTOPOHBI, C TEHETUYECKOM TOUKM 3pECHUS
Cpely TAKCOHOMUYECKU 3HAYUMBbIX PU3HAKOB 0C000€
MECTO IOJDKHA 3aHMMaThb T'€HeTU4YecKass 000COOJIeH-
HOCTb (penpomyKTuBHasI n3ojsiums) Buaa [14—18]. Ec-
JIU CYUTATh KPUTEPUEM BUAa 3TOT MIPU3HAK, KaK 3TO
nmenaer JlagusuHckwmii [14, 18], TO 4MCIIO M3BECTHBIX
ceityac BuaOB pona Avena cHKaetcs no 12 (6e3 yuera
Buna A. macrostachya, KOTOpPbIi M0 MHEHMIO JIagu3nH-
CKOIO cJIenoBajio Obl oTHecTU K pomy Helictotrichon).
AprymeHTanus y Jlanu3mHCKOro cieayromasi: BCae-
CTBHE BaBUJIOBCKOIO 3aKOHa PsSIIOB TOMOJOTMYHOI
W3MEHYMBOCTU MOPQOIIOTNYECKHE IIPU3HAKU, KOTO-
pble IIPEACTAaBUTEIM KJIACCUYECKOM IIKOJbI TaKCO-
HOMMU CYUTAIOT BUAOCTEUUGUIHBIMU, C TOM WIU
WHOI 9aCTOTOI BCTPEYAIOTCS Y pa3HbIX BUIOB OBCA
noTOMY MOPGOJIOTUIYESCKUN KpUTEepUI BHIA HE MO-
JKET paCKpPBITh peaJibHOTO FTeHETUUECKOTO 1 TAKCOHO-
MUYECKOTO pa3HooOpa3us pona. Tak, ITOCKOJIbKY T~
TMJIOMIHBIC KyJAbTYpHBIC BUOBI oBca A. brevis, A. his-
panica, A. nuda, A. strigosa v nukue — A. hirtula,
A. wiestii, A. atlantica MOTYT OBITh CKPEIIEHBI B 9KC-
NepUMEHTE U JAIOT XKM3HECIIOCOOHOE U TUIOJOBUTOE
MMOTOMCTBO, HET OCHOBaHU IEJIUTh UX HA OTACIbHbIE
BUObL. JIBa Ipyrux OIUIUIOMOHBIX OUKWUX BUAa, A. eri-
antha n A. clauda, paznnyaiorcs TeM, 9to y A. clauda
KOJIOCOK JIOMKUIT B OCHOBAaHUHU KaXKJO0To 1IBETKa, a y
A. eriatha TONbKO B OCHOBaHMU KoJiocKa. Ho npu3zHak
3TOT, CKOPEE BCET0, HAXOAUTCS IO MOHOT€HHBIM KOH-
TPOJIEM, BUMIbI B 9KCIIEPUMEHTE JIETKO CKPEIMBAIOTCS
U JAI0T IUTOAOBUTOE ITOTOMCTBO. 1o MHeHmio Jlagu-
3MHCKOIO, €CTh BCE OCHOBAHMUSI CUMUTATh MX OOHUM
BUIOM A. clauda. Bce rekcarjionaHble BUIbI OBCA —
A. sativa, A. fatua, A. sterilis, A. byzantina JIeTKO CKpe-
IIABAIOTCS MEXIy CO00I, mpu 3TOM A. fatua, 110-BU-
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INMOMY, BOOOIIIE He BCTpevaeTcs B AUKOI MpUpoe,
dakTHUYEeCKN HE MUMEET CBOETO CIELM(PUIECKOro ape-
ajla 1 U3BECTEH TOJBKO KaK COPHO-IIOJIEBOE pacTe-
HUE, IPUYEM YaCTO KaK MHTPOTPECCUBHBIN TUOPUI C
A. sativa; 10 MHEeHHIO JIagM3MHCKOTroO BCE 3TU pacTe-
HUS — JIulb popMbl BUAa A. sativa [14, 18]. 1 Hao6o-
poT, muIIonaHbIe BUIbl A. damascena n A. prostrata
MOP(DOIOTUYECKH HEPA3TUIMMBbI WJIN TPYIHO pPa3yiu-
YMMBI, OJHAKO IIPpU CKPEIIUBAHNU MOJYIUTh OT HUX
IMOTOMCTBO HE yIAeTCsI — 3TO ABa XOPOIINX KPUIITH-
yeckux Buaa [14].

Barasiapr JIanu3anHCKOTO He HAlLLUIU MOAAEPXKKU Y
OOJIBIIIMHCTBA CUCTEMAaTUKOB U T€HETUKOB [2—5, 13,
19—-22]. IToMruMO TIpUYMH IICUXOJOTUYECKUX (Tpamm-
IIMOHHAsI CUCTeMa poja MPOTUB HOBOIT), OCHOBAaHUEM
7T HETIPUSITHS TIPEIIOKEHUSI COKPAaTUTh YKCJIO BUIOB
B poIe A0 YHCla PEIPOAYKTUBHO M30JIMPOBAHHBIX
TPYIII CIIY>KUT TO, YTO CPEIU CUCTEeMaTUKOB-(JIOpU-
CTOB pacHpoCTpaHeHa TEHIASHIINS K BOCIIPUSITUIO BUIA
KaK BUIA “MOHOTHITHOTO”, BHYTPMBHUIOBAas Bapya-
0eIbHOCTh KOTOPOT'O KacaeTCsl TOJbKO MPU3HAKOB
HecyllecTBeHHBIX [23, 24]. O0beaguHeHUEe “MOpdo-
JOoTUYeCcKMX” BUOOB B BUIOBI “Ouojiornueckue”
Npeo0pa3oBaHusl, IOJOOHBIE TeM, 4YTO IIpeajiarai
i1 poaa Avena L. JIamu3WHCKMIA, C TOYKU 3pEHUS
TPagUIIMOHHOI OOTAHMYECKOII CHUCTEMAaTUKU BEOyT K
TOMY, YTO NOHVXXEHHBIE B CTATyCe IO YPOBHSI IOIBM-
JIOB, pa3HOBUIHOCTEI 1 (hOpM OBIBIINE “BUIBI” BhIIIA-
JIAafOT 13 CUCTEMbI UCCIEAOBAHMS, y4eTa 1 COXpaHEHMS
OuoJiornuyeckoro pazHooopasus [17, 24].

Ho ecth u uHBIC, O0JI€€ MTPUHUMIINATIBHBIC BO3pa-
KEHUS IIPOTUB paguKaJIbHON peAyKIIMH YKCJIa BUIOB
B pone Avena Ha OCHOBAaHUM PE3YJIbLTAaTOB IKCIIEPH-
MEHTOB T10 cKkpeinuBaHuio. Kak ormetun baywm [10],
MIpU3HAHME KAKOTO-JIM0OO BUIAa BUAOM “OMOJIOTHYE-
CKUM”, T€HEeTUYeCKM (PEIpOAyKTUBHO) W30JIMPO-
BaHHBIM OT JIPYTMX, COBCEM HE OIIPOBEPraeTcs TEM,
YTO 3TU BUABI MOTYT JABaTh XKM3HECIIOCOOHOE U IIPO-
JIYKTUBHOE IIOTOMCTBO B YCJIOBMSIX DKCIIEPUMEHTA; B
npupone BUAbl Avena MOTYT OBbITh MOJHOCTBHIO WU
MOYTU TIOJTHOCTHIO W30JIMPOBAHBI IPYyr OT [pyra
BCJICICTBME pa3HBIX apeajioB (reorpadudecku), ¢e-
HOJIOTMYECKM (pa3Hoe BpeMsl LIBETCHMSI) WU BCIIEI-
CTBHE CKJIOHHOCTH K CAMOOIIBLICHUIO.

B ta6in. 1 npuBeneHbl OCHOBHBIE CBEICHMSI O pac-
NpOCTpaHEHUM, KapUOTHUITaX M TeHOMAaXx 27 BUIIOB PO-
na Avena L. Bo3M0OXHO, CO BpeMeHeM, 110 Mepe ITOSIB-
JIEHUSI HOBBIX TAaHHBIX O T€HETUYECKMX PACCTOSHUSIX
MEXIy MPUPOTHBIMHU pacaMy AUKUX M COPHO-MOJIe-
BBIX BUIOB poja Avena cpeay yXe U3BECTHBIX BUIOB
OyIyT BBISIBJIEHbBI HOBBLIC BUIbI, BUIbI-IBOMHUKU
(CeCTpUHCKME U KPUIITUYECKUE BUIbI) /WU OyaeT
II0Ka3aHO, YTO HEKOTOPbIC U3 HEIPU3HAHHBIX ITOKA
BUIOB, KOTOpPBIE ceifiyac paccMaTpUBAaIOTCS KaK CHU-
HOHUMBI VXK€ M3BECTHBIX BUAOB [cMm.: 10, 12, 13], B
JIEACTBUTEILHOCTY MPEICTABISIIOT COO0I TeHETUYe-
CKU U30JIMPOBAHHbBIC IPUPOIHEIC IOITY I, OX1-
JIaTh 3TO €CTh BCE OCHOBAHMSI: Ha CETOIHSIIHUI TeHb

JIOCKYTOB wu np.

JTaJIEKO HEIOCTaTOYHO M3y4YeHBI DKOJIOTO-Teorpadu-
yecKUe TIONyasuuu BugoB Avena Cpean3eMHOMOpP-
CKOI1 (pJTOpUCTUYECKOI 00JTaCTH, OCOOEHHO OCTPOBOB
CpenmseMHOro Mopsi, ctpaH Marpmn6a, ITOnmyJIsIiun
Cpenneii Asuu, Uunuun, Upana, Mpaka, Typuuu.
HemHorounciieHHbIE 3KCOEAUILIMN C 1IEIbI0 M3y4ye-
HUSI TEHETUYIECKOIO pa3HOOOpa3ns MPUPOIHEIX I10-
NyJasuuii OBCa C 3aBUJHOM PETYISIPHOCTBIO MPUBO-
JIVJIA K OTKPBITUIO HOBBIX BUAOB U 3KOJIOTO-Teorpa-
¢uueckux pac [1, 2, 14, 25-29]. CosepiiieHHO
ocobas 3agada ¢ TOYKU 3PEHUST PacCKPBITUS U COXpa-
HEHMSI TEHETUYECKOI0 pa3HOOOpa3us OBca — ITOUCK,
cOOp 1 M3ydyeHne B 3HAUYUTEIBHOI Mepe yTpaueHHOM
B YCJIOBUSIX MHTEHCUBHOI'O 3€MJIEAEIMS TPYTIIbI KO-
JIOTO-reorpauIecKrx pac U BUIOB COPHO-IOJIEBBIX
OBCOB.

Ectb Bce ocHOBaHUS AymaTh, YTO HEKOTOPhIE U3
reorpauyecku U30JMPOBAHHBLIX TMOIMYJSALIUNA, He
BCerna UMEIIUX CleuudUuIeckuit CUHIPOM MOp-
donornueckux MpU3HaKkoB (CHOBa BCIOMHUM 3aKOH
psiIoB roMosiornyHoi nsmeHunBoct H.M. BaBuiona),
MOTYT OKa3aTbCsl BeCbMa yaaJIeHHbIMU APYT OT Apyra
Ha (UIOreHETUUECKOM APEeBE BUIAMU-IBOMHUKAMU
WM OJIU3KO POICTBEHHBIMHU, HO PEMPOAYKTUBHO
U30JIMPOBAaHHBIMU CECTPUHCKUMM Buaamu (sibling
species) [16, 17]. Ecaiu roBopuTh 0 Hallleit CTpaHe, TO
MpeCcTaBIsieT MHTEpPEC MCCIeIOBaHUE TIPUPOTHBIX
nonynsituii A. barbata var. caspica Housskn., otiinya-
IOIMXCSI OT TUIIOBBIX 00pa3loB A. barbata 110 Mop-
donornm HUXKHUX LBETKOBBIX yelltyii [2, 13]. TpeOyet
U3y4YeHUsI TpyIina poactsa A. sativa (A. aggr. sativa), B
YAaCTHOCTHM TIOKa HEIOATBEPXIEHHbIE BUIbI, TaKue
kak sHaeMuK IloBomkbst A. volgensis (Vavilov) Nevski,
eBpoIieiicko-cpenHeasuatckuit A. macrantha (Hack.)
Nevski, eBporeiicko-KaBKa3CKO-CUOUPCKUIL A. geor-
gica Zuccagni U eBpoCUOMPCKO-IaIbHEBOCTOUHBIN
A. orientalis Schreb., a B coctaBe A. aggr. fatua Takue
dopmbl, Kak A. septentrionalis Malzew, A. cultiformis
(Malzew) Malzew u A. aemulans Nevski — Bce 31O
crelrau3MpoOBaHHbIE COPHSKU TTOJIObI U OBCa, HbI-
HE, B YCJIOBUSIX MHTEHCUBHOIO 3eMJIeNIeJIus, BCTpe-
yalolurecs JOBOJIbHO penko [13].

I'eHeTnyeckn oOOCHOBaHHAsI CUCTEMa poJa MO-
XKeT OBITh MOCTPOCHA, €CJIM MbI IIPABUJILHO OIIpeae-
JIMM T€HOMHBII COCTaB TUINIOMIHBIX U MOJIUILIONI -
HBIX BUIOB poaa Avena. I1MoHepoM HCCIeIOBaHUS
T€HOMHOM KOHCTUTYLIUY BUIOB pona Avena 0bu1 Hu-
IIMSIMa, M3y4YaBIIN KOHBIOTAIIMIO XPOMOCOM Y MEXK-
BUJIOBBIX THUOPUAOB OUIJIOMIOB U MOJUIIJIOUIOB U
0003HAUYMBIIUI TallJIOUIHBIM TeHOM A. strigosa Kak
A, reHoM tetparmonna A. barbata xak AB' m reHOM
A. fatua xax ABC, npuuem B' 1 B 661111 pasHbIMHU Te-
HoMamu [30]; moaToMy 110 npemioxeHuio Paiixatu u
Moppncona [31] reHOMHYI0O KOHCTUTYLIAIO TEeTpall-
Jouga ctaau obo3HauaTh Kak AB, a rexcaruiouabl
kak ACD.

CpaBHUTENBHBIN aHaTN3 MOP(HOJIOTUA MUTOTH-
YEeCKHMX XPOMOCOM Avena oKa3all, 9YTO TUTUIOUITHBIE
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MMPOUCXOXIEHUE U PECYPCHBIN TTOTEHLIUAI

BUIIBI OBCA MOTYT UMETh TeHOMBI A- mim C-Ttuna, 1mpu
5TOM OBUIO TMPEMIOXKEHO pa3inyaTh IBa BapuaHTa
C-renomos, Cv u Cp, 1 nsTh BApMaHTOB A-TEHOMOB
(As, Ap, Al, Ad, Ac) (Tabm. 1). CpenHuii pa3Mep rar-
JIOUJHOTO FreHOMa Y AUTIOMIHBIX BUIOB ¢ A-TeHOMa-
MU OKOJIO 4.4 MJIpA ITH, pa3Mep TaIIOMIHOTO reHoMa
y aunimounoB ¢ C-reHomamu 5.0 Mupn mH. Y TeT-
parIonI0B raluIOMAHbBIE TEHOMEI 00JIee pa3HOO0pa3-
HEI 110 pa3Mepy, pudeM AB < AC(DC) < CC (cpen-
Huit pasmep 1C = 8.2, 9.1 u 10.6 Mapa OH COOTBET-
cTBeHHO). Pasmep rarutiommHoro reHoma y pas3HBIX
BUIOB T€KCAIUIOUIOB IIPUMEPHO OJIMHAKOB —
12.6 muipa e [19]. Jlerko BumeTh, YTO y MONMUIIION-
HBIX BUI0B Avena ¢ AC-reHoMaM1 CyMMapHBII pa3Mep
reHoMa MEHBbIIIE, YeM MOXKHO ObLI0 OBl oxxuaaTh (AC <
C + A), HaOmogaroTcs penyKuus BeJamduHbl Cx (ge-
nome downsizing) [32] — oOBIYHOE JIST TIOIUTIIOU -
JIOB SIBJICHUE, IIPUPOJIa KOTOPOTO COCTOUT B ITOCTE-
IIEHHOM IT0Tepe MOJUILUIONIAMMU YaCTH AYTUIAILIMPO-
BaHHBIX T€HOB, MPEXIE BCEro TaKWX, IPOIYKTHI
KOTOPKIX He padoTaloT B COCTAaBe MYJIBTUIIPOTEUHO-
BbIX KOMIUIEKCOB [16, 33, 34], u Bo3MOXHO “cOopoc”
YacTU PaCCESTHHBIX ITOBTOPOB OTHOTO U3 CYOr€eHOMOB
AJUIOTIOJINTLIIONIA.

BapuaHTbl TeHOMOB A pa3inyaroTCsl O YMCITY aK-
poleHTprYecKnux xpoMocoM. I'eHoMbl Ap, Al, Ad Buzio-
crielM(uyHbI, B TO BpeMsi Kak As BCTpedaeTcs y He-
CKOJIbKYX TUILTIOUIHBIX BUNOB (A. atlantica, A. strigosa n
A. wiestii) — 5TV BUIbI C TEHOMOM AS UMEIOT pa3HbIe ape-
ajibl, HO B DKCIEPUMEHTE CKPEIIMBAIOTCS, TTOTOMCTBO
nx ¢eptuiabHo [14, 18, 35]. CpaBHEHME HECKOJBKUX
ThIcsTd SNPs B reHoMax As 3TUX TpeX BUIOB ITOKa3bIBa-
€T JIM1Ib HE3HAUMTEJIbHbIE Bapuallui — 3TO TeHeTnYe-
CKU OJIN3KHUE 3KOJIOro-reorpaduyeckue pacel [36].

IIpu3nak, kotopsrit ormyaet Cp-reHoMm oT Cv-re-
HOMa, — 3TO YUCJIO XPOMOCOM CO CITyTHUKaMU: B Ie-
HoMmax Cp IBe CIIyTHUYHBIE XpPOMOCOMEI, C OOJIBIIIM U1
MaJIbIM CITyTHUKOM, B Cv — O/IHa mapa XpOMOCOM C Ma-
JIBIM CITYTHUKOM. XpOMOCOMBI A- 1 C-T€eHOMOB pa3jinu-
YaloTCs He TOJILKO T€M, YTO B TeHOMAaX 1 CyOreHoMax
A-THrIIa XxpoMOCoOMBI 00Jiee paBHOIUICYHBIC, YEM B Ie-
HoMax U cyoreHomax C-tuma [37—40], HO 1 coBceM
pa3HbIM pucyHKoM C-okpamuBaHus [38—41]. Xpo-
MocoMBl C-reHoMOB muInionnoB u C-cyOreHOMOB
MOJIUTUIOUIOB HE TOJILKO HECYT 0oJjiee KpyIHbIE OJIOKU
C-rerepoxpoMaTriHa, HO WM B LEJIOM OKPAIIMBAIOTCS
nocie C-0apHaHTa B 00JI¢€ TEMHBIN 1IBET KpacuTe-
Jnsimu I'um3a—PomanoBckoro u Paiita. JIxesneH [41]
n bamaeBa [38] Ha3bIBAaIOT 3TOT TUN OKpaIllMBaHUSI
“nmnd@y3HbIM rerepoxpomMaruHoM”. DeHOMEH 3TOT
3acy>KuBaeT oocyxkneHus. HarmomHuMm, 4to akysbra-
TUBHBII T€TEPOXPOMATUH (TPAaHCKPUIILIMOHHO MHEPT-
HBIII 5yXpOMaTUH, MHAKTUBUPOBAHHAS X-XPOMOCO-
Ma CaMOK MJIEKOIIUTAIOIIMX U 00eTHeHHbIe TeHaMU
TeMHbIe G-010KHM 11e4 XpoMocoM ) ipu C-03HIMHTE
He okpamuBaetcsa [42, 43]. TemHooOKpalnIeHHEIE
C-610KM — 3TO oOoTrallleHHbIe TaAaHAEMHBIMU T10-
BTOpaMM U XapaKTePHBIMU IJIsI KOHCTUTYTUBHOIO
rerepoxpomatuHa nporenHamu (HP1, H3K9me3,
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H4K20me3 u np.) paitoHbI XxpoMocoM [43, 44]. Tem-
HOE OKpallluBaHUE TJIeYd XPOMOCOM Y IUILIOUIHBIX
BUnoB Avena ¢ C-reHoMamu 1 C-cyOreHOMOB ITO-
JIMIJIONAOB CBUIETENBCTBYET O TOM, UTO B HUX IIO
BCeil IIMHE TIeY XpPOMOCOM pacripelieieHbl y4acTKU
XpoMaTHMHa OCO0O0ro, HE XapaKTEpHOro s IUIed
XPOMOCOM COCTaBa, YCTOMYMBBIE K OECTTyPUHU3AINN
n 6eta-snumuHann JJHK mocie C-o6paboTtok [45].
B syxpoMaTHHe IIJIed XpOMOCOM TUTLJIOMIHBIX BUIOB
OBca ¢ A-reHOMaMMU UX IePUBATOB Yy ITOJMILIONIOB
TaKOTO XpoMaTHHa MaJjIo Wi HeT coBceM. Hauboree
BEPOSITHO, YTO Pa3jIMuMsI CBSI3aHbI C DKCIAHCUEl B
C-renomax n C-cyOreHomMax pacCesHHBIX 110 JUIMHE
IIeY OTHOCUTEIBHO MPOTSKEHHBIX U/ WUJI MHOTOYMC-
JIEHHBIX KJIAaCTEPOB TAHAEMHBIX IIOBTOPOB, CBSI3aHHBIX
¢ HP-1 u gpyrumm, xapakTepHBIMU IS TAHIEMHBIX
IMOBTOPOB MPOTEMHAMM, a HE C PETPOTPAHCIIO30HAMMU.
XapakTepHbIe IS TUied A-CyOreHOMOB MUKpOcaTeT-
JUTHl (Hampumep, [46]) WiIM HemOCTaTOYHO MHOTIO-
YUCJICHHBI B A-CyOreHoMax, YToObI BIMSITh Ha C-oKpa-
IIMBaHUE, WU CBSI3aHHbIC C HUMM IIPOTEUHBI UHEIC,
Takue, KOTOPbIE HE Oal0T TEMHOIO OKpalllMBaHUS
mied xpoMocoM Iipu C-63HauHre. [IpsaMbeiM ykaza-
HHEM Ha TO, YTO B TeHoMax Bua0B Avena ¢ A- u C-re-
HOMaMH CPeIy paclipeleJeHHBIX I10 IUIeYaM XPOMO-
COM TaHAEMHBIX ITOBTOPOB TOMWHUPYIOT pa3HbIE Ce-
MelicTBa, CIYXUT TO, YTO TIpA  TOTAJIHHOM
ceKBeHMpoBaHUM reHoMa A. atlantica (A-reHoM) oKaza-
JIOCh, YTO Y 3TOTO BHIa HauboJjiee MaCCOBBIMU MUKPO-
careJUIMTaMU, PacCesIHHBbIMU IIO IUIeYaM, SIBJISIFOTCSI
(AT), u (AAC),, ay Buaa c C-reHoMoM A. eriantha —
mukpocare;umTel (GGC), n (TTTA), [36]. Kpome To-
Tro, IPY TOTAJILHOM CEKBEeHUpPOBaHUM A- 1 C-reHOMOB
OBLIO ITOKAa3aHO, YTO B XpoMocoMmax A. eriantha Kia-
CTepHI CYOTEIOMEPHOTO caTeJiiuTa 665 ITH HaiiieHbI 1
BO BHYTPEHHUX pailoHax Ijied XxpoMocoM [ 36].

AurionaHeie BUIbI ¢ Pa3HbBIMU TEHOMaMHU He
CKpPEIIMBAIOTCsI, TUOPUALI MEXIY pa3HbIMU BapuaH-
TaMU A-T€HOMa MOTYT OBITh MOJIYyYeHbI, OQHAKO OHU
MOJIHOCTBIO VIV TTOYTHU TTOJTHOCTBIO CTEPpUJIBLHEI [35].

TerpammonmHbie BUIBI pona Avena pa3HOOOpa3HbI
110 TeHOMHOM KOHCTUTYLIMU: TeTparuioun A. macro-
stachya umeet kapuotun CmCmCmCm [38, 47], y
A. barbata, A. vaviloviana, A. abissinica, A. agadariana,
kapuoturt AABB [37, 39], y A. maroccana, A. murphyi,
A. insularis DDCC [38, 46]. Bce rekcarmionabl UMeIOT
kapnoturt AACCDD [37, 40].

A- 1 C-TeHOMBI COBPEMEHHBIX AUIIOUIHBIX BU-
OB poja Avena qVBEprupoOBaId IO pa3HBIM OLIEHKaM
5—13[36] vt 19—21 mutH nieT Hazan [20]. 2—4-KpaTHble
pa3INUMSI B XpOHOJIOTUM OOYCIIOBIIEHBI HESICHOCTHIO B
orpeieJIeHU BpeMeHU IUBEPreHIIMN OCHOBHBIX BET-
Beii 3makoB. MHIa 1 coaBT. [48], Harpumep, IoJ1araior,
yTo JUHUU Avena wu Triticum OVBEPrUpOBaIUd MpPU-
MepHo 15 MiH et Ha3az [88], Dy [20] monaraeT, 4yTo
3TO UMEJIO MECTO 25 MJIH JIET Ha3af, a BaHT 1 coasT.
[49] oTHOCHAT 3TO COOBITHE KO BpeMeHU He paHee 25,
HO He TTo3:Ke 51 MJIH JIeT Ha3an. 3a BpeMsI TUBEepreH-
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mn A- n1 C-TeHOMBI HAaKOITMJIM TOCTAaTOYHO pa3iiv-
Yuit, YTOOBI 3aMETHO PA3JIMYAThCSI B SKCIIEPUMEHTAX
10 TeHOMHOI1 in situ-ruopuan3anuu (GISH) [50—52]. B
TO Xe BpeMs C ITOMOIIBIO 3TOT0 MeToma HEeyHdaeTCs
nuddepeHIMpoBaTh HU A- 1 B-cyOreHoMbl TeTpamno-
unoB [50, 53], Hu A- u D-cyGreHoMbl rekcarjionioB
B poxne Avena [50, 51].

Hackoabko cymecTBeHHO 3TO pas3Imdue IIPU ITo-
nmapHoM cpaBHeHuu reHomoB A/C, A/B, A/D? YHu-
BEPCAIBHOM IITKAJTBI TSI OIIEHKW aHATMTHYECKOM CUITBI
Mmetona GISH, x coxxaiieHnto, moka He CyIIIeCTBYET, HO,
KaK MMPaBUJI0, XPOMOCOMBI PA3HOTO TTPOUCXOXKICHUS
Yy QJUTOHOJIMIIONIOB W TUOPUAOB, TTPOU3OIICIIITNX
OT CKpEITUBaHUs GJIM3KUX POIOB, PA3TUINMBI C T10-
Molbio GISH (00630p: [54]). Penkoe uckintoueHue u3
5TOr0 MpaBWiIa IEMOHCTPHPYIOT XPOMOCOMBI IBYX
01m3Kkux pomoB 3nakoB Leymus Hochst. u Psathyro-
stachys Nevski, cxomHbIM o0pa3oM “Kpacsiiuecs”
npu GISH [55].

Hcnons3oBanne FISH n GISH BoissBuiIo mHTE-
PECHYIO OCOOEHHOCTD 3BOIIOLIMY T€HOMOB ITOJIUILIO-
WIHBIX BUIOB Avena — B KapuoTurie/TeHoMe Avena
OTHOCUTEIBHO YaCTO BCTPEYAIOTCSI TPAHCIOKAIIWU,
4acThb M3 KOTOPBIX BHUIOCIEHU(PUIHA, HO €CThb U
TpaHCJIOKAllMU, HalJeHHBbIE TOJBKO B OTACIBHBIX
MIPUPOAHBIX MOIYJISLUAX, JUHUSIX U COpPTax OBCa.
TpaHcaokanmum MOTyT OBITh KaK B IIpeeaax OgJHOTO
cyObreHoMma, Tak U MeXXIy XpOMOCOMaMHM pa3HbIX Cy0-
reHoOMOB [22, 36, 38, 46, 56, 57]. I1pu atoM y A. sativa
TpaHCJIOKAIIMK Yallle IIPOMCXOININ MEXKIY XPOMOCO-
Mamu cyoreHomoB C u D, yuem mexny C- unu D-cy6-
reHoMaMmu 1 A-cyoreHomoM [22, 58, 59]. CpaBHeHue
rpyIII cueruieHus A. atlantica n A. eriantha ¢ TeHeTH -
yecKuMU Kaptamu Hordeum vulgare L. mokazajo, 4To
A-reHoM oBca (A. atlantica) coxpaHWI IIPOTSKEHHbBIE
CHMHTEHHBIE IPYIIIIHI C TYMEHEM, B TO BpeMsI KaK TeHOM
C-tuna (A. eriantha) miperepriel MHOXECTBEHHBIC
TpaHciokauuu [36]. He ommmuasice o A-cyOre HoMOB
o pucyHKy GISH, B-reromsbI oTsimyarorcst ot A 00J1b-
M YHCJIOM XPOMOCOMHBIX TTIEPECTPOCK, UYTO KOCBEH-
HO CBUIETENLCTBYET B IOJIL3Y TOT'O, YTO TETPATLIOUIBI C
AB-TeHOMaMu He aBTO-, a AJUIOTIOJIMTUIONIEI [22].

S nepHbie TeHOMBI IUTIJIOMIHBIX BUIOB OBca A. at-
lantica (As-turi reHoma) U A. eriantha (Cp-TUn reHoMa)
CeKBEeHUPOBaHbI [36]. AHHOTUPOBAHHLIE ITOCIEIO-
BaTEJIbHOCTH OXBaThIBAIOT 3.69 1 3.78 MiIp ITH COOT-
BETCTBEHHO ([IJIsI CpaBHEHUSI C pa3MepaMU T€HOMOB,
oInpeneeHHBIMUA LUTOMOTOMETPUYECKN — Tabm. 1,
MPEAIoaraeTcsl, YTo HECEKBEHUPOBAHHBIMU U HE-
aHHOTHMPOBAHHBIMU OCTAJIMCh PAaiOHBI, HACHIILICHHbIE
noBropamu [36]). Cpenuuii mporieHt GC-map B ceKBe-
HYPOBaHHBIX y4acTKax reHoMa 0bL1 44.4 (A. atlantica) n
43.9 (A. eriantha), 94TO corylacyeTcs ¢ pe3yJbTaTaMMu,
MOJyYEHHBIMU paHee TPU CEKBEHUPOBAHUU T€HOMOB
npyrux 31akoB (Sorghum bicolor (L.) Moench— 43.9;
Oryza sativa L. — 43.6% G + C), HO 3HAUUTEJTLHO BHIIIIE,
yeM nipouieHT G + C y aBynonbHbIX (Carica papaya 1.—
34; Arabidopsis thaliana (L.) Heynh. — 36) [60]. I1pu-

MepHO 83% IuIuiougHbIX reHoMoB A- u C-Tuma
MpeACTaBJIeHbl TPaHCIO30HAMU, CpPEIU KOTOPBIX
Haubonaee MHorouucieHHbl LTR-conepxaiue, 4To
TUIIWYHO 11 TeHOMOB pacTeHmuii. B yactHoCTH, 6O-
nee 60% renoma osca — Gypsy-u Copia-nmomoGHbIe
TPaHCITO30HBI (B COOTHOLIIEHUU MexXay Humu 2.3 : 1
u 3.5: 1 msa A. atlantica n A. eriantha COOTBETCTBEHHO).
Crenyoolyii Mo 4YacToTe KOINWii B TeHoMmax Avena
TPaHCIIO30H — 5% reHoma — 310 JIHK-TpaHcmoszon
CMC-EnSm [36]. UurepecHo, yto 10—14% mnoBTO-
poB reHoMa oBca ¢ A- 1 C-reHoMaMU paHee He ObIIIN
M3BECTHBI — BO3MOXHO, OHM CIIEIM(UYHBI TSI Te-
HOMOB pona Avena [36].

MHOTOKpaTHO IMTOBTOPESHHBIN TaHAESMHBII ITTOBTOP
(159),, nexut y A. atlantica v A. eriantha B ICHTpOMED-
HBIX paitoHax [36]. CaTe/UIMTHEIE TTOCIeI0BATETLHOCTI
¢ GJIM3KOI IIMHOI TTOBTOPSIOLIEHCS eqMHULBI 156 ITH
HaliieHbl B LieHTpoMepax Brachypodium distachyon (L.)
P. Beauv. u Zea mays L., 154 mH njjinHa LIEHTPOMEPHO-
ro noBTopay Oryza brachyantha A. Chev. & Roehrich
[61], omHAKO LIEHTPOMEPHBI ITOBTOP Avena oTanda-
€TCsI TI0 TTOC/ICA0BATEILHOCTSIM OT IIOBTOPOB B T€HO-
Max Ipyrux poaos [36].

Kak u y apyrux 371aKoB, YUCJI0 MPOTEUH-KOIUPY-
IOIIX TEHOB B T€HOMAaX OBCa 3HAYMTE/ILHO OOJIBIIE,
yeM B TeHOMe JeJtoBeKa, nx He MeHee 51100 y A. atlanti-
can 49100y A. eriantha, cpeqHsisi IJIMHA TPAaHCKPUII-
Ta Tipu 3ToM 3 ThH [36]. ['eHbI Avena OTHOCHUTEIHLHO
GC-ob6orameHsl (B cpenHeM ~52% y o6ouUX BHUIOB
IIpU cpeaHeM 1o reHoMmy ~44% G + C). TenaeHUUs
K GC-o6oraieHuIo 3HaYUTEJIbHOM YacTU TSHOB 3a
cueT BBICOKOI 4acTOTh G + C B TpeThEM IOJTOKEHUN
KOJIOHA — CBOICTBO, XapaKTepHOE Kak [IJisl 3JIaKOB,
YTO OTJIMYAET UX OT ABYIOJBHBIX [62, 63], Tak U mis
TETIJIOKPOBHBIX TTO3BOHOYHBIX, B OTJINYME OT OECITO-
3BOHOYHBIX, aMmpUOUii 1 prI6 [64, 65].

Tombko 2.2—2.3% TPOTEUH-KOIUPYIOINX T¢HOB
B M3YYEHHBIX T'€HOMaX OUILUIOMIOHBIX BUIOB Avena
IVIUIALMPOBaHbl [36] — ymuBuTebHO Maio. Bos-
MOXHO, 9TOT pe3yJIbTaT TpeOyeT MPOBEpPKU — 3TO ca-
MBI HU3KMU MTOKA3aTeJIb CPEIY BCEX PACTEHUI, TE€HO-
MBI KOTOPBIX CEKBEHMPOBaHbI. s cpaBHEHUST yKa-
KeM, 4TO B reHome stuMmeHst Hordeum vulgare Ttakux
reHoB He MeHee 16%, B reHoMe puca Oryza sativa — He
MeHee 49% [66], a B cpeagHeM B reHOMax pacTeHUM
IyIUTMLMPOBaHEI 64.5% reHoB [67].

Bekene u coaBT. [68] HemaBHO OITyOJIMKOBAIU re-
HETUYECKYIO KapTy A. sativac BbICOKOI TJIOTHOCTbHIO
MOJIMMOPGHBIX MAPKEPOB T10 BceM 21 rpymmam crerie-
Hus. CpaBHEHUE ee ¢ pe3yIbTaTaMy CEKBEHUPOBAHMS
A- 1 C-TeHOMOB TUITJIOMIHBIX BUIOB OBCa T0KAa3aJo,
YTO YacTOTa KPOCCUHIOBEpPA B TMEPULEHTPUUECKUX
paifoHax XpOMOCOM Yy Avena CUJIBHO TTofaBiieHa [36].
KaptupoBanme MoJIeKyJISIpHBIX MapKEePOB OBIIIO BBI-
MOJIHEHO Ha OCHOBE MOIYJISIUMY PEKOMOMHAHTHBIX
nMOpeanbix TuHUit (RIL), moaydeHHBIX OT CKpeI-
BaHUS pa3IMYHBIX COPTOB OBca [22, 36, 69].
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IToctpoeHue KapT MOJIEKYJISIPHBIX MapKepoOB 00-
Jier4yaeT KapTUPOBaHUE CEJIEKIIMOHHO-1IEHHBIX TeHETH-
YeCcKHX JJOKycoB. OcoObIii MHTepecC NSl CENEeKIIMU OBCa
MPEICTaBISIET KApTUPOBAaHUE T€HOB YCTOMYMBOCTH K
6osie3HsM. Cpellr HUX TaKKe, KaK TOJIEPaHTHOCTb K BU-
pycy xentoit KapiaukoBoctu sumeHs (BYDV) [70],
YCTOMYMBOCTh K KOPOHYATO pxaBuuHe [71], My4-
HUCTOI poce [72], ronoBHe [73]. Bruiu nmpoBeneHbI
MHOTOYMCJIEHHbIe PabOTHI 110 KAPTUPOBAHUIO TEHOB,
KOHTPOJIMPYIOIINX Ka4eCTBEHHbIE MPU3HAKU — 3TO
coJiepxkaHue Oenka, Maciia, PeHONIbHBIX aTKaTOUI0B
1 B-I1I0KaHOB B 3epHOBKe OBca [74—78].

I'eHBI-KaHaUIATHI, OTBETCTBEHHBIE 32 TaKUE KPU-
TUYECKU Ba>KHbIE MPU3HAKKU OBCa, KaK YCTOMYMBOCTb K
3apakeHuIo Qy3apro30M U HAKOIJIEHUIO MUKOTOKCU-
Ha ne3okcuHuBaiieHona (JIOH) B 3epHe, KapTupyloT
ncnonb3ys TexHosorno QTL. QTL vamie Bcero nueH-
TUDULUPYIOT MyTEM KapTUPOBAHUS CLICTUICHUS C UC-
MOJIb30BaHUEM IKCTIIEPUMEHTANIbHBIX ceMeii F,, oopat-
HOIo CKpelIMBaHUSsI, TPOABUHYTHIX WHOPETHBIX WU
JIBOMHBIX TaIUTIOMIHBIX CeMeMcTB [74]. AbTepHATUB-
HBIM TIOAXOJI0M K obHapyxeHuto QTL sBistroTCcsT MC-
clieqoBaHUs TeHOMHBIX accoranuii (GWAS) [78—81].
YcraHoBeHO, YTO ocHOBHbIe QTLS, KOHTpOJIUPYIO-
IIMe YCTOMYMBOCTh K HAKOIUIEHWIO MUKOTOKCHHA,
HaxoasTcss Ha xpomocomax 17A/7C, 5C, 9D, 13A,
14D 13A [81, 82]; B yacTHOCTH, COOCTBEHHO HAKOIIIE-
HUE MUKOTOKCHHA HanboJiee TECHO CBSI3aHO C JIOKYCOM
avgbs 6K 952381, IpooyKT KOTOPOTO OTHOCUTCS K
Kjaccy zinc-finger-mpoTeHOB — 3TO JIMINA30-I0I00-
HBI TIPOTEWH WJIN TpemIlecTBEeHHUK Jmrmasbl [81].
Haiinenst QTLs, KoTopble NpU YBETUYEHUU MTPOIOJI-
JKUTEJIbHOCTU BETeTallMOHHOTO TepuoJa U BbICOTHI
pacTeHU yMEHBIIAIOT HAKOIUIEHUEe MUKOTOKCHHA B
3epHOBKe oBca [83]. [Ipu n3ydeHnun OOIBIIOTO Mac-
cvBa 0Opa3loB OBCa C MCIIOJb30BAHUEM MapKepoB
Diversity Array Technology (DArT) 66110 ycTaHOBJIE-
HO, YTO Tpu He3aBUCUMBIX SNPs ObUIM TOCTOBEPHO
CBSI3aHbI C COJIEPKaHUEM OeTa-TJIFOKAaHOB B 36pPHOBKE
oBca [78].

GWAS 0bl1 Mcronab30BaH IS UASHTU(hUKALIMU
QTLs, cBI3aHHBIX C TAKUM BaXXHBLIM arpOHOMUYE-
CKUM TIpM3HAKOM OBCa, KaK MoJieTaHue pacTeHUIA.
MatepuaaoM Ijis MCCIENOBAHUS MOCTYyXUau 126
SIPOBBIX U O3UMBIX COPTOB OBca (KaK COBPEMEHHBIX
CEJIEKIIMOHHBIX, TAK U CTAPOMECTHBIX), COOpaHHBIX B
27 eBporneiickux crpaHax. bruto mokaszano, yto QTLs,
aCCOLIMMPOBAHHBIE C BHICOTOM pacTeHUSI, CKOHIIEH-
TpupoBaHbI B rpynmnax croerieHus Mrg01, Mrg08,
Mrg09, Mrgll u Mrgl3 [58, 80]. O6paliiaet Ha cebs
BHuMaHue, uto QTLs, acconimmpoBaHHBIE C BLICOTOM
pacTeHUS U KapTUPOBAHHbBIE B TPYINAX CLEIJICHUS
Mrg01 nuMrgl3, coBrraganu 1o Jokamm3aumum ¢ QTLs,
OTpEeNe/SIOIIMMU BpeMsl KOJIOLIeHUsI, a “OTBevyaro-
muii 3a BeicoTty” QTL Ha Mrgll xomokamm3oBaycs ¢
reHOM, OTBEYaIIIUM 3a YCTOMYMBOCTh K 3aMOPO3-
Kawm [75, 76, 79, 80].
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IMTpu3HakoM, IpsIMO CBSI3aHHBIM C TTPOAYKTUBHO-
CTBIO U 3aBUCSIIIIMM OT OOJIBIIIOTO Y¥CJIa JIOKYCOB, SIB-
JISIETCSI IIPOIOJDKUTEIBHOCTD IIEPHOIA Pa3BUTHUS pacTe-
HUS 10 BhIMeThIBaHMS (KojoireHus). MccienoBanue
SNPs B reHoMax 682 TUHUI €BPOITENCKUX COPTOB OBCA
I10Ka3aJIo, YTO CBSI3aHHBIE C 3TUM MPU3HAKOM JIOKYCHI
CKOHIIEHTPUPOBAaHHKI B rpymnmax cueruieHus Mrg02 u
Mrg24, aTakke B Mrgl2, Mrgl3 n Mrg33 [58, 84, 85].
DT pe3yIbTaThl IIO3BOJISIIOT 1IeJIEHAIIPaBJIeHHO Be-
CTHU MOAOOpP MCXOMHOIO MaTepuajia g CeJEKIUU
yXXe Ha paHHUX 3Tarax pa3BUTHUS pacTeHU U B paH-
HUX THOPUIHBIX MOKOJICHUSIX IIPU IIPOBEACHUN Map-
Kep-BcIioMorareiabHoin ceneknuu (marker assisted
selection, MAS) [85].

ITpu TexHonoruun MAS, B IIpuHIIMIIE, MOTYT HC-
MI0JIb30BAaThCSI MOJICKYJISIPHBIE MapKephbl HE TOJIBKO TI'e-
HOMA sIipa, HO ¥ TEHOMOB opraHeJuUl. JIo HacTosIero
BPEMEHU OITyOJIMKOBAHO OIMKMCAaHWE MUTOXOHApPUAITb-
HOT'O TeHOMa TOJILKO KYJILTYPHOTO BUIa OBca — A. sativa
[86]. MuTOXOHApHUAIbHBIA T€EHOM IOCEBHOIO OBCA
KOJIbLIEBO#, 596 TITH, COOEPKUT IIECTh MPSMBIX T10-
BTOpPOB 1—7 TIIH IJIMHOM M IBAa MHBEPTUPOBAHHBIX
noBTopa mmHOM 12 u 3 TinH. EcTh Bce ocHOBaHMS oy-
MaTh, YTO B KJIETKE MUTOXOHIPUATbHBII TEHOM MO-
JKET MPUCYTCTBOBATh B BUAE HECKOJIBLKUX U30MEPHBIX
¢opM M B BUIE HECKOJBKUX KOJBIIEBBIX MOJIEKYII
pa3Horo pasMmepa. 14 reHoB MUTOXOHIPUAJILHOTO I'e-
HoMa Avena xomupylT Oeyku, Tpu reHa — pPHK
(rrn26, rrn18 u rrn5) u 18 renos — TPHK. M3 Hux nBa
reHa — coxl u rrn26 TipeacTaBieHbl B MUTOXOHAPU-
aJJbHOM FeHOMe OBca B IByX Konusix [86]. To, 4To reH
coxl y A. sativa mytTummnupoBaH, 3aCTaBJISIET BCIIOM-
HUTb, YTO IYIJIMKALIMSI 3TOTO TeHa y CapenTCKOM
ropuuiibl (Brassica juncea (L.) Czern.) compoBoxkaa-
JIach ILIUTOIUIa3MAaTUYECKOM MYKCKOM CTEPUILHO-
cThio [87].

Uccnenosanue mnomumMopdusma MtIHK ¢ momo-
IO PECTPUKTA3 ITOKA3aJI0, YTO MUTOXOHAPUHU TeKcarl-
JIOMTHBIX ¥ TETPATIOMIHBIX BUIOB OBCA IIPOUCXOMIST OT
BUI0B ¢ AA-reHomamu. NGS-cekBeHUpoBaHUE MT-Te-
HOMOB 25 BUIIOB Avena BBISIBUIO B HUX 1243 mapcumo-
HnYHO-MHPOopMaTuBHEIX SNPs [20], omHaKo meTalb-
HOEe aHHOTUPOBAHHOE OITMCAaHUE MT-T€HOMOB JUKUX
BUJIOB ITI0Ka He OITyOJIMKOBAHO.

I'eHoMBI xJTOporIacToB 25 BUIOB poaa Avena He-
JIAaBHO OBLIM CEKBEHUPOBAHBI 1 aHHOTHPOBaHBI Dy ¢
coaBT. [20, 21]. CpaBHUTEIBHBII aHAIU3 TTOTy4YEH-
HBIX MOCJea0BaTeIbHOCTE IMoKaszaj, UYTO pa3Mep
XJIOPOTIJIACTHBIX TEHOMOB Avena BapbUpyeT B Auara-
3oHe ot 135557 no 136006 mH (Tabu. 1). B renome 130
TeHOB U T10 4—6 TICEBIOTEHOB B KaxkmoM reHome. Cpe-
I HUX 84 reHa KOAWPOBIM MPOTEUHBbI, BOCEMb —
pPHK u 38 renoB — TPHK. 13 nipoTrenH-Konupyommx
n BocemMb reHoB TPHK wmMemn wmHTpoHBI. CTeleHb
CXOJICTBA XIT-TEHOMOB Pa3HbIX BUIOB Avena Ipy rionap-
HOM CpaBHEHUM HYKJICOTUIHBIX TTOCIIEIOBATEIbHOCTE
BapbrpoBaiia oT 98.38 10 99.996% nipu cpenHem 99.5%.
Bapuaiyu B o0CHOBHOM ObLM CBSI3aHbI C MEXKTE€HHbI -
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Mn paitoHamn. CpaBHEHHE T€HOMOB 25 BHUIOB BBI-
saBuiio 1313 mo3uumii, B KOTOpbIX oTMedeHbl SNPs,
583 SNPs (44.4%) Obun HaiineHbl B TeHax, 714
(54.4%) — B MexXTeHHBIX paitoHax, 15 SNPs (1.2%) —
B niceBaoreHax. Yucio KjacTepoB MUKPOCATEIUTOB
(SSRs) Ha reHOM BapbpUpoOBajio OT 256 (A. clauda n
A. eriantha) no 280 (A. atlantica), ipu cpenHem 276.8.
Haubonee yacro BcTpeuanuch cienytonue SSRs: Ag g,
Cs 14, (AT)s.7, (AG)s. ABTOpBI LUTUPYEMOI pabOTBI
[21] cripaBenIMBO TOJIAaraloT, YTO Pe3ybTaThl UCCIIe-
JIoBaHUS ToJuMopdu3Ma XJIOPOIUIACTHBIX T€HOMOB
MOTYT OBITb MCITOJIb30BaHbI 1Jisi pazpadorku JJHK-
INTPpUX-KOog0B, npuMeHuMbix misd JHK-macroptu-
3allM¥ COPTOBOTO pa3HOOOpa3nsI U BepuPUKAIIIHT 3a-
KJIIOYEHU O TAKCOHOMMYECKOU NPUHAMJIEXHOCTU
00pa3loB K TUKUM Bunam Avena.

IMPOUCXOXAEHWUE CYBI'EHOMOB
MMOJIUITNIONAHBIX BUJIOB AVENA —
PE3VYJIbTATDI, ITOJIYYEHHDLIE
C NCITOJIb3OBAHMEM CEKBEHWUPOBAHUA
HOBOTO ITOKOJIEHUA

Bce Buabl Ha3eMHBIX pacTeHUIA U BUOBI poda Avena,
B YaCTHOCTM, IIPOILIM 4Yepe3 HECKOJIbKO pPayHIOB
MMOTHOT€HOMHBIX NYIUIMKAUNA W MEXBUIOBBIX T'M-
opunmzanmii [16, 34, 89]. B pesynbTate BO3BpaTHBIX
CKpEIIMBAHUM, MEXI€HOMHbBIX TPaHCJOKALMK, MO-
TepU YaCTU T€HOB OJHOIO U3 POOUTENICH, SKCITAaHCUU
TPaHCHO30HOB, MOCTEIICHHO UAYIIIel BTOPUYHOM! q1-
IUTIOMAN3AIN KapuoTUIIoB [16, 34] amepHble TeHO-
MBI COBPEMEHHBIX PACTEeHUI UMEIOT CJIOXKHOE, MO3a-
WYHOE I10 TIPOMCXOXICHUIO CTPOEHUE, B KOTOPOM B
TeX WJIM MHBIX IPONOPIUSIX ITPEACTABICHBI T€HbI HE-
CKOJIBKMX NpenkoB. I1o 3Toit mpuyrHe MUTOXOHIPU-
aJIbHBIC Y XJIOPOIUIACTHBIE TEHOMBI, Ha TIePBBIA B3IJISI,
JIOJIKHBI OBITH OoJiee YOOOHBI IJIsI PEKOHCTPYKIINHN
MIPOMCXOXKACHMS podOB 1 BUIOB pacteHuii. [TokazaHo,
YTO y OOJIBIIIMHCTBA PACTCHUI, B TOM YMCJE y 3JIaKOB,
XJIOpOITIacCTHRIE M MuTOXxoHApUanbHble JTHK Hacne-
JIVIOTCSI TIPEMMYILIECTBEHHO IO MAaTEPMHCKOM JIMHUM,
XOTSI MI3BECTHBI I MCKJTIIOUEHUS 13 3Toro npaswia [90,
91]. ¥ GonblIMHCTBA pacTeHUli, B TOM 4UCJe y 3J1a-
KOB, XJIOPOIUIACTHBIC 1 MUTOXOHAPUAIbHbIC TCHOMBI
OTIIA TEPSIIOTCS B XOJIe MUKPOCIIOpPOIreHe3a, MO0 BO
BpeMsI OILUIOAOTBOpeHUs1. Bo BpeMs1 pa3BUTHS MbLIb-
el curHanel JIHK B opranemiax oOHapy>KUBatoTCs B
MHUKpPOCIIOpaxX, HO Ha 0OoJiee MO3OHUX CTAAUSIX U B
3pesIoii IbUIblEe LIMTO(GOTOMETPUYECKH YXKE OIpene-
JMMBEL. Jlerpagalinst XJIOpOIUIACTHOM WU MUTOXOHAPU-
anpHOM JIHK B MuKpocroporeHe3e UAET IIyTeM pas3-
PYLIEHUS HYKJIEOMIOB XJIOPOILIACTOB 1 MUTOXOHIPUIA
[90, 91]. V¥ 3nakoB xnoporuiactHast JIHK oTuoBckoro
MIPOMCXOXACHUS MHOTIIa OOHApYXXMBAeTCSI B HOTOM-
ctBe [91—93], HO BEpOSITHOCTH Ilepeaayr OTILIOBCKOTO
XJIOPOIUIACTHOI'O TeHOMA ITOTOMCTBY Y 3JJAKOB HU3KA —
Hanpumep, y Setaria P. Beauv. oHa 6bi1a pasHa 3 X 1074
[93]. OgHako ciienyeT IIOMHUTD, YTO Y MEXBUIOBEIX
¥ BO3BpPAaTHBIX THOPHUIOB 3JTaKOB BEPOSITHOCTL OOHA-

JIOCKYTOB wu np.

PYXUTh Yy HOTOMCTBa OTILIOBCKHE XJIOPOIIJIACTHI BO3-
pacrtaet [94, 95].

MoXHO TIpeAnooXUTh, 4YTO “TpaguLIMOHHOE”
IUIST 3JIaKOB MAaTEpMHCKOE HacJIeIOBAaHNE MUTOXOH-
JIPUAIBHOTO U XJIOPOIIACTHOIO FT€HOMOB HAaXOIUTCS
MOJI COTJIaCOBAaHHBIM KOHTPOJIEM SIAEPHOTO U MUTO-
XOHIPHAJIbHOIO TEHOMOB M MEXaHM3M ATOT IIEpeCcTacT
HaJexXXHO paboTaTh, KOTIA B OTHOM KJIETKE OObEIHSI -
I0TCS SIAEPHBIN 1 [IUTOILIa3MaTUYECKEe TCHOMBI pa3-
HOTO IIPOMCXOXKACHMSI. DTO, KaK pa3, Halll CJIydaii: Bce
MOJIMIJIOWIHBIE BUABI B pomne Avena, KpoMe, MOXET
ObIThb, A. macrostachya, — anIOIOJUIUIOUALI C TEHOM-
HeiMu KoMnosulisimu AC, AB, CD, ACD (ta6m. 1).
@Dy ¢ coasr. [20, 21] noNbITAJIMCH paCCYUTATh BpEMSI,
kormna chopmupoBaiuch A- 1 C-reHoMbl Avena, KO-
I71a NOSIBMJIMCH BapyMaHThl reHOMOB A- n C-Ttumna, Ko-
rna nosBWIMCH TeTparuiouasl. Ilpu Bceit ycmoBHOCTU
a0COJIIOTHOM XPOHOJIOTMYECKOM IIKaJbl, UCIOJIb3ye-
MOI1 1T ompene/ieH!sI BpeMeH! TUBEPreHIIMY OCHOB-
HBIX (PUIOTeHETUYECKMX BETBEId 31aKOB, OTHOCUTEIb-
HOe BpeMsl AUBEPreHLIMM BUAOB, KOTOPOE OHU JAlOT,
MO-BUAUMOMY, JOJDKHO ObITh BepHbIM. Dy [20], cpaB-
HuBag matrepHbl SNPs B reHOMaxX MUTOXOHIpUIA 1
XJIOPOTJIACTOB, PacCUMTAJl, YTO €CJIY JIUHUU IUTLIO-
WIHBIX BUIOB OBCOB ¢ A-reHoMaMu U C-TeHoMaMu
IUBEpPrupoBaii oKoiao 20 MJIH JeT Ha3al, TO JIMHUS
A. ventricosa (Cv-TreHOM) otaenunach ot A. clauda n
A. eriantha (Cp-reHoMm) okoio 10—11 MiaH et Hazam.
Cpenn BUIOB C SIICpHBIM TeHOMOM A paHee BceX,
okoJio 13—15 MaH neT Ha3ad, OTASJUICS OT OOIIeit
BeTBU A. canariensis (Ac-reHom).3aTeM, okojo 11—
12 MutH JIeT Hazaz, cpopMupoBajiach BeTBb A. dama-
scena (Ad-renom). BetBb A. longiglumis ctana camo-
CTOSITeNIbHOM oKoJjio 9—10 MJH JieT Haszan; XJIOpo-
IUIACTHBIA T€HOM, POICTBEHHbIN A. longiglumis, 8—
9 MJIH JIeT Ha3aj TOoJy4Yus NpeaoK TeTpaIrLuIOuaoB C
AC/DC-reHOMOM, OKOJIO 6—7 MIIH JIET TMOSIBUJICSI
TeTpaIUIONIHBIN TTpeaoKBUIoB ¢ DC-reHoMOM smmpa
(A. murphyi n A. maroccana), OT KOTOPOTO JepuBaT
XJIOPOILUIACTHOIO TeHoMa A. longiglumis Tonyduan
rekcaruiounnl A. sterilis, A. sativa, A. hybrida, A. occi-
dentalis n A. fatua. Bo3M0oXHO, pa3Hble reKcarjou/I-
HBle BUObl A. sativa + A. sterilia, A. occidentalis +
+ A. hybrida, A. fatua BO3HUKAJIM B pPa3HBIX YaACTSIX
apeajia HE3aBMCHMMO — BO BCSIKOM CJIy4ae o JaHHbIM
@y [20] XJIOpOIUIACTHBIA TE€HOM TEeTPaIIOUIOB
A. murphyi n A. maroccana 3aMeTHO OJIIXE K XJIOPO-
IUTAaCTHOMY TeHOMY A. fatua, YeM K X1-TeHoMaM A. sa-
tivau A. sterilis. @nnoreHeTUYECKNE BETBU T'eKCaILJIO-
unoB (A. sativa + A. sterilis) u (A. occidentalis + A. fatua),
o naHHbiM Dy [20], paszouunck 7.4 MJIH JIET Ha3al,
BpeMsI pasnelieHus A. sativa ot A. sterilis ObL10 oLIeHe-
Ho B 4.9 MH Jiet, a A. fatua ot A. occidentalis — B
6.5 murH stet. OHa M3 BeTBe# cpeau TUTUIONIHBIX BY-
0B poma Avena, OTHEIMBIIAsiCS OT OOIEro IpeBa
okozo 10 MiIH et Ha3and, Jana TUTUIONAEI ¢ AS-TeHO-
MaMH, XJIOPOIUTACTHBIN TeHOM 3TOI BETBH OKOJIO 6—
7 MUIH JIeT Ha3ajd OOCTajCs IpenKy TeTParjIOMOIHBIX
OBCOB ¢ reHoMmHoii ¢opmynoit AB (A. abyssinica,
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A. barbata, A. vaviloviana). UatepecHo, 4to A. agadi-
riana (siaepHbIii TeHOM AB), Mo-BUAMMOMY, BOZHUK
6—7 MJTH JIET Ha3aJ HE3aBUCHUMO — Y 3TOTO BUIA APY-
TOM THII XJTOpoIIacTHoro reHoma — ero XiJIHK 61m-
Ke IpyTux K XJIOpOIUIaCTHOMY reHoMYy A. longiglumis
[20].

Hccnenyst nporcxoxaeHre MOJTUITTIONIHBIX BUIOB
Avena ¢ TIOMOIIIBIO METOHOB JIOKYC-CITeIM(PUIHOTO
CEKBEHUPOBAaHUSI HOBOTO MOKOJICHUSI, Mbl TTOKa3ajau
[96], uTo moNMUILTOUIHBIE BUNBI Avena yTpaTuiv GOTb-
myio 9acth reHoB 35S pPHK, npumenimmx ot npen-
KoB ¢ C-cyoreHomamu. TeopeTUYECKU UX MOIJIO ObI
ObITh 50% v A. insularis (kapmoturt DDCC) 1 30% y
rekcamionnoB (Kapuotunn AACCDD). Ha nmene mx
okaszajioch okoJio 3.2% vy A. insularis v 1.4—2.4% y
rekcarjaougoB. Bo Bcex ciydasix cpegHee p-paccTos-
Hue (p-distance), namMepsieMoe Kak J0JIs1 pa3Inuuii B
HYKJIEOTHIaX MEXIYy MOMapHO CpaBHUBAEMbIMU T10-
CIIeOBAaTEIbHOCTIMM, [JIs TMOCIea0BaTeIbHOCTEM
18S pPHK, ITS1 n 5.8S p/IHK B C-cybrenHomax ObI-
JIO Ha TIOPSIAOK BBIIIIE, YEM B ITOCJIEIOBATEIbHOCTSIX
A-cybreHoMoB [96].

Pesynpratel MOIEKyISIpPHO-(MIOTEHETUIECKOTO
aHanu3a cxonacTtBa C-cyOreHOMHBIX MOCIeI0BaTeIb-
HOCTEM ITOKa3bIBaIOT, YTO HM OJMH 13 COBPEMEHHBIX
IUTUIOUIHBIX BUIOB Avena ¢ C-TeHOMaMU He ObLI
MIPSIMBIM MIPEIKOM MOJUIUIOUIHBIX BUAOB. Kaxkabrii
W3 TIOJIUTUIOMIHBIX BUIOB UMEET B CBOEM T€HOME He-
CKOJIBKO pa3HBIX ceMeiicTB C-cyOTeHOMHBIX TTOCIIe-
noBateabHOCTE (puc. 1). ByrcTpemnm-mHIEKCH BO
BCEX CIy4YasiX HU3KME, YTO CBSI3aHO C MaJIbIM YKMCIIOM
3aMeH, I10 KOTOPBIM pa3andaioTcs CpaBHUBacMBbIC
ITOCJIEIOBATEIbHOCT TEHOMOB 1 CyOIr€ HOMOB.

Pe3ynbTathl MOJEKYJISIPHO-(PUIOT€HETUYECKOrO
aHaIM3a CXOACTBA A-CyOreHOMHBIX IIOCJIeIOBATEIb-
HOCTEM TMOJIMILJIOUAOB MOKAa3bIBalOT, YTO HU OAWH M3
COBPEMEHHbBIX JUILTOMIHBIX BUAOB Avena ¢ A-reHoma-
MU He ObUI IIPSIMBIM IPEIKOM MOJIUILIOMIHBIX BUIIOB.
Kaxnplii 13 TTOUIUIONIHBIX BUTOB UMEET B CBOEM Te-
HOME HECKOJIbKO pa3HbIX CEMENCTB A-CyOreHOMHBIX
nocjenoBareabHOCTE. B reHoMe A. insularis imeeTcs
OTHOCHUTEJIBHO MHOIO TPAaHCKPUOMPYEMBIX CIieiice-
poOB, OJU3KUX IO MOCIEA0BATEIbHOCTSIM OJTHOIO U3
HCCIIeNOBaHHBIX paHee 00pa3noB A. hirtula (puc. 2).

Jlamee MBI oOpaboTamm pe3yabTaThl targeted-ce-
KkBeHUpoBaHUs “nomyisuuun”’ ITS-nmociemoBaTenb-
HOCTEH ITOJUIIOUIHBIX TEHOMOB Avena ¢ TIOMOIIbIO
nporpammbl TCS [97]. Anroputm TCS ocHOBaH Ha
BEPOSITHOCTHOM METO/I€ CTAaTMCTUYECKOM MapcuMo-
HUY U TO3BOJISIET OIIPEACIISITh BEPOSITHOCTH CBS3U
MEXIy BCEMHM TrarjloTMIaMU C MHAMKALIMEeH 4ucia
MyTallWii, 10 KOTOPbIM Pa3inyaroTcsl UCCaeayeMble
rarutotunibl. Pesynbratel TCS-pacyeToB MBI 00paba-
ThIBaIU B Iporpamme tcsBU [98]. biuzocts (poacTBo)
pAHK C-cybreHomMoB U A-cyOT€eHOMOB MOJIUTLIOW/I -
HBIX BUNOB A. insularis, A. fatua, A. ludovociana, A. sterilis
MOXKHO BUIETh Ha pucC. 3, 4.
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W3 naHHBIX, IIpeACTaBIeHHBIX HA PUC. 3, CIIEAYeT,
yTo A. pilosa (cuHoHUM A. eriantha) u A. clauda neii-
cTBUTENIbHO UMetoT ob1uii C-reHoMm (Cp), OTIIMYHBII
ot C-renoma tumia Cv, XapaKTepHOTo IS A. ventricosa,
u Cm-reHoMa A. macrostachya. C-cyObreHoMbl Ucciie-
JIOBaHHBIX ITOJIUIUIOMAHBIX BUAOB pa3HOOOpPA3HbI, HO
cpeay HUX MOXHO BBIACIMTH OCHOBHOM (core) Bapu-
aHT, IPMMEPHO paBHOYIAIEHHBIN OT ITS mumionmos,
Hecyuiux C-reHoM, M oT A. macrostachya. Cuctema
CyOreHOMOB A-THUIIa Yy MCCIE€AOBAaHHBIX MOJUILION-
noB MHas. A-cyoreHoMbl A. insularis TIpenCcTaBIICHBI
HECKOJBKMMM CEMEMCTBAMM, OMDHO M3 KOTOPHIX
01m3K0 K A-reHoMaM A. longiglumis u A. canariensis.
Yro kacaercs A. fatua, A. sterilis u A. ludoviciana, 10 B
MX TeHOMax BBISIBJICHO OBa WJIM TPU CeMeMcTBa
pAHK A-turra, BO3MOXKHO COOTBETCTBYIOIINX CyOre-
HOMaM, UMeHyeMbIM 1uToreHeTukamMu A u D. Ilo-
cinenoBatenabHOocTh pJIHK (cTporo roBopsi, yuacTok
ITS1) BapuanToB mpeamoiaraeMoro D-cybGreHoma
nmanbiine orctout oT pAHK A-reHoMOB IUIIJIONIOB 1
BapUaHTOB TpenoaraeMoro A-cyoreHoma (puc. 4).

Gy PE3YJIbTATbl HE TOJIBKO paCIIMPAIOT 3HaAHUA
00 9BOJIIOIINMHY T€HOMA OBCa, HO TaKXE€ MMCIOT 3HA4YC-
HHUEC IJId COXpaHCHUA 1 NCITOJIb30BaHUA I'€pMOILIa3-
MBI OBCa B CCJICKIIUM.

PECYPCHBIN MOTEHLIMAI JUKUX
N KVJIBTYPHbBIX BUAOB POIJA OBEC

DddeKTUBHOE HCIIOIb30BaHNE BCETO MOTEHIIMAIA
BHYTPUBUIOBOTO pa3HOOOpa3usi BUAOB pona Avena 1o
CeJICKIIMOHHOIIEHHBIM TpU3HaKaM HEBO3MOXHO 0e3
MIpeaBapUTEIbHOM OLEHKN T€HETUYECKOIOo Pa3HO00-
pa3usl IMKUX BUAOB U CTAPOMECTHBIX COPTOB KYIbTH-
BUpPYEMBIX BUAOB pona Avena [1—5]. I1pu aTOM BaxkHOI
3amaveii SIBISIeTCs ITaCIOPTU3aLsI HOBBIX M CTAPOMECT-
HBIX COPTOB Avena, mist 4yero Hamoosaee MHOOPMATHB-
HBIM METOIOM Ha CETOAHSIIHUI JeHb, ITO-BUIMMOMY,
sersieTcst SSR-ananus [74, 99, 100]. B ycnoBusix MHTEH-
CHBHOTO CEJIbCKOTO XO3SMCTBA Pe3yJIbTaThl ITaCIIOPTH-
3alIM1 COPTOB B PsiIie CJIy4aeB MOTYT ObITh BaXKHbI IIPU
YCTaHOBJIECHUM NPUOPUTETOB, aBTOPCTBA COPTOB M
YTBEPKIASHMS UCKIIIOUMTEJILHBIX IIPaB Ha Pe3yJIbTaThl
CeJIeKLIUU.

B yci1oBUsSIX MTHTEHCUBHOTO CEJILCKOTO XO3SICTBa
B IOCJIETHIONIO 4eTBepTh XX—Havasre XXI B. 1 Ha 3ana-
e,  Ha BocTroke oTMeuaimch MPU3HAKMA “TeHEeTHYe-
CKOI1 3p03un” y COBPEMEHHBIX CEJIEKIIMOHHBIX COPTOB
[100—102]. MonekynsipHO-TeHeTU4IEeCKIe MCCIIenoBa-
Hus (SSR, AFLP u DArT) noka3pIBaloT, 4YTO MECTHBIE
U CTapble COpTa OBCa MUMEIOT OOJbllIee TeHETUYECKOe
pa3HooOpa3ue 110 CPaBHEHMUIO C COBPEMEHHBIMI KOM-
MEPUYECKMMU COPTaMM IO IIIMPOKOMY CHEKTPY U3Y-
YEeHHBIX MPU3HAKOB, YTO IIOATBEPAWIIO LIEHHOCTh
MECTHBIX COPTOB B KaU€CTBE NICTOUHUKOB IJISI IIPOBE-
neHns ceaeKIMoHHBIX padot [100, 103]. I1pu aTom y
COPTOB C pa3HbLIM TUIIOM pPa3BUTHUS (O3UMBIC, SIPO-
BhI€) CTENEeHb T€HETUYECKOTIO Pa3HOOOpa3usl MOXKET
CYIIECTBEHHO pas3imyaTrbcsd. Hampumep, B pabote
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\'4 eriantha 7050 41119514687
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1A4. clauda gi212004389(2)
;1:;1 clauda gi212004394(2)
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01 g142563598(2)

- Clayy,
Claygy o K267 gi
gi2 814139
87, Sy 5, 2004399 )" H8(2)

Fa — Avena fatua
Lu — A. ludoviciana
St — A. sterilis

InC — A. insularis

ITS1 — nocnenoBaTeIbHOCTH MOJUTIIIOMIHBIX TEHOMOB Avena

Puc. 1. MonexysipHO-¢buUIoreHeThuYecKoe 1peBo (JIroput™M MUHUMaibHast aBositoliust ME) cxoncrsa ITS1-nocnenoBarens-
Hocrteit C-cybreHoma u I'TS-1ociienoBaTe/IbHOCTEM AUIUIOMIHBIX BUIOB Avena.

Kitoc ¢ coasr. [84] 635 nuHuit oBca MOCEBHOIO CpaB-
HuBaMCh o 4561 SNPs. bruto mokasaHo, 4To y JIU-
HUII SIpOBOTO OBca TeHETUYeCcKoe pa3zHooOpasue
MEHBIIIE, YeM Y COPTOB, KYJTbTUBUPYEMBIX B FOXKHBIX
1ITaTax, TAe OBeC BO3AEIbIBACTCS KaK 3UMYIOIast
KyJIBTYpA.

B 3Tux yciaoBMSX KpPUTUYECKU BaXKHBIM CTaHO-

BUTCS pa3paboTka 3¢p(HEeKTUBHBIX IIPOrpaMM COXpa-
HEHUS 1 000TallIcHUs TEHETUYECKOTo pa3HooOpa3ns

OBCa 3a CYET BOCIIPOMU3BOJCTBA CTAPOMECTHBIX COP-
TOB B TECHETUYECKUX KOJUIEKIIUSIX U MCTIOJIb30BaHUS B
KadeCcTBe CEJIEKIMOHHOLIEHHBIX JIOKYCOB TUKUX BU-
noB oBca [1-5, 74, 100]. Tak, ckpemmBaHue A. sativa
c A. sterilis MOXeT OBITH UCIIOJIB30BAaHO [J151 BBEAECHUA
B T€HOM CEJICKIIMOHHBIX COPTOB FT€HOB YCTOMYMBOCTU
K MYYHHMCTOM poce, KOPOHYATOMN U CTeOJIEBOM pxKaB-
yuHe [5, 104, 105]. A. fatua 6b11 3ageiicTBOBaH B IIPO-
rpaMMax 1o IOJIy4YeHUIO JIMHUM OBCa, YCTOMYMBBIX K
BUpPYCY XeJToit KapiukoBocTu sumeHs (BYDV)
Ne 6 2021
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JUnaouaHble BUALI C TEHOMaMU — ,
tumna C 1 TeTparion ?
A. macrostachya (CmCm)
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A-cyOGreHOMOB MOJIUMTUIOUIOB.
Fa — Avena fatua (2 obpa3zua)
ins — A. insularis

St — A. sterilis (2 oGpasia)

Iu — A. ludoviciana (2 o6pasna),
mudpa rnepen MHAEKCOM — YMCII0 TaKUX
MOCJIeI0BaTeIbHOCTE! B BHIOOPKE (1151
MOCJIEA0BaTEIbHOCTE! IUILJIOMIHBIX BUIOB,
CeKBEHUPOBaHHBIX 110 CaHTEPY,
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Puc. 2. MoJekyIsspHO-(pUIOre HeTUYECKOE IPEBO (aJIrOpuT™M MUHMMabHast 3Bomolus ME) cxoncrsa ITS1-mmocinenoBaresib-
HocTeit A-cyoreHoma u ITS-rnocenoBareabHOCTE I TUTUIOUIHBIX BUTOB Avena.

[106]. I'ekcannoun A. byzantina OGbUT JOHOPOM IS
nepenadn A. sativa ipu3HaKa yCTOMIMBOCTH K MYJ-
HUCTOM poce U KopoHUaToi pxxaBuuHe [107]. Amienb
Pc91 reHa yCTOMYMBOCTU K KOPOHYATOW pKaBYMHE
OBbUT MHTPOTPECCUPOBAH B KyJbTUBUPYEMBIN OBEC U3
reHoma Tetparuiouna A. magna [108], Torma Kak aji-
Jiesib Pc94 Obl1 MIHTPOTpeCCUpPOBaH B A. sativa U3 -
nnouna A. strigosa [109].

I'excarmounubie BuUnbl A. fatua, A. sterilis 1 TeT-
paruionn A. macrostachya UCTIOIb30BaIMCh Y UCTIOJb3Y -
IOTCS B CEJICKLIMOHHBIX IIpOrpaMMax Ipu BhIBEACHUM
XOJIONOYCTOMYMBBIX COPTOB OBca nmoceBHoro [ 110, 111].

MeTaboIOMHBIN aHaINU3 — HOBBII 3(P(PeKTUBHEIN
MOAXOI K OLIEHKE PECYPCHOTO TOTEHUIMAJIA OTIACIIb-
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HBIX COPTOB U MOMYJISLIWI TUKUX BUAOB oBca. [1po-

BeCHHOE HaMM MeTaboJIOMHOEe HpodUIMpoBaHUE

3¢pPHOBOK COPTOB M IWKUX BUIOB Avena IoKaszalo,

YTO IMAana3oH M3MEHYMBOCTU METabOJIOMHOIO IIPO-
Guist y CeIEKLIMOHHBIX COPTOB IO CPAaBHEHMIO C JU-
KUMMU BUJAMU 3HAUYUTENIHHO yKe. BBISIBIIEHBI MeTabo-
JINTHI, COAEPKaHNE KOTOPHIX YMEHBIIIAIOCH B IIPOIIEC-
Ce OKYJIbTYPUBAHUSI WIN MO KOTOPBIM JUKUE BUIBI
OBCa OTJIMYAIOTCS OT COPTOB 3TOM KyJIbTYphel [112].
IIpenrmonaraeTcs, 4YTO 3TO MOXET OBITh CBSI3aHO C OT-
0OpOM IIPU JOMECTUKALIUN OBCA, CHIDKEHHEM pa3HO-
o6pasust MeTabosoMa Npu GOopMUPOBAHUU MPU3HA-
KoB “domestication syndrome” [113]. PazHooOpa3ue
MeTabOJIOMHBIX TpOoUIICH MOXET OBITH YTPA4YSHO B
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Puc. 3. Cucrema rarorunon C-tumna Y JUILTOMOOB U ITOJUIIIONI0B.

mnpouecce orbopa IIpPU CO3IaHNU BBICOKOCIEITAATIN -
3MPOBAHHBIX Y3KOJMHEWHBIX COBPEMEHHBIX COPTOB
MHTEHCHUBHOIO THMIIA, TaK KaK 3TOT MpPOIEeCcC BCeraa
COIIPOBOXIIAETCSI CHIDKEHUEM TeHETUUECKOTO TTOIH-
Mopdu3Ma o0beKTa CeJIEKIIUA B CPABHEHUM C METa-
TEHOMOM MHOXECTBa dKOTUIIOB U MECTHBIX COPTOB,
COTEH IIPUPOIHBIX pac OecsITKa TUKUX BUOOB [112,
113]. Ipu n3yyeHUn MEeTabOJOMHBIX CITEKTPOB 3€pHO-
BOK Yy 00pas3lIoB OBCa, MOABEPXKEHHBIX 3apaKeHUIO ¢y-
3apr0O30M, ObUIM BBISIBJIEHBI KOPPEISIIIMOHHBIE CBSI3U
MEXIy STUMHU OKa3aTeIsIMUA. Y CTAHOBJIEHO, UTO BbI-
COKOOeJIKOBbIE (hDOPMBI OBCa MopaxKarTcs dy3apro-
30M cjabee ¥ HaKalJiMBalOT MEHbIIIE TOKCUHOB, OHU
OoJiee amanTUBHBI K OMOTHMYECKOMY cTpeccy [114].
I1pu n3yyeHUU roJo3epHbBIX U IIEHYATHIX (pOpM MO-
CEBHOTO0 OBCa ObLIO MOKa3aHO pa3Indyre MeTaboIoM-
HBIX TIpoduiieil y 3TUX GOpM, YTO CIYKHT €Ile OJ-
HHUM TOATBEPXKIASHUEM B MOJb3y pa3deIcHUSI 3TUX
NoaBUIOB MoceBHOro oBca [ 112, 115]. CpaBHeHue MeTa-
OOJIOMHBIX PO UIIEii TPYIIIT COPTOB OBCA — MECTHBIX,
MNPYMUTHUBHBIX, a TAKXKE COBPEMEHHBIX — POCCHUIICKOM
U (DpaHIy3CKOi CeleKIMU MPOAEMOHCTPUPOBAJIO 10-
CTOBEPHBIE PA3INYUs MEXIy U3yYeHHBIMU TPYMIIaMH.
Pazmraus 661711 moJrydeHbI IpU cpaBHEHUH MeTa0o0-

JINTOB, UMEIOLIMX BaXKHOE 3HA4YeHUE ST (GOPMUPO-
BaHUS MMPU3HAKOB YCTOMYMBOCTU KYJIbTYPBI K CTpEC-
copaM, a TakKxXKe TUILEBBIX, JICYEOHBIX, TUSTUUCCKUX
JIOCTOMHCTB 3¢pHOBOI ITpoayKLIU. BoimeneHbl Hanbo-
Jiee MHGOPMALIMOHHO LICHHBIE TIPU3HAKH, TTO3BOJIMB-
11 JOCTOBEPHO Pa3fe/INTh 00pasLibl OBCA PA3TNIHOIO
TMIPOMCXOXIEHUS Y C Pa3HOM CTENIEHBIO CEJICKIIMOHHOM
npopabotku. MccnenoBaHue MoKasaio, 4To Py IpoBe-
JIEHUH CEJICKIIMOHHBIX pa0doT Ha yay4dllIeHUue OMOXM-
MMUYECKHUX ITI0Ka3aTejeil 36 pHOBOK OBCa HEOOXOIMMO
HUCIOb30BaTh pecypchl TEHETUUECKOTO pa3HOObOpa-
31l POCCUMCKUX MECTHBIX U TTPUMMUTUBHBIX CEICK-
LUOHHBIX COPTOB, COOpAaHHBLIX U CO3MaHHBLIX B 20—
30-e rr. XX cronetud [116].

B nocnenHee BpeMsi oBeC MOCEBHON CTAHOBUTCS
OIHOM 13 MEePCIEKTUBHBIX U BOCTPEOOBAHHBIX CETb-
CKOXO3SIMCTBEHHBIX KYJbTYp, MOCKOJbKY OO0JagaeT
PSIIOM LIEHHBIX CBOMCTB, OTBEYAIOIIMX TPEOOBAHUSIM K
MPOaYyKTaM “(byHKIIMOHATBHOTO NMUTaHus1” . OMHUM U3
KJ1aCCOB TaKUX COENWHEHUI SIBJISIIOTCS TTOAM(EHOb-
Hble aBeHaHTpaMMW[Ibl, OOJaJaloIIMe AHTUOKCUAAHT-
HBIMM, MPOTUBOBOCIAIMTEILHBIMUA W aHTHATEPOTEH-
HbIMU cBolicTBamU [117]. ITokazaHo, 4TO pa3HbIe copTa
OBCa pa3nyaloTcs 1Mo CONEePXKaHUIO B HUX aBEHaH-
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Puc. 4. Cucrema reHoMoB A-Tuna (rarutoturioB ITS1) y nMIIonaoB 1 MOJUIIIONAOB poaa Avena. BeiaeneHbl Ki1acTephl Ipe-
nojaraeMbIX A- 1 D-cyOoreHoMOB M KJ1acTep, 00beTMHSIONINI TUTIJIOUIHBIC BUIBI C A-TeHOMaMU.

TpamMunoB: copt Jaak (1.1—2.7 T/KT) conepKajl Heu3-
MEHHO BBICOKYIO KOHIIEHTPAlIMIO MO CPaBHEHUIO C
IpyruMu ctaHgapTHeiMu copTamu (Belinda — 0.5—
1.2 v/kT; Ivory — 0.3—1.7 r/kr). I1pu aTOM gurmion-
HBII KyJIbTYPHBIN BUA A. Strigosa oKa3ajl OYeHb Bbl-
COKO€ coaepXkaHne aBeHaHTpaMuIoB — 10 4.1 r/Kr, a
rekcarmionaHbiii A. byzantina — 3.0 r/xr. HammpoTus,
JIVKYe BUIBI Pa3HOM IDTOUTHOCTU A. hirtula, A. barbata,
A. fatua, A. sterilis OTINYANNCh OTHOCUTEIHLHO HU3KUM
comepkaHueM aBeHaHTpaMuaoB (240—1585 wr/kr)
[118]. Eie 6oabiiee pa3HOOOpa3ue 110 CoAepKaHUIO
aBeHaHTPaMUIOB B 36pHOBKE ObLIO MOJIy4YeHO TPy U3y-
YEHMU TIPEICTaBUTEILHOTO Habopa 00pas3LioB KyIbTyp-
HBIX U TUKMUX BUAOB oBca [119]. OBec Takxke coaep-
JKUT JIBa KJjlacca CalfOHMHOB: aBeHaKo3uAbl (caxapa,
CBSI3aHHBIC CO CTEpOMIAMM) M aBeHalIMHBI (caxapa,
CBSI3aHHBIE C TPUTEPIIEHOUIOM), KOTOpbIE, KaK ObLIO
MOKa3aHO, CHUXKAIOT YPOBEHb XOJISCTEpUHA, CTUMYJIV-
PYIOT UMMYHHYIO CUCTEMY U 00JIaIatOT aHTUKAHIIEPO-
reHHbIMU cBoiictBamu [120]. LleneHampaBieHHast ce-
JIEKIIMSI Ha YBEJIMYEHUE COJEPXKAHMWS ITUX BEIIECTB B
JIMHUSX OBCa paHee He MPOBOAMJIACH, OJJHAKO MEX-

TEHETUKA Ne 6

TOM 57 2021

JIMHEHbIE U MEXXBUIOBBIC PAa3INYKSI 10 9TOMY IMOKa-
3aresto ObUIY HaiineHsr [121].

Cpeny MHOIMX IPOOYKTOB OMOCHMHTE3a OBCa MOXKa-
JIyii HauOOJIBIIYIO POJIb ISl YeJIOBEKA UrparoT pacTBO-
PHMMbIE BOJIOKHA KIIETYATKH U TTPEXKIIE BCETO B-TITIOKAHBI
(a Takke apaOMHOKCUIaH, KCUJIOTJIIOKAH U HEKOTO-
pbIe IpyTUe BTOPOCTEIIEHHbIE KOMIIOHEHThI KJIeTJaT-
K1), KOTOpbI€ CHUXXAIOT YPOBEHb XOJUCTEpUHA B
KPOBU U 3aMETHO CHIZKAIOT PUCK CEPACYHO-COCYIM -
CThIX 3a0oJyieBaHuM [122—124]. MHoOroymcieHHbIE
JOKA3aTeJbCTBA MOJIE3HOM POJIM OBCSIHBIX [3-TJIIOKA-
HOB 3aCTaBWJIM YIIpaBJIeHUE IO CAaHUTAPHOMY HaJ130-
Py 3a KayeCTBOM ITMIIEBBLIX IIPOAYKTOB M MeEIMKa-
meHToB CIIA (FDA) odumnuanbHO 3asiBUThb, 4YTO
pacTBOpMMBEIE ITMIIEBEIE BOJIOKHA U3 LIEJIBHOI 3ep-
HOBKM OBCa B BHUJI€ XJIONbEB, OTPYOEi 1 MYKHU CIIO-
COOCTBYIOT CHIDKEHMIO pUCKa CEPACUHO-COCYIMUCTHIX
3a001eBaHMIA, IJIST YeTo TpeOyeTcsT IIPUHUMATh C TN -
1ieii 1Mo MeHbIIel Mepe 3 T B-TII0KaHOB B IeHb. 3a-
TeM aHAJIOTUYHbIC PEeKOMEHIAIIMU ObUIM OJ00pEHBI
EBpomneiickoit Komuccueit 1 KOMIOeTeHTHBIMU Opra-
Hamu ABctpanuu, HoBoit 3emanauu, Kananer, bpa-
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sunnn, Manaisnn, Uuanonesnn n FOxnHoit Kopen
[124].

I'eHeTyeckoe pazHoOOpa3re oBca Mo CONEPKAHUIO
[-rI0KaHOB B 3¢pHOBKE OLIEHWBAJIOCh B PAMKaXx JIBYX
eBporieiickux nporpamMm. B mpoekre HEALTHGRAIN
Diversity Screen y u3ydeHHbBIX MSITU COPTOB OBCa CO-
nepXaHue [-TIIOKaHOB M AHTHOKCHIAHTOB B 3€p-
HOBKE CYIIECTBEHHO paszinmnyanoch [125]. B mpoekTte
“I'eHeTHYeCcKUEe pecypchl OBca IS Ka4eCTBEHHOIO
nutaHus aoneii” (European Project — “Avena genet-
ic resources for quality in human consumption”) usy-
yeHUe 658 COpTOB OBca MOATBEPAMIIO BKJIAI KaK Te-
HETUYECKOM, TaK U DKOJIOTUYECKOM COCTABJISIOIIEH B
dopMupoBaHue npusHaka [126]. MHTepecHO, 4TO
BBICOKOE COJIepKaHue B-TJII0KaHOB U IPYruX aHTH-
OKCHJIAHTOB B 3€pPHOBKE II0 CPAaBHEHUIO C KYJIbTyp-
HBIMU 1 IPYTUMH DUKOPACTYIIUMU IU- U TETPaILIO-
WIHBIMU BUJAMU OBCa OOHApPYXXEHO y TeKCaIlluIoOWI-
HBIX BUIOB A. fatua, A. occidentalis, A. byzantina n'y
ouruionnaa A. atlantica [123, 126—129].

Cukopa ¢ coasnT. [130] npoananu3zupoBanu 1700
JIMHUI OBca, BblIeNeHHbIX U3 copta Belinda (I1IBe-
nsl) ¥ HECYIINX MyTallii, MHIyIIMpoBaHHBIe EMS,
1 BbIgBWIM 10 JIMHMIA, Y KOTOPBIX KOHIEHTpPALIMS
B-rrokaHOB B 3epHOBKax Obu1a Bbiiie 6.7%, u 10 au-
HUI1, Yy KOTOPBIX UX colepxKaHue Obu10 MeHee 3.6% (Y
copra Belinda konueHtpanusi B-miokana 4.9%).
MakcuManbHBI pa3Max B COAEPKAaHUM YKAa3aHHBIX
noymcaxapunoB cpean 1700 MyTaHTHBIX JUHUNA CO-
craBui ot 1.8 10 7.5%.

Ha ceromHsmHuii 1eHb yXe TOJIOXKEHO Hadasao
HCCJIeIOBaHUI accolMalii Mexay TeHOTUIIOM U
comepXaHUeM [-TII0KaHOB M XKHUPHBIX KHUCIOT B
oBce MeTonoM GWAS. Tak, ncciegoBaTeassMu ObI-
JIM OIpeiesieHbl YeThIpe JIOKyca, KOTOpble CIOCO0-
CTBYIOT UBMEHEHMUIO COJIEP>KAHUS U COCTaBa XXUPHBIX
KUCJIOT B 3epHe oBca. OHAKO OCTalOTCSl HEU3YyUeH-
HbIMU T€HOMHbIE paiiOHbI, CITOCOOCTBYIOIIIME U3ME-
HEHUIO colepxaHus OeJIKOB, Macesl, caXapHbIX M
YPOHOBBIX KUCJIOT, KOTOPBIE B CBOIO OYE€pPEIb HEMO-
CPEICTBEHHO BIMSIOT Ha Ka4eCTBO 3epHa [77].

Nudopmanms, moirydeHHass ¢ MCITOJIb30BaHUEM
MOJIEKYJIsSIpHO-MeTaboaoMHoro mnoaxoma mQTL
(metabolite quantitative trait loci) m mGWAS (metab-
olome-based GWAS), 1mo3BoJjisieT Ha HOBOM ypOBHE
KauyeCTBEHHO U KOJWYECTBEHHO OXapaKTepU30BaTb
BTOpPUYHBIE METAO0OIUTHI, IIPEACTABIISIOLINE MHTEPEC
IS cenexuuu. Takoi aHaan3 MOXeT T1aTh MH(POpMa-
LIMIO O B3aMMOCBSI3M METa0OJUTOB APYT C APYroM, a
TaKKe C BaXXHBIMHU CEJICKIIMOHHBIMM IIpU3HAKaMMU,
YTO MOXET IIPUBECTH K pa3padoTKe OoJjiee parmo-
HaJIbHBIX MOJeJIeil, CBSI3bIBAIOIINX KOHKPETHBIIA Me-
TabOJIUT C TIpU3HAKaMU IIPOAYKTUBHOCTU WJIN Kade-
cTBa KOHeYHOI nmponykuuu. Emnie 6omee MHOroooe-
HIaKoIeil SIBJISIETCS BO3MOXHOCTh U3Y4YEHUsI CBSI3U
MEXKIY KOJIMYECTBEHHBIM U3MEHEHUEM METa00IUTOB
1 U3MeHeHreM peHoTuria pactreHus [131].

JIOCKYTOB wu np.

SAKJTIOYEHUE

Takum obpa3oM, IMKME U KyJIbTYPHBIC BUABI pOJa
Avena L. aBISII0TCSI 00BEKTaAMU TaKCOHOMUYECKUX,
dHIOTeHeTUYECKUX, TEHETUUECKUX, MOJIEKYISIPHO-
TeHeTUYECKUX, “OMHMKCHBIX’ WuccliefoBaHuii. Pe-
3yJIbTAThl 3TUX MCCJICIOBAHUMN MOXHO OBLJIO BUACTh
Ha npourenireii B 2016 r. mocnenHeit 10-it MeskayHa-
porHoii KoHPepeHnmn o oscy (10th International
Oat Conference) B Cankr-ITerepoypre [132]. K coxa-
JeHuio, B Poccuu Buanl poga Avena L. He SIBISIIOTCSE
00bEKTaMM MHOTOUMCIIEHHBIX WCCJIeIOBAHUMI, XOTS
OBeC ITOCEBHOI — OJIHA M3 BeAYIIUX 3€PHOBBIX KYJIb-
TYyp, KOTOpasi IIUPOKO MCHOIL3YETCS B CETbCKOXO-
3STICTBEHHOM IPOU3BOACTBE HA KOPMOBBIE 1LIEJIN U B
MocJieTHee BpeMsI 1JIsl TIOIyYEeHMs TTUILEBHIX, TUEeTH-
YeCKUX U (DYHKIIMOHAJBHBIX IIPOAYKTOB MUTAHMSI.

M3ydyeHue myTeit mMpoUCXoXAECHUS, “IOMeCTHUKA-
U1~ ¥ CUCTEeMaTUYECKOTO MOJIOXKEHUSI BUIOB poja
Avena TI03BOJISIET JIy4Ille IIOHSATH TeHETUUECKYIO TP -
polly BCeX BUIOB M, B CBOIO O4epellb, HAMETUTh Ha-
IpaBJeHUSI COXpaHEHMsI UX OMOJIOTMYECKOrO pa3HO-
00pa3us 1 UCIIOJIb30BaHUS PECYPCHOTO IIOTEHIIAA.
HaubGosiee nepcneKTHBHOE HampaBieHUE U3YYCHUS
U WUICHTU(PUKAINKA TeHETUYSCKOIOo pa3HOooOpa3usl
MIPUMEHUTEIBHO K 3aJa9aM CeJIEKIIMM — MCIOJIb30-
BaHUE TEXHUKU CEKBEHHUPOBAHUS U MOJIEKYJISIPHBIX
MapKepoB. B HacTosiiiee BpeMst HUI OOHO HallpaBJICHHE
WCCIENOBAaHMI He o0xomuTcss 0e3 MCHOJIb30BaHMS
JHK-TexHo10rni1, MO3BOJISIIONINX HA HOBOM YPOBHE
JIOCTaTOYHO OBICTPO IIPOBOAUTH T€HOTUIIMPOBAHUE,
TeHEeTUYECKOe KapTHUpPOBAaHME M MapKep-BCIIOMOTa-
TeJabHYIO cejiekKnio (MAS) s BBISIBJIEHUSI TeHOTH -
OB C LIEHHBIMU aJUIEJISIMUA T€HOB, KOHTPOJUPYIOIINX
pa3NIVYHbBIE CEJIEKIIMOHHO LEHHBIE MPU3HAKU, YTO
MHOTOKpPaTHO COKpalllaeT ITyTh Ha MOJsI BBICOKO-
YCTOMUYMBEIX Y BLICOKOIIPOJIYKTUBHBIX COPTOB OBCA.
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Origin and Resource Potential of Wild and Cultivated Species
of the Genus Oats (Avena L.)

I. G. Loskutov~?, A. A. Gnutikov~* *, E. V. Blinova“, and A. V. Rodionov” ¢
“Vavilov Institute of Plant Genetic Resources (VIR), St. Petersburg, 190000 Russia
bSaint- Petersburg State University, St. Petersburg, 199034 Russia
“Komarov Botanical Institute, Russian Academy of Sciences, St. Petersburg, 197376 Russia
*e-mail: alexandr2911@yandex.ru

The genus Avena L. is represented by cultivated species of great practical importance, segetal weeds and wild
species, which are interesting as objects of potential sources of valuable traits for breeding. Until now, there
are significant disagreements in understanding the size of the genus, especially regarding the isolation of rare
specialized species from aggregate species. The review analyzes our own and published data on comparative
genomics and taxonomy of species of the genus, discusses the use of various gene markers in molecular ge-
netic studies for identifying oat species. Currently, modern studies of the genus are largely based on molecular
phylogenetic and karyological data. Thus, many works are devoted to the relationship of the only perennial
tetraploid species A. macrostachya and diploid species of the genus Avena. The article examines the relation-
ship of the genome of this unique autotetraploid species, formed even before the evolutionary division of the
genus into separate genomes, with the A and C genomes of other species. On the other hand, oats are a well-
studied crop for agronomic and economically valuable traits using traditional field and laboratory methods.
Molecular markers are often used to highlight sources of resistance to biotic stress. The selection of genotypes
of oats resistant to diseases, and, in particular, to fusarium infection and the accumulation of mycotoxin de-
oxynivalenol (DON) in grain is carried out by mapping quantitative trait loci (QTLs). Established QTLs that
control resistance to mycotoxin accumulation. In addition, QTLs were found that, with an increase in the
length of the growing season and plant height, reduce the accumulation of mycotoxin DON in the oat caryop-
sis. The use of the marker of auxiliary selection (MAS) for the isolation of genotypes resistant to the main
diseases of oats and for other breeding traits is discussed. The article discusses modern approaches to geno-
typing of selectively significant traits.

Keywords: Avena, genomes, cereals, interspecific hybridization, molecular markers, oats, QTLs, Poaceae,
polyploidy, origin of cultivated species, resistance to environmental factors, breeding.
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W3zyuena Tpanckpunnus reHa alylIR Bacillus cereus, KOTOPBIi SIBISIETCS HETaTUBHBIM TPAHCKPUIIIIMOH-
HBIM perysitopoM reHa reMosinsuHa II (hlyIl) — dakropa naroreHHOCTH B. cereus. BuisiBieHa nocienoBa-
TEJILHOCTh IPOMOTOpA nepen reHoM AlylIR n ompeneneHa cTapToBas TOYKa TpaHCKpUIIINU. B akcriepu-
MEHTaXx in vitro M in vivo IpOBelleH aHaIU3 BIUSIHUS OeIKa-peryisiTopa Ha TPaHCKPUILIUIO C COOCTBEHHOTO
mpoMoTopa. B kiieTkax B. cereus BHISIBIIEH KOHCTUTYTUBHBIM XapakTep CUHTe3a KOHEYHOTo Ipoaykra. [1o-
JIyYeHHBIE Pe3yJIbTaThl MOTYT YKa3bIBaTh Ha OTCYTCTBUE aBTOPETYJISIIUU reHa Aly IR v ydyacTusi mpoMoTopa
reHa remoym3uHa Il B perysaimm akcrpeccuu rexa hlylIR.

Karoueeswie cnoea: Bacillus cereus, hlylIR, remonu3uH 11, peryasiuus TpaHCKPUIILIMKU, aBTOPEryJsius, dak-

TOPBI MATOTEHHOCTH.
DOI: 10.31857/S0016675821060072

Bacillus cereus sensu lato — BUIOBOU KOMILUIEKC
CIMOpOOOPA3YIOIIMX TPAMITOJIOXUTEbHBIX OaKTepui,
KOTOpbIE pacrpocTpaHeHbl moBceMecTHO [1]. B. cereus
sensu stricto SIBJIIETCSI YCIIOBHBIM TTATOTEHOM 4YeJIOBEKA,
BbI3BIBAIOIIMM KETYIOYHO-KUIIeUHbIe UHGbEKLIuH [2];
B. thuringiensis — HTOMOIIATOI€HHBIII MHKpPOOPTa-
HU3M, [IUPOKO MCHOJB3YIOIIUINICST B CETBCKOM XO-
3saiicTBe [3]; B. anthracis — BO30ynuTeab CMEPTEIBHO
OIMacHOTO JIJIsI MJIEKOIUTAIOIINX 3a00JeBaHUSI — CU-
OMpCKOIi s13BHI [4]. B TO XXe BpeMsT aHaIM3 TeHOMHBIX
HocCaea0BaTeIbHOCTE OaKTepUid 3TOM TPyIIIbl BhI-
SIBJISIET BBICOKYIO cTerneHb nomobus. Kiaccuduka-
1IMs 9TUX OaKTepuili OCHOBaHa Ha (PEHOTUMUYECKUX
OTJINYUSIX, KONUPYEMBIX B PSIIE CITy4aeB FreHaMM, JIO-
KJTM30BAHHBIMY Ha MJIA3MUAAX, HATMYNUE KOTOPBIX U
OMpENEISIET CYIMIECTBOBAHUE 3TUX MUWKPOOPTaHU3-
MOB B Pa3IMYHBIX YCJIOBUSX OKPYXAIOIIEN CpEHbI.
IMponykiust akTOpoOB MaTOreHHOCTU TUMU OaKTe-
PUSIMU MOXET OBbITh CBSI3aHA HE TOJILKO C HAUIMYKUEM
VI OTCYTCTBUEM T€HOB CaMUX TOKCUHOB, HO TaKXe
C peryJisiumeii ux aKcnpeccuu [35].

OmauM 13 (pakToOpOB MATOTEHHOCTH B. cereus sIB-
msiercs remonusuH 11 (Hlyll). OH npuHamiexuT K
OOIIMPHOMY CeMeMCTBY -CcKiIamyaThiX KaHAIO00pa-
3YIOIIMX LIMTOJU3UHOB, KOTOpPBIE BCTPAMBAIOTCS B
MeMOpaHy ¢ oopa3zoBaHueM 1op [6]. [emosnu3un 11 mm-
POKO pacipocTpaHeH KakK Cpeaud IITaMMOB B. cereus,
Tak u B. thuringiensis [7].

I'en remonm3uHa 11 GBI BriepBbIe M30JIMPOBAH U3
ounbanoreku xpomocomuoit IHK B. cereus. EcoRI-
¢parment xpomocomHoii JTHK pasmepom 2.9 TimH
MpY BBeieHUM B E. coli B cocTaBe riia3MMIHOTO BEKTOpa
MPUBOIUT K BO3HUKHOBEHUIO y TpaHC(hOPMAHTOB Te-
MoauTudeckoro deHorumna [8]. Ha Tom ke ydyacTtke
JHK 3a rerom hlyll ooHapyXeH TeH TPaHCKPUIIIIN -
oHHoro peryisitopa (AlylIR), TpoOyKT KOTOPOTO
OCYLIECTBJISIET PETYJSIUI0 DKCIPECCUU TeHa reMo-
susuHa II [9]. HIylIR npunagnexurt K TetR/AcrR-
IpyIie TPaHCKPUITIIMOHHBIX perysiTopos [10].

Perymsiiimst aKcIipeccun reHa MOXET OCYIIECTB-
JIATBCS KaK MyTeM IPSIMOTO KOHTPOJIST €T0 IKCIIpec-
CHMU, TaK M OMOCPEIOBAaHHO, IyTeM PETYJISIIINU KC-
MIPECCUM TeHOB CaMUX PETYIISITOPOB MU IMIYyTEM MO-
IYISIN QYHKITAN 3TUX PETYIISITOPOB.

Hacrosiiast crathst ocBsIIeHa OMMMCAHUIO TTPO-
MoOTOpa U TpaHcKpuruuu reHa AlyIIR B. cereus.

MATEPUAJIBI 1 METOIbBI
baxkmepuanvhble wimammol

st GONbIIMHCTBA oOIepanuii UCHOJIb30BaJICS
mramm Escherichia coli 785 (thi, A(lac-proAB),
A(srl-recA), hsdR, supE, Tn10(Tc"), (F',-traD, proAB,
Lacl AM15)) [11], nns akcnpeccuu 6enka HIyIIR —
E. coliM15pRep4 (pHR) (Km', lac, ara, gal, mtl, F~) [9];
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654 HATEJb u np.
Ta6mauua 1. [Tnazmuasr
HaszBanwue Ommicanue Wcrounuk
pUJ1 2.9 tnH EcoRI-dparmenT xpomocomuoit IHK B. cereus VKM-B771, [15]
conepkaiuii rensl Alyll, hlyIIR B pUC19
p15KS- Ap, Cm Stratagene
pRH2 I'en hlylIR B BekTOpE p15KS [9]
pF I'eH lacZ, xnonuposaHHbIil B pUC19 no caiitam pectpukunu BamHI— HindII1 [16]
pFHR217 IMpomortop Alyll, rex hlyll, MeXTeHHBII y4acTOK U mpoMoTop AlylIR JlanHas paboTta
B EcoRI—BssSI1-dpparmenTe pUJI, nmunkue KoHILbI 3aCTPOEHbI (PparMeHTOM
KneHoBa, parMeHT 3aTeM BCTpauBaIu IO TYMbIM KOHIIAM B IMHEAPU30BAHHYIO
no caiity Smal pF
pFHR217AKS | deneumus peryiastopHoit oonactu Alyll B pFHR217, 4T00BI OLIEHUTH BIUSTHHE JlanHas paboTta
npomMoTopa reHa remonusnHa 11 Ha Tpanckpurmmmio AlylIR. pFHR217 6bi1a
ruaposm3oBaHa 1o caitam Kpnl—Spel n nmkim3oBaHa

B OKCIIEpUMEHTAX i1 Vivo NCTIOIb30BaJICS IITaMM B. cere-
us 771, ananormunsliit B. cereus AH820 (NC _011773.1) u
mrTamMmMm B. cereus 4342-N-HIylIR (aHajorunuHsIit
B. cereus ATCC 4342 (NZ_CMO000721.1), HoKkayTu-
poBaHHbIi 1o reHy AlylIR); nis aHanusa diyopec-
neHun TurboGFP — mramm B. subtilis BD170 ¢
nnasmunoii pPhlylIR-tGFP, onucannslii B [12]. Boi-
paiuBaHue 6akTepuii E. coli TpoOBOIMIN B XXKUAKUX U
Ha arapu3oBaHHBIX cpefgax LB. [Insg KynbTuBUpOBa-
HUs1 B. cereus ucnojib3oBanach 3.7%-Hasl cepIedHO-
moarosas cpeaga (BHI) dupmer “Difco”.

TITraszmuoe:

ITmasmunpl, MCHoONb30BaHHBIE B paboTe, Tepe-
YMCJICHBI M OITMCAaHBI B Ta0I. 1.

Buioenernue 6enxa

Brinenenne 6Genka HIyIIR-6HIS ocyuiectis-
JIOCh KaK OITMCAaHO paHee 13 KiIeTok E. coli M 15pRep4
(pHR) [9]. Beinenenne PHK-nonumepassbl u3 B. cereus
771 onucano B [9]. Beinenenne PHK-nmonumepassr
u3 FE. coli onucano B [13].

AHnanuz eemoaumuueckoil akMugHOCMU

TectupoBaHue TreMOIUTUYECKON aKTUBHOCTU
MPOBOAWIM Ha DPUTPOLIMTAX YEJIOBEKA C MOMOIIBLIO
METOOVKM, OCHOBAHHOM Ha CITEKTPO(MOTOMETPUICCKOM

peTUCTpaLi TeMOIJIOOMHA, BEICBOOOXKIAIOIIETOCS IPH
JIM3YCE SPUTPOLIMTOB [8]. 3a eAMHUILY TEMOTUTUIECKOMN
aktuBHOCTU (I'E) mpuHSTO KOIMYECTBO reMoJIM31Ha,
BBI3bIBAIOIIIEE JIM3UC TTOJIOBUHBI KJIeTOK 1 M1 0.5%-Hoii
cycneHsuu sputpoumToB B @CH (74 MM Na-docdar,
77 MM NaCl pH 6.8) 3a 30 mun nipu 37°C. I'emonu-
THUYECKYIO aKTUBHOCTh B MPUCYTCTBUU XOJIECTepPUHA
M3MEpSIM KaK orMcaHo paHee [14].

HMMyHOXLlMU‘leCKOe onpeae/leﬂue benka

BecTepH-0MOTTUHT MPOBOAMIIM IO METONY, pa3-
paboTaHHOMY B JlabopaTopuu XapJjoy [6] ¢ TTOMOIIBIO
AHTUTEJT KPOJIVKA, TIOJYYeHHbBIX K OYUILEHHOMY ITpe-
napaty HIlylIR.

Tpanckpunyus in vitro, KMnO ,~@pymnpunmune

DKCNEepUMEHThl MO TPAHCKPUILUU in Vitro |
KMnO,-byTnpuHTUHTY ObUIM BBIMIOJHEHBI KakK
onmcaHo panee [13]. Ounmennbie pparmeHTs JHK
C IPOMOTOPHBIMU O0JIACTSIMU T€HOB MHKYOMPOBaIU
¢ PHK-nonumepazamu E. coli n B. cereus (100 HM) B
oydepe, conepxamieM 20 MM tpuc-HCl pH 8.0, 100 MM
MgCl,, 0.1 MM EDTA, 1 MM DTT, 50 mxr BCA, 5%
rmuneprHa B o0beMme 10 MKJI, B TedeHWEe 7 MUH IIPH
37°C. IIpu no6asinenuu HIylIR peakiimoHHas cMech
WHKYyOUMpoOBajach IOIOJMHUTENbHBIE 10 MUH TIpm
37°C. 3aTteM 100aBISUIM 5 MKJI CMECH U3 YETBIPEX PU-
oonykieotunrpudocdaTroB (KoHeUHasT KOHIICHTpa-
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st S0 MkM UTP 1o 0.2 MM ATP, GTP, CTP kax-
noro), cogepxameit 0.5 uCi [o-?P]-UTP u 20 Mxr
rerapuHa, 1 UHKyOUpoBaJju elle B TeyeHue 10 MuH.
Peakuuio ocraHaBiauBaaud nodaBieHUEeM 15 MKII
oxXJIaxXIeHHOTro crom-0ydepa (95%-Hbiit  dop-
Mamua, 0.05%-Hbrit 6GpoMdeHOTOBBIN cuHMIA). T1o-
aydyeHHble PHK-dparMeHTs aHaTU3UpOBaJIM METO-
oM asekTpodopesa B 7%-HoMm [TAAT B neHaTypupy-
IOLIUX YCIOBUSIX C AoOaBjieHMEeM 8 M MOYEBHUHBI.
ITocne anekrpodopesa rejab SKCIIOHUPOBAIM C PEHT-
T€HOBCKOM TJIEHKOM.

AHanu3 o00pa30BaHUSI OTKPBHITOrO KOMILIEKCa
PHKII ¢ npoMoTopHoii o6aacteio JIHK BeImomHsin
¢ ucnonb3zoBaHueM Meroga KMnQO, (mepmMaHraHaTHO-
ro) (byTrpuHTHUHra. MeTo mo3BosisieT OOHaApYKUTh TH -
MUHBI, KOTOpPbIE CTAaHOBSITCS YYBCTBUTEJILHBIMU K
KMnOQ, B ogHonenouyeunoii JIHK. ®parmentsr JIHK ¢
IMPOMOTOPHBIMU O0JIACTAMU aMILTU(ULIMPOBAIH TTO-
cpeactBoM IIIIP. OguH u3 ABYX WCHOJb3YEMBIX
npaiimepos Metuiu [y->*P]ATP ¢ MoMoILbIo MoJu-
HyKJIeoTuAKMHa3kl ¢ara T4. PeaklIMOHHYIO CMecCh,
conepxamryio JJHK, tTpanckpunumnoHHBIN Oydep n
1 mxu1 (100 EM) PHK-noaumepassl, ”THKyOMpOBaIn
7 muH 1ipu 37°C. IMocne obpadateBamy 20 MM KMnO,
B TeueHue 10—20 ¢ npu 37°C, peakLyio ocTaHaBIM-
Banu mobaBieHueM | MKI [J-MepKanTo3aTaHoIA.
JHK mepeocaxnam TpeMst o0beMaMH 3TaHOoJIa, TT0-
ciie yero obpabareiBany rurnepuarnHoMm mnpu 90°C.
O6pasner JHK B cTomm-0ydepe mHKyOMpOBaIn B Te-
yeHWe OBYX MHHYT npu 95°C M aHAIM3MPOBAIN B
7%-n0M pneHatypupyilomieMm ITAAT. Tlocme siek-
Tpodope3a reyib SKCIIOHUPOBAIM C PEHTTEHOBCKOM
TJICHKOM.

Onpedenenue IHK-cesa3viearoueil
akmuenocmu HIyIIR

JHK-cBs13bIBaoNIyo akKTUBHOCTh ONpencssiiu,
UCIIOJIB3YSI MeTo 3aaep:KKu B rejie. JIHK-30Ha61 (20 HT
AHK) nakyoupoBanu 20 muH nipu 37°C ¢ pa3InyHbI-
MU KOHILeHTpauusMu 6eska B 20 Mk 0ydepa (10 MM
tpuc-HCI pH 7.5, 10 MM NaCl, 1 MM MgCl, u 1 Mxr
BCA u 1 mxr JHK 1sImieHka).

Onpedenenue [-earakmo3udazHoli akmMueHoCmu

B-TanakTo3umaa3Hyr0 aKTUBHOCTb TECTUPOBAJIH
Kak onucaHo paHee [17].

Ananus gayopecuyenyuu TurboGFP

Knerkn B. subtilis BeipammBanu B 0.5 M1 cpenbl
LB B 48-nyHouHbIix maHeTax npu 37°C. YpoBeHb
dIIyopeclieHINU U3MEPSIIA B TeueHre 24 4 KaxKIbIe
10 muH 1pu 3HaYeHUsTX A485 HM (BO30OyXIeHHE) U
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AS535 Hm (amuccust). BeipaliiBaHue KyJabTyphbl U BCe
U3MEPEHUST TIPOBOAVIIN B MYJIBTUPEKUMHOM TLJIaH-
meTHoM punepe (Multi-functional plate reader) Filter
Max F5 (Molecular Devices).

PE3VJIBTATELI
HIyIIR nakanausaemcs 6 Kaemkax é npouyecce pocma

AHanus cuHrtesa 6enka HlylIR ¢ moMouibio um-
MYHOOJIOTTUHTA TIOJIMKJIOHAJIbHBIMU aHTUTEJIaMU
nmpotuB HIyIIR mokasan, 4To ero MakcuMaabHBIN
YPOBEHb JOCTUTAETCs B Havajie CTallMOHAapHOH (a3l
pocta B. cereus. Kak MoXHO BuaeTh Ha puc. l,a, B
KJeTKax mramMma B. cereus 4342-N-HIylIR, ¢ Hokay-
TOM 10 TeHy hlylIR, VCTIOJIb30BAHHOTO B KauyeCcTBe
OTPULIATEIBHOTO KOHTPOJS (IopoxkKa (), MOJIUKIO-
HaJlbHbIE aHTUTEJa HE BBISIBWINA IIPUCYTCTBUS
HIyIIR. 1751 Toro 4to0bl McCaenoBaTh CBI3b MEXIY
coliepXkaHUeM B KJIETKe OeJiKa-peryJsiropa u reMo-
JIMTUYECKOI aKTUBHOCTBIO B KYJIBTYpaJIbHOM cpeae, U3-
MepsUTH OOIIYIO M XOJIECTEPUH-HE3aBUCUMYIO T€MOJIU-
TUYECKYIO aKTUBHOCTb. YBEJIMYEHUE CONEepKaHuUsI OeJ1-
ka HIylIR Ha ormnpenenreHHOM 3Tarie MOPUBOOUT K
CHIDKEHUIO KakK OOIIeit, TaK 1 XOJeCTepUH-HE3aBUCU-
MOI T€MOJIMTUYECKON AKTUBHOCTU B KYJIBTYPAJIbHOMN
cpene (puc. 1). JlanHble, mpeAcTaBlieHHBIE Ha puc. 1,a,
JIIEMOHCTPUPYIOT, 4TO TeH AlylIR sKcmpeccupyeTcs
KOHCTUTYTUBHO U y4aCTBYET B MOJAABACHUU T'€MOJI1-
TUYECKOU aKTUBHOCTHU.

Kapmuposearnue npomomopa eena hlylIR

TangemHoe pacnonioxeHue reHoB Alyll v hlyIIR n
nX (YHKIMOHAJBbHAS CBSI3b MO3BOJISIOT MPEAIIONIO-
XKUTh, YTO 3TU T€HbI MOTYT 0OPa30BbLIBAThH ONEPOH U
peryanpoBaThCsl COBMECTHO. B To ke Bpems mocie
reHa remoyim3uHa Il pacronoxkeH TpaHCKPUIIIMOH-
HBII TEpMUHATOP, a Iiepen reHoM AalylIR oOHapyeHa
HYKJICOTHIHAS ITOCIEA0BAaTEIbHOCTh, TOMOJIOTUYHAS
KOHCEHCYCHBIM TIOCJICIOBATSIbBHOCTSIM OOJIBIIIMHCTBA
IPOMOTOPOB TIpoKapuoT. TakuM oOpa3om, TpaH-
ckpurnuus reHa AlylIR Bo3MoxHa Kak ¢ IIpOMOTOpa
reHa hlyll, Tak u ¢ COOCTBEHHOIO IIPOMOTOpa U He-
BO3MOXKHO VCKIJIIOUUTh BIMSIHIE 000UX TPOMOTOPOB
Ha 3¢ heKTUBHOCTD 3Kcnpeccuu reHa AlylIR. YToObl
MPOSICHUTh CUTYyallMI0, ObUIO pPEIleHO OIpeae/INTh
criocooHa 1m PHK-mmonnmepasa B. cereus cBSI3BIBaTh
npeamnoaaraeMbiii ipoMoTop AlyIIR in vitro. 111st 3TO-
ro ¢pparmenTel JJHK, cooTrBeTCcTBYIOIINE TIpEaITONa-
raeMomy IIpoMOTOpyY 1 Havaiy reHa AlylIR, Ol nc-
MMOJIb30BaHBI KAaK MAaTPULbl [Jisl TPaHCKPUIILIUMN.
JlanmHa obpa3yeMbIX TPAaHCKPHUIITOB ObLIa OJMHAKOBA
B cliydae wmcrionab3oBaHus Kak PHK-mommmepassr
E. coli, tak 1 PHK-mmomumepassr B. cereus. Ode mo-
JIMMepa3bl y3HAIOT IIpoMoTop AlylIR, mosTOMy OBLIO
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Puc. 1. U3menenue conepxanus 6enka HlylIR B kitleTkax v ypoBHSI TeMOJTUTUYECKON aKTUBHOCTHY B KYJIBTYPaJIbHOM Cpeie B
npoliecce pocra mramma B. cereus 771. a — ypoenb HIlylIR B kiieTkax B. cereus, oTOOpaHHBIX B pa3HBIX TOYKaX POCTa, IMOKa-
3aHHBIN C TOMOIIIBI0O UMMYHHOOJI0Ta; 6 — O0lasi TeMOJIMTUYECKAasi aKTUBHOCTD; 8 — XOJIECTepUH-He3aBUCUMast TeMOJIMTUYe-

CKasgd aKTUBHOCTb.

pelIeHO B MOCIEAYIOIINX 9KCIEPUMEHTAX UCITOIb30-
BaTh PHK-nonumMepasy uz E. coli, TOCKOJIbKY B 3TOM
cllydyae CUTHaJl HAMHOTO CuJibHee (laHHbIe He MOoKa-
3aHBbl). 19 KapTUpOBaHMS IPOMOTOPA UCHOJIb30Ba-
JIU METOAUKY MepMaHTaHaTHOro (yTrpuHTUHTA [13].
VYuactkn ogHonemnodeuHoil JJTHK mMorytr o6pa3oBBI-

BaTbCcsl B pe3yjbTare (QOPMUPOBAHUS OTKPBHITOTO
komriuiekca JJHK—PHK-monumepasa u niaBiaeHus
JHK B aTOoM MecTte. Pe3ynbraThl mpencraBieHbl Ha
puc. 2,a. Ha nuzygyaemom yuyactke JIHK oGHapyxeH
onuH oTKphIThI KoMmItieke JIHK ¢ PHK-nmonumepa-
3011 F. coli. OnpeneneHa ToYKa Havaia TpPaHCKPUTTIIAM.
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Puc. 2. IIpomorop AlylIR. a — xapTupoBaHue npomotopa hlylIR. T1peacraBieHbl pe3yabTaThl MepMaHraHATHOTO (YTIIPUH-
tuHra. lopoxxka / — A + G peakums, nopoxxka 2 — peakuust ¢ KMnOy. CTtpeakaMu 0OTMEYEHO MECTOITOJIOKEHUE OTKPBITOTO
npomoropHoro koMruiekca JIHK—PHK-nonumepasa; 6 — Biusinue 6enka-perynstopa HlylIR Ha Tpanckpuniuio rena Alyll,
6 — BiusiHue Oenka-peryiasaTopa HlylIR Ha TpaHCKpUMLIMIO COOCTBEHHOTO I'eHa; ¢ — MOCIeA0BaTeIbHOCTH Y4acTKa, pacIiojio-
XeHHOTO nepen reHoM AlylIR, v ieHTpanbHO yacTu oniepatopa hlyll; 0 — ceaspiBanue HIylIR ¢ oriepatopHbIM yuacTKoMm reHa
hiyll; e — cBa3piBanue HIylIR ¢ ygactkoMm, nepekpsiBaloImMcs ¢ ipoMotopoM AlylIR (puc. 2,2); s — Tociea0BaTeIbHOCTh

JHK B o6nactu nmpomoropa AlylIR (GenBank: AY212780).

VYyactku —10 u —35 nipomoTtopa reHa alylIR xapTu-
poBaHBbI (pucC. 2,a, ) U ONpencjeHO HallpaBJIeHUE
cunrte3a PHK.

HIylIR He céa3visaemcs co c6oum npomMoOmMopHbIM
YUACMKOM 8 YCAOBUSIX IN Vitro

Ilepen renom hlylIR obHapyxeH ydactok JJHK
(puc. 2,2, O-HIylIR), nmero1uii BEHICOKYIO TOMOJIO-
TUIO C LICHTPAJbHOM YaCThIO OIepaTOPHOIl 00JIacTH
reHa hlyll (puc. 2,e, O-Hlyll). Tak kak HlyIIR cBs-
3bIBaeTCs C orieparopoM rexa Aalyll [9], 6bu10 perieHo
npoBepuTh cBsA3bIBaeTcs i HIyIIR ¢ atum ygactkom
reHa AlylIR B ycinoBusIX in vitro. 17151 3TOro pagmoax-
TUBHO MedeHHbIe aByxnernodeunbie JJHK, cooTBer-
CTBYIOIIME MOCJIEA0BATEIBHOCTSIM, ITOKa3aHHBIM Ha
puc. 2,2, OBIJIM UCIIOJIb30BAHbI B OKCIIEPUMEHTAX 10
un3meHeHnto moasikHocT JJHK B rensgx. HecmoTps
Ha 10, yto HIyIIR CBsI3BIBaeTcsI ¢ orepaTopoM TeHa
hiyll (puc. 2,0), CBSI3bIBAaHUS C YACTUYHO TOMOJIOTHY-
HBIM y4acTKoM reHa AlylIR He ooHapyxxuiu (puc. 2,e).
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Humepsr HIyIIR 2¢hdekTuBHO CBsI3BIBAIOTCS T10
¢dmaHram omepatopa reHa hlyll, HO He ¢ ero IleH-
TpajbHOU YacThio [ 18]. O6Hapy>keHHbI1 HaMU palioH
TOMOJIOTMHM y4YacTKa, pacmnojioxXeHHoro 1iepen AlyIIR
¢ LIeHTpoM oriepartopa hlyll, He obecrieunBaeT B3au-
MoneicTBuUs 3Toro yyactka ¢ HlylIR.

Tpanckpunuus reHa hlyll nonaBasieTcsl B MpU-
cyrctBun HIylIR (puc. 2,6), 4TO COOTBETCTBYET
onyOJIMKOBAaHHBIM paHee HaHHBIM [9], B TO BpeMs
KakK TpaHCKpMITLYS reHa AlylIR B mpucyTcTBUM OeJiKa
HlylIR He nonmasnsinack (puc. 2,6). CienoBaTeabHO, B
YCIOBUSIX in Vitro TPaHCKPUILIMOHHBINA DPETYISITOP
HIlylIR yyacTByeT B peryasiiiuyM SKCIIPECCUU TeHa
hlyll, HO He BIUSIET HA 3KCIPECCUI0 COOCTBEHHOIO
reHa.

HIyIIR He peeyaupyem sxcnpeccuio
C60€e20 2eHa 6 YyCA08UAX IN VIVO

Kaxk cnemyer n3 puc. 1,a, 6enox HlylIR nakarmsa-
eTCsI B MPOLIeCCe pOCTa KIIETOK, YTO MOXKET O3HAYaTh,
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Ta6muna 2. Perynsuus HlylIR B cucreme in vivo

HATEJIb u np.

B-Tanakro3ugasHast aKTUBHOCTb (€J1./MJT)

IMnazmunHas KOHCTPYKIIMA

p15KS- pRH2
pEHR217 (P11, Priyin) 373 £ 62 224 + 56
pFHR217AKS (Pyy18) 420 + 65 234+ 55

YTO €0 DKCIIPECCHsI OCYILECTBISIETCSI KOHCTUTYTUBHO,
He peryanpyeMo. i1t IpoBepKu 3TOTr0 MPEaIoaoKe-
HUSI OBLIM CO3MaHbl TeHETUYECKNE KOHCTPYKIIMU, B
KOTOPBIX PEMOPTEPHBIi TeH B-ragakTo3umasbl Haxo-
JWTCS TIOIl KOHTPOJIEM Kak P,/ /z, TaK W ydacTka re-
HOMa B. cereus, conepxariero oda mpomoropa Py, u
Py 115- PE3yIBTaTBI TUX SKCTIEPUMEHTOB TPUBENEHBI
B TabJ1. 2. [Toka3aHo, 4TO BBEIEHUE B KJIETKY Ha COB-
MECTUMBIX IJTa3MUAaX reHa-pernopTepa noj KOHTPO-
Jiem mpomotopa AlylIR v reHa camoro AlylIR He BbI-
SIBUJIO CYILIIECTBEHHOU pa3HULIBI MEXIY IKCITPECCUE
pPETIOpPTEPHOrO reHa B IMPUCYTCTBUM WU OTCYTCTBUU
nmpomotopa Alyll. MoXHO 3aKJTIOYUTh, YTO IO Kpaii-
Hell Mepe B KiieTkax E. coli TeH peryasitopa aKCIpec-
CUPYETCS TOJBKO CO CBOET0 COOCTBEHHOTO MTPOMOTO-
pa. T'uopuauzauuss PHK GakTepranbHBIX KJIETOK C
paguoakTuBHO MedeHHBIM JIHK-30H10M TakKe cBU-
nerenbeTByeT o ToM, yTo MPHK Alyllv hilylIR cunTe-
3UPYIOTCS B KJIETKE HE3aBUCUMO JPYT OT Apyra (puc. 2,0,
8). CnienoBatenbHo, HIyIIR B E. coli He MOXET KOH-
TPOJIMPOBATh CBOIO 3KCHPECCHUIO YEpEe3 PEryJISILUIO
cuHTe3a Ou-umcrpoHHoii PHK. KoHcTUTyTUBHBIN
cunte3 HIylIR B kietkax B. cereus obecriednBaeTcs
TPaHCKPUMILIEN C COOCTBEHHOTO IIPOMOTOpa, HE pe-
rynupyemoro HIyIIR.

Takum o0pazoM, TpaHCKpuIus reHa AlylIR ripo-
HUCXOOUT TOJILKO C COOCTBEHHOIO MPOMOTOpa U He
KOHTPOJIUPYETCSI KOHEUHBIM ITPOAYKTOM.

OBCYXIEHHE

BDkcnpeccusi 6ejKa MpsMO WM OMOCPEeIOBaHHO
MOXET KOHTPOJIUPOBATHCS HECKOJIbKUMU TpaH-
CKPUITIIMOHHBIMU peryiisitTopaMu. Baxkneiieii 3aaa-
Yyell CTAaHOBUTCS TOJIydEeHUWE KOJWMYECTBEHHOW WH-
dopMalmu, Tak Kak JaJIeKo He BCE MPOIIECChl, KOTO-
pbie MBI MOXEM HAOIIOAATh B TIPOOUPKE, MOTYT OBITh
OCYIIIECTBJICHBI B KJIETKE.

I'emommzun Il — onuH M3 (pakTOpPOB, OIpEnesIo-
IIMX IIPUCTIOCOOJICHNE YCIIOBHO-TTATOTCHHBIX OalINIII K
okpyxatoueid cpene. [Mponykiusi remonusuna Il oxn-
HOM KJIETKOM MOXET OKa3aTbCs HENOCTAaTOYHOM, MO-

3TOMY HeoOXoaMMa corjacoBaHHasl SKCIPECCUs 3TO-
ro reHa BO Bcell OakTepuaibHOU nomnynsiuuu. PaHee
HamMu ObUIO Moka3aHo, yTo HIyIIR, ren xoroporo
pacIIoJIoXeH Bcjie 3a reHoM remosu3uHa I, sapnsiet-
CSl HETaTUBHBIM DPETYJISITOPOM 3KCIIPECCUU TeHa Te-
monusuHa II [9]. OH cBs3bIBaeTCS ¢ UHBEPTUPOBAH-
HBIM TTIOBTOPOM B OMNEPAaTOPHOM yyacTke reHa alyll
[18] u crocobeH ymeHbIIATh 3P (PEKTUBHOCTH UHU-
muanuy PHK cunaTe3a. Oxcnpeccust Alyll 3aBucut ot
COCTOSIHUSI OKpyxXKatolieid cpeabl. UpeamepHoe Ha-
KorieHue remonusnHa I MoXeT ObITh MOTEHIINATb-
HO OITACHBIM IJIsI OaKTepuabHOM KIIeTKU. DPdek-
TUBHOCTb TPAHCKPUIILIUU ITOTO TeHa OIpenesisieTcs
MPUCYTCTBMEM MHIYKTOpa, KOTOPBIA OOHapyXkuBa-
ercs B rasme Kposu [19]. B canpodutHOM cocTosi-
HUU HeOOXOIUM HETaTUBHBIM KOHTPOJIb 3KCIIPECCUU
hlyll. benox peryiasTopa HaKarnBaeTcs B IIpoliecce
pocta OakTepuii W €ro HakKoIUIEHWE MPOIOPIHUO-
HaJIbHO TUIOTHOCTHU OaKTepruaibHOMN KyJIbTYphl U 00-
LIEN TEMOJUTUYECKOM aKTUBHOCTU B OKPYXKAIOLIEH
cpene.

Ilepen renom hlylIR KapTupoBaH MPOMOTOP, CO-
nepxatnuii —10 1 —35 mociemoBaTeIbHOCTH, U OTIpee-
JIeHa TOYKa WHULIMAUMU TpaHcKpumuuu. [Ipomortop
MEePEKPHIBAETCSI C Y4aCTKOM, KOTOPBIA UMEeT ToMO-
JIOTUIO ¢ LIEHTpaJbHOI objacThlo omneparopa Alyll.
IMTocteneHHOe HaKoIUIeHUE Oeika peryJsTopa B KJIeT-
Kax MOXKET yKa3blBaTb Ha OTCYTCTBUE aBTOMHTHMOMPO-
BaHus1. CuHte3 PHK B ycnoBusix in vifro TIpOUCXOIUT C
00HapyXeHHO1 TOUKM Havajia TpaHCKpuniu. CUHTe3
MOJIHOPa3MEPHOIO TPAHCKPUIITA € TpoMoTopa P,z
He mHruouposaics npucyrctsueM HIyIIR. Dkcne-
PUMEHTHI T10 KO-3KcIipeccuu reHa hlylIR c perop-
TePHBIM TEHOM [-TaJaKTO3MIa3bl TMOA KOHTPOJEM
Pz TOATBEPKOAOT, YTO TeH AlylIR sKcTipeccupy-
€TCsl B KJIETKE ¢ COOCTBEHHOTO IMPOMOTOPA U €TO B~
sSTHUE Ha TPAaHCKPUIILIMIO HEe OOHapy:KeHO. AHanu3
9 HEKTUBHOCTH TPAHCKPUIILIMK C Py /p B KIIETKAX
B. subtilis c moMoIIIbIO PENOPTEPHOTO T'eHa furbogfp
TakKxKe HE BBISIBUJ 3aBUCUMOCTU 3(PPEKTUBHOCTHU
TPAHCKPUIILUK C IIpoMoTopa P,z OT mpucyTcTBUs
oenka HIlylIR [12]. B xone HacTosieil paboThl ONN-
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caH MmpomoTop P,z W ompenesieHa ero JoKau3a-
uus. TpaHckpunius reHa AlylIR IpoucxoauT TOIb-
KO ¢ COOCTBEHHOTO TIPOMOTOpPa U HE KOHTPOJUPYET-
CS1 KOHEYHbBIM TTPOJYKTOM.

UccnepoBanue BBIOJHEHO TIpU (PUHAHCOBOI
nogaepxkke PODU B paMkax HaydyHOIro IIpOEKTa
Ne 18-34-01017.

Hacrosiast cratbs He COOCPKUT KaKMX-JI100 KC-
cJIeJOBaHUI C UCIIOJIb30BaHUEM B KaUyeCTBE OOBEKTA
2KMBOTHBIX.

Hacrosimas crates He COOCPKUT KaK1UX-I100 nc-
CJI€OOBaHUM C Y4aCTUECM B Ka4€CTBEC 00BeKTa JIIONEH.

ABTOpBI 3asIBJISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TEPECOB.
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Transcription of the hlyIIR Gene of Bacillus cereus

A. S. Nagel“, Zh. 1. Andreeva-Kovalevskaya?, A. V. Siunov*,
M. O. Nagornykh?, M. V. Zakharova“, and A. S. Solonin* *

4Skryabin Institute of Biochemistry and Physiology of Microorganisms, Pushchino Scientific Centre
of Biological Research, Russian Academy of Sciences, Pushchino, Moscow oblast, 142290 Russia

*e-mail: solonin.a.s@yandex.ru

The transcription of the AlyIIR gene of Bacillus cereus, which is a negative transcriptional regulator of the he-
molysin II gene (4lyIl), the pathogenicity factor of B. cereus, has been studied. The sequence of the promoter
upstream of the AlyIIR gene was identified and start point of transcription was determined. The effect of the
HIyIIR on the transcription of its own promoter was analyzed in vitro and in vivo. The constitutive synthesis
of the final product was revealed in B. cereus. The results obtained indicate the absence of autoregulation of

the AlylIR gene and the absence of the participation of the hemolysin II gene promoter in the regulation of
hlylIR gene expression

Keywords: Bacillus cereus, hlylIR, hemolysin I, transcription regulation, autoregulation, pathogenicity fac-
tors.
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PACTEHUM

TEHETTYECKOE PABHOOBPA3HE COPTOB SABJIOHU HAPOJIHOI
CEJIEKIINU (Malus % domestica Borkh.) IIOBOJI2KbA N3 KOJIJIEKIINUA
BUP 110 JAHHBIM NBS-ITPODPAVJINHTA
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[IpoBenen anaan3 BHYTPUBHIOBOTO IToJnMMopdmn3Ma mmociaenoBarenbHocTeit cemeiictBa NBS-LRR renos
ycToitunBocTH 112 COPTOB SIGJIOHM HAPOIHOM CeJIEKIIUU U3 KOJUIEKLIMU BoJrorpaackoii orbITHOM CTaHIIMKU
BUP u 16 IpOMBIIIIEHHBIX COPTOB SIOJIOHU OTEUYECTBEHHOM U 3apy0eKHOI ceJIeKIIUU C UCIIOJIb30BaHEM
meTona NBS-npodaitnunra. [TokaszaHa Beicokasi BaprabdesbHocTh NBS-LRR reHoB ycToOiYMBOCTH COPTOB
s16;ToHU HaponmHoit cenexkuu (75.2%, H, = 0.25 £ 0.009) u BeisiBiIeHa uX nuddepeHIINanms OT IIPOMBIIII-
JIEHHBIX COPTOB. M neHTHOUIIMPOBaHBI TPYIIITHI COPTOOOPA3IIOB IMTOBOJKCKOM HAPOAHOM CeeKIUU, OTHO-
cammxcs K coprorunam SAHnsikoBckue, MamyroBckue, boposunku, benn u Ckpytol. [1lokazaHo, uto He
BCe 00pa3libl OHOTO COPTOTHUIA KIACTEPU3YIOTCSI BMECTE. Y 00pa31ioB COPTOTUIIOB A HABIKOBCKUE U Ma-
MYTOBCKME BbISIBJIEHBI OTJIMYHBIE OT OCTATBHBIX U3YYEeHHBIX 00pa3iioB N BS-maTTepHbl, YTO MOXET CBUIIE-
TEJILCTBOBATb O HAJIMYMHU Y HUX CITelIn(UIECKOro Habopa reHOB YCTOMUYMBOCTH.

Kntoueswie croea: s6II0HS, cCOpTa HAPOTHOM CENEKIIUU, TeHbI YCTOMYMBOCTH, TeHETUUECKHE PECYPCHI, TeHEe-

TUYECKOE Pa3HOOOpasue.
DOI: 10.31857/S0016675821060114

IlenTpanbHOI COCTaBISIOLIE PaCTUTEIbHOIO
OMOJIOTUYECKOIO Pa3sHOOOpa3usl SIBJISIFOTCS TeHEeTU4Ye-
CKME pecypChl KyJIbTYPHBIX PACTEHUI 1 TMKOPACTYIIIX
POICTBEHHBIX BUIIOB, TAK KAK OHM UTPAIOT BAXKHYIO POJIb
B IIPOM3BOJICTBE ITPOIOBOJILCTBUSI, YCTOMYMBOM pa3BU-
THU 9KOJIOTMIECKM 0€30ITaCHOTIO CEILCKOTO X0O35iCTBa
M O0EeCIIeUeHNN CHIpheM ITpOMBIIUIEHHOCTH. CoKpa-
IIEHUEe TeHETUYECKOTO pa3HOO0pa3ysi 3a CUET OrpaHU-
YEHHOT'O KOJIMYECTBA IPOMBIILICHHO BhIPAIIBAEMbIX
KYyJBTYp M COPTOB BeIeT K I'€HETUYECKOM 2pOo3uu U
CHUMXAeT TloKa3aTeJqu adallTUBHOTO IIOTeHIMaJia
KYJbTUBUPYEMBIX PACTEHMI, WX YCTOMYMBOCTb K
a0MOTMYECKUM N OMOTHUYECKMM cTpeccaM [1].

IIpoGaema cokpallleHusI TeHETUYECKOro pa3HoO-
o0Opas3ms akTyaJibHa ¥ IS TIJIOJOBBIX KyJIBTYp. B Ha-
CTOsIIIEe BpEMS B Halllell CTpaHEe OCHOBHON ILIONO-
BOI KYJIBTYpoil siBJsieTcs s10JoHsI (Malus X domestica
Borkh.), BeIpaiiiBaemMasi Ha IuIoIaar okojo 193 Teic. ra
[2]. Bemymiast poib B COXpaHEHUM T€HETUYECKUX pe-
cypcoB s16J10HU B Poccuiickoit @enepaiiiu npruHa-
sexuT PenepaaTbHOMY UCCIIETOBATEILCKOMY IIEHTPY
BcepoccuiickoMy MHCTUTYTY T€HETMYECKMX pecyp-
coB pactenuii um. H.. BaBunoBa (BUP), B mectu
dunmanax KOTOPOro COXpaHsSeTcsl KOJUIeKIIMsl, Ha-
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cuuTthiBalolias 6onee 3800 0Opa3oB COPTOB ¥ BUAOB
s1610Hu. @unuansl BUP pacnonoxeHbI B 11eCTU pe-
TMOHAaxX CTPaHbl C Pa3IMYHBIMU 3KOJOTMYECKUMU U
MOYBEHHO-KJIMMATUYECKUMHU YCITOBUSIMMU.

B ropone KpacHocnoboncke B ceBepHOI BO3BEI-
IIEHHO-PaBHUHHOU 4YacTu Bosro-AxTyOWMHCKON TOM-
Mbl HaxoauTcsi Bosrorpamckasi OIbITHasi CTaHLIMS
(BOC) — ¢dmmman BUP. B KouieKIIMOHHBIX Hacaxke-
Husix s16;10Hu BOC coxpansietcst 6osee 800 coopToo6-
pa3loB 3apyOeKHOI, OTEYECTBEHHOI COBpeMEHHOI 1
HapogHo cerekumn. Ocoboe 3HaYeHNE KakK IJIsk CoXpa-
HEHMsT OMOJIOTMYECKOTo pa3HOOOpasus, TaK U B Kaye-
CTBE MCTOYHMKOB YCTOMYMBOCTM K OMOTUYECKUM U
abMOTUYECKUM CTpeccaM MMEIOT CTapollaBHUE COpTa
MecTHOI ceyiekiuu. OHU CcOOpaHbI KOJUIEKTOpaMu
BUP B 60—80-x rr. XX B. B paifoHax CpegHero u
HuxHero TToBoXbs 1 coueTaloT B cede JOJITOBEY-
HOCTb, BBICOKYIO aIalTUBHOCTb M TUIACTUYHOCTH K
YCJIOBHUSIM JaHHOTO perroHa [3].

WN3BectHblit momonor B.B. IlamkeBuuy cuwutan,
YTO ¢ NaBHUX BpeMeH [ToBoJIXbe, HECMOTPS Ha Pe3KO
BBIPKEHHBI KOHTUHEHTAJIBHBINA KJTUMAT, ... B CBOEI
CpeoHell U I0XKHOM YacTHU MpeacTaBiIseT coO0ii palioH
Hanbosee caMOOBITHOTO PYCCKOTO IJIOJOBONCTBA...”,
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OCHOBOM KOTOpOTO sBisieTcsa s6ioHsa [4]. 3mech
copMupoBanuCch Takue coprta s1I0J10HM, Kak benb,
bopoBunka AxynoBckas, Manbr, MaMyTOBCKOE,
Ckpyrt, AnnbikoBckoe [4, 5]. CiienyeT OTMETUTh, YTO Ha
¢opMupoBaHUE Pa3HOOOPA3UsI MHOBODKCKHUX COPTOB
SI0JIOHW HApOJHOM CEJIEKIMU CYIIECTBEHHOE BIUSIHUE
oKazaja OJIM30CTh IPEBHUX TOPIOBHIX ITyTEii, 10 KOTO-
PBIM 3aBO3MJIM OKYJIbTYpPeHHBIE (POPMBI SIOJTOHU M3
Cpenneit Azuu [6].

YV coproB HapoaHo1 cenekru [1oBOIKbST 13 KOJI-
nekumu BUP mocratouno xopomio m3ydeHBI MOpdo-
OMOJIOTMYECKUE OCOOCHHOCTH, IT0JIeBasi YCTOMUMBOCTh
K OCHOBHBIM BpeIUTEIsIM U Gose3HsaM. OIHaKO JaH-
HbIE cOpTa Majio U3yYeHbl C UCIIOJIb30BaHUEM COBpE-
MEHHBIX MOJIEKYJIIPHO-TEHETUIECKIX METOIOB, KOTO-
pbIe B HAcCTosIIee BpeMsl IIIMPOKO IIPUMEHSIIOTCS TIpU
HUCCIIEAOBAaHNN KOJUIEKIINA TeHOAHKOB ST OLIEHKU
TeHETUYECKOI0 pa3HOOOpasusi, TI'e€HOTUIIMPOBAHUS
00pa3loB KOJUIEKLIUM, U3YYEeHUST UX IMPOUCXOXKIE-
HUSI U POJIOCIIOBHBIX, a TaK3Ke IS TOUCKA UCTOYHU -
KOB U JIOHOPOB LIEHHBIX XO3SCTBEHHBIX TPU3HAKOB
JUISL ceekuuu [7].

Oco0kBIit UHTEpEC MPeaCcTaBIsIeT U3yUYeHUE ceMeii-
cTBa TIeHOB pe3ucteHTHocTH (Resistance genes
(R-genes)), ompenenasolIMX YCTOMYMBOCTb pacTe-
HUIT KO MHOTUM MAaTOT€HaM, B CBSI3M C UX BBICOKOM
XO3SIACTBEHHOI ILIEHHOCThIO. B TeHOoMe s10710HU
uneHTuduurponaHo 6osee 800 reHOB yCTONYUBOCTU
n mnx anHajoroB (Resistance Gene Analog, RGA),
nuMeromux NBS (Nucleotide Binding Site) momeH [8].

OmHUM U3 METOJOB OLICHKU MoJuMopdu3Ma Mo-
cJIeTOBaTeIbHOCTE! ceMeiicTBa TeHOB YCTOMYMBOCTHU
B reHoMe pacteHuit siBnsiercss NBS-mpodaiiiunr,
OCHOBaHHBIA Ha crneuuduIecKor aMIUIMPUKaIn
¢parmentoB JIHK ¢ momoipio AByX IpaiiMepoB,
OIVH 13 KOTOPBIX pa3paboTaH Ha OCHOBE ITOCJICIOBA~
TEJIBHOCTU OAHOIO M3 KOHCEePBAaTHBHBIX MOTUBOB B
JIOMEHE, KOIUPYIONIEM CAlT CBSI3bIBAHUS HYKJICOTU -
noB (P-nietnsa, kunaza 2, GLPL), a npyroii komruie-
MEHTapeH IOoC/eI0BaTeIbHOCTY aaarrepa, JUrMpo-
BaHHOIO C (pparMeHTaMU PECTPUKIMHM T€HOMHOM
JHK [9].

Meton NBS-npodaiinuHra paHee ObLT YCHEUIHO
WCIIOJIb30BaH [JII UAEHTU(UKAIIUU, KapTUPOBAHUS
Y MapKUpPOBaHMUSI T€HOB YCTOMUYMBOCTU K Maplie U
MYYHUCTOI poce y s16;10HM [10], a TaksKe 17151 OLIeHKU
BapuabesbHocTu NBS-LRR reHoB ycroitunBocTu y
COPTOB $I0JIOHU OTEUYECTBEHHOM U 3apyOexxXHOoi ce-
JISKIIMM, B TOM YHUCJIe y 00pa3liOB copTa sI0JIOHU Ha-
pOOHOM ceneKuuu AHTOHOBKa [11].

Lenpro naHHOI pabOThI OBLIO MCCIEAOBAHUE MO-
Jumopduzma NBS-LRR reHoB ycTOHUYMBOCTU COPTOB
s10710HU HapoaHoii cejieKuu [10BOIKbsI U3 KOJUIEK-
nuu Bonrorpanckoii oneiTHOM ctanimn BUP.

TPUPOHOBA u np.

MATEPUAJIBI U METOJbI

st mpoBeneHnsT MCCIeaOBaHUSI ObLIM OTOOpaHbBI
128 obpasnoB s00HM: B TOM 4ymnciie 112 obpas3nos
COPTOB SI0JIOHM HAPOAHOM CENECKIIMU U3 KOJUICKIINU
Bonrorpanckoii orbiTHOM ctanuuu BUP, a takke 16
TMPOMBIIIJIEHHBIX COPTOB SI0JIOHU 3apyOesKHOI 1 OTe-
YeCTBEHHOM cenekumnu u3 Koyutekiuun BUP u @HI]
M. 1.B. Muuypuna (ta6i. 1).

AHK BblAEsIN U3 CBEXMX MOJIOABIX JIUCThEB C
ucnosib3oBaHueM Habopa ZR Plant/Seed DNA Mini
Prep (Zymo Research) corinacHo MHCTPYKILIMM IIPO-
U3BOAUTENIS.

NBS-nipodaiiiuHr IPOBOAMIN MO CTAaHIAPTHOM
MeTonuke [9], ¢ HeGoMbILIMMU MoauduKatmsaMu. s
pectpukuuu reHomHoit JIHK ucnonb3oBaiu 3Hm0-
Hykieasy Msel (NEB). ITonumepasHyio LIETTHYIO pe-
aKIIMI0 MPOBOJIMIIM C UCTIOJIb30BaHUEM ABYX MpalimMe-
poB (NBS2 5'-GTWGTYTTICCYRAICCISSCAT-3'
1 NBS7 5-ATTGTTGGRATGGGMGGIMTIGG-3')
[9] u Habopa peakTuBOB mpom3BoiacTBa “‘Jlmanmar-
JIT”, B tepmonukinepe GeneAmp PCR System 9700
(Applied Biosystems). ITponykTsl peakuMu aMILIM-
dukaLu pasgensuii 37eKTpodope3oM B 6%-HoM
noauakpuiaamugHoM rejie B 1 X TBE Oydepe B kame-
pe Sequi-Gen® GT Sequencing Cell (BioRad), ¢ rmo-
CJIeIyIoIIMM OKpallluBaHUEM HUTPAaTOM cepebpa 1o
merony H. Benbouza ¢ coasr. [12].

Hanuuue/oTcyTcTBUEe MPOMYKTOB aMILIMGpUKa-
LMY OTMeYar BU3yaJlbHO, YUUTHIBAIN TOJIBKO YETKO
BOCIIPOM3BOANMbBIE (PPArMEHTHI, PE3YJIbTAThl 3aHO-
cum B 6uHapHyro Matputy (1/0) B mporpamMme Mic-
rosoft Excel. 3HaueHUsT oxXxuaaeMoii TeTepO3UTroTHO-
ctu (H,) paccuuThIBaIy C TOMOIIBIO TTPOTPAMMBI
GenAlEx6.41 [13]. Pacuer koadduLMeHTa reHeTH-
yeckoro cxoacrtBa [aiica (Dice coefficient) mexmy
oOpa3uaMu 1 MHOTOMEPHBII aHAJIM3 I10 JIBYM IJIaB-
HbIM KoopaumHataM (PCO — Principal coordinates
analysis) ObLIM MPOBEAECHBI C UCIIOIb30BaHUEM IPO-
rpamMbl PAST 3.16 [14]. KiacTepHblii aHaIu3 GBUT
npoBedeH meromoM Neighbor-Joining (NJ) B mpo-
rpamme MEGA?7 [15].

AHanU3 TeHEeTUYECKOM CTPYKTYPbl KOJUIEKIIUU
MPOBOJAWJIN C TOMOIIIbIO 0alieCOBCKOM KilacTepusa-
1K B mporpamMme Structure v. 2.3.4 [16]. TectupoBa-
JIUCh OT ogHOoro A0 15 xknactepoB (K), IJIsT KaXA0Tro
yucia K aHanu3 moBTopsuicsa 5 pa3. Pacuer ywmcna
BO3MOXHBIX KJIACTEpPOB MPOBOJUIM C TIOMOIIIbIO
1000000 renepauuii Mapkosckux Llemeit MoHTe-
Kapio, ¢ orbpaceiBanuem nepBbix 300000 reHepatrmii
(burn-in), ¢ y9eToM HaJIW4IMS TCHETUIECKOTO CMEIIICHMST
(admixture) ¥ cCKOppeIMpOBaHHOCTU YacTOT BCTpeyae-
moctu ajeneit (correlated allele frequency). ITocne-
JYIOIIIMI BBIOOP ONTUMAaJIbHOTO KOJIMYECTBa KJlacTe-
POB OCYIIECTBIISIIM C TTOMOIIBIO cepBUca Structure
Harvester [17]. Busyanuzanuo pe3yJibTaTOB NPOBO-
i ¢ momoitnkio ceppuca CLUMPAK [18].
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Ne /it Haszsanwme o6pasna KaTaIigll\'AaeI];I/IP IIpoucxoxneHue [3]
1 Anoe 3uMHee K-35269 Crapopycckuii copT
2 AHUC AJblit K-21629 »
3 Anuc Anwiit KpynHortogHsiit Ne 1 K-21620 MecTHBI# TOBOIKCKUI COPT
4 Anwuc benbrit Kk-37804 CrapopyccKuii COpT
5 Anuc KpacHbrit K-37805 »
6 Anuc JlerHuit uz Jxxuiru K-22238 MecTHBI# TOBOJIKCKUIA COPT
7 AHrc MOCKOBCKUIA K-21615 »
8 Anuc ITo3guuiit KpynmHorutonnsiii 5/5a | k-30074 »
9 Amnuc ITosocaTsriit K-21627 »
10 Amnuc [Tonocaterii BonbHeHCKMIT K-21625 »
11 Anuc I1poMexXyTouHbIit XBaJIbIHCKUIA Kk-28731 »
12 Anuc Pozoo-IlomocaTsrit K-34254 »
13 Annc CeMrKapaKOpCKHIA K-21623 »
14 Anwuc Cepblit K-21630 CrapopyccKuii copT
15 Anuc Cepsrit Ycerienckuii No 1 K-21621 MecCTHBII TTOBOJDKCKUI COPT
16 Anuc Cepsrit Ycnienckuii Ne 2 K-21622 »
17 Anuc Hlankuii K-15976 Crapopycckuii copT
18 AnTtoHoBKa KpacHast K-21652 MecCTHBII TTOBOJDKCKUI COPT
19 AnToHoBKa [1nockas k-31977 CpenHepyccKuii copT
20 AnTtoHoBKa Ilo3nHss YcneHckas K-21645 MecTHbBI TOBOJIKCKUA COPT
21 Anoprt benbrit K-15984 CpenHepyccKuii copT
22 Amnopt CoJistHCKUTit K-25427 MecTHBI TOBOJKCKUM COPT
23 Anopt YcneHckuit K-21658 MecTHbBIM TOBOJKCKUIA COPT
24 AnoproBunHoe [JoHcKoe K-21667 »
25 Apabka n3 CostHKI K-28732 »
26 Apabka CuHss K-21672 »
27 AcTpaxaHckoe beoe K-146 Pycckuit copT HapoaHOI celeKuuu, Haubojee
pacripocTpaHeH B eBpoIieiickoii yactu Poccun
28 ActpaxaHckoe KpacHoe K-27818 Pycckuit copT HapogHOI CeleKIInM,
pacTipocTpaHEeHHBII B OKPECTHOCTSIX ACTpaxaHu
29 ActpaxaHckoe KpacHoe n3z Mnueso Kk-15993 Pycckuii copt
30 beneBoe CokpyTOBCKOE Kk-28735 MecCTHBII TOBOJIKCKUI COPT
31 Benb Anas K-28736 »
32 bens KpachHas K-28737 »
33 Bbenp KpacHosipckast K-25429 »
34 benb Ocennsist k-38709 »
35 bens [Nonocaras u3 JleHuHcka K-21787 »
36 benb [Monocaras us [Nonororo 3alimuina | K-21788 »
37 bens [Monocaras uz Ionororo 3aitmMuina | k-25428 »
38 benb [Nonocaras uz ConsgHku K-25430 »
39 Bbenb [Nonocaras KameHckast K-21790 »
40 benb PoratnnHckas K-36139 »
41 Benb PozoBas K-16002 »
42 benp CacbIKoJIbCKast K-25432 »
43 bens CaxapHas K-27820 CpenHepyccKuii cCopT
44 benbs CyBopuHcKas K-31981 MecTHbIii MOBOIXKCKUI COPT
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TPUPOHOBA u np.

Ta6auua 1. [ponomkeHue

Ne i/ HasBanue o6pasua KaTanIIgl;AaeI])BI/IP IIpoucxoxnenue [3]
45 BbopoBuHKa AKynoBcKast K-27821 MecTHBII TOBOJKCKU COPT
46 bopoBuHKa AKynoBcKas U3 AKYJIOBKU k-21810 »

47 bopoBuHka AkyJsioBckasi u3 OrpagHoro |k-21812 »

48 BbopoBuHKa AKyIOBCKask ¢ MOJIOIOTO Kk-21811 »
nepeBa

49 bopoBuHka Akynosckas ¢ X. [lonmoBku | k-21807 »

50 Boposunka KpymHormtonnas [11a K-21808 »

51 bopoBunka PomnonoBckas Kk-21815 »

52 Baprynb AKyTOBCKUIA K-21826 »

53 Bapryab BopoHexckuii K-16037 CpenHepyccKuii copt

54 Bapryne CepadumoBudecKkmii K-21827 MecTHBI TOBOJKCKUA COPT

55 Boixckoe 3umHee K-21837 »

56 Bomxkckoe 3uMHee K-36141 »

57 3umnee KpyrnHoe K-21945 »

58 Kopuunoe ITonocaroe I1aneBoe K-28741 »

59 KpynHuHa K-22057 »

60 Kpymnuuna K-25447 »

61 Manbt Baraesckuit XapaGaqnHCKUA K-22141 »

62 Manbst KpecToBbrit K-16149 »

63 Manbst Huxxkneunpckoii K-22139 »

64 MawmyroBckoe KBacHoe K-22142 »

65 MamyTtoBckoe KBacHoe KpacHosipckoe | K-25461 »

66 MamyroBckoe KpymHoe K-28748 »

67 MawmyroBckoe Crnankoe BonbHeHCKOe K-25462 »

68 MamyTtoBckoe Cnagkoe n3 3aBOJIKbS K-27834 »

69 Hanus Bensiit Hactosiiuit K-16162 CrapogaBHMIL pyCCKUI COPT

70 Hanus Benwiiit OpioBckuii K-22173 »

71 Hanus Po3oBbrit K-22175 »

72 Hanus Psoxckuit K-22176 »

73 HwuxHeuunpckoe OceHHee K-22179 MecTHbIii MOBOIXKCKUI COPT

74 [Tnockoe Pebpucroe ot I[IpokomneHKO K-28752 »

75 Pener Kypckuii 3o10T0i1 K-22282 CrapomaBHUII pyCCKHIA COPT

76 Posmapun Pycckuii K-22320 MecTHBII TOBOJIKCKUM COPT

77 PoszoBka K-22326 »

78 Ckopocnenka JlyboBckast K-36245 »

79 CkpyT Asblit K-16254 »

80 CkpyT Abrii XapabaamHCKUIA K-22382 »

81 Ckpyrt benbrit K-16255 »

82 CKpyT 30J10TyXMHCKU K-25492 »

83 Ckpyt KpacHbrit K-16257 »

84 Ckpyt CachIKOJIBCKHIA K-22381 »

85 XopoiaBka Ajast K-1736 »

86 Xopomaska Anas ITomiecHeHcKas K-36185 »

87 Xopomaska CeHruiaeeBcKast K-16289 »

88 Hapckuii Hlun Kk-16290 Crapopycckuii copT
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Ne i/ HasBanue o6pasua KaTanIIEI:IaeI])BI/IP IMpoucxoxnenue [3]
89 YepHory3 K-16294 Crapopycckuii copT
90 YepHoe JlepeBo K-22442 »
91 [lapomnaii Kk-37834 »
92 I Tpeiibaunr KpacHblit AnTyxoBckuit | K-27851 MecTHBII TOBOJKCKU COPT
93 AnapikoBCKOE K-27852 »
94 SAnnsikoBckoe n3 CokpyroBku No 1 K-33065 »
95 AnapikoBckoe n3 CokpyToBKM No 2 K-33066 »
96 AnnpikoBcKoe u3 ConsTHKU K-25496 »
97 SAnnpeikoBckoe KonauyeBckoe KpymnHo- K-22456 »
TUIOZHOE
98 AnppikoBckoe KpynmHormionHoe K-22458 »
99 Anpeikosckoe [Mo3gHee K-22455 »
100 AngpikoBckoe [MopocnéBoe K-22459 »
101 AnapikoBckoe hopma Ne 1 Kk-3036A »
102 SnasikoBckoe popma Ne 3 k-3037A »
103 AnapikoBckoe popma Ne 4 K-3038A »
104 AnapikoBckoe hopma No 5 k-3040A »
105 SnasikoBckoe hopma Ne 14 K-3047A »
106 SAuapikoBckoe dhopma Ne 16 K-3048A »
107 AnppikoBckoe hopma Ne 17 K-3049A »
108 SnasikoBckoe hopma Ne 21a k-3053A »
109 SAHapikoBckoe hopma Ne 22 K-3056A »
110 SAnapikoBckoe hopma Ne 23a K-3057A »
111 SnapikoBckoe hopma Ne 24¢e K-3064A »
112 SunpikoBcKoe hopma Ne 243k K-3065A »

113 bnarosect

114 BeimnHa

115 KypnakoBckoe
116 PoxxnecTBeHCKOE
117 CBexecTb

118 Ckana

119 ®yarmaH

120 Braeburn

121 Fireside
122 Florina
123 Fuji

124 Gala

125 Golden Delicious
126 Granny Smith

127 Spartan
128 Wealthy

ITpoMEbIIUIEeHHBIE COpTa

IIpuma X beccemsnka MuuypuHckas (Poccust)

»
814 x T1A-29-1-1-63 (Poccust)
Wealthy X BM41497 (Poccust)

AnToHOBKa KpacHoGouka X PRI2T67 (Poccust)

ITpuma X Beccemssaka MuuypuHckas (Poccust)

Borateips X Ckana (Poccust)
Cesnenr Lady Hamilton ot cBoG0ogHOTO
onbuieHust (Hosas 3enanaus)

Mclntosh X Longfield (CILA)
612-1 x Jonathan (®paHius)
Delicious % Ralls Janet (SImoHust)

Kidd’s Orange Red X Golden Delicious
(Homas 3emanmust)

IIpoucxoxnenune HeuzBecTtHO (CILIA)

Bo3MoxkHO cestHell (hpaHIy3CKOTo Kpeba
(ABcTpanust)

Mclntosh X Yellow Newtown (Kaxama)
IIpoucxoxnenune HeuzBecTtHO (CILIA)
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PE3VJIbTATDBI

B xone NBS-nipodaitnunra 128 06pa3ioB si0J10HU
ObLTO BBIsIBIIEHO 432 (pparmenTa (188 dpparMeHTOB ¢
nomo1lpio mpaiMepa NBS2 u 244 — ¢ momoIbio
npaiiMepa NBS7). [ly1s1 Kaxknoro udydyaeMoro oopas-
1a s10JI0HU OBLI ITOIyYeH YHUKaNbHBIIT NBS-criekTp.
Jnsa obpasiia MamyroBckoe Cnagkoe M3 3aBOJIKbS
BBISIBJIEH YHUKaJIbHbBINA (hparMeHT. Tpu nmapbl COPTOB
C OJMHAKOBBIM Ha3BaHUEM, COOpaHHbIE B pa3HOe
BpeMs U MMEIOIIME pa3Hble KaTaJloXHble HOMEpa:
benb ITonocarast uz Ilonororo 3aiimuiia (k-21788 u
K-25428), Bomxckoe 3umHee (k-21837 u k-36141) u
Kpymnauna (x-22057 u k-25447), umenu pa3Hblii HA00p
¢dparmMeHTOB 110 pe3yibrataM NBS-npodaiinuHra.

VposeHp mnonumopdusma o0IIeii BEIOOPKU CO-
craBun 75.7%, a mokasaTesib OXUIAEMOI TeTepo3u-
rorHoct 0.26 = 0.009. OtnesnpHO OBUT BHIYMCIIEH
YPOBEHb pa3HOOOpa3us ST COPTOB HAPOMHOM ce-
JIEKLIIMU U TIPOMBIIIJIEHHBIX COPTOB s1610HU (75.2%,
H,=0.25 £ 0.009 u 57.3%, H, = 0.21 £+ 0.010 coot-
BETCTBEHHO).

CpenHee 3HaueHHWE MHIEKCA TE€HETUYECKOTO
cxoncTBa Jlaiica Mexkmy mapaMu o0pa3iioB COCTaBUIIO
0.84. Han6onsiiee cxonctBo (0.99) orMeueHO MeKay
ob6pasiamMu AHabikoBckoe Gopma Ne 21a u AHabI-
KoBckoe (opma Ne 23a, a Takke MexXay obpas3LiaMu
AnnsikoBckoe ¢opma Ne 17 u AAHABIKOBCKOE (hopma
Ne 21a. Kpome copToB mM3 rpynrbl SAHIBIKOBCKUE,
HauboJIbllIee TEHETUYECKOE CXOJACTBO BBISIBJIECHO LIS
obpasuoB benb IMonocaras u3 Ilongororo 3aiimuiia
(x-21788) u bens [onocarasa u3 JIeHMHCKa, a TakxKe
MamyTtoBckoe KBacHoe m MamyrtoBckoe KBacHoe
KpacnHosipckoe (0.98). MuHUMaIbHBIN YPOBEHb CXO/I-
cTBa Habmomaics Mexnay obpasuamu AHIBIKOBCKOE
KomageBckoe KpymmHomimonHoe 1 Boimkckoe 3nMHee
(x-21837) (0.75), a Takke Mexay oopasnamMu AHIbI-
koBckoe opma Ne 24:x u Kopuunoe IMonocaroe I1a-
nesoe (0.76).

CpenHee 3HaueHue mHaekca Jlaiica cpean Ipo-
MBILIJIEHHBIX COPTOB s1010HM cocTaBuiio 0.87. Hanbo-
Jiee CXOOHblI TeHETHYEeCKM oKazaiuch copra Gala u
Golden Delicious (0.92), HaumeHee — Granny Smith u
CsexecTtb (0.82).

MakcuManbHOE€ M1 MUHHMMAJIBHOE, a TaKXKe Cpell-
Hee 3HauyeHUE WHAEKCa TIeHEeTMYEeCKOro CXOJCTBa
MEXKIy 00pa3aMy HapOJHOM CeIEKIINY COBITAAIOT C
COOTBETCTBYIOIINMM 3HAYEHUSIMHM MEXIY OOpa3iia-
MU OOILICi BELIOOPKHU.

Anamm3 ganaeix NBS-nipodaiinmara 0511 mpoBe-
JIeH C UCITOJIb30BAaHUEM METO/Ia MHOTOMEPHOTO I1IKa-
JympoBanus B iporpamMe PAST. Ha rpacduke rimaBHBIX
KOOpIMHAT OOJIBITMHCTBO M3YyYeHHBIX 00pa3oB 00pa-
3YIOT OOIIIMPHYIO OOIIYIO TPYIITY, BKITIOYAIOIIYIO TTPO-
MBIIIJIEHHbIE COPTa SI0JIOHU, KOTOPbIE pacrojiararoTcs
JIOCTAaTOYHO KOMIIAKTHO B JIEBOII BepXHEi 4acTu rpa-
duka (puc. 1). O6ocobaeHHOE TTOJIOXEHUE 3aHUMAIOT
14 oOpa3ioB u3 rpymmbl SIHIIKOBCKYE (SIHABIKOBCKOE
Komauesckoe KpymHoruionHoe, SHapikoBckoe Kpyrr-

TPUPOHOBA u np.

HorurogHoe, AHnpIKoBcKoe 13 ConstHKM, SAHIBIKOB-
ckoe 13 CopkytoBku Ne 2, SAHnbikoBckoe [TopociieBoe,
AnnpikoBckoe opma Ne 1, AHabikoBckoe hopma Ne 4,
SunpikoBckoe ¢opma Ne 14, AunbikoBckoe dopMa
Ne 16, AnnpikoBckoe dopma Ne 17, AHABIKOBCKOE
dopma Ne 21a, AnnbikoBckoe opma Ne 22, AHabI-
KoBckoe opma Ne 23a, SAHnbIKoBcKoe hopma Ne 24e),
a TakzKe TpU obpasia u3 rpyrisl MamyroBckue (Ma-
myToBcKkoe KBacHoe, MamyToBckoe KBacHoe Kpac-
Hosipckoe 1 MamyTtoBckoe Ciankoe BoibHeHCKOE).
ITpomexyTouHOe TOJ0XEeHNEe MeXIy OOIIeii TpyImnoit
U copTaMu 13 Tpynn AHABIKOBCKME 1 MaMyTOBCKUE
3aHMMaroT oopasnsl: Aunc PosoBo-Ilomocarsrit, Act-
paxanckoe KpacHoe, BeneBoe CokpyroBckoe, benb
Kpacnosipckasi, beab Ilonocatas us Ilonororo 3aii-
muia (K-25428) n benp CacbIKobcKasl.

AHa/lu3 MOJYYEHHBIX JaHHBIX B IIporpaMme
Structure 1moxkasaji, YTO OIITUMAJIILHOE YHCJIO KJIacTe-
pOB, Ha KOTOpBIE MOXHO pa3IejnuTb HCCICAYEMYIO
BBIOOPKY, cocTaBisieT ABa (puc. 2). IlepBrIii K1actep
¢dopmupytot 14 00pa3iioB U3 rpymnnsl AIHABIKOBCKUE,
KoTOopble ObIMM IuddepeHINPOBAaHEI OT OOIIEH
TPYNIIBI HA TpaduKe TJIaBHBIX KOOPIWHAT, BTOPOIl —
BCe ocTaBlIrecst oopasibl (puc. 3,a). Takke BbIACIIS-
JOTCSI 00pa3lbl, BKIOYAIOIIE KOMITOHEHTHI 00OMX
KJIaCTepOB, B TOM YHCJIe TPU COpTa IpyIIibl Mamy-
ToBcKHe (MamyroBckoe KBacHoe, MaMyTOBCKOe
KBacHoe KpacHosipckoe u1 MamyroBckoe Crankoe
BonrHeHcKkoe) 1 copTa, KOTOphie Ha rpaduke IjiaB-
HBIX KOOPAMHAT 3aHMMAJIM IIPOMEXYTOYHOE ITI0JIO-
KeHue (puc. 3,a).

3naueHue delta K mipu K = 7 TakKe OJOCTaTOYHO
BesiKo (puc. 2). [1pu pazaeneHny COpToB Ha CEMb Kila-
cTepoB, KpoMme 14 06pasiioB coproTuiia SIHIBEIKOBCKUE,
OTIEIbHBIE KJIACTEPHI 00PA3yIOT IIPOMBIIIIJICHHBIE COP-
Ta SI0JI0HU, a TaKXKe HEKOTOphIE COpTa TPyMIlbl Mamy-
ToBcKUe 1 TpyTinbl bopoBuHku (puc. 3,0).

Ha neHmporpamMme, MOCTPOCHHON METOIOM
Neighbour-Joining, oToenbHBII KinacTep GopMupy-
IOT IIPOMBIIIIEHHBIE COpPTa SI0JIOHM, B 3TOT Xe KJila-
CTep IOIIafaloT U CEMb COPTOB HAPOIHOM CEJICKIIN:
Pener Kypckuit 3onotoit, AHuc KpacHsblit, Anuc be-
neiii, Aauc I[Mo3gauit KpynmHorutonHsiii 5/5a, Mamy-
ToBcKoe Crankoe n3 3aBoOJLKbsI, Bomkckoe 3umHee
(x-36141) u SIaopikoBckoe opma Ne 3 (puc. 4).

Takcke Ha neHApOTrpaMMe COBMECTHO KJIaCTepU3Y-
I0TCSI HEKOTOPBIE 00pa31ibl U3 TPYITIT COPTOTUIIOB Ha-
ponHoit cenekumu [ToBomxess: Aancel, benn, bopo-
BUHKU, MamyTtoBckue, CKpyTbl U SHIBIKOBCKUE.
ITpu aTOM He Bce 00pas3lbl OJHOTO COPTOTUNA O0B-
€IMHSIOTCS B OAuH Kiactep (puc. 4). 14 u3 20 copToB
rpynibl AHABIKOBCKYE Y TPU W3 MSTU COPTOB FPYIIIbI
MamyToBCcKHe OOBENMHSIIOTCS B OTIOEAbHBIM Kia-
cTep, BKIIOYAKOIIUI TaKKe 1IeCTh 00pa3lloB U3 ApY-
TUX TpyI (Te e o0pas3lbl, YTO 3aHUMaIU 0060C00-
sneHHoe nogoxeHne Ha PCO-rpacduke) (puc. 1).
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4001

300

Delta K

100

Puc. 2. OueHka onTtrMalbHOTO Yyurciia KiactepoB (K) ¢
nomoluibio metona delta K.

OBCYXJIEHHME

IMTposenennblii NBS-npodaityivHr BBISIBUT JOCTa-
TOYHO BBICOKWIT ypoBeHb TosmMopdm3ma NBS-LRR
TeHOB YCTOMYMBOCTU M3ydeHHOIT BbhIOOpKU (75.7%,
H.=0.26 £+ 0.009). 1151 Bcex o6pa3iioB ObLIN MOJTY-
YyeHBl YHUKaJdbHble NBS-cIiekTpbel, B TOM 4nciie n
JUIST TpeX map oOpa3lioB ¢ OOUHAKOBBIMU Ha3BaHUSI-
MM, COOpPAHHBIX B pa3HOE BpeMsI U UMEIOIIIUX Pa3HbIe
KaTajoxHbie Homepa: bers Ilonocaras u3 I1onororo
aitmuia (k-21788 u k-25428), Bomkckoe 3uMmHee
(k-21837 u x-36141) n KpynauHa (k-22057 u k-25447)
(ta6m. 1). [JlaHHbIe TTapbl 00Pa3lOB UMEIOT CYIIIECTBEH-
Hble pasmauuss 1o NBS-crekrpaMm, criemoBaTebHO
MOXHO MPEAIONIOXUTh, YTO OHU HE OTHOCSITCSI K OTHO-
My COpPTY M MX HAaMMCHOBAaHUS B KOJUIEKIIUM MOTYT
OBITh ITIEPECMOTPEHHI.

YpoBeHb BapuadeJIbHOCTU COPTOB HAPOIHOI ce-
JIEKIIMM OKa3aJiCsl BbIIIE, YEM Yy OTE€YECTBEHHBIX U
3apyOekKHBIX MPOMBIIIIEHHBIX cOpTOB (75.2%, H, =
= 0.25 £ 0.009 u 57.3%, H. = 0.21 £ 0.010 cootBeT-
CTBEHHO). AHaJIU3 TMOJIyYeHHBbIX pPe3yJbTaTOB C HC-
MOJIb30BaHMEM Pa3IMUYHbIX CTATUCTUYECKUX TTOAXOI0B
MO3BOJIMJI BBISIBUTb T€HETUUECKME PAZINYUSI MEXIY
MPOMBIIIVIEHHBIMUA COpPTaMU SIOJIOHU, B3SITHIMU B
aHaJu3, U coOpTaMu HapoAaHOI ceneKunu [ToBoXKbsI.
Taxk, Ha rpaduKe TITaBHBIX KOOPIMHAT MPOMBIIIIJICH-
HbIE COpTa pacrioiaratoTcsl 10CTaTOYHO KOMITAaKTHOM
TPYNIIOi B JIEBOI BEpXHEU 4yacTu rpaduka, a copra
HapOAHOI ceJieKIIMU pacnpeneieHbl Mo rpaduky
(puc. 1), B To BpeMsI KaK Ipy aHaJIM3e reHeTUIeCKOMn
CTPYKTYPbI U3YYEHHOI BEIOOPKY MPU YMCIIe KiIacTe-
poB paBHOM 1ByM (K = 2) mpoMBIIIUICHHBIE COpTa
¢dbopMUpYIOT O0IIMIT KJTACTEP CO CTAPOAABHUMMU COP-
Tamu (puc. 3,a), a npu K = 7 IpOMBIIIJIEHHBIE COPTa
BBIACIISIOTCS B OTACABbHBIN KitacTep (puc. 3,0). Ilpu

TPUPOHOBA u np.

STOM TI0 pe3yJibTaTaM (DMJIOTEHETUYECKOrO aHaIn3a
IIPOMEBIIUIEHHBIE copTa (POPMUPYIOT OTHASIbHBINA
KJlacTep, B KOTOPBI MOIMAAaloT TaKXe CeMb COPTOB
HapomHoit ceinekuun (puc. 4). Ciaegyer OTMETHUTD,
YTO HEKOTOpBIE NPOMEBIIUICHHEIE COpTa, B3STHIC B
aHanmu3, takue Kak Golden Delicious, Wealthy n
Granny Smith, 6pui co3gansl ere B XIX B. [19].

PaHee, pu ucciaenqoBaHUM T€HETUYECKOTO pas3-
HOOOpa3us cOpTOB 10710HU HapoaHol cenekiuu Ce-
Bepo-3amnana u3 kouiekuuu HITB “Ilymkunckue n
IMTaBmosckue nma6opatopuu BUP” metomom AFLP-
aHajiM3a ObLIa BbIsABIeHA OuddepeHIrauss MeXIy
COBPEMEHHBIMU TIPOMBIIIJIEHHBIMU U CTapOJaBHU-
mu copramu [20]. ITomoOGHOe pasnesieHrne ObLIO IT0-
Ka3aHOo W IJIs TPYMIIbl COPTOB HAPOMHON CeIeKLU
AHTOHOBKM 1 32 OT€UYECTBEHHBIX M 3apyOEKHBIX COP-
TOB s10JTOHM ITpu aHaM3e noauMopdusma NBS-LRR
reHoB yctoiiuuBocTtu [11]. Ilpu oneHke reHeTuye-
CKOTO pa3HOOOpa3usi U MOMYJSALIUOHHOU CTPYKTYPbI
kosekuuit sioonu @panuuu u LenrpanbHoii Uta-
JINY C UCITOJIb30BaHNEM MUKPOCATEJUTUTHBIX MapKEPOB
TakKe OBIT BBISIBJICH BBICOKHMIT YPOBEHBb MOMMMOPPU3-
Ma MECTHBIX U CTapOAaBHMX COPTOB M TOKa3aHa WX
nuddepeHIManusl OT IUPOKO paclpoCTpaHEHHBIX
KOMMeEpUYECKNX copToB [21, 22].

IMomyyeHHBIE pe3yabTaThl CBUIETEIBCTBYIOT O
0OoJBIIOM pa3HOOOpa3uu u yHuKajabHocTM NBS-LRR
TEHOB YCTOMYMBOCTU Y COPTOB SIOJIOHM HApOMHOM ce-
nekuyy [1oBoJDKbsI 1 TOATBEPKIAIOT BO3MOXKHOCTh MX
KCIIOJIb30BAHUS B KAUYECTBE MOTEHLIMATBHBIX UCTOYHM -
KOB T'€HOB YCTOMYMBOCTH 1151 cenekuuu. CiaeayeT oT-
METHUTh, YTO B HACTOSIIIEE BPEMsI B MUPOBOM IIPOM3-
BOICTBE B OCHOBHOM MCITOJIb3YIOT TOJIbKO 10—20 cop-
ToB s10510HM [23]. TIpeobnagaHme TaKOro HEOOIBIIIOTO
YuCia COPTOB Ha OONBIINX IUIOLIAMSIX CYIIECTBEHHO
YBEJIUYMBACT UX YSI3BUMOCTD IIepel pa3IMYHbIMU He-
OJIarorpuUSITHEIMU (paKTOpaMM OKPY:KAIOIICH Cpelbl, a
TaK>Ke MPUBOAUT K BEITECHEHUIO MECTHBIX M CTapo-
JIaBHUX COPTOB, XOPOIIO aJalTUPOBAaHHBIX K MECT-
HBIM YCJIOBUSIM, U B pe3yJibTaTe K CYILIECTBEHHOMY
COKpallleHWI0 Te€HETHMYeCKOoro pasHooOpasus. Ilo-
STOMY 3ajada COXpaHECHUs U M3YYEHUST CTAPOIaBHUX
COPTOB SI0JIOHU SIBJISIETCSI OCOOCHHO aKTyaJIbHOIA.

[ToBokbe cunTaeTCss OOHUM U3 IIEHTPOB 3apPOK-
IeHust camoBoicTBa B Poccum, Ha dopmupoBaHue
KOTOPOTO TMOBJIMSJIa OJIU30CTh APEBHUX TOPrOBBIX
IMyTeii, MPOXOMUBIINX Y€pe3 MTaHHBIA PETHOH, a TaK-
XKe criennudecKre KIMMaTUIecKue YCJIOBYsI, OIIpe-
JIeIMBIIME CAaMOOBITHBIII XapaKTep CaJoOBOACTBA B
sToii 30He [6]. B [ToBoKbe CHOPMUPOBATIICH MECT-
HBIE COPTOTHUIILI SIOJIOHM, TaKue KaK SIHIBIKOBCKOE,
bopoBunka Akynosckasi, beiab, MamyTroBckoe, MabT,
CxpyT, XOopoIlIaBKa.

Hannsie NBS-1ipodaiinmara mossoamian nudde-
PEHILIMPOBATh IPYMIIbI COPTOB HAPOAHON ceJIeKINU
IMoBomxbs. Tak, Bce MCMIOIb30BaHHbIE METO/bI aHA-
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SnnbIKoBCcKUeE [

ITpOMBIIIUIEHHBIE
copra

o0 a
AHUCBHI
benu

bopoBuHku |
MamyToBCKUe
CKpyTbI
SHOBIKOBCKUE
K=2

K=7

Puc. 3. BeposiTHOCTh OTHECEHMUS UCCIIETOBAHHBIX 00PA31I0B SI6JIOHU K OJHOM M3 IPYIII MO pe3y/IbTaTaM aHaJln3a B IporpaMme
STRUCTURE. a — ¢ ynciom Kiactepos 2; 6 — ¢ YucjioM KjiactepoB 7. [opu3oHTaIbHASI OCh — allOCTepUOPHAst BEPOSITHOCTh
MPUHAUIEKHOCTH 00pasiia K onpeeieHHOMY KacTepy; BEpTUKaIbHas OCh — aHAIM3KUpyeMble 00pasiibl. OGpasiibl Ha rpadu-
Kax pacItOJIOKEHBI B COOTBETCTBUH C TTOPSAKOBEIMA HOMEPaMH B TaoOII. 1.
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Puc. 4. lenaporpamma, nmoctpoeHHast mo naHHsIM NBS-mipodaitinara o6pasios ss6i1oH1 MetogoM Neighbor-Joining (@ —
TIPOMBIIIIJIEHHBIE COPTa SIOJIOHM; A — COpTa rpyIbl AHUCHI; ¥ — copTta rpyIibl benu; ¢ — copra rpyrmbl bopoBuHku; B — cop-
Ta rpynnbsl MamMyToBcKue; & — copta rpyniibl CKpyThl; A — cOpTa Irpyniibl SIHABIKOBCKUE).

JIM3a BBIIEJSIIOT TpyIIly U3 14 o6pa3ioB cOpTOTUIIA
SAHABIKOBCKNME, KOTOPbIE 3aHMMAIOT 000COOJIEHHOE
noJjioXXeHre Ha rpadukKe IJIaBHBIX KOOpIMHAT, o0pa-
3yI0T OTHEJbHBLIM KJIacTep Ha JeHOpOTpaMMe U II0
JIaHHBIM aHaJIM3a TeHETUYECKOM CTPYKTYPhI U3YYeH-
HOM BBIOOPKM SIBJISIIOTCSI Han0o0J1ee TeHETUYECKH OT-
JIMYHBIMU OT OCTaJIbHBIX M3Y4eHHBIX 00pa31oB (puc. 1;
3,a; 4), 4TO MO3BOJISIET MPEANOJOXUTh HAIUYUE Y

JaHHBIX 00pa3loB CIIEHU(UUYHOrO0 Habopa TI'e€HOB
YCTOWYMBOCTU.

Kpowme Toro, mo pe3yabraTaM aHaIM3a MOXHO BbI-
JIEJIUTh TPYIIILI COpTOB MamyToBcKue, ManbThl, bo-
poBuHKU, AHNCH, CKpyThl 1 benm. I1pu aToM He Bce
o0paslibl OJHOI TPYINbl COPTOB KJIACTEPU3YIOTCS
BMecTe (Harmpumep, TSITh U3 CEMU 00pa310B IPYMIIbI
BopoBuHKM), a B HEKOTOPBIX CIy4asix copTa M3 Of-
HOIi TpyTnbl OPMUPYIOT HECKOJIBKO KJIaCTepOB (Ha-
npuMep, odpasisl TpyrIbl AHUCH) (puc. 1; 3,6; 4),
YTO MOKET OBITH CBSI3aHO C OCOOEHHOCTIMHU (pOopMM-
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POBaHMA IMTOBOJKCKUX I'PYIIIT COPTOB 1 METOAAMM UX
0T60pa B KOJUIEKIIMIO.

Copra HaponaHoii cejieKuuM I1oBOIKbSI 4acTo
BO3HUKAIU B OINPENEJIEHHOM HAacEeJeHHOM IMYHKTe
(Harmpumep, copT AHIBIKOBCKOE IIPOUCXOIUT U3 cela
Aunnpiku JInmMaHckoro pailoHa AcTpaxaHCKON oOJa-
CTU) U Pa3MHOXaJIMCh KOPHEBOI MOPOCIbIO U OTBOJI-
KaMu, a TakKe MyTeM MmoceBa CEMSIH, TI0O9TOMY MHO-
rve U3 HUX MPeICTaBISIOT CO00I OOBIIINE COPTOBBIE
CEeMbM, BO3HUKIIIME OT HECKOJbKUX UCXOMHBIX (POpM,
C Pa3HOBUIHOCTSIMU, XapaKTePU3YIOLIMMUCS 3HAYM -
TeJIbHbIM (heHOTUITMYECKUM paszHooOpasueM [5]. I1pu
5TOM BbICOKasl (DeHOTUITMYECKAsS U3MEHYMBOCTD T1O-
BOJDKCKHX COPTOB OTMeYeHa KakK MpU TeppUTOpUaib-
HOI1 yIaJIeHHOCTH, TaK U B MIpelesaxX OgHoro caaa [,
24], 9TO MOTJIO TIOBJIMSATH Ha OTOOP 00Pa3IoB B KOJI-
JIEKLIMIO U 3aTPYIHUTD TOCTOBEPHOE OTHECEHUE COP-
TOOOpPa3LOB K TOW WM WHOU rpymnne. Kpome Toro,
Mpu c60pe KOJUIEKIIMU U COCTABIEHUU KaTalOTOB UC-
cJienoBaTe I ONMpaIuch Ha OPUTMHAJIbHbIC Ha3BaHUSI,
KOTOPBIMM TIOJIb3yeTCSl MECTHOE HaceJIeHue IMpU Xa-
pakTtepuctuke copra. [loaTomy copra, oTHOCSIMECS
K OJIHOM rpyrrie o ¢eHOTUTIMYECKUM JaHHBIM JIM00
10 OPUTUHAJILHOMY Ha3BaHUIO, 11O MOJIEKYJISIPHO-Te-
HETUYECKUM AAHHBIM MOTYT CYIIECTBEHHO pa3jiu-
yaThCsl.

Ha dopmupoBanue coptoB sioioHu I[ToBoKbS,
BKJIIOYasi U pa3HooOpa3re reHOB YCTOMUMBOCTH, T10-
BIIMSUTA TUKOpacTyIye BUIbl — s1010Hs1 CuBepca (Ma-
lus sieversii (Ledeb.) M. Roem.) u s106JIOHsI paHHSISI
(Malus praecox (Pall.) Borkh. (=Malus pumila Mill.)).
I[Ipy >TOM TJIaBHBIM IIPApPOOUTEIEM ITOBOJDKCKMX
COpTOB siBJIsieTcsl s100HsT CuBepca, 3aBe3eHHasl 13
CpenHeit A311 110 TOPTOBBIM MyTsIM [24].

JlnkopacTyiine BUAEI S0JIOHU CYNTAIOTCS HAanbOo-
Jiee TIePCIeKTUBHBIMM MCTOYHMKAMM T'€HOB YCTOIi-
YUBOCTU K OOJIE3HSIM M BPEAUTEISAM Il CEICKIIUU
[23, 25]. Ho BMecTe ¢ LIECHHBIMM XO3SIMCTBEHHBIMH
MIpU3HAKAMU TIPU CKPEIIUBAHUM C TUKUMU BUIaAMU
IIOTOMCTBY IEepeNaloTCs U HexXeJlaTeJIbHbIC TIPU3Ha-
KU, 4TO 3aTPyIHSET pabOTy CEIeKIIMOHEPOB, B TO
BpeMs KaK cOpTa HAapOIHOM CeJIeKLUY IPOLLIN O~
TEJBLHBII OTOOP Y UMEIOT MEHbIlIee KOJIMYECTBO He-
TaTUBHBIX MPU3HAKOB, KOTOPHIE MPOSIBISIIOTCS IIPU
CKpPEIIMBAHUSIX U MOTYT CTaTh XOPOIIMM IOIOJIHE-
HUEM K JUKUM BUJAaM B CEJISKIIMOHHEBIX IIpOrpaMMax.
CrapomaBHue copra sI0JIOHU, KaK Harpumep AHTO-
HOBKA, YCIIEIIIHO MCIIOJIb30BaJIUCh OTEYE€CTBEHHBIMU
U1 3apyOeKHBIMM CEJICKIIMOHEpaMU B KadyeCcTBE MC-
TOYHUKOB YCTOMYMBOCTY K HM3KMM TeMIlepaTrypaMm, a
TaKKe 00JIE3HSIM M BPpeAUTEISIM, B TOM YMCJIE K I1aplie
[26, 27]. Panee, nipu MccieqoBaHUM MOJIMMOpOU3Ma
TeHOB ycTOoMUmBOCTH MeTonoM NBS-mipodaitnmara y
JIEBSITH 00pa3lioB AHTOHOBKY ObUIM BEISIBIIEHBEI NBS-
MaTTePHBI, OTJIUYHBIC OT OCTAJIBLHBIX U3YYEHHBIX 32
OTEUECTBEHHBIX U 3apyOeKHBIX COPTOB SIOJIOHUM, YTO
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CBUIETEILCTBYET O CIIEM(PUIHOCTH T€HOB YCTOMUMBO-
CTU 00pa3lioB JaHHOro coprotuma [11]. B uzyyeHHoi
komneki BOC coproobpasiis! rpyrin AHIBIKOBCKHE
1 MamMyToBcKue ObUIM Hanboaee nuddepeHmpoBa-
HBI OT OCTaJIbHbIX OOpa3lioB M, BO3MOXHO, UMEIOT
crieunpuYHbIE TeHbl YCTOMYMBOCTHU, YTO MOXKET ObITh
CBSI3aHO C YYaCTHEM AUKUX BUIOB B (hOpMUPOBAHUU
JTAaHHBIX COPTOB.

TaknuMm o0Opa3om, BIIEpBBIE ITOKa3aH BBICOKUIA
ypoBeHb BapuadenbHocT NBS-LRR reHOB ycToii-
YUBOCTU COPTOB $51I0JI0HM HaponHoiut ceiexkiuu Ilo-
BOJLKbs M3 KojuieKumu BOC u mx oTanmyne oT Ipo-
MBIILIJIEHHBIX COPTOB s10J10HU. [loydyeHHbIE HaHHbIE
cBUAETENLCTBYIOT O crietrdmmayHocTi NBS-LRR reHoB
YCTOMYIMBOCTH COPTOB HAPOIHOM ceJIeKIIMU [ 10BOKbS
U MOATBEPXKIAIOT MOTEHLIMAT U3YUYEHHBIX COPTOB JJISI
CEeJIEKIIMM Ha YCTOMYMBOCTD K OOJIE3HSIM 1 BPEIUTEIISIM.

BoersiBiena muddepeHumanms o6pa3ioB, OTHOCS-
UXxcsl K omHOMYy copTtotulty (SIHmpIkoBckue, Mamy-
toBckue, bopoBuHku, ben, CKpyTbl, AHUCHI), TO-BU-
JIMUMOMY CBsI3aHHasi C 0OCOOEHHOCTIMU (hOPMUPOBAHUS
MOBOJIDKCKHX COPTOB M METOJaMM OTOOpa oOpaslioB B
KoJUIeKIMio. Pe3ynabpTarhl McciaeqoBaHUs MOATBEP-
KnatoT 3(HEKTUBHOCTh UCIOJIb30BAHUSI COBPEMEH-
HBIX MOJIEKYJISIPHO-TEHETUYECKUX METONOB 151 U3Y-
YEeHUSl U YIpaBIE€HUSI TeHETUYECKUMU PECYPCHBIMU
KOJUIEKLIASIMU.

Pa6ota BeImostTHeHA TpY (PUHAHCOBOM IMOIJIEPIKKE
Poccuiickoro oHna GyHIaMeHTaIbHBIX KCCIEA0BA-
Huii (mpoexkt Ne 17-29-08020) u TeM rocynapcTBeH-
Horo 3aganus Ne 0112-2019-0002 u 0662-2019-0004.

Hacrosast ctaThs He COAEPKUT KaKUX-IU00 HC-
CJI€JOBAaHUM C UCIIOJIb30BaHMEM B Ka4yeCcTBe OOBbEKTA
XUBOTHBIX.

Hacrosiast ctaThs He COAEPKUT KaKUX-IU00 HUC-
CJICTOBAHUI C yJacTHeM B Ka4eCTBE OOBEKTa JTIOACH.

ABTOpBI 3asBJIAIOT, YTO Y HUX HET KOH(JIMKTA VH-
TEpPECOB.
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Genetic Diversity of Old and Local Apple (Malus % domestica Borkh.)
Cultivars of Volga Region from VIR Collection Inferred from NBS-Profiling

A. A. Trifonova® *, A. V. Shlyavas®, L. V. Dedova®, K. V. Boris“, and A. M. Kudryavtsev*

Vavilov Institute of General Genetics Russian Academy of Sciences, Moscow, 119991 Russia
bVavilov All-Russian Institute of Plant Genetic Resources, Saint-Petersburg, 190000 Russia
*e-mail: aichka89@mail.ru

Intraspecific polymorphism of the NBS-LRR resistance genes sequences of 112 old and local apple cultivars
of Volga region from the collection of the Volgograd experiment station of VIR and 16 commercial Russian
and foreign apple cultivars using the NBS-profiling method was analyzed. The high NBS-LRR resistance
genes variability of old and local apple cultivars from Volga region was shown (75.2%, H, = 0.25 + 0.009) and
their differentiation from commercial cultivars was revealed. Groups of accessions of old and local cultivars
of Volga region Yandykovskoe, Mamutovskoe, Borovinka, Bel’ and Skrut were identified. It was shown that
not all accessions from the same group of cultivars cluster together. Yandykovskoe and Mamutovskoe acces-
sions were found to have NBS patterns that were different from the rest of the studied accessions, which may
indicate that they have a specific set of resistance genes.

Keywords: apple, landraces, resistance genes, genetic resources, genetic diversity.
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ITpoBeneHo nccieqoBaHNe KapruOJIOTUUECKOM U3BMEHUYMBOCTY MblIIei Apodemus peninsulae B psine HOBBIX
nyHkToB MpKyTcKOii 001. 1 B BypsaTun. BeisgBieHbl pa3iuuus 1Mo BapyaHTaM CUCTEM MaKpO- U MUKDPO-
B-xpomocom mMexkay MpIllIaMi TaHHOTO Buaa ¢ Tepputopun Mpkyrckoit 06i1. u u3 bypsatun. 310 11o3BoJImiIo
OTHECTU UX K Pa3HbIM MOMYJISILMSIM CO CBOEit UCTOpUEil MpoucxoxaeHus. Pe3ynbTaTsl paboThl TOATBEP-
JKIAIOT, YTO TIPU LIUTOTeHETUIeCKOi nuddepeHmamy nonyasauuii A. peninsulae onpenesioiiee 3Ha4Ye-

HHNEC MMCIOT Bapnauuu 1o 4Yynuciy MI/IKpO—B—XDOMOCOM.

Karoueesnie cnoea: KapuoTUIl, 10OaBOYHEBEIE XpOMOCOMBI, Apodemus peninsulae, Pecrryonuka bypstusa, Up-

KyTcKasi 00J1.
DOI: 10.31857/S0016675821060035

IlepBoie cBemeHUs O MO0ABOYHBLIX XPOMOCOMAX
nosBuiMch B Hadasie XX B. B 1906 r. E. Yuibconom
[1] OBITTO OTKPHITO HAaJIMUME B KApUOTHUIIAX HACEKO-
MBIX “3KcTpa xpoMmocoMm”. Ilo3gHee B MCCIeIOBaHUU
Ha KyKypy3e ObUI ITpeiToskeH TepMUH “B-xpomMocoMbr”
[2], 9TOOBI OTANYUTH UX OT A-XpoMocoM. B-xpomo-
COMBI OCOOEHHO XOPOIIIO 1 MOJIHO M3Yy4eHKI Y Hace-
KOMBIX 1 PACTEHMIA.

B paramx 0030pax 3apyOeKHBIX aBTOPOB JAIOTCS
MOJIPOOHBIE CBEAEHMSI O BUJIOBOM pa3HOOOpa3uu
pacTeHni1 U XWBOTHBIX (TJIaBHBIM 00pa3oM, OecIio-
3BOHOYHBIX), HECYIIIMX B KapuoTuIirax B-xpoMocombl
[3—5]. C nponoipkeHreM LIUTOTeHETUYSCKUX N3yYeHU
YIICJIO BUIOB, MIMEIOLIMX IONOJTHUTEILHBIE CTPYKTYPHI,
IIOCTOSTHHO TtonojiHseTcsa. K HacTosIemMy BpeMeH!
B-xpoMocoMnbl onucaHbl B OOJIBIIMHCTBE TAKCOHOB
BYKApHOT.

Y MJIEKOIIMTAIONINX OHU OTMEYEHBI ¥ 85 BUIOB.
OnuHHAAATh BUAOB U3 HUX ITOKA3bIBAIOT Pa3Inyuus
B paszMepe u Mopdosioruu B-xpomocom [6, 7]. B xpo-
MOCOMHBIX Ha00OpaxX MHOTUX BUIOB BCTPEUYAIOTCSI TO-
yeuHbIe (MU MUKPO) B-XpoMOCOMBEI ¢ HESICHOM MOP-
¢dosornyeckoil CTpyKTypoil, MOCKOJbKY OHU CTOJIb
MaJibl, YTO HEBO3MOXKHO Pa3IU4UTh IIOI0KEHIE LIEH-
TpoMephl. HarmpuMep OHUM BBISBIIEHBI B KAPMOTHUIIAX
Mbleit A. peninsulae [8—10], nucuu Vulpes vulpes
[11], xpwIic poma Thomomys [12]. Y MiIeKONUTAIOIINX
qale BCero OTMEYEHbI MEJIKHUE U CPpeaIHre 100aBOY-

HBIE XpPOMOCOMBI. B 3aBUCHMMOCTH OT ITOJIOXKCHUS
LIEHTPOMEPBI, O MOP(OJIOTUU pa3IudaloT: MeTa-,
cyOMeTalleHTpUYeCKHe U aKpolieHTpu4yeckre B-xpo-
MOCOMBI.

Y Perognatus baileyi BbISIBJIEH CJTOXKHBIN BHYTPU- U
MEXITOITYJISILIMOHHBIA  XPOMOCOMHBII TTOMMMOPGhU3M
[13]. B matu ucciaemoBaHHBIX TTOIMYJISIIUSIX 3TOIO BU-
Jla TUTIOMIHOE YMCIIO XPOMOCOM U3MEHSIJIOCH B IIpe-
nmenmax 46—48, 46—49, 48—50, 49—54, 49—55 3a cuer
HenocTosiHHOTro yuciaa (1—10) Menkux akpo- 1 MeTa-
HeHTpruYeckux B-xpoMocom u 1—2 cpegHux cyome-
TaleHTpUIeCKX B-xpoMocoMm. MeXoImy IssOHHbIN
nmoauMopdusM 1o B-xpomocoMam omnucaH y amepu-
KaHCKUX XOMSIUKOB Reithrodontomys megalotis |14,
15]. Yucno Menkux B-xpoMocoM y HUX BapbUpyeT OT
HOJISI 10 CEMU, U AUTUIOMIHBIEC YMClia COOTBETCTBEH-
HO U3MeHsItoTcs oT 42 10 49. HaumeHbliiee 4y1ciio 10-
0aBOYHBIX XPOMOCOM HAaMACHO B IIOIY/IILIMSIX Ha
toro-3anage CIHIA, naunbonsmiee — B HOTe u mnpu-
OpexHbIX paitoHax Kanudopauu.

BonbIast yacTh BUIOB MIIEKOTTUTAIOIINX ¢ J00A-
BOYHBIMU XPOMOCOMAaMU TIPUHAIJIEKUT K OTPSIILY
rpbei3yHOB (Rodentia) — 55 BunmoB. Hampumep u3 20-ti
BUIOB MBIIIeid poma Apodemus TOTOTHUTEIBHBIC
B-XxpoMocoMBbI BBISIBJIEHBI V 1IECTH BUIOB [6, 7]. On-
HUM U3 HUX SIBJISIETCSI BOCTOYHO-a3MaTCKasl MbIIIIb
A. peninsulae. DTOT BUI pacipocTpaHeH Ha AJITae, B
Cubupu, Ilpubaiikanbe n 3abaiikanbe, B XabapoB-
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cKoM Kpae, B [Ipmmopne, Ha o-Bax CaxannH n X0K-
Kaiino, Ha ceBepo-BocToKe KazaxcraHa, B CeBepHOI
Momnronuu, B Kopee, B CeBepo-BocrounoMm u LleH-
TparpbHOM Kutae mo ILlmnxaii-TubeTckoro miaaro Ha
3amazae u nposuHiuy OHEHAHE Ha fore [16, 17].

B vHauBuAyanbHBIX KapuoOTUMax OOJbIIMHCTBA
0co0eil aTOro Buja OTMEYEHbI JOOABOYHbBIE XPOMO-
COMBI, UckItoueHus peaku [10]. OHM uMeloT pa3Hble
(OPMBI M KOJIMYECTBO: UX YMCJIO MOXKET JOXOIUTH 10
30 [10]. B HacTos11Iee BpeMsI U3BECTHO, UTO TOJIHKO Y
BOCTOYHOA3MATCKUX Mblleit, oouTaroiux Ha Caxa-
JmHe 1 Ha o-Be CrenuHa (3aymB Ilerpa Bemmkoro,
ITpumopckuit Kkpaii) B KapuoTturiie HeT B-xpoMmocom
[9], onHako Ha o. Xokkaiino (AnoHust) B-xpomoco-
MBI ¥ BOCTOYHO-a3MaTCKUX MbImei ecth [8]. Ham-
oonburee ynucio B-xpomocom (mo 30) BBISBIEHO Yy
3BEpPbKOB 3TOro Buaa, oouTtatomux B Cudupu [9, 10].
¥V 3TOro BUiaa HailieHO TPU TUIIA U3MEHUYMBOCTH 10
B-xpoMocomMaM: MeXXTONyISILIMOHHOM, MEXXUHIVBUITY-
aJIbHOM M BHYTPUMHAWBUIYATbHON (MO3aULIM3M). DTHU
MOJIOXKEHUs 0OYCJIOBJIMBAIOT MEPCHEKTUBHOCTh MC-
TOJIb30BAaHMSI BOCTOUHOA3MATCKUX MBIIIEH B KauyeCTBE
MOJIeJIbHOTO O0BEKTa MPpU UcCiefoBaHUN (heHOMEeHa
B-xpomocoMm B KapuoTunax MJIEKONMUTAOIIUX. DTO
MOKET BHECTH SICHOCTb B TIOHUMAaHME TIPUPOMABI, PO-
JIU U MIPOUCXOXKIAECHUS 3TUX 3araJOYHbIX 3JIEMEHTOB
reHoMoB ayKapwuort [ 10, 18, 19].

Peruon balikana mpencraBisieT cOO0i YHUKaIb-
HBIIA HayYHBII IOJIUIOH IJISI UCCAEIOBAHUIA pa3HO-
obpas3usi, a Takke CTaOMJIbHOCTA U U3MEHUYMBOCTU
cucrteM B-xpomocom Apodemus peninsulae B pa3nmmIHbIX
9KoJIoro-reorpadpuuecknx npoBuHImgx Ilpubaitka-
abs [20]. Panee HamMu ObLIa M3ydyeHa U3MEHYMBOCTh
MakKpo- 1 MUKpPO-B-xpoMocoMm Ha 10XXHOM IoGepe-
Xbe 03. batikan n B CeBepHoit Monromum [20], HO
ceBepHasl 4aCcThb PermMoHa OCTaBaJlaCh MPAaKTHUYECKU
He M3Y4ECHHOI, 0COOEHHO OKpecTHOCTU I. CeBepo-
baiikanbcka (6acceitn Bepxueit Aarapsi). 3gech Ha-
OI0Ja10TCSl  3HAYUTEBbHBIE 3KOJOTrOo-KJInuMaThude-
CKHeE OTJIMYMS OT I0KHOTO Mobepexbs baiikaia ¢ ero
YMEpPEHHBIM UM BJIaXXHBIM KJIMMaToMm [21].

Llenp HacTosIE paboThl — aHAIN3 KAPUOTUIIHU-
YeCKUX 0COOEHHOCTE 1 B TIEPBYIO OUYepeab CUCTEMBI
106aBOYHBIX B-XpoMOCOM BOCTOUHOA3MATCKUX MbI-
1Ieit, oOOUTAIOIINX B OKPECTHOCTIX 03. baiikai.

MATEPUAJIBI U METO/ bl

B 2016—2017 rr. ObUIM OTJIOBJICHBI 68 BOCTOUHO-
a3uaTCKUX MBbIIIE B IeBITU MyHKTax MpKyTcKoit
0011. u Pecnyonmuku Byptusa. Homepa myHKTOB yKa-
3aHbI Ha KapTe (puc. 1). OTIOBBI B OCHOBHOM IIPOBO-
gunuck B 2017 1., a B okpecTHocTsx aep. Capma
(rtyHKT 4) — B 2016 1. CeMBb IyHKTOB OTJIOBA HAXOISITCS
Ha Oepery 03. baitkan, a 1Ba myHkTa — B pkyTckoit
00J1., B 1oJauHe p. AHrapa, ObUJIM ydaJIeHbl OT HETo.
ITynkt Nel — okpectHoctn moc. Mnup Bpatckoro
p-Ha Upkyrckoii 06:1. (c.u1. 55°09°18”, B.1. 100°35°34”)
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ObL1 pacrionoxeH B 480 kKM oT Tobepexkbs baiikana,
MyHKT Ne2 — okpecTtHOCTH T1oc. bapna, Dxupur-by-
mararckuit p-u, Mpkyrckasg o6, (c.m. 52°49°517,
B.1. 104°24°33"") Haxonuics B 90 kM ot baiikana. Tpu
IMyHKTAa OB PACITOJI0XKESHBI HA CEBEPHOM U CEBEPO-3a-
nmagHoM Geperax baiikana: myHKT Ne3 — okpecTHOCTH
noc. JlymkadaH, mooepexxbe Anrapckoro Copa, CeBe-
po-bBaiikanbckuii p-H, Mpkyrckas ooi. (c.ur. 55°51°06”,
B.I1. 109°40°58”); myukT Ned — nep. Capma, OJILXOHCKUIA
p-H, Upkyrckas o61. (c.ur. 53°06°02”, B.1. 106°50°097);
nyHKT Ne5 — moc. TonoyctHoe (c.mi. 52°02°23”,
B.I. 105°24’37”) wm moc. Hwxnnii Koueprar
(c.ur. 52°08715”, B.1. 105°16"26”") UpKkyTcKoro p-Ha
Npkyrckoit 061. YeTbIpe MyHKTa OBUIA PaCIiOIOXKe-
Hel Ha lOxHoMm bepery baitkama: myHKT Ne6 —
okpectHoctn 1. baiikaneck, WMpkyrckasg o065m1.
(c.ur. 51°31°02”, B.m. 104°0922”), myHkr Ne7 —
okpectHocTu moc. Tanxoii, KabaHnckuit p-H, Pec-
nyoauka byparua (c.u. 51°33°16”, B.1. 105°06°54”);
nyHKT Ne8 — okpectHocTu r. babymkun, KabdaH-
cKuif p-H, Pecmy6nmka Byparua (cam. 51°437,
B.I 105°52%); myHKT N29 — okpecTHOCTH TToc. Mctomu-
Ho, Kabanckmii p-H, Pecriyommka — Bypsitus
(c.aur. 52°07°57”, B.1. 106°17°45”). KomuecTBO 3K3eM-
IUISIPOB BOCTOYHOA3MATCKUX MBIIIC, OTJIOBICHHBIX
B KaXXIOM ITYHKTe, TIpUBeASHO B Ta0I. 1.

XpOMOCOMHBIE IIperaparbl TOTOBWIA HPSIMBIM
METOJIOM U3 KJIETOK KOCTHOTO MO3Ta MbIllIeii ¢ Tipe-
BapuUTEILHBIM BBelleHMEeM BHYTPUOPIOMIMHHO 0.5 M1
0.04%-noro pactBopa koiaxulvHa [22]. [IpemapaTsl
JIeJlaJivu TaKKe M3 KJIETOK CeJIe3eHKHU C TIPUMEHEHUEM
TEXHUYECKUX IIPUEMOB, IIpeaiokeHHbIX E.}O. Kpbi-
caHOBBIM ¢ Koyuteramu [23]. Hus xapaKTepuCTUKHA
KapMOTHUIA KaXI0T0 XXUBOTHOTO VCITOJIb30BaIN aHa-
3 He MeHee, 4yeM 20 MeTada3HBIX IIacTUHOK. Pa-
0oTa ¢ npenapaTaMu OCYLIECTB/SUIACH C MOMOLIBIO
Mukpockorna “Leica D-500". IToncyeT XxpoMOCOM BBI-
nonHsuin B nporpamme LAS V3.8. IIpu o6paboTke mMa-
TepHrana COOCTBEHHBIX M JIMTEPaTYPHBIX MTAHHBIX MbI
YUUTBIBAJIA TOJIBKO BapUaHT C MOIAJIbHBIM YUCIOM B-
XPOMOCOM MBIIIIEH, OTJIOBJIEHHBIX B pa3IMYHBIX ITyHK-
tax baiikanbckoro permoHa (ta6ma. 1). B taGauiie
MpUBeaeHbl (POPMYJIBI BApMAHTOB CUCTEMBI B-Xpo-
MocoM (Bs) kaproTUnoB U3y4eHHBIX Mblllleit Apode-
mus peninsulae baiikanbckoro peruoHa.

B HacTos1eit paboTe HaM1 UCIOIb30BaHAa CUCTe-
Ma Kitaccudukanum B-xpomocom u opmyna mud-
poBoro kogupoBaHus [10]. st cormocTaBieHUs] UH-
IVBUIYaJbHBIX XapaKTepUCTUK Habopa B-xpomocom
MBIIIEN MX pa3aesisiiv 1o pa3MepHO-MOp(hoIoruye-
CKUM KJIaccaM M 3allMChIBaM IJISI KaXXI0i ocoou B
BuIe opMyibl Hu¢GpoBOro KogupoaHus (Tadim. 1).
TaknuMm oOpa3zoM OBIIO BBIIEJICHO TISITh KJIACCOB
B-xpomocom no ux pazmepam u MOp(OI0rniecKum
xapakTtepuctukaM. CorjgacHo maHHOK ¢dopMmyJe:
I ximacc — nByneune KpyrmHble B-xpoMoCcoMEBI, paBHBIE
o pasMmepam 1—8 mapam A-xpomocowm; 11 kimacc — nBy-
mwieure B-XpoMocOMBI cpeqHUX pa3MepOB, PaBHEIC
9—16 mapam A-xpomocowm; 111 kitacc — Menkue nBy-
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Puc. 1. [TyHkTHI oTN1I0Ba Apodemus peninsulae B BaiikanbckoM pernoHe. 1 — okpectHocTu ¢. Mimmp, Bpatckuii p-H, MUpKyTrckast
0011.; 2 — nep. bapna, Oxuput-bynararckmii p-H, UpKyrckas 00i1.; 3 — okp. nmoc. dymkadaH, CeBepo-baiikanbckuii p-H, by-
patus; 4 — moc. Capma, ObXOHCKMI p-H, MpKyTcKast 0011.; 5 — okp. moc. b. I'onoyctHoe 1 moc. Hknuit Koueprar, Mpkyt-

ckast 00J1.; 6 — okp. T. baiikanbck, Upkyrckas o0i1.; 7 — OKp.

noc. Tauxoii-Beiapuno, Kabanckuii p-H, Bypsitust; 8 — okp.

r. babymikun, Kabanckuii p-H, Bypsarus; 9 — okp. noc. Uctomuno, Kabanckuii p-H, Bypsitus.

miaeure B-xpomocomel, paBHBIe 17—23 mapaM A-xpo-
mocoM; IV Kkilacc — Meakue akpoLeHTpUYSCKUE
B-xpomocomebl, paBHBIe 17—23 mapam A-XpoMOCOM;
V knacc — ToyeuHble (MM MUKpPO) B-XpomMocoMmbl ¢
HESICHBIM NOJIOXXKEHUEM LICHTPOMEPhI, B HECKOJIBKO
pa3 MeJlbue caMbIX MEJKUX A-XpOMOCOM HaGopa.
B-xpomocomnl I-IV kiaccoB MBI OOBEIMHSUIA B
rpyImy MakKpoxXpoMocoM, a B-xpomocomnl V kjiacca
BOIIIJIA B TPYIITY MUKPOXPOMOCOM.

PE3YJIbTATBI 1 OBCYXIAEHHWE

VY Bcex 68 ocobeit A. peninsulae 6611 omnpeneneH
OCHOBHOW CTaOMIBHBIN HA00OP A-XPOMOCOM JaHHOTO

Braa. OH TIpencTaBiieH 23 mapaMy aKpOLeHTPUYECKIX
ayTOCOM M JIByMsI IOJIOBEIMU XpPOMOCOMaMU: KPYII-
HOI aKpOLEHTPUYECKON X-XpPOMOCOMON M MEJIKOM
aKpOLICHTpUYECKOI Y-XpoMocoMoii (puc. 2). Bapua-
OesIbHas1 YacTh KapyuOTUIIA Y 3TUX MBIILIEH MpeacTaBie-
Ha 1—12 pomomHuTenbHbBIMU B-XpoMocomamu, cpenm
Hux: 1—4 makpoxpomMocoMm 1 1—11 MUKpoxpoMocom
(taba. 1, puc. 2—4). Takum o6pa3oM, KApUOTUTIBI UC-
CJIEIOBAHHBIX BOCTOYHOA3MATCKMX MBbIIIEHA HMMEIOT
oT 55 mo 62 xpoMocoM. KapHOTHITEI MBIIIIEH, OTIIOB-
JICHHBIX B IByX MyHKTaXx, yAaJeHHBIX OT 03. baiikail,
00BEIMHSIET OTCYTCTBUE MUKpPOXpoMocoM (Kitacc V)
W HaJIM4Me OTIEJIBbHBIX 0CO0E ¢ TpeMs OOJIBIINMU
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Taomuuna 1. @opmyisl BapraHTOB cucTeMbl B-xpoMocoMm (Bs) Apodemus peninsulae baiikaibcKoro perunoHa
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Ne myHkTa Ne ocobu TTon 2n Bs ®dopmyina Bs
1 1 Q 51 3 3.0.0.0.0
2 3 51 3 2.0.0.1.0
2 3 38 51 3 3.0.2.1.0
4 Q 51 3 0.0.1.2.0
5 Q 51 3 0.0.1.2.0
6 Q 54 6 0.0.2.1.0
7 Q 51 3 0.0.3.0.0
3 8 3 50 2 0.0.2.0.0
9 3 49 1 1.0.0.0.0
10 Q 51 3 1.0.1.1.0
11 3 51 3 0.1.1.1.0
4 12 3 50 2 2.0.0.0.0
13 3 49 1 1.0.0.0.0
14 Q 50 2 1.0.0.1.0
15 Q 50 2 1.0.0.1.0
16 Q 51 3 0.0.1.2.0
17 Q 51 3 0.0.1.2.0
5 18 3 51 3 0.0.3.0.0
19 3 49 1 0.0.0.1.0
20 1) 49 2 1.0.0.1.0
21 Q 50 2 0.0.0.2.0
22 Q 50 2 0.0.0.2.0
23 3 50 2 0.0.1.1.0
24 Q 50 2 0.0.0.2.0
6 25 Q 53 5 0.2.0.0.3
26 3 54 6 0.1.0.0.5
27 Q 54 6 0.1.2.0.3
28 Q 54 6 0.2.0.0.4
29 Q 55 7 0.2.0.0.5
30 Q 56 8 0.1.0.0.7
31 Q 59 11 0.0.1.0.10
32 3 61 13 0.1.0.0.10
33 Q 60 12 0.0.0.0.12
34 3 60 12 0.1.1.0.10
35 3 60 12 0.2.1.0.9
36 38 61 13 0.1.1.0.11
37 38 55 7 0.2.0.0.5
38 3 57 9 0.0.2.0.7
39 3 58 10 0.1.1.0.8
40 3 58 10 0.2.0.0.8
41 3 58 10 0.2.0.0.8
42 3 59 11 0.0.3.0.8
43 Q 59 11 0.0.3.0.8
44 3 59 11 0.1.2.0.8
45 Q 54 6 0.2.3.0.1
46 Q 60 12 0.2.0.0.10
TEHETUKA  Tom 57 Ne 6 2021
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Taomuma 1. OkoHyaHue

BOPUCOB wu np.

Ne myHkTa Ne ocobu TTon 2n Bs ®dopmyina Bs

7 47 3 52 4 0.2.0.0.2
48 Q 52 4 0.3.0.0.1
49 Q 57 9 0.2.0.0.7
50 3 58 10 0.2.0.0.8
51 38 54 6 0.0.1.0.5
52 3 57 9 0.0.1.0.8
53 3 58 10 0.0.1.0.9
54 38 58 10 1.0.1.1.7
55 Q 59 11 0.0.2.0.9

8 56 Q 53 5 0.1.1.0.3
57 Q 54 6 0.2.0.0.4
58 3 55 7 0.0.1.0.6
59 3 57 9 0.2.1.0.6
60 Q 59 11 0.0.0.0.11
61 Q 59 11 0.0.1.0.10
62 Q 59 11 0.1.0.0.10
63 Q 60 12 0.1.0.0.11
64 Q 60 12 0.2.0.0.10

9 65 3 59 11 0.1.1.0.9
66 3 60 12 0.2.1.0.9
67 3 59 11 0.2.1.0.8
68 3 54 6 0.0.1.0.5

ITpumeyanue. Jlokanm3anuio Mect coopa cM. Ha puc. 1.

nByrmieaumu B-xpomocomamu (kitace 1), Takue oco-
6U He OBLIIM BCTPEUEHBI B MYHKTAX, PACIIOIOKEHHBIX
Ha Oepery baiikama. B kapnorumnax 3BepbKoB, OTJIOB-
JIEHHBIX B ITYHKTaX, PacIIOJIOKEHHBIX Ha CEBEPHOM U
ceBepo-3anagHoM Oeperax baiikama (Ne 3—5), Takke
He HaiiaeHbl MUKPOXpoMocoM (KJiacc V), HO y Bcex
0Cco0€Ci1 BEISIBJIECHO OT OOHOM OO TPeX MaKpOXPOMO-
com (I-IV kmnaccoB). Takum o0Opa3oM, B KapHOTUIIAX
24-X BOCTOYHOA3MAaTCKUX MBIIIEii, OTJIOBJIEHHBIX K Cce-
Bepy ot baiikana, MUKpo-B-XpoMOCOMBI He BCTpEUYCHBI.

HampotuB, B kKapuotumnax Bcex 44-X ocoOeii,
OTJIOBIIEHHBIX B UeThIpeX ITyHKTax (Ne 6—9) Ha 10X-
HoM Oepery baiikana, oTMe4eHO OT OJHOM OO IABE-
Hanuatu MukpoxpomocoM (V kiace). Ilpuuem y
MoAAaBJIAIONIEero 6oabIMHCTBA (36 ocobeit) Halime-
HO IIATh M Oonbine Takux B-xpomocom (tabma. 1).
Kpowme Toro, y Bcex 3Tux ocobeit, KpoMe OgHOI, BbI-
SIBJICHBI OT OJIHOI 10 TpeX MaKpo-B-xpoMocom Bcex
KJIACCOB.

Panee namu [20] yxke ObUIM OITMCaHBI KAPUOTHITHI
30 ocobGeit A. peninsulae n3 Tpex nyHKTOB KOXHOTO
IMpuGaiikanbst, M3 oKpecTHocTeir r. balikanbck
(1984, 1988 rr.), r. Tanxoit (2002, 2003 rr.) u r. ba-
oymkuH (1984 r.). To ecTh ucciaenoBaHus IIPOBOAYI-
JIUCh B T€X e caMbIX MMYHKTax, 4To U Terepsb (puc. 1,
MyHKTHEI 6—8). Bce 3t ocobu umenu ot 1—2 Makpo-
n 1o 10 muxpo-B-xpomocom [20]. To ecTb, popmyita

B-xpoMocoM B OOHUMX U TeX XK€ MyHKTaX, He CMOTPS
Ha 3HAYUTEIbHBIA BpeMEeHHOI MHTepBa MEXKIY UC-
CJIeIOBAaHUSIMU NPUHIUINKUAIBHO HE MEHSIJIACh. DTO
JaeT HaM OCHOBaHHUE IIpearnoJiaraTh, 4ro (opmylia
B-xpomMocoM — 3TO yCTOMYMBHEIN MPU3HAK, XapaKTe-
pusytoluii reorpaduyecKue MOy,

B nHactosiiieid pabote Mbl BbISIBUIIM 3HAYUTEIb-
HbIE OTJIMYMSI IO BapuaHTaM cCUCTeMbI B-xpomocoM y
Mbllneil A. peninsulae ceBepHoro Ilpubaiikanbs u
OacceitHa AHTapBl OT MBITIIEH I0KHOTO 3a0aiKaibsl.
DTO MO3BOJISIET OTHECTU UX K PAa3HBIM IOIYJISILIMSIM
CO CBOeW uctopueil mpoucxoxnaeHus. Ilomynsiius
IOxnoro I1pubaiikanesa A. peninsulae cxomHa o CBoei
CTPYKTYpe MaKpo- U MUKpO-B-xpomMocoMm c eliie 6osee
IOXKHOM TTomysiuueit 6acceitHa CeneHIn (OKPeCTHO-
¢t MoHAcCThIpsE Amap-Xuiin, CeBepHass MoHTromsI)
[20]. A momynsitum [Tpubaiikanbst u 6acceiiHa AHraphbl,
B KOTODBIX BBISIBIEHBI TOJBKO MakKpo-B-XpoMocoMbl,
CXOIIHBbI ¢ monynsiuueid A. peninsulae U3 OKpecTHO-
creii moc. HoBoaHrapck Ha caMoOM ceBepe ee apeaia,
B 40 KM OT ycThsl peK1 AHTaphl. TaM TakxKe ObLIN BbI-
SIBJIEHBI OT TISITU 10 NE€BITU ABYIJIEUMX MaKpo-B-
XPOMOCOM, U cpeau 15 U3ydeHHBIX MbIlIeil He ObLIO
MbIlIe ¢ MUKpo-B-xpomocomamu [10].

Panee npu n3yyeHUM KapuOTUIIOB BOCTOYHOA3U -
aTCKMX MEIIIEH M3 pa3HbIX obnacteii Cudupu OBLIO
OOHapy:XeHO, YTO OHM OTJIMYAIOTCSI I10 Habopam
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Puc. 3. Kapuotumn ocoomn Ne 8 u3 myHkTa 3: a — 48 aKpOILIECHTpUYECKIUX XpPOMOCOM OCHOBHOTO Habopa, 6 — JIBe MEJIKME MeTa-

ueHTpuyeckue B-xpomocomnr 111 kitacca.

B-xpoMocoMm, 3TO TTO3BOJIMJIO BBICKA3aTh MPEAIOJI0-
XKEHHUE, 4TO CUCTEMBI MAaKpoO U MUKPO-B-xpomocom
MOTYT SIBIIITbCSI MHTETPUPYIOIINM W TUddepeHII-
PYIOLLIMM IIPU3HAKOM ITONMYJISIUMK Mbiieit Cubupu
[10, 20]. Pe3yabraThl JaHHOIO MCCJEIOBAaHUS IIOM-
TBEPKIAIOT, 9YTO B-XpoMOCOMBI MOTYT OBITH MCITOJIb-
30BaHbl KaK MapKepbl Pa3JIMYHBIX MOIMYISIIUIA BO-
CTOYHOA3UATCKOM MbIH. OTpenengiollee 3HaUeHUE
MMeEET COOTHOIIIEHEe MUKPO U MaKpo-B-xpoMocoM.

Astopsl 0iarogapHasl M. FO. bopucosy, E.C. T'aii-
nydyeHko, T.A. MBIIUISIBKMHOI 32 TIOMOIIb B OTJI0BE
MblIIel A. peninsulae Ha 10XXHOM IToOepexbe 03. baii-
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kaJ. braronapum A.FO. AnekcaHIpoBy 3a IMTOMOIIb B
MPUTOTOBJIIEHUU XPOMOCOMHBIX TpeTapaToB BOCTOY-
HOA3MaTCKMX MBIIIIEH B psiie IMyHKTOB MCCIeIOBAHMS.

Pa6ora BeimoiHeHa ITpy (pMHAHCOBOM MOAAEPKKE
PODU, npoekt Ne 16-08-1185.

Bce npuMeHnMBbIe MeXXAYHAPOAHbIEC, HALIMOHAb-
Hble U/UJIW UHCTUTYLIMOHAJIbHbIC TTPUHIIMITBI YXO1a
M MCTIOJIb30BaHUS XUBOTHBIX OBLIN COOIIOICHEL.

ABTOpBI 3asBJISIOT, YTO Y HUX HET KOH(MJIMKTA MH-
TEpPECOB.
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12.

BOPUCOB wu np.
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Puc. 4. KapuoTtum ocoou Ne 65 13 myHKTa 9: @ — 48 akpoleHTpHYECKUX XPOMOCOM OCHOBHOT'O Habopa, 6 — OIHA CPEIHSIsI, OHA
Menkasi MetaueHTpuueckue B-xpomocomsl 111 kitacca u neBsitb Mukpo-B-xpoMocom.
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Kariological Differentiation of Mice Apodemus peninsulae North
and South Pribaikal by Additional Chromosomes

Yu. M. Borisov“, A. A. Kalinin®, Z. Z. Borisova“, 1. V. Krischuk’, and B. 1. Sheftel* *
“Severtsov Institute of Ecology and Evolution, Russian Academy of Sciences, Moscow, 119071 Russia
bScientific and Practical Center of the National Academy of Sciences of Belarus on Bioresources, Minsk, 220072 Belarus
*e-mail: boriss-spb@yandex.ru

A study of the karyological variability of Apodemus peninsulae mice in populations of the Baikal region was
carried out for the first time. Significant differences were revealed in the macro and micro additional chro-
mosomes of the mice of A. peninsulae in the northern and southern Baikal regions according to the variants
of the B-chromosome system. What this allowed to refer them to different populations with their own history
of origin. The results of the work confirm that, of decisive importance.

Keywords: karyotype, accessory chromosomes, Apodemus peninsulae, Baikal region.
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C ucnoyib30BaHUEM JIECSITU MUKPOCATEJUTMTHBIX JIOKYCOB TIPOBEICH aHAIN3 TeHETUUEeCKO N3MEHUYMBOCTHU
u nuddepeHmam TuXookeaHckoi cenpau Clupea pallasii Ha mupokoMm apeayie B OxoTckoM, bepuHro-
BoM, YUykorckom, Kapckom, bapeHuieBoM u besiom mopsix. [TokazaH cxonHbIi ypoBeHb TeHETUYECKOM U3-
MEHUYMBOCTH CeJIbIM, MIPUHajIexallleil K TpeM reorpaduyeckuM noasunam. ['eHeTuueckasi CTpykTypa Ha
MakporeorpacdH4ecKoii 1Kajie Hanbosee BhIpaxkeHa MeX Iy TpeMs TeorpaduuecKUMU TTOJABUIAMU CEJIbIN,
MpU 3TOM YPOBEHb reHeTuueckoil auddepeHlMauuu B Mpeaeax Kaxaoro U3 MoaBUIOB pa3inyaeTcs.
Cenbab TUXOOKEAHCKOTO apeana auddepeHIInpoBaHa TOJbKO Ha YPOBHE KPYITHBIX 6acceitHOB — OXOTCKO-
ro u beprHrosa Mopeii, YTO CBUAETEIbCTBYET O 3HAYUTEJIbHOM OOMEHE T'eéHaMU, TaK e KakK U B I0ro-Bo-
crouHoit yactu bapeHinieBa Mmopsi 1 B KapckoM mope. B To ke BpeMst MOTOK TeHOB y ceiibau beiaoro mopst
OorpaHM4eH Ha OYeHb HEOOIbIIIOKM MPOCTPAHCTBEHHOM IIIKaJIE.

Kntoueswie cro6a: BHyTPUBUIOBAsI CTPYKTYpa, TeHeTUYeCKast UBMEHYUBOCTh, TUXOOKeaHCKas cenbab, Clu-

pea pallasii, OxoTckoe mope, bepuHroso mope, benoe Mope.

DOI: 10.31857/S0016675821060096

TuxookeaHckas cenbab Clupea pallasii Valenciennes,
1847 — menmarmyeckasi MOpcKasi pbida IpUOPEKHBIX BOI
1 okpauHHbIX Mopeii CeBepHoii ITanmdukn n Apk-
TUKU UMEET MPEePhIBUCTBIN apean. HoMuHaTUBHBIM
nonsun C. p. pallasii mapoKo pacnpocTpaHeH B Oope-
aJIbHBIX aKBATOPHUSIX a3UaTCKOTO U aMEPUKAHCKOTO
nobepexuit Tuxoro okeaHa, 1Ba Apyrux MoaBuaa Ha-
ceisitoT Boabl EBporneiickoro CeBepa BI0Ib ApKTH-
yeckoro nooepexnst CeBepHoro JlemoBUTOTO OKeaHa:
C. p. marisalbi obuTaeT Bo BHYTpeHHUX pailioHax be-
Jioro mopsi, a C. p. suworowi — BO BHEILIIHUX palioHax
benoro Mopst 1 najee Ha BOCTOK BIOJIb ITOOEPEKbS B
Yeurcko-IledyopckoM paitoHe bapeHiieBa Mops u
KapckoM mope. Hebonpiive momyasiuuu CeabaIu OT-
MeudeHBI Takke B Mope JlanteBeix 1 BocTtouHo-Cu-
oupckom [1, 2].

Ha apeane cenbnb popMupyeT monyssiiuu, pas-
JIn4auuecs: 6MoJOTHYeCKUMU, MOPDOTOTUYECKU -
MU U BKOJOTUYECKUMU OCOOEHHOCTSIMMU, pailoHaMU
HepecTa, Haryja U 3MMOBKH, MPOJOJIKUTETbHOCThIO
murpauuii [3—5]. B TuxoMm okeaHe BBIOCIISIOT TPU
aKoJIoTudeckre (OpMbI CeJIbIM — MOPCKYIO, MpU-
OpexXHYI0 U 03epHO-1aryHHyio [4]. [lo MHeHMIO He-
KOTOPBIX aBTOPOB HanboJiee 000CHOBAHO BhIACIICHUE

IBYX (hOpPM, OCHOBHBIMHU PA3IMYUSIMUA MEXIY KOTO-
PBIMU SIBJISTIOTCSI MECTa M YCJIOBUSI 3UMOBKU: MOP-
CKOM M MPpUOPEKHOM, IIPU 3TOM K IMPUOPEKHON OT-
HOCST ITOMNYJISILIMU JIaTyYHHOM (03epHOii) ceapau [6].
Cenbab APKTUYECKOTO IT00EPEKbs MOXKXHO OTHECTH K
NpuOpeKHOI 3Komorndeckoit opme, oHa audde-
pEeHLIMpPOBaHA Ha JIOKaJbHbIE CTaja, MPUYPOYCHHBIC
K OTIeNIbHBIM 3anuBaM |3, 7—9]. Hepect cenbau npo-
HWICXOIUT BO BpeMsI T'MAPOJIOTUYECKOM BECHBI, €T0 Ka-
JIEHIapHbIE CPOKU U3MEHSIOTCS C (heBpasisi Ha FOXK-
HBIX OKpanHaXx apeaja J0 UIOHS—UIONS B CEBEPHBIX
paiioHax U BIUIOTh 0 aBI'YCTa—CEHTSIOPST B MOPSIX ApK-
Tuku. KpomMe Toro, Toiabko B beioMm Mope oburarot
IPYIIIMPOBKM JIETHEHepecTyIomei cenbau [ 1, 3, 5].
I'eneTnyeckue wuccienoBaHUsI IIOKa3aJu €IUH-
CTBO TIPOMCXOXIEHUS CEbIN a3MaTCKOro robepe-
Xbst Tuxoro okeaHna u EBporneiickoro CeBepa, KOTO-
pble OTHOCSTCS K OQHOM MUTOXOHAPHUAJIbLHOM Tarjio-
rpynmne [10, 11]. JAuBepreHUusi TUXOOKEAHCKOTO U
€BPONEUCKMX IIOABUIOB IMPOM30IUIA CPaBHUTCIHLHO
HEIaBHO B I'e0JIOTMYECKOM IITKaJIe UCUYUCIICHUS — IOCIIE
OKOHYaHUSI JICAHUKOBOM 31oxu (He paHee 12 ThIC. JIeT
Hazan) [10, 12, 13]. ¥V eBponeiicK1X MOy CEab-
M MOKa3aHa CUJIbHAsl PEeAyKIMsI TeHETUIYECKON u3-
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MeHuYBoCTH 1o JjokycaM MT/IHK, KoTopas orpaka-
eT 3(PeKT oCHOBATEJISI BO BpeMsI MOCTICIHUKOBOM
kosioHu3auuiu [ 10]. MccnemoBaHue MonyIsiiMOHHO-Te-
HETUYECKOM CTPYKTYPHI CEJIBIM I10 SIIepPHBIM MapKepaM
IMPOBOIWJIOCH Ha OTAEIbHBIX YYaCTKaX ee apeaja B MO-
pssx EBpomneiickoro Cesepa [14—16], B fmoHCKOM,
Oxorckom 1 bepuaTOoBOM MOpSsX [17—20].

Ilens naHHOM pabOTHl — CpPaBHUTEIbHbBINA aHAJIU3
TeHETUYECKON W3MEHYMBOCTM U AuddepeHIamm
cesbId Ha IIMPOKOM apeajie, BKIIIOYAIOIIEM MOIyJIs-
1My cesibay u3 besoro, roro-soctouHoii yactu bapeH-
nesa, Kapckoro, Yykorckoro, bepuHrosa n OXoTckoro
Mopeii. YUuTbhiBasi OTHOCUTEIbHO HEOOJIbIIIOE 3BO-
JIIOLIMOHHOE BpeMsI ¢ Hayajla MocjeieTHUKOBOM KO-
JIOHU3AlLMU CeJIbIN €€ COBPEMEHHBIX MECTOOOUTa-
HUM, UCIIOJIb30BaHUE MUKPOCATEJJTUTHBIX MapKepOB
(SSR) MoxeTr ObITh Haubosnee 3(pGhHEKTUBHBIM IO
CPaBHEHUIO C APYTUMU TUTTAMU MOJIEKYJISIPHBIX Map-
KEpOB JIs1 aHAJIM3a COBPEMEHHBIX MEXaHU3MOB BO3-
HUKHOBEHUS U MOJJEpKaHUsI HabI0gaeMoi momy-
JIILIUOHHO-TeHETUYECKOI CTPYKTYPbI CEJbIU Ha pa3-
JIMIHOM TIPOCTpaHCTBeHHOM mIKaie [21, 22].

MATEPUAJIBI U METO/bI

MatepuanaoM 1Jjis aHaau3a NMocayxXuiau 6oiiee 40
BBIOOPOK cerbau (1327 3K3.), KOTOphie ObLIN COOPAHBI B
2000—2019 rr. Ha eBponecKOil YacTu ApPKTUKU — B
benom (C. p. marisalbi), 1oro-BoctouHoit yactu ba-
pexneBa (Yemicko-Ilewopckuii paiton) m Kapckom
Mopsix (C. p. suworowi), a TaKXke B paiilOoHax CEeBEpO-
BocTtoKa Poccum — ceBepHoit yactu OXOTCKOrO, 3a-
nmagHo¥ 4JacTu bepuHroBa M 10ro-3amamHOil 4acTu
Yykorckoro mopeit (C. p. pallasii). BonbllIMHCTBO
BbIOOpPOK B benom, BapeHiieBom 1 OXOTCKOM MOPSIX
cobpaHBI BO BpeMs HepecTa ceiabau, coopsl B Kap-
ckoM, YykoTcKoM U beprHIroBoM MOpsIX MpeacTaB-
JISTIOT cO00i1 HaryabHbIe cKoIuleHUs. TH(popMaLust o
BeIOOpKax 2000—2018 rr. ObI1a OITyOIMKOBaHA HAMM
paHee, B 3TUX paboTaxX MpUBEACHBI METOBI MCCIIEI0-
BaHUS U JaHHbIE U3MeHYUBOCTU SSR-10KycOB [15—
18, 23]. JomoaHUTETbHO NCIOJIL30BAHBI PE3YIbTAThI
U3y4eHus1 BIOOPOK, coopaHHbIX B 2019 r. B UykoT-
CKOM Mope, ABYX JokKanbHOCcTsIX Kapckoro u bepun-
roBa Mopeii. JIjasg cTaTUCTUYeCKOro aHajau3a BEIOOp-
KM CeJbIM pa3HbIX JIeT cOopa M3 OJHOIO paiioHa, a
TaKKe COCEIHUX JIOKAILHOCTEI ObLIM OObeAUHEHEI,
€CJIM TEHETUYECKUE Pas3IMuMs MEXIy HUMH HEIO-
CTOBEpPHBI, B UTOT'e B aHaIMW3 OBLIM BKIIOYEeHBI 20
00BeAMHEHHBIX BIOOPOK (TabJI. 1, puc. 1).

CraHaapTHbIE OLIEHKM T€HETMYECKOro pa3Hoo0-
paszus u nuddepennmanum (Fgr (0) u Rgr) 661U TO-
JIydeHbl C Wucriojib3oBaHueM TiporpamMm GDA,
FSTAT, GENEPOP [24—26]. 'unioTe3a 006 OTCYT-
CTBUM BKJIaJa MOIIAarOBOro MyTallMOHHOTO Ipoliecca
(SMM) B hopMupoBaHue TeHeTU4YeCcKoi nuddepeH-
LUUALUU cenbau, T.e. Fgy = Rgp, ObUla NpOBEpeHa B
nporpamMme SPAGeDi [27]. YpoBeHnbs cratmcruue-
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CKOM 3HAYMMOCTU TSI MHOKECTBEHHBIX BEPOSIT-
HOCTHBIX TECTOB KOPPEKTUPOBAIN C TTIOMOIIBIO ITPO-
nenypsl boHdepponu [28]. 3HaYUMMOCTh KOppeJsi-
uuu reHetuuyeckux Fgr/(1 — Fgp) 1 reorpadudeckux
MVCTaHIIMIT MEXIY TPYIITUPOBKAMH TIPOBEPSUIN C TI0-
MoIIblo TecTa Manresna B mporpamme 1BD [29]. Ananuz
MOMYJISILIMOHHOM CTPYKTYPbl TTPOBOIMJICSI METOIOM
Baiieca B mporpamme STRUCTURE [30]. ds1 onipene-
JIeHWsT HauOoJjiee BEPOSITHOTO YMCIIa KJIacTepoB OBLT
npumeHeH meton AK [31] ¢ ucnons3oBanueM MHTep-
HeT-pecypca STRUCTURE HARVESTER [32], a Tak-
Xe paccunTanbl olleHKM MedMeaK, MaxMeaK, Med-
MedK n MaxMedK [33] B mporpamme STRUCTURE
SELECTOR [34].

HMepapxuueckuii aHaaM3 MOJIEKYISIPHBIX BApUaHC
(AMOVA) B niporpamme ARLEQUIN [35] 6bL1 nTpo-
BEelEeH IS OLEHKM KOJUYEeCTBa FeHETUUECKOW H3-
MEHUYMBOCTH Ha CJENyIOIIMX YPOBHSIX WEpapXuM:
1) Mexny Mopckumu OacceitHamu (benoe Mmope,
Yeurcko-Iledopckuit paiion bapeHuiesa mops, Kap-
ckoe, Yykorckoe, bepuHropo m OxoTckoe MOp:),
MEXIy BbBIOOpKAMM B KaXXIOM U3 MOpEH U BHYTpU
BBIOOPOK; 2) MEXIY TpeMsI ITIOJABUAAMU CEJILAU, MEXKITY
BbIOOpKaMU B Mpenesax KaXaoro MoaBuaa U BHYTpU
BBIOOPOK; 3) MEXIy KjiaacTepaMu, OIpeleeHHbIMU B
STRUCTURE, mexny BEIOOpKaMU B ITpeaeiax KaxK-
JIOTO KJIacTepa U BHYTPU BbIOOPOK.

st BBISIBIGHUSI TPOXOXKASHUST TMOIMYISIIUSIMU
¢a3bl HU3KOM YMCIEHHOCTH (“TOPJIbIIIKA OYyTHLIKU )
KCIIOJIb30BaJIM TECT YUJIKOKCOHA IIJIsi TpeX pas3jiny-
HBIX MoJeJieii: 0eckoHeuHoro uucna amieneit (IAM),
rolraroBoit MyraumoHHoit (SMM) u aByxdasHoOIi
(TPM) B nmporpamme BOTTLENECK [36]. Takxe
ObLI paccuuTaH uHAekc M [37], BBIOOpPKU cO cpel-
HUM 3HaueHueM M meHee 0.68 roslaraju mpolen-
UMUK 3Tanl peAyKIUu 4YUcIeHHOCTU. OLEHKU Co-
BpeMeHHOro 3(M@dEeKTUBHOIO pazMepa MOy
(Ne) Beruuciensl B mporpamme LDNE [38].

PE3YJIBTATHI
Tenemuueckoe pasnoobpa3sue 6 8bl00pKax ceavou

CpenHee uuciio anieneil (A) B BBIOOpKax Cesibau
U3MeHSUIOCH OT 5.4 mo 10.5 (ta6. 1). [IpuBaTHBIX aj-
JIeJiei, 9acToTa KOTOPBIX TPEBHIIIaia ObI TOPOTOBOE
3HaueHue p = 0.05, He oOHapy>KeHO HU B BBIOOPKaAX,
HHU Y KaXIOTro 13 TpeX MoaBuaoB. OmHO(paKTOPHBIM
MHUCIIEPCUOHHBIN aHan3 He BBISIBUJ JTOCTOBEPHBIX
pasanuuii Mexay BbibopkKaMu HU 1o Hg, HU 1o Ag.
Cpeny NoaBUIOB HAaMMEHbBIIIME 3HAYEHUS TeHEeTUYe-
CKOTo0 pa3HooOpa3ust oOHapyxXeHbl y cenbau C. p. su-
worowi (Ta6. 1), OMTHAKO 3TU Pa3IMIUs CTaTUCTHIC-
CKU1 HeIoCTOBepHEI (p > 0.05).
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TEHETUKA Ttom 57 Ne 6 2021



686

CEMEHOBA u np.

WKch
‘WOso
WOsl

:

WKku
WKegs
WOku

BChe

BPec
CHko
BZbl
BZb2
BZb3
BZb4
BOlu
BKar
OHct
OHgz
OHtt

Puc. 2. KnacrepHsbrit ananu3 ceabau B mporpamme STRUCTURE, K= 6.

AHanus npoxoxicoeHus NONYAAUUAMU
hazwvl pedykuyuu uucieHHocmu

Tectuposanue B nporpamme BOTTLENECK He
BBISIBUWIO PEAYKIIMU YUCIIEHHOCTH B IeMorpacruyeckoi
VMICTOPUU CEJTILAU B HeJaBHEM TTPOIILIOM HU M0 OHOI U3
myTanmoHHbIX Moneseit (0.148 < P < 1.000). Ouenku
nokasarelist M B BEIOOpKax BapbupyloT oT 0.662 mo
0.833. I1g Tpex BeioOpok: WOsI, WDya u KArs 3Ha-
yeHUs nokazaTesrss M 6uumm MeHee (.68, 94To cBHIE-
TEJIbCTBYET O MPOXOXAECHWUM TOMYJISILUIMM 3Tana
“ropJiblKa OYTHUIKN .

Tenemuueckas oughghepenyuayus ceavou Ha apeane

OO011as olieHKa TeHeThYecKoi nuddepeHInanm
obuta mocroBepHa Fyr = 0.041 ¢ 95%-HbIM noBepu-
TeJIbHbIM OyTcTpen-uHTepBaaoM [0.031—0.056]. MH-
IUBUIyaJbHBIE JOKYC-CIlelIn(UIHbIC OLIEHKN U3ME-
Hsmuchk ot 0.027 (Chal059, Chal020) no 0.079
(Her71) v ObUIM TOCTOBEPHBI [JII KaXIOTo JIOKYca.
I'mobanbHas nuddepeHrals Ha OCHOBaHUU Rgp =
= (0.047 [0.016—0.057] Takxe ObUIa JOCTOBEPHA, KaK
M OLIEHKM IJIs1 KaXIIOTOo JIoKyca. JIocToBepHO 3HAYM -
MbIX pa3nuuuil Fgp 1 Rgp TIpU aHaIU3€e BCEd COBOKYII-
HOCTU BBIOOPOK He BbIsiBIIEHO (Rgt > Fgp, p = 0.113).
B cBs13u ¢ 3TUM B JajibHeHIIeM OJisl OLieHKU nudde-
peHIMany ObUIM MCIIOJB30BaHbI TOJIBKO F-craTh-
CTUKMU.

B npenenax Kaxaoro M3 NoaBUIOB reHETUYECKas
mddepeHIMa OblIa CTATUCTUYECKN 3HAUYNMa 1
coctaBunay C. p. marisalbi Fgy = 0.022 [0.013—0.037],
C. p. suworowi Fg = 0.006 [0.0007—0.013] u C. p. pallasii
Fgr=0.011 [0.007—0.016].

ITonapHsbie onieHKU Fgr ObLIA JOCTOBEPHBI B 157
caydasgx u3 190 cpaBHeHUli, ¢ MYJIbTUJIOKYCHBIMU
noka3zatesisimu oT 0.00 mo 0.115 (ta6i. 2). Bee paznu-
YMsI MEXXITy BBIOOpKaMU Pa3HbIX IIOIBUAOB CTATUCTH -
yecKu 3HauuMbl. OTcyTcTBrE U dhepeHInal o~
KazaHo y cenbgu Yemicko-Iledyopckoro paiioHa u
Kapckoro mops, y cenpau OXOTCKOro MOpSI, MEXIY
OOJIBIIMHCTBOM BbIOOPOK B UyKoTCKOM U bepuHro-
BOM MOpsIX, 32 MCKJIIOUeHUeM ABYX Tpod (BZb2 u
BZb3), a Takxe B it cirygasix u3 21 B beirom Mope.

PesynbpraThl KiacTepuszanuMu B IIporpamMme
STRUCTURE noxka3bsiBaloT Hanbojee BepOsITHOE
yucio kiactepoB K = 6 mo oumenkaM MedMeaK,

MaxMeaK, MedMedK u MaxMedK, a takxxe LnP(K)
(puc. 2). BoapIIMHCTBO MHAMBUAYAIbLHBIX T€HOTHU-
OB IEMOHCTPUPYIOT CMEIIEHNE MEXIY KIacTepaMH,
HO B LIEJIOM 1IIECTh BBISIBJIEHHBIX KJIACTEPOB C(HOPMHU-
poBaHbI BeIOOpKamu: 1) WKch; 2) WKgs, WOsl, WOso;
3) WKku, WOku, WDya; 4) BChe, BPec, KArs;
5) CHko, BZbl1—4, BKar; 6) BOlu, OHct, OHgz,
OHtt. ITpu s3ToM MakcuMaibHOe 3HadeHue A K BbISIB-
JICHO TIpY KJIACTEpU3alliM TOJIbKO Ha JBE TPYMIIbI: TH-
xookeaHckoit C. p. pallasii n eBponetickoit C. p. marisal-
biu C. p. suworowi cellbau.

HUepapxmaeckuit anamm3s AMOVA nokaszan cxol-
HBIE TPSHIBI B U3MEHEHUH 3HAYCHU Fgr ¥ X KOMIIO-
HEHTOB Ha pa3HBIX YPOBHSIX MEPapXWU TIPU BBIIEIC-
HUM pa3Horo yucia rpymn (tabsa. 3). OcHoBHast J0Js
TeHETUUECKOTO pPa3sHOOOpa3usl CeJbAu 3aKIouYeHa
BHYTPU BBIOOPOK (94.69—95.64%). B 3aBucumocTu
OT BapuaHTa aHanu3a 3HaueHusi Fgp BapbUPYIOT OT
0.045 mo 0.053, HamboJspllIee 3HAUYEHHWE ITOKa3aHO
TP aHAJIM3¢e TTOIPa3neICHHOCTH CeJTbIN Ha TPH IO -
Buna. Cpenu Tpex BapuaHTOB HanboJiee pearmouT-
TeJBbHBIM OKa3bIBaeTCS BapUAHT, MPeAIoaaralonnit
BbIIeJIEHUE 1IECTU KJIACTEPOB, IMTOCKOJbKY Ha pas3iu-
yusi MEXAY BBIOOpKAMM BHYTPU KJIACTEPOB IMPUXO-
JIUTCSI MUHUMAaJTbHAsSI JOJISI TeHETUYECKO U3MEeHUM -
BOCTHU. Pe3yabTarsl ABYX ApYryux aHAJIM30B, MPEAIo-
Jararommx auddepeHIIMalio B COOTBETCTBUM C
reorpadrIeCcKON JOKAIM3alMeH MIN KJIacTepu3alineii,
OYeHb CXOITHBI MeXIy coboii. Bce monyueHHBIE 3HA-
yeHus F-cratuctuk goctoBepHsI (p = 0.000).

AHanm3 Ha HaJIm4Ke N30JISIUM, CBSI3aHHOI C pac-
CTOSTHMEM, IIOKa3aJl, YTO KOPPEISILSI MeXIy reorpa-
¢uYeCcKMMI PacCTOSHUSIMU W TeHEeTUYEeCKOil mud-
depeHIIMalell cebau JOCTOBEPHA IS BCEil COBO-
KynmHOCTU BbIGOpOK (p < 0.001). OmHako O4sbIiasi
4acTh ATOI KOppeJsiiMU OO0yCIOBJIEHA pa3IudusIMU
MEXIy PEeTMOHAJIbHBIMU TPYMIIaMHA — TUXOOKEaH-
CKOM U eBpONeiiCKOl, MOCKOJIBKY KaK B IIpeaeaax Tu-
XOOKEaHCKOTO apeajla, TaK M B Ipeaeliax eBpoIlcii-
CKOT0 apeajia TeHeTUYECKHE Pa3IMUMs MEXKIY IOy~
JISIIUSIMU HE CBSI3aHBI C pACCTOSTHUSIMU MEKIY HUMU.
He niposiBisteTcss n3oisiius JUCTaHIIMEH W IIpU aHa-
JIu3e Ha MeHbllIeil reorpaguueckoii mkaje — B mpe-
nenax Kaxnoro u3 mopeit. IlpoBeneHue nor-rpaHc-
dopMaliMM TeHEeTUYECKUX W/WJIM TreorpadruiecKmux
IUCTAaHIIMI HE U3MEHSIET MOJyIeHHBIX pe3yIbTaToB.
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Ta6auua 3. Mepapxuueckuit aHanu3 MosieKyasspHbIX BapuaHc (AMOVA) B BeiOopKax TuxookeaHckou cenbau Clupea pal-

lasii
YpoBeHb nepapxuu BepositHOCTB Hons mucniepcuu, % Fsr
Br16opku crpynimpoBaHbl COTJIACHO IMPUHAIIEXXHOCTA K MOPCKUM OacceiiHaM
Mexnay rpynmnamMu 3.39 0.000 0.034
Mexmy MomnyJsiliusiMU BHYTPU TPYIII 1.48 0.000 0.015
B npenenax nonynsuuit 95.12 0.000 0.048
BBIGOPKM CTPYIIITPOBAHBI B COOTBETCTBUHU C TAKCOHOMMYECKUM CTaTyCcOM (ITO TTIOABUIAM)
Me:xny rpymnmnamu 3.76 0.000 0.037
Mexny nonyasiisIMU BHYTPU TPYIIIT 1.53 0.000 0.016
B nipenenax nomynsiuit 94.69 0.000 0.053
Br160opku crpynmnupoBaHbl B cootBeTcTBUU ¢ aHaan3oM STRUCTURE (K=
Mexny rpynnamMu 3.52 0.000 0.035
Mexny nomnyasiqusiMyu BHYTPU TPYMII 0.92 0.000 0.009
B npenenax mormyssiuuit 95.64 0.000 0.045
UPGMA-neHIporpamma, ITocTpoeHHast Ha OCHO- OBCYXJIEHUE

BaHUM TeHeTuYecKux nucraHuuii Hes, orpaxaet pe-
TMOHAJIBHYIO TEHEeTUYEeCKYyIo muddepeHIInaluo ¢
YEeTKMMU TpaHULIAMM MEXIY CEIbIbl0 TpeX reorpa-
¢duueckux noaBuaoB (puc. 3). Haubosee ob6ocobIe-
Ha KJlazia ceJibaiu benoro Mopsi, Iipu 3TOM B ee Tpejie-
Jlax KJIacTepu3aliusi BBIOOPOK HE COOTBETCTBYET UX
reorpaguyeckomy ToJjioxXeHu1o. PacroyioxkeHue Bbi-
GOPOK TMXOOKEAHCKOI KJIaAbl B LISJIOM CJIeayeT Te0-
rpauIecKoMy IIPUHIUILY, HECKOJIBKO 000CO0ICH-
HOE TMOJIOXKEHUE 3aHUMAIOT IBe BBHIOOPKU 3aItagHoO-
OEpMHTOBOMOPCKOI IIPOMBICIIOBOM IT0A30HBI (BZb2
u BZb3), onHako ypoBeHb OyTCTpEN-MOAAEPKKM Ta-
Kot nuddepeHIINAIINT HeBEIUK 1 cocTaBiseT 50%.

Ouenka s¢hgpexmusrozco pasmepa nonyasayuil

O11eHKM cOBpeMeHHOM 3(pDEeKTUBHOIM YNCICHHO-
CTH OBLJIM HE OYEHb TOUHBIE, TOCKOJIBKY B OOJIBIITUH-
CTBE CJIy4aeB, 3a UICKJIIOYEHUEM IBYX BBLIOOPOK, BEPX-
Hsist TpaHuLa 95%-HOro TOBEpUTEILHOIO MHTEPBAa,
ClI, 6pL1a o1IpenesieHa Kak 06CKOHEYHOCTh, 1 MHOTHE
OLICcHKM /Ne MMeNu OTpullaTeIbHbIe 3HAYCHMUSI, YTO
MOXHO MHTEPIPETUPOBATH KaK OCCKOHEUHO OO0JIb-
myo 3¢dekTuBHYO 4uciacHHOCTh [38]. B 1enom
MOXKHO OTMETUTb, UTO BCE BHIOOPKU TUXOOKEAHCKOTO
apeajla UMeJIM OTpUIaTeIbHEIe OLICHKN Ne, T.e. 3¢-
¢deKTUBHASI YUCICHHOCTDb TTOMYJISILIUN CeabAN MPU-
OrKaeTcsl K 06CKOHEYHO OOJIBIIMM 3HAYEHUSIM, TO-
rna kak Ne y C. p. suworowi xonedanach ot 125 no
1073. Cpenu 6e10MOPCKOI ceJIbIN HaMMEHBIIE 3HA-
YeHUs MoKa3aHbl 151 BBIOOPOK COJIOBELIKMX OCTPO-
BoB (Ne = 60, 95% CI (32.8—167.2)), Kyra OHEXCKOTO
saymBa (Ne = 108, 95% CI (64.4—255.5)) u kyra Kan-
nanakiickoro 3aiuBa (Ne = 139), Bce ocTajibHbIe Oe-
JIOMOpPCKME BBIOOPKM HMMEIM OYEHb OOJbIIYI0 3¢-
(bEeKTUBHYIO YMCIIEHHOCTb.

Tenemuueckoe paznoobpasue 8 NONYAAUUSIX
ceavou u “eopaviuiko oymoinku”

Lenprit psn ucciaemoBaHUA MOJEKYJISIPHON W3-
MEHYMBOCTU IEMOHCTPUPYIOT 3HAUYMTEIILHOE BIIMSI-
HUE TMOCJIeJIEAHUKOBOM KOJOHU3AallMM Ha YPOBEHb
TeHEeTUYECKOTO pa3HOOOpa3usl COBPEMEHHEBIX ITOITY-
Jsumii peio [39, 40]. B mpoiecce ocBoeHMsT HOBBIX
MecTooOUTaHU 3(HEeKTUBHAS YUCIEHHOCTh IMOMY-
JISIIMKA 4acTO CHIZKAETCSI, UTO B pe3yJIbTaTe “rop-
JIBIIKA OYTHIIKK” 1 3P dheKTa OCHOBATEIIST TPUBOIUT
K 3HAYMTEJIbHOU MOTepe TeHETUYECKOTO pa3HOOoOpa-
3us. B pmanpHeiilneM MCTOpUYECKU OOYCIIOBJICHHBIE
MaTTepHbl MOAUMUIIMPYIOTCS B pe3yJIbTaTe MHIANBU-
JyaJlbHBIX afganTaluii BUAOB MOJ NEWCTBUEM YCIIO-
BUIi OKpyKalollleil cpeabl, (popMUpYys HabIrogaeMble
YPOBHM T€HETUYECKOTO pa3HooOpas3nsg u nuddepeH-
nuauuu [41—44].

ITonaratoT, 4TO COBpeMeHHBIE MOMYJISILIAY CEeJIbIN
Cesepo-3anannoii [Tannduku pacrpocTpaHUINCh B
T'ononeHe M3 HeOONMBIION pedYrMAILHON TTOMYJISI-
LIMM U3 10KHOM YacTu OXOTCKOTO U SIMMOHCKOro MO-
peil, 0 YeM CBUIETEJILCTBYET UX MPUHAIJIEKHOCTh K
enuuoi uann MTJIHK, a Takske HeBBICOKMIT ypo-
BEHb T'€HETUYECKOI M3MEHUYMBOCTHU MO aJUIO3UMHbBIM
u SSR nokycawm [ 10, 11, 45, 46]. I1ocne otkpeiTust be-
PUHIOBa MPOJUBA CeIbAN a3uaTrckoil yactu Tuxoro
okeaHa mpoHUkIu B Mopsi EBpomneiickoro Cesepa
BIIOJIb TTO0EPEXbsI APKTUKHU, JIUIIb HEOOJIBIIIOE YHUCIIO
nHauBUIYyyMOB (0.05—1% oT MUCXOMHOM MOITYJISILINI)
nocturiu benoro Mopst n naxe ¢dpuopnoB CeBepHoit
Hopseruu, yto noaTBepknaeTcsi pacnpenesieHueM ra-
TUIOTUIOB M 3HAYMTEJIbHBIM CHUXEHHEM TeHeTHhYe-
ckoii mameHunBoct MTIIHK y eBponeiickux momy-
msumii C. pallasii [10, 12, 13, 47].

IIpoBeneHHOE HAMU TECTUPOBAHUE HA ITPOXOXKIE-
HUE TIONMYISIUMSIMU “TOPJIBbIIKA OYTBUIKM” B IIPO-
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Puc. 3. UPGMA-neHnporpaMmma, mocTpoeHHast Ha OCHO-
BaHWU reHeTnyeckux nucraHumit Hes. B y3nax Betsie-
HUSI YKa3aHbl WHIEKCHI OyTCTpen-NOoAAepKKM OoJjiee
60%, 100 urepaumii.

rpamMe BOTTLENECK He moka3aio BO3MOXHOCTH
TaKOTO COOBITUSI HM B OJHOM M3 BEIOOPOK CEbIu, a
no nHaekcy M cHmkeHue 3(p(PeKTUBHOM YMCIEHHO-
CTH BBISIBJIEHO B Tpex nonynsnusx n3 bemxoro n Kap-
ckoro Mopeit. Ciaeayer OTMETUTh, YTO MUKpOCATEeJI-
JINTBI MEHEE “UyBCTBUTEJILHBI” K COOBITUSIM pEIyK-
UM YUCJICHHOCTHU, ITOCKOJIbKY MOMYJISIIIUNA TEPSIOT
3HAYUTEJIbHO OOJIbIIe TeHETUYECKON U3MEHYUBOCTHU
IO MUTOXOHIPHAJILHBEIM T€HaM II0 CPaBHEHUIO C
saepHbiMU [48]. Kpome Toro, tectsl B IMporpaMme
BOTTLENECK no3BoJsI0T BbISIBUTh YMEHbIIIEHUE
pa3MepoB MONYJISIINY B HEAaBHEM IIPOIILJIOM, OT He-
CKOJIBKUX JIECATKOB ITTOKOJICHWIi, B TO BpeMsl Kak
M-vHAEKC MOXET OTCIeXUBaTh 3P(MEKT peayKuuu
yuciieHHocTu u cinycts 500 mokonenuii [37, 49, 50].
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IIpenmomarasg nJIMHY TTOKOJICHUS CEIBIN B CPEIHEM
3—4 roga, O4EBUIHO, YTO BBISIBJIEHHOE CHIDKEHUE YMC-
JICHHOCTH B OTHCIBHBIX ITOMYJISILUSX CEJIBAA MOIJIO
npon3oiitn okojio 1500—2000 neT Ha3am, 9TO 3HAYM-
TEJIbHO TI03XKe TpeAIioiaraéMbIX KOJIOHM3ALIMOHHBIX
coObITuii. [To-BUOMMOMY, 3TO CHIDKEHUE YMCIICHHOCTU
SBIISIETCST OTpaXeHUWEM IIEPUOINYCCKMX ITOXOJIOHA-
HU, ipoucxonasamux B CeBepHOl ATIaHTHUKE C TIe-
puognmyHocThIO 1470 = 500 jeT, Tak Ha3bIBaEMBIX
nwukioB bouma [51].

Pe3ynbTaThl Halllero uUcciaeaoBaHUs TOATBEPXKAA-
JOT, YTO COBpeMeHHBIE (DAaKTOPHI MOTYT CHUIBHO M3Me-
HSTh UCTOPUYECKHN OOYCIIOBJIEHHYIO TTPOCTPAHCTBEH-
HYIO CTPYKTYpY F'€HETUYECKOTO pa3HO00pas3usi BUIOB.
B Hacrosiee Bpems TosibKo nomnyasiuuu C. p. suworowi
MEMOHCTPUPYIOT HEKOTOPOE CHIDKEHHME TeHEeTHYe-
CKOI U3MEHUYUBOCTHU, B TO BpeMs Kak OeToMOpcKue
C. p. marisalbi IpaKTUYECKN HE OTIMYAIOTCS IO OLICH-
KaM Ag u Hg ot TuxookeaHckoit cenbau C. p. pallasii Ha
OCHOBHOM apease (Tabi. 1).

Boiee HU3KME OLIEHKM T€HETUYECKOIO Pa3HOO0-
pas3us y YeIICKO-TIeYOPCKOI CEIbIAM IT0 CPAaBHEHMIO C
TUXOOKEAHCKOM IPEACTaBISIOTCS 3aKOHOMEPHBIMU
Jaxe Oe3 ydera aeMorpaduyecKoil HUCTOPUM, IIO-
cKoabKy nomnyisaiuu C. p. suworowi XapakKTepu3yloT-
Csl HU3KOU 2(D(HEKTUBHOMN YMCIEHHOCTBIO, BEPOSITHO
BCJIEICTBYE IIPOCTPAHCTBEHHOI OTPAaHMYCHHOCTU U
nepudepuifHOTO MOJIOXKeHU ux apeana. CoueraHue
3TUX (haKTOPOB B CYPOBBIX U HECTAOUJIbHBIX KJIMMa-
TUYECKUX YCIIOBUSIX, KOTOPBIE CYIIECTBYIOT B HACTO-
sIee BpeMsI B MOPSIX APKTUYECKOTO ITOOePEKbsI, MO-
>KeT TIPUBOJAUTD K MEPUOINIECKUM KOJIEOaHUSIM T10-
OYJISIHUOHHON YMCIIEHHOCTHU, II0TEPe TEHETUYECKOTO
pa3zHOOOpa3us BCICACTBUE CTOXaCTUIECKIX MPOIIEC-
coB [46, 52, 53]. bruto yCcTaHOBJIEHO, HAIIPUMED, YTO
C. p. pallasii ceBepo-BocTOYHOM YacTu THxoro okea-
Ha, pacIpoOCTpaHCHHEIC IOXHEe, XapaKTepu3ylOoTCs
60Jiee BLICOKUMHU OlIEHKAMU TeHETUYECKOro pa3Ho-
00pa3us Mo cpaBHEHUIO ¢ OoJjice ceBepHBIMU. Takske
ceapau CeBepo-3anamHoi [Tanmdnku nmeror 6oiee
HU3KUeE TToKa3aTeJIu U3BMEHYMBOCTHU, KaK 1o SSR-710-
KycaMm, Tak 1 1o MTIAHK, mo cpaBHEHUIO C CEIbIbIO
Cesepo-BocrTounoit Ilammuduku, d9ro OOBSICHSIOT
OOBIIMM TUANAa30HOM KJIIMMATUYEeCKUX KojeObaHUit

[46, 54].

OTHOCUTEIFHO HEOOIBIITYIO YMCIEHHOCTh UMEIOT
cenpau bejioro Mopsi, o cpaBHEHUIO ¢ MHOTOMUJI-
JIMOHHBIMU IOy IsIuusiMu B Tuxom okeaHe [4], omHaKO
OIICHKN TEHETMYECKOro pa3HooOpa3us Ha OeaoMop-
CKOM apeajie CpaBHUMBbI C TAKOBbIMU Ha TMXOOKEaH-
ckoM (Tabi. 1). OmgHoit M3 NpuYMH (QOPMUPOBAHUS
3HAYUTEJHbHON T€HETMYECKON M3MEHYMBOCTU O€JI0-
MOPCKOM CeJIbAM MOXET OBbIThb IMPOCTPAHCTBEHHOE
pa3HooOOpa3ue YCIOBUI OKpyxKaloleii cpenbl B be-
JIOM MOp€, HaJIMYKe MOJIyN30JIMPOBAaHHBIX 3aJIMBOB U
OTKPBITBIX YY4ACTKOB MOPSI, 3HAUUTEIbHO pa3inyaro-
muUxcss no (pU3NIECKMM U KIMMATUYECKUM CBOM-
CTBaM, CHMCTeMaM TEeUYeHMI, COJICHOCTH U Ap. [55].
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N3BecTHO, UTO pasHOOOpa3me OMOTONOB CITOCO0-
CTBYeT NOAAECP>KAHUIO BHICOKOTO YPOBHS TEHETUYECKO-
ro pasHooOpasus BUIOB [56]. Kpome Toro, otMeueHa
rubopunuzanus cenbau C. p. marisalbi EBporneiickoro
CeBepa ¢ aTyilaHTU4YECKOM cenbabto, C. harengus, MHO-
TOYMCJIEHHOU B MOPSIX ATTAaHTUYECKOTO oKeaHa [ 57—
59]. MaTpOTpecCcuBHAsI TMOPUIN3AIINS SIBISIETCS Cy-
IIECTBEHHBIM (haKTOPOM YBEJIMYECHUS T€HOTUIINYE-
CKOI 1 (PEHOTUITNYECKOIT U3BMEHYMBOCTUA TAKCOHOB 1
MOTeHIUAJIbHBIM MCTOYHMKOM adalTUBHOI 3BOJIIO-
uuu [60, 61]. ITo ayutosumubiM, SSR 1 MT/IHK map-
KepaM ObLI YCTaHOBJICH HEpPaBHBIN YPOBEHb MHTPO-
rpeCCUy T€HOB aTJIaHTUYECKOM CeJIbIN B MOMYJISIIIAN
C. p. marisalbi n C. p. suworowi, KaK B UICTOPUIECKOM
MpOLLIOM, TaK U B Hactosmiee BpeMs. [To MTJIHK
CJIEIOB MCTOPMYECKONM Trubpumm3anuu y Yemcko-
ITeyopckoii cenban He BBISIBJIEHO, HO IO aJllIO3UM-
HEIM 1 SSR-JI0KycaM moka3aHa WMHTPOTpPECCHUS Y
cenpau Yernrcko-Ilewopckoro paiioHa (HO He y Celb-
1 Kapckoro Mopsi) 1 B HacTosiee BpeMsi. OmHako
HauOOJbIINKA YpOBEHb TIMOpUAM3ALIMM OTMEUYEH Y
JIETHEHepecTyIolei cenbau beaoro mops [57—59].

ITlonyasyuonnas cmpykmypa ceavou Ha apeane

AHanmu3 wm3MeHUYMBOCTH SSR-JTOKycOB HeMOH-
CTPUPYET MEPAPXUIECKYI0 TEHETUMIECKYIO CTPYKTYPH-
POBaHHOCTH CeJIbAU Ha apeasie, HanboJjiee BhIPasKeHHYIO
MexX Ty TpeMsi moapuaamu (tabi. 3, puc. 3). Fy-nudde-
perumanms mexny C. p. marisalbi n C. p. suworowi co-
crasiset 0.041 [0.008—0.076], mexny C. p. marisalbi
u C. p. pallasii 0.040 [0.025—0.062] u mexny C. p. suworo-
wi u C. p. pallasii 0.039 [0.018—0.060]. I'eHeTmueckast
nuddepeHrals Ha ypoBHE MOABUIOB MOKa3aHa U
no MtAHK [10]. B nmpenenax 6eJ10MOPCKOTO U TUXO-
OKEaHCKOTO MOIBUIOB CETbIN TeHETUIECKH HEOTHO-
pOIHBI, TIPU 3TOM MoKazaTeau auddepeHInanm
C. p. marisalbi nouyTy B 2 pa3a MpeBBIIIAIOT TAKOBBIE Y
C. p. pallasii (ta6i1. 2). Ilo naHHBIM 0alieCcOBCKOI cTa-
TUCTUKU BCE MCCIIETOBAHHBIE TTOIYJISIIIUU CEJIBIN Ha
apeajie TPyNIUPYIOTCSI KAK MUMHUMYM B IIeCTb KJla-
CTEepOB, TPM M3 KOTOPHIX BEIACISAIOTCS B beom Mope
M n1Ba B OacceifHe Tuxoro okeaHa. B mpenenax HeKo-
TOPBIX U3 BbIAEJIEHHBIX KJIACTEPOB MTOTOK T€HOB MEXITY
TMOMYJISIIUSIMIA OTPAaHWYEH, O YeM CBHUIETEIHCTBYIOT
JIOCTOBEPHBIE TEHETUYECKHE PA3TNIMS MEXKITY BRIOOD-
KaMM 13 OTHOTO KJiacTepa (TabJ. 2).

I'eHeTnyeckas nuddepeHaLms CEIbIN HAa MaK-
poreorpa@u4ecKoii IKajae COOTBETCTBYET N3OSN
paccrogHueM. OgHakKo yxXe B IIpefeyiax oOJiacTeit
0o0UTaHUS TIOJBUIOB TaKasl KOppeasilusl He HaOIIo-
maetcss. Ckopee BCero, M30OJSALUS AUCTAHLIMEH Ha
BCEM apealie He OTpakaeT paBHOBECUE MUTPALIUL U
npeiida [62, 63], a cBsI3aHa ¢ OrpaHUYEHHBIM I1OTO-
KOM IFeHOB MEXIY M30JIMPOBAHHBIMU MOMYJISLIASIMU
apKTUYECKOTO Imobepexbs 1 Truxoro okeana [64—66].
Hns C. p. pallasii oTcyTCTBYE U30JISIIUUA PACCTOSTHUEM
HE 3HAYMUT IIOJIHOTO OTCYTCTBUSL Teorpaduueckoii
CTPYKTYPUPOBAHHOCTH, ITOCKOJIBKY [IBa KJIacTepa

CEMEHOBA u np.

STRUCTURE B 3HaunTensHO Mepe chopMUpoOBa-
HBI ceblblo OXOTCKOro MOpsI, C OJJHOI CTOPOHBI, 1
Bepunrosa n YyKoTCKOro Mopsi, C IpYroii, 4TO TaKXKe
moka3aHo n o pedyabrataM UPGMA-ximacrepnsa-
muu (puc. 2, 3). B To ke Bpems ajisi 6€710MOPCKOA
CeNIbIU YETKUX reorpapuuecKux ImaTTepHOB TeHETH -
YeCKOM CTPYKTYPUPOBAHHOCTU HE MPOCIICKUBAETCS.

ITonygeHHBpIe HaMU OIIEHKHW I depeHIINaInT
ceJbIY Ha KPYITHOMACIITAOHOH IIKajie B IIEJIOM CO-
rinacyorcsa ¢ naHnHbiMu MTIHK, cBumerenbCcTByrO-
MU O 00Jiee CUIIBPHON PEeTMOHAIBHOM CTPYKTYpPH-
POBAaHHOCTH €BPOMNENCKUX MONYISILMI CEbAU, B CO-
YyeTaHUU C OMHOPOTHOCTHIO KaK TUXOOKEaHCKOM, TaK
W aTJIaHTUYIECKOI CeIbIM Ha MX OCHOBHBIX apeajiax
[10, 11, 46].

Hugbgpepernyuauyus ceavou C. p. pallasii
cesepo-eocmounoll yacmu Poccuu

I'enernueckue paznuums C. p. pallasii nz Oxort-
ckoro, bepuHroa u YykoTckKoro mMopeii 10cToBep-
HbI, OTHAKO HEeBEJIWKHU 1o 3HaueHuwo Fgr = 0.011
[0.007—0.016], momapHbIe olleHKU Fgr BapbUPYIOT OT
0 mo 0.038 (ta6i. 2). ITo ganueiM STRUCTURE noka-
3aHa nuddepeHialms ToJIbKO Ha KPYIMHOMACIITao-
HOI 11IKaJjie, Bce BBIOOPKU CEJIbAY KJIACTEPU3YIOTCS B
JIBe TPYMIIbI: TIepBasi BKJIOYAET cefibab YyKOTCKOro u
bepuHroBa Mopeii, BTopas — celibib OXOTCKOIro MO-
ps u Omoropckoro 3anuBa bepuHroa Mops. JlaH-
Hble 6alieCOBCKOM KJIaCTEpU3aLlMU MOATBEPKIAKOTCS
U pacyeTaMu C MCMOJb30BaHUEM F-cTaTUCTUK. Pa3-
JIMUUS MeXIy BblIOOpKamMu cenbau OxoTckoro u be-
pMHTOBa MoOpeii BbIsiBJIeHbI B 14 ciaydyasax u3 18 cpa-
HeHut Fgp, MpY 9TOM BCE HEJIOCTOBEPHBIE 3HAYEHUS
MOoKa3aHbl MEXKIY HaryJIbHOI BBIOOPKOI celbau U3
LIEHTpaJIbHOI YacTu OXOTCKOTO MOPSI U BBIOOpKaMU
bepunrosa mops (Tadi. 2).

Crenyet otmeTuTb, uTo BhinesleHHbIe STRUCTURE
KJIacTephl HE SIBJISTFOTCSI TeHETUYECKY TOMOTEHHBIMM.
Tak, Bce BEIOOPKH OXOTCKOTO MOPST JOCTOBEPHO OTIIM-
YaloTCd OT BRIOOPKU OII0TOPCKOro 3anuBa bepunrosa
mopst. [IpuHagaeskHOCTh ceiban OIOTOPCKOTO 3a/IMBa
K Kjactepy OXOTCKOro MOpsl MOIASP>XKUBASTCS JIUIIb
56.3%-HOI1 BEepOSITHOCTBIO M, ITOCKOJBKY COOpPHI B
9TOM paiioHe MPEACTaBIISIIOT CO0OM HaryJbHOE CTa-
10, BeposiTHEEe BCero OOyCJIOBJeHa ClydaliHbIMU
npuarHamu. [Ipy UPGMA-kiactepusanum (puc. 3)
BbIOOpKa OJIFOTOPCKOTO 3aJIMBa pacIiojioXKeHa OJIKe
Kk bepuHroBy Mopto, yeM Kk Oxotrckomy. [1pu uckito-
yeHnn OJII0TOPCKOro 3ajiMBa reHeTudecKas nudde-
peHlMauus B npenenax kjaactepa OXOTCKOro Mopsi
sBisieTcsl HepocToBepHoii, Fgr = 0.006 [—0.0006;
0.012].

B xmacrepe bepunrosa mopst mpoosl BZb2 u
BZb3 B 60aBpIIMHCTBE CITy4aeB JOCTOBEPHO OTIMYA-
JOTCST OT OCTaJIbHbIX. IToCcKoJIbKY Bce BBIOOpKMU be-
PMHTOBa MOPSI COOpaHbI BO BpeMsI HaryJbHbIX MUTPa-
1IMI cenbau, BO BpEMSI KOTOPbIX B bepruHIroBoM Mope
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MPOUCXOAUT CMEIIeHUE TONyJsluil Kopdo-Kapa-
T'MHCKOI, aHaJIBIPCKOI 1 JaxKe BOCTOUHO-OEPUHTO-
BOMODCKOi1 cenbau [4, 67], MBI HE MOXKEM TOBOPHTH O
TOYHOI MPOCTPAHCTBEHHON JIOKATTN3AI[AY T€HETUYE -
CKU 000COOJIEHHBIX TPYIITUPOBOK.

Oo6mag reHeTndeckast guddepeHIanus B IIpe-
nenmax 1 Oxorckoro u bepuHroBa Mopeii cxomHa:
Fgr=0.006 [—0.0006; 0.012] u Fgr = 0.006 [0.001;

0.012] cooTBETCTBEHHO.

Cenbap YyKOTCKOTO MOPS OYEHBb OJIM3Ka I10 TeHe-
TUYECKUM XapaKTepUMCTUKaM K ceabau bepuHrosa
MOpsI M KJIACTEpPU3YeTCsI BMECTe ¢ OSpMHIOBOMOP-
CKOIi cenbabio (Tabm. 2; puc. 2, 3). CyluecTByeT MOIII-
HOE IMTOCTYIIJIEeHUE OEpUHTOBOMOPCKUX BOJ yepe3 be-
pUHTOB IpoauB B YykKoTcKoe Mope, 0COOEHHO BEIpa-
KEHHOE B JICTHUM IIEPUOM, C KOTOPHIM IIEPEHOCUTCSI
MHOTO >KMBbIX OPTaHU3MOB, BKJII0Yasi FTMAPOOHOHTOB
U TIPOMBICITOBBIX pBIO [68—70]. [1penmomaraetcs, 4To
B UyKOTCKOM MOpe OOMTaeT CaMOCTOSITEIbHAS IOITYJISI-
LIS CEJIBAU, IO HEKOTOPBIM MEPUCTUYECKUM TTOKa3a-
TeJIsIM OoJiee CXOomHast ¢ cebabio OacceitHa CeBepHOro
JlemoBuTOoro okeaHa, 4eM ¢ COOCTBEHHO THXOOKEaH-
CKoIi cenpaplio [4]. OnHaKO MOCKOJIBKY BEIOOpKaA B Uy-
KOTCKOM MOpe cOOpaHa B aBI'yCTe€ B OTKPBITOI YacTU
MOpsI, HEJIb3S CKa3aTh, IMpPeICTaBlICHA I OHA phI0a-
MU MECTHOM JIOKAJIbHOM TONYJISIUMU WU 3TO CeJib-
IV, SIBIISIIOIIMECS 4acThlO HAryJIbHOTO cTajga u3 be-
PUHITOBa MOPSI.

B 1iesioM mojiyueHHbIE HAaMU OLIEHKU T€HEeTHUue-
cKoil muddepeHmanuu okoiao 1% mexnay Oxor-
cknM 1 bepuHroBeiM mMopsimu 1 0.6% B Tipedenax
KaXJIOT0 U3 MOPEN CBUIETENIbCTBYIOT O 3HAUUTEb-
HOM ypOBHE T€HETUYECKOTO OOMEeHAa MEXy MOIyJIsi-
LIMSIMU MOPCKOI1 cesibau Ha ceBepo-BocToKe Poccun.
OueBUIIHO, YTO MUTPALIMU, KOTOPBIE JIJIsI HEKOTOPBIX
NOIYJISILUIA MOPCKOW CeabAU MOTYT COCTaBJISITh
MHOTHE COTHU KUJIOMETpOB [4], siBisiIOTCS (haKkTO-
pPOM, B 3HAUUTEJIbHOU Mepe ONpeaessioliM COBpe-
MEHHYIO TTONYJISIIIMOHHYIO CTPYKTYPY CEJIbAU Ha TU-
xooKeaHcKoM apeasie [71]. OueHnku mo SSR-n1okycam
COIJIaCyIOTCS C TaHHBIMU, TTOKa3aBIIMMU MTpaKTUye-
CKM TIOJIHYIO T€HETUYECKYIO OJHOPOIHOCTb CEJIbIU
o MmTAHK [11, 46]. B To Xe BpeMsT HaJIM4HUe CTaTU-
CTUYECKM JOCTOBEPHBIX DPA3IUYMA MEXIY CeJbIAbIO
Oxotckoro u beprHroBa Mopeit CBUIETEILCTBYET O Ya-
CTUYHON PENPONYKTUBHON M30JIMPOBAHHOCTHU CEJIbIU
Ha pervoHajbHOM I1Kajge. JlocToBepHble pa3auuus
MO SAEPHBIM MapKepaM MeXy celibliblo bepuHrosa
MODpsI, C OMHOU CTOPOHBI, U AAnmoHcKoro 1 OXOTCKOTO
MOpeii, C Ipyroi, ObUIM MOKa3aHbl U IPYTUMU UCCIIe-
nosatenssmu [20].

Kpowme Toro, cymectByeT mHQOpPMALIMS O pa3iv-
YUSIX MEXKAY OXOTCKOI U T'M>KUTMHCKO-KaM4aTCKOM TT0-
MyJISIIUSIMU CeJIBIYA CEBEPO-BOCTOYHOM U CeBEpO-3a-
namHoii yacteit Oxorckoro mops [19]. Hamo otmeTuTs,
YTO MO HAIlMM OLgHKaM auddepeHIras MexXmIy
STUMU NOMYJISILMAMU ceJibau (Bbioopku OHgz u OHtt)
Takke goctoBepHa (p = 0.022) 6e3 mpuMeHeHusT KOp-
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peKIuM ypoBHS 3HauMMmocTu. Ilo HamemMy MHEHMIO,
5TU pasinyusi OUOJOTMYeCK OOOCHOBAHBI U OTpaXka-
IOT HaJIM41e PEIPOAYKTUBHOM 000COOIEHHOCTH ITOITY-
JISIIUIA Cenbau B ceBepHOil yacT OXOTCKOTO MODS.
M3BecTHO, UTO WIS MOPCKUX PBHIO Jaxke O4yeHb He-
OOJIBIIINE JOCTOBEPHEIC OLIEHKU muddepeHInanumu
MOTYT OBITH “OMOJIOTMYECKN 3HAYMMBIMU~ U BBISIB-
JIATH OTHEJIbHBIC Tonynsauuu [72]. dng atmaHTuye-
CKOi1 cenbau ObLIO ToKa3zaHo [73] (M BocaeacTBuu
HaIUIO IIOATBEPXIEHUWE M IUISI APYTUMX BUIOB PHIO
[74—76]), 94TO YMCIO TEHETUYECKH TUCKPETHBIX TPYIIII
onpeaelsieTcsl YUCIOM reorpaduiecKy CTaOMILHBIX
“obiacTeil yuep:KaHUs IMIMHOK . KaxkImbril oTnenb-
HBII TeHHBIN Iy BKJIIOYAET B ceOST BCe HEPECTOBBIC
TPYMIIbI, Y61 IMIYMHOYHBIC Y IOCT-JIMYMHOYHEIE CTa-
VW pacIipelieIeHbl B OgHOM o61acTu. Takass Moaenb
noapa3yMeBaeT, 4YTO €CTECTBEHHBIM OTOOp OymeT
0J1aroNpUATCTBOBATL OCOOSIM, KOTOPBIE XOPOIIO
amanTUPOBAaHbI, YTOOBI OCTABAThCS B ITOITYJISIIAOH-
HO-crienIu(pUUECKNX O00JacTsIX OoOuUTaHUS ocobeit
paHHUX CTaaWii 1 BO3BPAIATLCSI B CBOU POIHBIC MeCTa
TSI HEPeCTa; a TaKsKe IUISI TOrO, YTOOBI [IOTOMCTBO MME-
JIO TOCTYM K 9TUM € caMbIM 0O0JIACTSIM Pa3BUTUSI MO-
JIOOU, ¥ BCE 3TO HECMOTPSI HA TO, YTO OOIMPHBIE KOP-
MOBBIE€ MUTPALIMK MOTYT PACIIPOCTPAHSThCS TaJI€KO OT
MecT HepecTa. IIpeanonaraeTcs, 4TO TaKOM IIPOIIECC
IIPUBOJIUT K Pa3BUTUIO PEIIPOAYKTUBHOM M3OJISIIUN
1 BOBHUKHOBEHUIO T€HETUYECKOI CTPYKTypPUPOBaH-
HOCTH B nonyJyisiuuu cenbau [77]. HepecTtoBbie apea-
JIbBI CeIbON OXOTCKOTO U TVKUTMHCKO-KaM4aTCKOIO
CTaj NpaKTUIECKHU U30JIMPOBAHbI, X IIEPEKPHIBAHNE
B paitoHe Tayiickoii ryObl OTMEYEHO TOJBbKO B TOIBI
OYCHb BEICOKOM YMCJIEHHOCTH IDKUTUHCKO-KaMyaT-
ckoro craga [4, 78], 4TO BEpOSITHO MOXET CIOCO0-
CTBOBaTh (hOPMHUPOBAHUIO PENPOAYKTUBHOMN M30JI51-
LM, KOTOpasi, OOHAKO, B 3HAYUTEIbHOI Mepe MOXKET
HUBEJIMPOBATHCS IIOTOKOM T'eHOB. [1pu 3TOM 1151 BBI-
SIBJICHUST TIOIYJISILIMOHHON CTPYKTYpUPOBAHHOCTU
BUJIOB C O4YeHb OOJIbIIOI 3(PPHEeKTUBHOI YNCITICHHO-
CTBIO HY>KHBI BEIOOPKH ameKBaTHOro oobeMa [79], a B
HallleM MCCJeIOBaHUU BHIOOpPKA TMKMTMHCKO-KaM-
YaTCKOI1 CEJIbIN COCTABIISIET TOIBKO 24 3K3., II03TOMY
MOXKHO IIPEAIoaraTh, YTO TOJbKO MACIITAOHbIE MC-
cJIeIoBaHUS CeJIbAM B ceBepHoil yacTu OXOTCKOTO
MOPSI CMOTYT IIPOSICHUTD PENPOAYKTUBHEIC B3aIMO-
OTHOIIICHUSI €€ ITOITYJISILIIA.

Hugpgpepenyuavus ceavou C. p. marisalbi
u C. p. suworowi esponeiickoii wacmu Poccuu

I'eHeTueckyie pazIuumst MeXXIy MOABUIAMMU CETbIN
€BpOIENiCKOI YacTu apeayia, TIpaKTUUECKH CXOOHBIE C
pa3iMuusIMU C TUXOOKEAHCKOU ceJibAblo, CBUIE-
TEJIbCTBYIOT 00 OrpaHMYEeHMHU OOMeHa TreHaMu
mexny C. p. marisalbi u C. p. suworowi. ITo MTIIHK
pasauuus MeXIy TOABUIAAMU TakKXe OOHapy>KEHbI
[10]. N3BecTtHO, yTO ruaporpaduyeckuii pexxum I'opna
beoro Mopsi, y3Koro v HerIyOOKOTO MPOJIMBa, C CUJIb-
HbIMU TEUYEHUSIMU U BBICOKOI TypOYJEHTHOCTBIO BO/I,
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SIBIISIETCSI OCHOBHBIM (DaKTOPOM, IIPETISITCTBYIOIIM 00-
MeHy (hayHoit Mexxny benbiM 1 BapeHIieBbIM MOpsiMU
[13, 80, 81]. HenocToBepHbIe pa3inyus olieHOK audde-
peHmaimu Fgr u Rgr CBUIETENILCTBYIOT O HENaBHEM
IUBEPTEHIINU ITOABUIOB ceabau [16, 82], a ucciaeno-
BaHUSI OCOOEHHOCTEI pachpenesieHusl rarjaoTUIIOB
MT/IHK moka3biBaroT, 4yTo KojgoHu3auuss Yemcko-
ITewopckoro paitoHa u besoro mops Obl1a pe3yJibTa-
TOM OIHOI U TOM e nHBa3uu u3 CeBepo-3amagHoi
IMaummduku, mocie 4ero CaoXHas MONYJISIIMOHHAs
CTPYKTypa ceJibIu Ha apeajie (hopMHpoBajach I10[
JIeiicTBUEeM MOCTIETHUKOBBIX KOJICOAHUI KIMMaTH-
yeckux (pakTopoB [10]. 'eHeTHMYECKIe B3aUMOOTHO-
meHus C. p. marisalbi, C. p. suworowi He MOTYT OBbITh
O0BSICHEHHBI UX reorpaduuecKoi JoKaau3auueil u He
COOTBETCTBYIOT MOIEIN W3OJISIIUU PACCTOSTHUEM.
Cpenu cenpamn Yenicko-ITedopckoro paiiona u Kap-
CKOTO MOpPsI TeHETUYECKUX pa3Inunii He oOHapyKe-
HO, 4TO CBUIAETEJIHCTBYET O €AMHCTBE MOMYJISIIINN
CeJIbAU B OTOM paiioHe.

HanpoTus, moTok reHoB y cenbau beaoro mops
OrpaHWYEH Ha OYe€Hb HEOOJBIIONH MPOCTPAHCTBEHHOM
IIKaJie, YTO ObLJIO MPOAEMOHCTPUPOBAHO C MTOMOIIIBIO
Pa3IMYHBIX CTATUCTUYECKUX METOIOB aHATN3a. AHAJIU3
STRUCTURE onpenenu Tpu KJiacTepa y ceiabau be-
Jioro Mops: 1) . Uymna, 2) ceabab U3 KyTOBbIX YacTei
Kannanakiiickoro, OHexXckoro u JABUHCKOTo 3aJIUBOB
u 3) cenpnb 13 Kanpmanakiickoro (r. Pyrosepckast) u
Onexckoro 3anuBoB (CosoBelkue octpoBa u r. Co-
pokckas). [1pu 5ToM 1 BO BTOPOM, U B TPEThEM KJla-
cTepe B psifie clydyaeB OTMEUYEHBI JOCTOBEPHBIE BHYT-
pUKJacTepHbIe pa3iuuus.

Kak ObL10 TIOKa3zaHO B MpeablaIylIMX padoTax,
¢dopmMupoBaHUe UepapxnuecKoit BHyTPUBUIOBOI Te-
HETUYECKOI CTPYKTYpPHI CEbau benoro Mops onpe-
JIeJISIeTCsl KOMITJIEKCOM KIIMMaTU4eCKMUX, TUIPOTIOTH -
YECKMX U OMOJ0TMYecKux (hakTopoB, 3HAUUTEbHAS
pOJIb Cpelu KOTOPBIX MPUHAIJIEXKUT pa3Iu4yvsIM B
CpoOKax HepecTa IpyIIUpPOBOK, U UHTPOTpeCcCUeit re-
HOB aTjlaHTH4YecKou ceapau [15, 16, 57, 58]. Hau-
OoJIbIINEe, CTAOMIBHBIC BO BPEMEHM, TEHETUUECKUE
pa3anMuusl 10 aUIO3MMHBIM U MUKPOCATEJTUTHBIM
MapKepaM MoKa3aHbl MEXIY IBYMsI 9KOJOTMYECKUMU
pacamu CeJibiv, pa3inyaloliuMucs Mo BpeEMEHU He-
pecTa — JIETHEHEPECTYIOIMMHA Y BECEHHEHEPECTYIO-
muMH [ 14—16]. DTi pasauuust 06yCIIOBIIEHBI B 60JIb-
11101 MEpe HepaBHbIM YPOBHEM MHTPOIPECCUBHOM T -
OpuIM3allMM ¢ aTjJaHTU4ecKou cenpaptio C. harengus
U 3HAYWTEJIbHBIM TIpeodiafaHueM rMOpuan3aiuoH-
HBIX COOBITHUI y IETHEHEpeCTYyIolIel cenpau [57—59].
IMonmumopdusm 10 PoOGEpTCOHOBCKMM TpaHCJIOKa-
musaM, a Takke nuddepenumanus mo SSR-1okycam
CBUJIETEJILCTBYIOT O HAJTMUUMUU Y BECEHHEHEPECTYIO-
et GopMbl YaCTUYHO PEMPOAYKTUBHO 000COOJICH-
HbIX cTaa B Kanpanmakiinckom, OHexXcKoM U JIBUH-
CKOM 3aJIMBax, OTpaXxalllnX, BEPOSITHO, JTIOKATbHbIE
ajanTalyu TPYyIIUPOBOK CEJbIN K CIIeuPUIeCKUM
ycIoBysiM obutanwms [9, 15, 16, 83]. [Tomumo pa3mmdamii
B CpOKax HepecTa, TMOAAEpXKaHWIO PEeNnpOayKTUBHOM

000COOJIECHHOCTH CITOCOOCTBYIOT CITeII(PpUIeCKHE THII-
poJiorndeckre xapakrepuctuku beimoro mopsi, orpa-
HUYMBAIOIIUE paclpeae/icHue JIUYMHOK U MajbKOB
OT MECT HepecTa, MOATBEPKIAIoIIe TUITOTE3Y O BaX-
HOM poau “apeajioB yaepKaHWs JUMIYMHOK B GOPMU-
POBaHUM PENPOAYKTMBHOM m3onsauuu [15, 16, 73, 84,
85]. INonHoii reHeTUYeCKOM M30JISIINI MEXITY pacaMy 1
JIOKAJIbHBIMU ~ CTaflaMH, OYEBHUOHO, HE CYIIECTBYET
BCJIEACTBUE MUTpaLMii ocobeit [9, 59, 86]. ITockomabKy
YpOBeHb TMOPUIM3ALIMM HETIOCTOSIHEH BO BpPEeMEHU U
3aBHCHUT OT OOJIBIIIOTO 4mciia (pakKTopoB, HabmomaeMast
KaptiHa auddepeHInalny CeJIbad ITMHAMUYIHA 1 MO-
JKeT HECKOJIbKO u3MeHsIThes [59]. Tak, Hanpumep, Tpu
KJlacTepa celIbid bejloro Mopsi oTpaxkaloT pa3indus
MEXIy BeCEHHEHEPECTYIOIIEH celbablo (KiacTepnl 1 u
3) u netHeHepecTytoIek (knactep 2). Ilpu aToMm ¢ et-
HEHepeCTyIoIel ceababio (Beioopku WSgz, WSsl) kia-
CTepU3yeTcs BBIOOpKA BECEHHEHEPECTYIOIICH CeJIban
r. Copokckoiit (WSso), B cocTaBe KOTOPOIi OTMEUEH
BBICOKMIT IPOLIEHT T'MOPUIHBIX ocobeit [58].

TakuMm oO6pa3oM, IOKa3aH CXOIHBIN YpPOBEHb TI'e-
HETMYECKOM NU3MEHYMBOCTHU 110 SSR-10KyCcam y cebau,
MpUHAIJIEXAIel K TpeM reorpacuyeckuM MoABUIAM,
KOTOpBI SIBJSIETCS KaK OTpaKeHUWEM WCTOPUUYECKUX
MPOLIECCOB MOCTENeAHUKOBOIO pacceieHus Buaa, Tak 1
pe3yJIbTaTOM JeHCTBUSI COBPEMEHHBIX AeMorpaduue-
CKHUX W KIMMaTu4ecKux ¢akTopoB. ['eHeTHueckas
CTPYKTypa Ha MaKporeorpadguyecKoii mkajae Haudoo-
Jiee BbIpaXke€Ha MEXIy TpeMsl MOABUAAMM CEJbIu,
MpPU 3TOM YPOBEHb reHeTU4ecKoil IuddepeHmaum
B TIpelejiax KaXIOoro M3 TOABUIOB HEOAWHAKOB.
Cenbap TUXOOKEAHCKOTO apeana auddepeHmupoBa-
Ha TOJIbKO Ha YpOBHE KPYITHBIX 6acceiiHOB — OXOT-
ckoro u bepuHroBa mMopeii, YTO CBUIETEIbCTBYET O
3HAYUTEJIbHOM yPOBHE OOMEHA reHaMU, TakK XKe KaK 1
B I0ro-BOCTOYHOI yacTu bapeHiieBa mops u B Kap-
cKoMm Mope. B To xxe BpeMsi BpeMeHHast U30JISILUS U
OrpaHMYEHUE PaACIpPOCTpaHEHUsI PaHHUX CTaguit
pa3BUTUS CEJIbANU OT MECT HEPECTa, a TaKXKe UHTPO-
rpeccusi FreHOB aTJIAaHTUUYECKOM CENIbIU SBISIIOTCS OC-
HOBHBIMU (DaKTOpaMu, KOTOPbIE€ OTIPEIESIIOT TToMy-
JISILIMOHHYIO CTPYKTYPY cenbau B beaom mope.

Pabora BeImonHeHa B pamkax rocreMbl ['3 0112-
2019-0002 (moaTema “DKoJI0ro-reHeTuueckast CTpyKTy-
pa BUga”), a Takxke IpuU (UHAHCOBOM MOIIEPKKE
PO®®U (rpant Ne 19-04-00244-a). BeigeneHue 1o-
MYJISIITAOHHBIX TPYITITUPOBOK, B TOM YMCJIE CTATUCTH -
YeCKMMH MEeTOHaMH, ToaaepXaHo rpaHToM PODOU
18-016-00033.

Bce IIPUMEHUMBbIC MECKAYHAPOIHBIC, HAITMOHAJIb-
HBIC I/I/I/UII/I MHCTUTYHHMOHAJBbHBIC IMPUHLMUIIBI yXOJa
U MICTIOJIb30BAaHUS XKUBOTHBIX OBbLIN COOTIOICHBI.

ABTODBI 3asIBJISIIOT, YTO Y HUX HET KOH(JIMKTA MH-
TEepPECOB.
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Genetic Structure of the Pacific Herring Clupea pallasii Valenciennes 1847,
on a Macrogeographic Scale

A. V. Semenova®?*, A. N. Stroganov’, G. A. Rubtsova’, and M. O. Rybakov*

“Lomonosov Moscow State University, Moscow, 119234 Russia
bVavilov Institute of General Genetics, Russian Academy of Sciences, Moscow, 119991 Russia
¢Polar Branch of the Russian Federal Research Institute of Fisheries and Oceanography, Murmansk, 183038 Russia
*e-mail: seman2000@yandex.ru

Using ten microsatellite loci, the analysis of genetic variability and differentiation of the Pacific herring Clu-
pea pallasii over a wide range in the Okhotsk, Bering, Chukchi, Kara, Barents and White seas was performed.
A similar level of genetic variability of herring belonging to three geographical subspecies is shown. The ge-
netic structure at the large scale is most pronounced between the three geographical subspecies of herring,
with the different level of genetic differentiation within each of the subspecies. Herring of the Pacific range is
differentiated only at the level of large basins-the Okhotsk and Bering seas, which indicates a significant level
of gene exchange, as well as in the South-Eastern part of the Barents and Kara seas. At the same time, the
gene flow in White Sea herring is restricted on a very small spatial scale.

Keywords: intraspecific structure, genetic diversity, Pacific herring, Clupea pallasii, Sea of Okhotsk, Bering
Sea, White Sea.
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OMNJIIOTEHETUYECKUE OTHOIEHUA ITOABUAOB ITYEJI Apis mellifera

caucasia N1 Apis mellifera carpathica 110 I1IOCJIEJOBATEJIBHOCTAM
MUTOXOHAPUAJIBHOI'O TEHOMA
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[MocnenoBaTeIbHOCTU MOJTHOTO MUTOXOHAPHUAILHOTO FTeHOMAa MEeIOHOCHOI Tmuesibl Apis mellifera L. monu-
noB Apis mellifera caucasia Pollmann, 1889 (AP018404, 16 341 i) u Apis mellifera carpathica Foti et al., 1965
(AP018403, 16336 11H) 6bUTH BIlepBbie cekBeHMpoBaHbl. MutoxoHapuaibHbie JJHK (MTITHK) o6oux moa-
BUIOB coaepKaT 13 Komupytomux 6enok reHos, 22 reHa TPHK, nBa rena pPHK u AT-o6oramenHyro pery-
JIITOPHYIO 006J1acTh. OTHOIIIEHWE TpaH3ULIMIA K TpaHcBepcusiM TojiHoit MTAHK mexny A. m. caucasia n
A. m. carpathica 6110 2.05, 4TO XapakTepu3yeT (OpMHPOBAHUE adaNTalluidi K CMEHSIIOIIMCS YCIOBUSIM
cpennl ooutanus. I'eHbl ¢ HanbGonabuM cofgepxxanuem GC — COX1 (24%), COX2 (19.6%), CYTB (19.1%),
COX3 (17.2%) n ND1 (17.2%) MOTYT OBITb BEICOKOTIOJIMMOP(MHBI ¥ NCTIOJb30BaHbI B (DUIIOTeHETUYECKUX 1
MOMYJISILIMOHHBIX MCCclienoBaHUsIX mueli. bonbimHcTBo reHoB MTIHK 0601Xx MonBrUaI0B pacIiookeHbl Ha
TSDKEJIOH 1IeT (IeBSITh KOOUpYoIuX 6e1oK reHoB 1 14 reHoB TPHK), 1 MeHbIIee 4ynciio reHOB (4eThIpe
Konupytomux 6eiaok reHa, nsa reHa pPHK u Bocemb reHoB TPHK) pacronoxeHo Ha jerkoii memnu.
Knactepnblit aHanu3 nocienoBatenbHocTy noHo MTJIHK 1 onleHka cTpyKTypbl MeXTeHHOM obia-
ctu tRNA-Leu(UUR)—COX2 c eqiHCTBEHHBIM 3jieMeHTOM Q pa3zmepoM 192 1H nmokazaiu, 4to 0b6a noj-
BUIA sBJsIIOTCA TipencraButensimMu iuHuU C ¢ rariotunamu C2 u C2j coorBeTctBeHHO. [TonBras Me1oHOCHOIM
nuenbl A. m. caucasia i A. m. carpathica MoTyT OBITh TM(PPEepeHIMPOBAHBI APYT OT Ipyra no 34 yHUKaIbHbIM
SNP B 11 renax mT/IHK 1 mapkepy pectpukuum Xbal B rene ND5. DT reHeTUYeCKIIe MapKepbl MOTYT CIIO-
CcOOCTBOBAaTh COXPAHEHUIO YMCTOMOPOIHBIX FTeHO(OHIOB IMUeJ MOABUIOB A. m. caucasia i A. m. carpathica
B MpejesiaXx uX eCTECTBEHHOTO apealia.

Karouesnie cnosa: Apis mellifera, ionBunel maen, A. m. caucasia, A. m. carpathica, MUTOXOHIOPUAJIbHBIN Te-
HoM, MTAHK, ramioTurisl, KOHcepBaTUBHASI TEHETHUKA.
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MenoHocHas1 myena UCHOJIb3yeTCs YETOBEKOM IS
MIPOM3BOACTBA CHEM(PUIESCKUX ITPOIYKTOB ITIYETIOBOI -
CTBAa U OMNBUICHUS CEJIbCKOXO3SMCTBEHHBIX PACTECHUMA
[1-3]. B pe3ymbraTe 3BOMOLIMN CHOPMUPOBAIOCH
okono 30 TMomBMIOB MEOOHOCHOI ITJEJBI, PacIIpo-
CTpaHEHHBIX B IIMPOKOM CHEKTPe KIMMAaTHYEeCKUX
ycnoBuit Craporo Csera [4, 5]. CITocOOHOCTB ITUET
XOPOIIIO MPUCIIOCA0INBATHCSI MO3BOIMIA YETOBEKY
PacIIpOCTPAaHUTDh MX MPAKTUYECKHA BO BCEX CTpaHaX
mupa [6—8].

HecMoTpss Ha IIMPOKYIO0 3KOJOTMYECKYIO Iijia-
CTUYHOCTb, GOJIBIIYIO YUCICHHOCTb 1 IIIMPOKOE pac-

MIPOCTPaHEHUE, YNCICHHOCTh MOIMYJISIIIAI ITYEI eXKe-
roJIHO coKpaiaeTcst Bo Bcem mupe [9, 10]. CokpallieHue
MOITYJISILUAM ITYeJT IIPOUCXOIUT 10 Pa3HBIM IIPUYMHAM:
MIPpUMEHEHNE TTECTULIMI0OB U MHCEKTULIUIOB B CEJIb-
CKOM XO3SIiiCTBE, HEKOHTPOJMPYEMble MacCCOBBIE
TPaHCIIOPTUPOBKU IT4YeJI, BHYyTPUBUIOBAas TUOPUII-
3alusi, pacIpoCTpaHEHHE HOBBIX OoJie3HEit, I10-
OasbHBIE KMTMMaTU4Yeckue naMeHeHus [11—17]. ITo-
Ka3aHO, YTO COKpallleHMEe YMCICHHOCTH MOMYJISIIAA
MEIOHOCHO MYesibl OyIET BECTU K COKpPAIIEHUIO T'e-
HETUYECKOIro pa3HOOOpa3usl U afaliTUBHOCTU TTOMY-
JISIOMKA, a TakkKe K CHIDKEHUIO OMopa3zHOOOpasus
skocucrteM [18—23].
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I[MonBumbl MEIOHOCHOM ITYENBbI ITOAPA3IEISTIOTCS
KaK MUHUMYM Ha TISITh 3BOJTIOLIMOHHBIX JIMHUIA: JTU-
Hus A Bo Bceit Adpuke, tuHust M B 3anagHoit EBpo-
ne, tuausg C B Boctounoit EBpone, nuausa O B 3a-
nanHoi Asuu 1 muHusa Y B CeBepo-BocTouHoit Ad-
puke u Iro-3anagHoii Asum. IlogBumbl IT4en
Pa3HBIX JIMHUM pa3IMJyarTCs CYyIIeCTBEHHEE ITOIBU-
OB U3 OJHOW nuHUM. ['mOpmamzanus IOIBUIOB
MyesJ pasHbIX JIMHUM MOXET MMETh TaKue MOoCJen-
CTBUSI, KaK CHIDKEHME YMCIICHHOCTHY TTOMYJISILIM, TTIPH-
CMOCOOJICHHOCTH U afaliTUBHOCTH, @ TAKXKE TTOTEPST XO-
39MUCTBEHHO MOJIE3HBIX TpU3HAKOB [9, 10, 24].

I'eorpacduuecku apeasnbl MOABUAOB pa3HbIX 3BO-
JTIOIOHHBIX JIMHUI UMEIOT CMEXHbBIE TPAHULIBI 1 YACTO
MepeKPhIBAIOTCS, YTO TIPUBEIO K (GOPMUPOBAHUIO TH-
OpUIHBIX 30H Ha IpaHUIax apeanoB. [lesaTeabHOCTb
yeJIoBeKa ycrminiaa (opMUPOBaHUE THOPUIHBIX TT0-
nyasmuii maen [9, 10, 24]. B mupoBoM KoMMepue-
CKOM TTYEJIOBOACTBE HauboJjiee BOCTpEOOBAaHHBIMU SIB-
JISIIOTCSI TTYEJTBI TIOABUIOB 3BOMIOLMOHHOM TMHUKN C —
A. m. ligustica Spinola, 1806 [25], A. m. carnica Poll-
mann, 1889 [26], A. m. caucasia Pollmann, 1889 [26],
A. m. carpathica Foti et al., 1965 [27]. [1oBcemecTHOE
WCIIOJIb30BAHUE IT4eJI 3TUX MOABUIOB B IIpelesiax
€CTECTBEHHOTO PACIPOCTpPaHEHUs JIOKAJIbHBIX MO~
BUIOB IIPUBEJIO K Pa3pylIEHUIO a0OPUTEHHBIX T€HO-
¢oHIOB MHOTrMX moaBuaoB EBponbl M 3amagHoi
Asuu. B Poccuu cepasi ropHast KaBka3ckasi A. m. cau-
casia vi Kapriatckas A. m. carpathica maesbl SBISIFOTCS
HanboJiee pacIpoCTpaHEHHBIMU B ITYEJIOBOIICTBE T10-
cJie TeMHoOi1 iecHoli muensl A. m. mellifera [18—24].

EcrecTtBeHHBII apean KaBKa3CKOU IMueibl A. m. cau-
casia OXBaThIBaeT XpeOTHI M NoauHbI KaBKa3ckux rop
n Boctounyio AHaronnio [28]. EctrecTBeHHEBIIT apean
KapraTckoit muensl A. m. carpathica OXBaTbIBaeT
XpeOThl U moauHbl Kapnarckux rop u 3amamgHylo
TpancunbpBanuio [29]. DTy IMYensl MACAIBHO IPU-
COCOOJIEHBI K XKapKOMY JIETY U YMEPEHHOU 3UMe U
SIBJISIFOTCSI HE3aMEHMMBIMY KOMITOHEHTAMU IIPUPOI-
HBIX 9KocucTeM KaBkaszckux m Kapnarckux rop [30—
33]. B pe3ysnbTare MacCoOBBIX TPAHCIIOPTUPOBOK 3THU
MOIBUIBI OBLIM PACHPOCTPAHEHBI HA TEPPUTOPUSIX Ap-
MeHuu, ABcTpuu, AzepOaiimkaHa, benopyccun, bonra-
puu, Yexun, I'py3uun, Benrpuu, Ilosnbim, PymbiHum,
Cnosakun, rora Poccun, Typuym, YkpauHbl 1 Y30eKu-
craHa [28]. CiencTBueM TAaKOro IIMMPOKOIO WCKYC-
CTBEHHOTO pacIpoCcTpaHeHUs TIONBUIOB A. m. caucasia
u A. m. carpathica ctajia MaccoBasi TMOpUAM3ALIUS U
MHTPOTPECCHsI C JIOKAJIbHBIMU UISI KaXKIO0M MECTHO-
CTM MOABUAAMM, a TAKXKE APYT ¢ Apyrom [29, 34, 35].

Kaska3sckast A. m. caucasia v Kapriarckast A. m. car-
pathica mIebl — HAUMEHEE U3YJdeHHBIE C HAyYHOM TOY-
KU 3peHYsI NOABUIBI, HECMOTPS Ha BOCTPEOOBAHHOCTh U
aKTMBHOE WCITOJIb30BaHUE MX B IMYesioBoiacTBe. Yacto
noaBunbl A. m. carpathican A. m. caucasia yImycKarTcs
Y He YIIOMUHAIOTCS B CITMCKAaX IMoaBuaoB [ 18, 36—39].

IMonsun A. m. carpathica nonroe BpeMsl CUNTAJICS
9KOTUIIOM noaBuna A. m. carnica B 3arragHoit PymbI-
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HUM uim A. m. macedonica B BoctouHoii PymbIHUmM
[29, 37]. Apyrue paboThl, HA OCHOBE MOPGOMETPUU
[27, 40—43] u MmTIAHK [24, 29, 44—47], npusHaior
TaKCOHOMMYECKYIO CaMOCTOSITEJIbHOCTh IIOJABUIA
A. m. carpathica. CymecTByeT HEOTHO3HAYHOCTh B
oInpeneeHUU MIPUHAIIEXXHOCTU TToaBuaa A. m. cau-
casia K 3BOJIIOLIMOHHOI JIMHUU, KOTOPBIIA HA OCHOBE
Mmopdomerpun [39, 48—50] u aytozumoB [28] ObLI
otHeceH K anHuM O, a Ha ocHoBe MTIITHK [18, 19, 23,
38, 45, 51—-54] — xk imaNNM C.

Mnentudukaiys moaBuaa M BBIIBICHUE YPOBHS
MHTPOIPECCUM SIBIISIIOTCSI OCHOBOM JUISI COXpaHEHUS Te-
HodoHa nomyasaumii maen [29, 35]. Hamu onpenesieHbl
HYKJICOTUIIHBIC MoceaoBaTeIbHoCTH TTojiHoM MTIIHK
mues1 noaBunoB A. m. caucasia n A. m. carpathica c 1e-
JIbI0 YTOYHEHMSI MX TaKCOHOMMYECKOIro cTaTyca U
onpeaesieHusT MX (pUIOTeHETUYECKMX OTHOILIEHUIA.
Ha ocHose ananuza MTJIHK MBI TOKa3anu, 4To moma-
BUIBI IT4ea A. m. caucasia n A. m. carpathica OTHOCSIT-
¢S K 3BOJIIOUMOHHON JTMHUU C U B3aMMOICHCTBYIOT
MEXKIy COOOM KaK ABa CAMOCTOSITEIIbHBIX IIOIBHA.

MATEPUHAJIBI U METObI

B3pocnbsie ocobu pabouux muen A. m. caucasia
ObUTM OoTOOpaHBl Ha Taceke B COYMHCKOM paiioHe
KpacHomapckoro kpast, Poccust (43°45’ c.ur., 39°95 B.1),
B3pocCible 0coOu A. m. carpathica — Ha maceke B
MaiikonckoMm paiioHe Pecryonuku Anbirest, Poc-
cus (44°617 c.ur., 40°07” B.1.). IIpuHAIIEXHOCTD Ce-
Meli Imues K nonBunaMm A. m. caucasia n A. m. carpathica
ObL1a MpeaBapUTEILHO MOATBEPKIAEHAa MOPGhOMETPU-
yeckuM MetonoM [535]. ToranpHyto JIHK skctparupo-
BaJI1 W3 TPYJIHOU MBIIEYHON TKAHU C UCHOJIb30Ba-
HueM Habopa Wizard Genomic DNA Purification Kit
(PROMEGA, Madison, WI, CIIIA) B cooTBeTCTBUM
¢ pekoMeHmanusIMu npouspoautenas. Oopasus JHK
xpaHw ripu —20°C 110 JabHERIIEro UCIOIb30BAHMSL.

Cexsenuposanue MT/IHK ObL10 MpoBeaeHo ¢ mo-
moibio Habopa NextSeq 500/550 High Output Kit v. 2
(75 nuxiioB) (ILLUMINA, CIIIA) Ha oCHOBE MapHbIX
LMKJIOB cunThiBaHM (2 X 150 MH) ¢ MCcHoIb30BaHUEM
cekBeHartopa Illumina Next Seq 500 (ILLUMINA,
CIIA) B YHuBepcurere Knoro Canré (Kyoto, fAmo-
HUS), CJIeIysI MTHCTPYKIIMU IIpOU3BoauTelIst. [ eHoMHbIe
OMOJIMOTEKN OBLIM ITPUTOTOBJIEHBI C TTOMOIILIO Ha-
oopa misa noaroroBku JHK-oubnmoreku Nextera
(ILLUMINA, CIIIA) B COOTBETCTBUM C MHCTPYKIIM-
MU ripon3BoauTelisi. CoOopKa reHOMOB A. m. caucasia
u A. m. carpathica ipoBoayiack Ha ocHoBe 1662186 u
1541213 mpouTeHUI COOTBETCTBEHHO, C CpEeIHUM
nokpsiTueM 75 ¢ momoiipio Geneious R9 (BIO-
MATTERS, Hosasg 3enanagust). AHHOTalLusI TeHOMOB
BhINoHeHA ¢ ucnoab3oBaHueM MITOS (Universitit
Leipzig, l'epmanus) [56], Geneious R9 (BIOMATTERS,
Hogas 3enanaus), Unipro UGENE 1.28 (UNIPRO,
Poccust), CLC Genomics Workbench 11 (CLCbio,
Denmark) u tRNAscan-SE (CA, CIIIA) [57].
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HyxiteotuaHbie mocaenoBaTeIbHOCTH — MOJTHOMN
MTIHK O6bU1M nenoHupoBaHbl B 0a3bl JaHHBIX ['eH-
6anka GenBank/DDBJ non Homepamu AP018404 mist
A. m. caucasia (16341 iH) 1 AP018403 nnsa A. m. car-
pathica (16336 nH). CpaBHUTEIbHBII aHAINA3 ITOJIHOM
MtJIHK 65611 ipoBeneH B MEGAT7 [58] ¢ ucrosb3oBa-
HUeM nocliegoBaTelibHocTel 13 ['eH6anka: NC 001566
(A. m. ligustica, Maryland, CIIIA) [59], KX908209
(A. m. ligustica, Gwangju, Kopes) [60], KP163643
(A. m. syriaca Skorikov, 1929 [61], Baqa, Mopmaxus)
[62], KY926882 (A. m. syriaca, Yunnan, Kurait) [63],
A. m. ligustica NC_001566 (16324 i) (Bethesda, CLLIA)
(pedepeHcHas mocienoBaTeIbHOCTD), A. c. cerana F.
GQ162109 (Yunnan, Kurait) (15895 niH) [64] (BHe1I-
HSISI TPYIINA).

BelpaBHMBaHME TIOCIIEIOBATEIBHOCTEM MEXKTeH-
Hoit oomactu tRNA-Leu(UUR)—COX2 A. m. caucasia
u A. m. carpathica IpoBOIUJIOCH C 0Opa3laMu HyK-
JICOTUOHBIX TOCemoBaTeIbHOCTe u3 I'eHOaHKa:
A. m. carnica (FJ037782) rarmotun C19, A. m. ligustica
(JF934709) rammnotun C33, A. m. carnica (JF934704)
rartotnnt C2, A. m. carnica (FJ037776) raruotut Cl11,
A. m. ligustica (FJ037780) rarorunr C17, A. m. carnica
(FJ037781) rartnotun C18, A. m. ligustica (FJ037778)
rartotuti C14, A. m. carnica (GQ433623) rarutotur C2j,
A. m. ligustica (FJ037777) rarmotunt C12, A. m. syriaca
(AY618918) rarutotun O, A. m. syriaca (AY618917) ra-
wiotun O, A. m. syriaca (FJ477993) rannotun O1b,
A. m. syriaca (FJ037787) rartotun Ol1, A. m. syriaca
(FJ477992) ramnotun Ola, A. m. syriaca (AY618916)
rartotun O, A. m. lamarckii Cockerell, 1906 (F1477994)
[65] rarmmoTun Olc, A. m. syriaca (FJ477997) ramno-
tun O3.

JduBepreHiys HyKJI€OTUIHBIX MTOCIeT0BaTEIbHO-
creit u reHeTnyeckue quctaHuuu Jukes—Cantor [66]
ObUIM paccuuTaHbl ¢ ucnoiab3oBaHuemM UNIPRO
UGENE 1.28 (Poccust) u CLC Genomics Workbench
11 (CLCbio, Janus). ®unoreHeTUYECKUIT aHAIU3 Ha
ocHoBe nocjienoBareabHocTeit JIHK 65611 mpoBeneH ¢
ncrionb3oBaHueM MEGAT7 [58] u Statistica 8.0 (Stat-
Soft, Inc., Tulsa, OK, CIIIA), JMP14 (SAS Institute
Inc., North Carolina, CIIA). ®dumoreHeTUYeCKHE
JIepeBbsi ObLIIM OCTPOEHBI C UCIIOJIb30BAHUEM METO-
Ja omkaiiiero cocena [67] Ha ocHOBe AMCTaHLMIA
Jukes—Cantor ¢ 1000 6yrcTpen-perumkanusimu. Ou-
3uyecKasi KapTa MoJIHOTO MUTOXOHIPUAIBHOTO FeHOMa
ObLTa mocTpoeHa ¢ uctoyibzoBaHueM CLC Genomics
Workbench 11 (CLCbio, Hanus) u Artemis 17.0.1
(The Sanger Institute, Hinxton, Cambridge, Beauko-
OpuTaHus).

PE3VJIBTATDBI

Pa3zMmepnl mosiHO# TociienoBateabHocT MTIHK
A. m. caucasia (AP018404) 16341 iH u A. m. carpathica
(AP018403) 16 336 mH OBLIM HEMHOTO IJIMHHEE T10-
ciegoBarenbHoct MTIAHK Drosophila yakuba
(NC_001322) 16019 mH (puc. 1). beutn paccunuTaHb
cootHoreHus HykiieotuaoB A, T, G u C n HauboJee

TEHETHUKA Ne 6

TOM 57 2021

699

Tabmuma 1. XapakTepucTuka HYKJICOTUIHOTO COCTaBa
nosiHout MTAHK A. m. caucasia v A. m. carpathica

A. m. caucasia/A. m. carpathica
Hyxkneoruabl
YUCIIO conepxaHue, %
AnenuH (A) 7067/7066 43.2/43.3
Huto3un (C) 1560/1562 9.5/9.6
I'yanun (G) 908/906 5.6/5.5
Tumwun (T) 6806/6800 41.6/41.6
GC 2468/2468 15.1/15.1
AT 13873/13866 84.9/84.9

BaxkHbIX Map AT u GC nnonHoit MTHHK A. m. caucasia
u A. m. carpathica (tabmn. 1). CpenHee comepxXaHue
nykieotunoB AT — 84.9% u GC — 15.1% cxomHo ¢
conepxxanueM y Drosophila melanogaster (U37541) u
noaBUIOB muell A. m. ligustican A. m. syriaca. 9T0 MO-
XKeT OBITh pe3yabTaToM YacThix 3aMeH nmap CG Ha AT
B X0Jie 9BoJIIOLIMHU [59].

AnHajornyHo pedepeHCHOI MocaeI0BaTeIbBHOCTH
A. m. ligustica (NC_001566) mociemoBaTeJIbHOCTH
MTIHK A. m. caucasia u A. m. carpathica conepxanu
13 6enok-komupyoiux reHoB (ND2, COX1, COX2,
ATPS, ATP6, COX3, ND3, ND5, ND4, ND4L, ND6,
CYTB, NDI), 22 rena TPHK (tRNA-Glu, tRNA-
Ser(AGN), tRNA-Met, tRNA-Gin, tRNA-Ala, tRNA-1le,
tRNA-Cys, tRNA-Tyr, tRNA-Trp, tRNA-Leu(UUR),
tRNA-Asp, tRNA-Lys, tRNA-Gly, tRNA-Arg, tRNA-Asn,
tRNA-Phe, tRNA-His, tRNA-Thr, tRNA-Pro, tRNA-
Ser(UCN), tRNA-Leu(CUN), tRNA-Val), nBa reHa
pPHK (165 rRNA, 125 rRNA) u AT-6oratyio perymis-
TOPHYIO 00iacTh (Tadir. 2).

Tsxenast uenb MTAHK A. m. caucasian A. m. car-
pathica cCOIepXUT OeBITh 0EJIOK-KOAUPYIOIINX TEHOB
(ND2, COX1, COX2, ATPS, ATP6, COX3, ND3, ND6
u CYTB) u 14 renoB TPHK (tRNA-Glu, tRNA-
Ser(AGN), tRNA-Met, tRNA-GIn, tRNA-Ala, tRNA-
lle, tRNA-Trp, tRNA-Leu(UUR), tRNA-Asp, tRNA-
Lys, tRNA-Gly, tRNA-Asn, tRNA-Thr n tRNA-
Ser(UCN)), a nerkas uenb MTAHK conepxut yeTbl-
pe 6enok-konupytomux reHa (NDI, ND4, ND4L n
ND5), Bocemb reHoB TPHK (1RNA-Cys, tRNA-Tyr,
tRNA-Arg, tRNA-Phe, tRNA-His, tRNA-Pro, tRNA-
Leu(CUN) u tRNA-Val) v nBa reHa pPHK (/65 rRNA,
125 rRNA) (puc. 2).

M3BecTHO, YTO 3HaYeHUE TeHETUUYECKOIO Pa3HO-
obpasus U BapuabeIbHOCTU 3aBUCHUT OT COICPKaHUSI
GC — yewm Bhiie cogepxanue GC, TeM BbIllle Bapu-
abeIbHOCTB reHOoB [68]. Bbruto paccunTaHo conepKaHue
GC Bo Bcex reHax MTIHK. Bo3amoxkHo, yTo Hanboee
BapuabeibHble Oenok-konupytomue reHsl — COXI,
COX2, CYTB, COX3, NDI, a HamMmeHee BapruadeIb-
HBIe OeJloK-Kogupyole reibl — ND4, ND3, ND2,
ND6, ATPS. Ilockonbky conepxanue GC B MtIHK
MmeHee 40% cuutaeTcs HU3KUM [69], BEpOSITHO, 4TO
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oomemmHCTBO TeHOB MTIHK BBRICOKOKOHCEpBAaTUB-
HbI (TadJI. 2).

bruta mocTtpoeHa ¢usMueckast KapTa ITOJHOM
MTIAHK muen A. m. caucasia n A. m. carpathica. He
ObUIO OOHAPYKEHO pa3Iuduii B CUHTCHUU ITOJHOMN
MTIAHK A. m. caucasia, A. m. carpathica c pede-
PEHCHOM II0CIen0BaTeIbHOCTEIO A. m. ligustica. Ye-
Thipe napbl reHoB ND2 u tRNA-Cys, ATP6 u ATPS,
COX1 v tRNA-Leu(UUR), COX2 u tRNA-Asp umenu
HEOOJIbIIME TEPEKPHIBAIOLIUECS YYaCTKUA Y 000UX
MoABUIOB muen (puc. 1).

Bbenok-xomupytoniue reasl MTAHK A. m. caucasia
u A. m. carpathica, aHaJoruaHo pedepeHCHOI mocie-
JnoBaTedbHOCTU A. m. ligustica, UMEIOT OAWH TUI
cror-kKonoHa TAA u deThIpe THUIIA CTapTOBBIX KOO~
HOB: KogoH ATG — rensl ATP6, COX3, CYTB; xonoH
ATA — reunt COX1, ND3, ND4; xonoH ATT — reHbl
COX2,ATPS, ND1, ND4L, ND5, ND6; xomoun ATC —
red ND2.

B MtIIHK A. m. caucasia, A. m. carpathica n pede-
PEHCHOI1 MocienoBaTeJIbHOCTU A. m. ligustica UMeroTcs
1o 1Ba reHa n3oakuenTopHbix TPHK mis ammHokucior
cepuH (Ser) u aeiiuuH (Leu). IlepBast tRNA-Ser(AGN)
pacno3HaeT kogoH AGN no antukonony TCT, pac-
TTOJIOKEHHOMY Ha TSKeJI0# 1Ienn B IToToKeHnn 138—
140, a BTOpast tRNA-Ser(UCN) pacriodHaeT KOIOH
UCN mno antukomony TGA, pacmojioXXeHHOMY Ha
TSDKEJIOM 1ienu B nmojioxkeHuun 12230—12232 orHOCHU-
TeJIbHO pehbepeHCHOI MocienoBaTeIbHOCTU A. m. ligus-
tica. TlepBass tRNA-Leu(UUR) pacno3HaeT KOIOH
UUR mo antukomoHy TAA, pacrioioXeHHOMY Ha
TsKenoit Henu B nojoxeHuu 3388—3390, a Bropas
tRNA-Leu(CUN) pacriozHaet kogoH CUN mo aHTu-
komoHy TAG, pacrtionoXeHHOMY Ha JIETKOU LeNu B
rmojioxxeHun 13267—13269 oTHocUTENBHO pede-
pPEHCHOI1 TTocenoBaTeIbHOCTU A. m. ligustica. OyeBUI-
HO, 4TO IIPUCYTCTBUE 3TUX IBYX M30aKILIETITOPHBIX I'e-
HoB TPHK B omHoii MTIHK sBisieTcst pe3yiabTaTrom
aJalITUBHOM 3BOJIIOLIMH MEIOHOCHEBIX MYeJI, KOTOpast
obecrrieynBaeT TapaHTUPOBAHHYIO OecrepeOoiTHyIo
TPaHCJISILIAIO HanboJiee BaXKHBIX OEJIKOB U TTETITUIO0B.

15 cailToB pecTpUMKUMM — OOIIMe IS MOJHOM
MTIAHK A. m. caucasia n A. m. carpathica, Torna Kak
caiit pecrpukuuu Xbal (T\LCTAGA) B reHe NDS5
Mt HK B monoxennu 7825—7830 oTHOCUTEILHO pe-
¢depeHCcHOI1 mocienoBaTeabHOCTU A. m. ligustica ObLI
XapaKTepeH TOJbKO st A. m. caucasia, HO He ISl
A. m. carpathica. Janubiii caint pectpukuuu Mt HK
nostBUIIC y A. m. caucasia omarogapss SNP 7830C>A,
KoTopast usMeHua rmocjiegosareibHOCTh TCTAGC B
TCTAGA — caiit pacrio3HaBaHus Xbal.

B mTIIHK MemoHOCHOI maesibl MoaABUIOB A. cau-
casia u A. carpathica nMeroTcst 24 MeXTeHHBIX CITeii-
cepa ¢ oomuM pasmepoM 813 mH. CaMblii OOJIBIION
MEXTEeHHBII crielicep mauHOi 192 mH pacmosioxXeH
Mexnay reHamu tRNA-Leu(UUR) u COX2. Pasmep
9TOr0 MEXIEHHOIO cIeicepa BapualOeleH cpenu
MOABUIOB MEIOHOCHOI mueibl A. mellifera 3 pa3HbIx
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Tabauna 2. Xapakrepuctuka reHoB nojaHoit MTAHK muen
A. m. caucasian A. m. carpathica

Pazm SKaHU
Tunel reHOB Ien aimep, COI([}eI():, ; ¢
ND2 1002 13.4
Ccox1 1566 24
cox2 678 19.6
ATPS 159 11.3
ATP6 681 15.3
CoXx3 780 17.2
E;’;Z‘;y}omm ND3 354 13.6
ND5* 1665 14.2
ND4* 1311 13.7
ND4L* 264 14
ND6 504 12.5
CYTB 1152 19.1
NDI* 918 17.2
tRNA-Glu 66 4.5
tRNA-Ser(AGN) 61 19.7
tRNA-Met 66 21.2
tRNA-Gin 55 12.7
tRNA-Ala 70 10.0
tRNA-Ile 69 13.0
tRNA-Cys* 69 13.0
tRNA-Tyr* 68 11.8
tRNA-Trp 72 8.3
tRNA-Leu(UUR) 70 18.6
PHK tRNA-Asp 69 10.1
tRNA-Lys 69 20.3
tRNA-Gly 66 7.6
tRNA-Arg* 67 13.4
tRNA-Asn 69 14.5
tRNA-Phe* 69 11.6
tRNA-His* 68 14.7
tRNA-Thr 59 8.5
tRNA-Pro* 69 14.5
tRNA-Ser(UCN) 67 13.4
tRNA-Leu(CUN)* 71 12.7
tRNA-Val* 70 11.4
16S rRNA* 1362 15.6
pPHK
128 rRNA* 818 3.4

* 'eHsbl, pacriojioxkeHHbIe Ha Jierkoit e Mt HK.
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Tabauna 3. [eHeTMUECKME pa3IMins U AUCTAHIIMU (BbIIIE UATOHAIA) U YUCJIO 3aMEH HYKJIEOTUIOB (HUXE TMaroHain)
MexXay nociaeaoBarebHOCTIMU NToHOM MTIIHK o6pasuoB A. m. caucasia, A. m. carpathica, A. m. ligustica n A. m. syriaca

U BHEITHEH TpYIIbI A. cerana

S o o 2 3 S
=3 0 7 ® S ® 3 a8 o .S 3
S = S 3 — 3 = O N o N = <
.20 o .20 (=S (=N~ — A N A >
O6pa3IIbl O = é'\ A O A A« - A (@4
P Z g £ < g < ° Mg M g o<
. . . E w’ w‘
~ ~ ~ <
reHeTUYECKUE pasinnuus, %
(reHetuyeckue nucrtaHuu Jukes—Cantor)
NC 001566 - 0.7 0.8 0.8 2.7 1.4 19.9
A. m. ligustica (C) (0.001) (0.005) (0.005) (0.014) (0.012) (0.164)
KX908209 137 . 1.3 1.3 34 2.1 20.6
A. m. ligustica (C) (0.005) (0.005) (0.015) (0.012) (0.164)
AP018404 > 29 216 . 0.8 2.8 1.6 19.9
A. m. caucasia (C) | 5~ (0.005) (0.015) (0.012) (0.164)
AP018403 % 104 1 127 s 3.0 1.8 20
A. m. carpathica (C) o (0.014) (0.012) (0.164)
KP163643 = s 2.1 19.3
A. m. syriaca (O) H 454 365 477 303 (0.006) (0.162)
KY926882 - 19.8
A. m. syriaca (O) 218 331 247 279 322 (0.160)
GQ162109 3342 3459 3336 3357 3245 3300 ok
Apis cerana

JIMHUNA: noaBuabl TUHUM C MMEIOT HAaMMEHBIINM
pa3zmep 191—192 nH, a mogBuabl JuHuuM O MMeeT
6oL pa3mep 258—264 miH (puc. 2). J1as cpaBHe-
Hust, MTAHK A. cerana umeet 22 MeXTeHHBIX crieiice-
pa ¢ obmumM pasmepoMm 705 mH, roe HamOoJIee IIMH-
HBII MEXXTEHHBIN criericep pasmepoM 231 ITH pacItoiio-
KeH Mexny TeHaMu tRNA-Met n tRNA-Gin [64].

CpaBHUTENIBHBIN aHAJIW3 BBEIPOBHEHHBIX ITOCIE-
noBatenbHOcTel TIomHOM MTIAHK A. m. caucasia n
A. m. carpathica nokaszan 17 uanenosn, 54 SNP, u3 ko-
TopbiXx 36 Tpausuuwmii, 18 TpaHcBepcuii. Kogupyro-
mue 6enok reHsl nojgHoit MTIAHK A. m. caucasia n
A. m. carpathica oTIMYaNUCh OPYT OT Ipyra OOHUM
nHaenoM, 33 SNP, u3 kotopreix 27 TpaH3uLmii (I11eCTh
MPUBOIVIN K aMMUHOKMCIIOTHBIM 3aMe€HaM), IIeCTh
TpaHCBepcuiil (ISITh TPUBOAMIIM K aMUHOKHUCIOTHEIM
3aMeHaM). bria oTMeueHa ogHa TpaHCBEPCHUSI B TeHe
COX1, nBe TpaHcBepcuu B reHe COX2, onmHa TpaHC-
Bepcus B COX3, nBe TpaHcBepcuu B reHe CYTB, de-
ThIpE TPAH3WIIMM W OJIHA TpaHCcBepcus B reHe NDI,
TpU TpaHcBepcuu B TeHe NDZ2, ogHA TpaHCBEPCHUS B
ND3, ceMb TpaH3UIIMI 1 OXHA TPAaHCBEPCHUS B TeHE
ND4, nBe TpaH3MIIUMU M IBE TPAHCBEPCUM B TeHE
ND35, yeTbIpe TpaH3ULIUU U OJHA TPAHCBEPCHUS B TeHE
ND6. T'ennl pPHK A. m. caucasia v A. m. carpathica
pasnnyanich 17 nHaenaMu U OMHOM TpaH3ulmei. I'e-
Hel TPHK A. m. caucasia n A. m. carpathica paznuya-
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Juchk 10 uHaenamMu, AByMs TPAH3ULIMSIMU U OJHON
TpaHcBepcueil. Bce MexXreHHble HEKOAMPYIOlue 00-
Jactu A. m. caucasia u A. m. carpathica pa3nuyaaunchb
27 uHaelIaMu, IECThIO TpaH3UIUSIMU 1 11 TpaHCBep-
CUSIMU.

M cpaBHeHust A. m. caucasia i A. m. carpathica c
npencraButessiMu A. m. ligustica (munust C) u A. m. syri-
aca (iuaug O) GbUTM pacCUYUTaHbl % TreHEeTUYECKUX
pasnmuuii, reHeTndecke aucranuuu Jukes—Cantor
Y 9MCJI0 OMHOHYKJIEOTUIHBIX 3aMeH (SNP) momHoii
nocnenoBateabHocT MTIAHK (Tadn. 3). Hanbonab-
mue pasnmuuus A. m. caucasia n A. m. carpathica Ha-
OTIONATNCH C TIPEACTABUTEISIMU BHEIITHE TPYTITTBI —
A. cerana (20.3% reHeTdecKuX pa3mmunii v 3346 SNP)
v uHun O — A. m. syriaca (2.3% TeHEeTMUeCKUX pa3iv-
yuii u 376 SNP). Haumensblme paznmuaus A. m. caucasia
u A. m. carpathica HaGIIOIAINCH C TPEICTABUTEISIMU
sy C — A. m. ligustica (1.1% TeHeTHIECKUX pas3ii-
yuii u 157 SNP). ITuenst A. m. caucasia n A. m. car-
pathica paznuuanuck 127 SNP u conepxanm 0.8% re-
HETUICCKUX Pa3TNIIIA.

Ha ocHoBe momapHbIX reHEeTUYeCKUX TUCTAHIINI
Jukes—Cantor Mexy ITocIe40BaTeIbHOCTSIMUI TOJTHOM
MmT/IHK OpLTa TIOCTpOCHaA IEeHOpOIrpaMma, OTpazkKaio-
1asi (puaoreHeTUYECKe B3aMMOOTHOIIIEHUSI TTPeACTa-
BuTesieit A. m. caucasia, A. m. carpathica, A. m. ligustica
(munus C), A. m. syriaca (nuaus O) 1 BHEIITHEN TpyII-
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NC_001566 A. m. ligustica

100
100 KX908209 A. m. ligustica
Jlunua C
100 AP018403 A. m. carpathica
— AP018404 A. m. caucasia
KP163643 A. m. syriaca
0 JInnusa O

KY926882 A. m. syriaca

BHeurnss rpymnmna

0.02

e —

GQI162109 Apis cerana

Puc. 3. ®unoreHeTuuecKre OTHOLIEHMS PEACTaBUTENeH A. m. caucasia, A. m. carpathica, A. m. ligustica n A. m. syriaca v BHell -
Hel TPYIIBI A. cerana Ha OCHOBE KJIacTepHOTo aHau3a moHo MTJIHK MeTomom GimKaifinero cocemna v TeHETUIECKUX TH-
craHiuii Jukes—Cantor. Liludbpamu 0603HaueHbI 3HAUEHUsI OYTCTper-aHaIn3a.

bl A. cerana (puc. 3). Ha geHnporpamme IipencraBu-
Temu nionBuaoB auHUT C m O 94eTKO TPYIITMpYIOTCS
pasnesibHO, a A. cerana pacriojaraeTcsi BO BHEIIHeEM
TpYIIIE.

OBCYXIEHUE

I'eHObOHI OIS CKJIAaABIBAETCS U3 COBOKYII-
HOCTU T€HOMOB BC€X 0CO0€ii, COCTOSITHME KOTOPOIO
OLICHMBACTCS C MCIIOJIb30BAHUEM MapKepPOB SIISPHOM
u mutoxoHapuanbHoit JIHK [29, 35]. HykneoTunaHbie
nociaenoBaTeibHOCTU TojHON MTIHK Moryr ObITh
WCIIOJIb30BAHbl [JISI MACHTU(MUKALIMM IIOIBUIOB U
dunoreHeTHYECKNX peKOHCTpyKumii [18, 19, 37, 54,
59, 70]. Ceituac nosHble nocienoBaTeabHocT MTIHK
JOCTYIHBI B 0a3e JaHHbIX 'eHOaHKa 1S MSTU BUIOB
muell pouna Apis: A. mellifera, A. cerana, A. dorsata,
A. florea vt A. koschevnikovi |24, 37, 64,71, 72]. Cpas-
HUTENbHBINA aHanu3 noaHo MTAHK yxe cran a¢-
(beKTUBHBIM CPEICTBOM TAKCOHOMUYECKOM MIEHTU-
GUKaAIIMU U MOXET OBITh MCITOJIb30BaH B COXpaHEHUM
reHo¢oHIa JJOKaJbHbBIX ITOABUAOB muen [10, 24, 72].

MwuToxoHIpuaabHbIe TEHOMBI A. m. caucasia W
A. m. carpathica, cxonno ¢ MTIAHK npyrux nepernon-
YaTOKPBUIBLIX, comepkat 43% nykieotnna A, 41% — T,
6% — G, 10% — C, oboraneHbl HyKJIeoTuaamu AT Ha

85%, comepxat HanbGojee BEICOKUE YACTOThl TUHYK-
neotunoB AA (19%), AT (18%), TT (18%) u TA (16%)
U HauOoJjiee HU3KUE 4acTOThl AUHYKIeoTuaoB GG
(1%), GC (1%), CG (1%) u CC (2%) [24, 59, 64, 72,
73]. Cpennee conepxanue GC B MT/IHK A. m. cauca-
sia n A. m. carpathica coctapnsier 15%. 3HadyeHue re-
HETUYECKOro pa3sHOooOpa3us U BapuabelIbHOCTH 3a-
BUCUT TIPSIMO NPOIOPLUMOHAIBLHO OT COACPKAHUS
GC — yem BhILIe cogepxkaHue GC, TeM BbIllIEe TeHe-
TUYECKOE pa3HOOOpasue M BapuabeIbHOCTh TE€HOB.
Conepxanne GC B MTAHK menee 40% cuurtaercs
HuskuM [69]. B MtIHK A. m. caucasia v A. m. car-
pathica HET HU OJHOTO KOIMPYIOIIEro 060K TeHa C
conepxxanneM GC 6onee 40%. I'eHbl ¢ HAUOOJIBIITUM
cogepxannemM GC — COX1 (24%), COX2 (19.6%),
CYTB (19.1%), COX3 (17.2%) u ND1 (17.2%) — moryT
cTaTh MH(POPMATUBHBIMM MapKepamMu B (puaoreHe-
TUYCCKUX U ITOITYJIAIMOHHBIX MCCICIOBAHUAX ITYECJI
(Tabm. 1).

OTHollIeHUEe TpaH3ULMI K TpaHCBEpCUSIM tr/tv
SIBJISIETCS Ba>KHEMIIEN XapaKTEPUCTUKOM MyTallMOH -
Horo npouecca. B MT/IHK 60abIMHCTBa XKUBOTHBIX
TpaH3MLMU IPOUCXOOAT Yallle TpaHCBepcuii [68, 74].
J171s1 O0NBIIMHCTBA U3BECTHBIX 3YKAPUOT B HOPME OT-
HoIeHue tr/tv > 1, B To BpeMs Kak tr/tv < 1 yka3bIiBaeT
Ha BBICOKYIO YaCTOTY OOHOHYKJIEOTUAHBIX MyTallUid 1
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WHJIEJIOB WJIM HU3KYIO 3(p(heKTUBHOCTH IIpolIecca pe-
napainuu JJHK. M3mMeHUuBOCTh OTHOLIIEHUS tr/tv B
reHOME MOXET YKa3bIBaTh B IMOJIb3Y JIOKAJIbHON cMe-
HBI MYTalIMOHHOTO MEXaHM3Ma B XOIe amaIlTallii K
CMEHSIIOLIIUMCS YCIIOBUSIM cpelibl oouTanus [75—77].

OtHomeHue tr/tv monanoit MTJHK 6buto 2.05
Mexny A. m. caucasia i A. m. carpathica, 9TO CXOIHO
¢ cootHomeHueM tr/tv MtAHK 2.06 mexny Drosophila
melanogaster n D. yakuba [78, 79]. CnenoBaTelbHO,
Mt HK nonBunoB mmuen A. m. caucasia i A. m. car-
pathica oTpaxaeT Mpoliecc HeMpepbIBHOM anantanuu
K CMEHSIIOLIMMCS YCIOBUSM Cpelibl OOUTaHUS.

AT-o6orameHHast (cogepxkanne AT 96%) Hekonu-
pytoiast o6actb Mexxay reHaMu 125 rRNA v tRNA-Ser
MTIAHK y A. m. caucasian A. m. carpathica nmeert pa3-
mep 832 u 849 mH COOTBETCTBEHHO, UTO HEMHOIO
0oJblie, yeM y pedepeHCHOI TociefoBaTeIbHOCTU
A. m. ligustica paamepom 826 11H. Braromapst mpucyr-
ctuto TATA, Poly-T u [TA(A)],-MonT0OHBIX MOTUBOB
AT-o0oraiieHHasi HEKOOUpyoolasi 00JacTb BHIOJI-
HSIET PETYJISTOPHYIO (PYHKIIMIO ¥ yJACTBYET B MHULIAA-
AW TPAaHCKPUIIINM U permkaimy reHoB MTIHK y
MEIOHOCHOM muesnl [64].

BoNbIIMHCTBO 3YKapuOT UMEIOT NOBTOPS IOIIIUECS
MOTHUBBI B CBOUX T'€HOMax, KOTOpPblE MOTYT MOBTO-
pSTbCSI COTHM pa3 M ydyacTBOBaThb B PETyJSILIMU B
TPAHCKPUIILMOHHOM U MOCTTPAHCKPUIILIMOHHOM pe-
TYJSIUAN 9Kcnpeccun TeHoB 4yepe3 MukpoPHK. B
nonHoit MTAHK A. m. caucasia n A. m. carpathica Obi-
JIM OOHAPY>KEHBI IBa TIOBTOPSIIONINXCS 8-HYKJIEOTUI -
HbIXx MOoTUBa: MOTUB AATTAATT, moBTopstiomuiics 23
pa3a, u MotTuB AATAAATT, noBropsromuiics 50 pas,
KOTOPBIM MOXET BBIINOJHATh (PyHKIIUIO TPAHCKPUII-
LIMOHHON W TNOCTTPAHCKPUMLIMOHHON PperyJsiliuun
9KCIPECCUN TeHOB. DTU JBa MOBTOPSIOLINXCS MOTH -
Ba OTJIMYAIOTCS IPYT OT Jpyra TOJIbKO OAHOW TpaHC-
Bepcueil T > A B yeTBepTOI MO3UIIUU.

Jpyras 0ojbllias HeKoAupyoolass odJacTh, pac-
noioxeHHast Mexnmy reHamu (RNA-Leu(UUR) u
COX2, cocTOUT M3 ABYX TUIIOB HYKJICOTHUIHBIX ITO-
ciaenoBaTeIbHOCTel, Ha3BaHHBIX P (51—69 mH) 1 Q
(194—196 1H) sneMeHTaMu, Tme P-3n1eMeHT MoXeT
HAXOMUTHCS B HECKOJIBKUX BapuaHTax — P (52—54 H),
PO (62—69 i) u P1 (50—51 tH) (puc. 2). MexxreHHas
o01acth tRNA-Leu(UUR)—COX2 muen 3BOTIOLMOH-
HBIX JImHU A, M 1 O BKmogaeT P-ai1eMeHT B coueTa-
HUU C pa3U4YHbIM UYKUCJIOM KOIuii Q-3j7eMeHTa, 4To
MPUBOIUT K IIOJMMOP(U3MY UIMHEI 3TOTO PErrMoHa
MTIHK. TTonsunp! rmaesr IMHUM A conep>KaT BapruaHThI
PO vnu P1 u 1—4 Q-snemeHTa (pa3mep 244—853 1H);
MoABUAEI IT4ei IMHUU M comepxkat BapuaHT P u 1—4
Q-snemenTa (pasMmep 246—838 mH); MOABUALI MYE
yuauu O copepxaTt BapuaHT P u 1—4 Q-3nemeHTa
(pa3mep 256—853 1H); noaBuakl et TuHuu C He co-
nepxart P-aneMeHTa, a comepskaT TOJIbKO OIHY KOIUIO
Q-anemenTa (pasmep 194—196 mH) [52]. ITocmenosa-
TEeJILHOCTH MexkreHHoit oomactu fRNA-Leu(UUR)—
COX2A. m. caucasian A. m. carpathica He conepKaau
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P-snemenTa 1 mMmenu paszmep 192 mH, aHAJIOTMYHO
JIEBSITU TIPEACTABUTENISIM MIOABUIIOB MUe A. m. carnica u
A. m. ligustica nuauu C. MexxreHHble 001acTu tRNA-
Leu(UUR)—COX2 BocbMM TIIpeACTaBUTENCH ITYEN
noaBUNOB A. m. syriaca, A. m. lamarckii nuauu O co-
nepxaau P-sneMeHT M uMeln OOJIbINHUI pasMep —
258—264 1iH (puc. 2).

BripaBHUBaHME TTOCIIEIOBATEIBHOCTEl MEXKIeH-
Hoit oosmactu tRNA-Leu(UUR)—COX2 A. m. caucasia
u A. m. carpathica ¢ obpasuiamu u3 ['eHOaHKa TTokazao,
uTo A. m. carpathica cxoneH ¢ o0pa3LoM A. m. carnica
(GQ433623) rammotun C2j, a A. m. caucasica cXoneH
¢ obopasuom A. m. carnica (JF934704) rarutotum C2.
Takum o6pa3oM NOABUILI ITYe A. m. caucasia i A. m.
carpathica BAMIOTCST TipeacTaBUTeAsIMU JuHUU C,
rartoturibl C2 u C2j COOTBETCTBEHHO (puc. 2).

HecMmoTpst Ha 6oJibloe cxonctso nmoaHo MTIHK
A. m. caucasia n A. m. carpathica, OHU pa3IU4alnCh
mo 34 SNP B 11 renax: ND2 (752T>C, 936G>A,
1134T>C), COXI (1933A>G), COX2 (3632C>T,
3767T>C), COX3 (5495A>T, 6040C>T), ND3
(6488G>A), ND5 (7408A>G, 7444T>C, 7587T>A,
7830A>C), ND4 (8660A>T, 8875A>G, 9394T>C,
9772T>C, 9789T>C, 9906C>T, 9919C>T, 9956C>T),
ND6 (10539T>C, 10563T>A, 10596T>C, 10825C>T,
10902A>G), CYTB (11832T>C, 11999T>C),
NDI (12505G>A, 12620G>A, 12674C>T, 12971T>A,
13181C>T) 1 125 rRNA (14996C>T). ITosumum SNP
OBLIM MTPOHYMEPOBaHbl OTHOCUTEBHO peepeHCHOM
nocienoBaTenbHOCTH A. m. ligustica. boiee Toro,
calit pectpukumu Xbal, ooHapyXKeHHBII B TeHe ND5 B
rojioxkeHun 7825—7830 oTHocuUTebHO pedhepeHCHOM
MOCJIeTOBaTeIbHOCTH, BCTPEYaJICS TOJIBKO y TTOABUIA
maenr A. m. caucasia 1 OTCYTCTBYET y TIOABUIA ITUETT
A. m. carpathica. 91 nepeuricieHHble Mapkepbl MTITHK
MOTYT OBITh OYEHB ITOJIE3HBIMU TIPU Pa3IMICHUU
IBYX IIOABUIOB IT4ei A. m. caucasian A. m. carpathica.

I[MonBuner maen A. m. caucasia, A. m. carpathica,
A. m. ligustica u A. m. syriaca Mexny co0oii UMeIoT
0.80% reHeTMYECKUX Pa3TUINI M TCHETUIECKYIO TV~
cranuuio Jukes—Cantor 0.005 (ta6:. 3). beuio moka-
3aHO, YTO MEXIy TTOABMIAMI HACEKOMBIX THAITa30H
reHetTnyeckux pasnmanii 0.80—8.00%, a reHeTHde-
ckux auctanuuii Jukes—Cantor 0.005—0.100 [24, 63,
64,72, 80]. CpaBHUBaeMble 0Opa3LIbl ITYesI MEXKIY COOO0I
VIMEIOT TeHEeTUYeCKUe TUCTAHIIMA W Pa3IAIusi, COOT-
BETCTBYIOIIIME Pa3IMIMSIM MEXITY TTOIBUIAMU HACEKO-
Mbix. CrienoBatesibHO, A. m. caucasia, A. m. carpathica,
A. m. ligustica v A. m. syriaca — 3TO AEUCTBUTEJIbHO
OTIeJIbHBIE TTOABUIEI ITYEIT, a HE 9KOTHUITHI.

Marpuia reHeTndeckux auctanuumii Jukes—Cantor
mo ToyHOM TocienoBaTtenbHocTH MTAHK Obita wmc-
MOJIb30BaHa B KJIACTEPHOM aHau3e s MOCTpoe-
HUSI AEeHApPOrpaMMbl (PUIOTEHETUYECKUX OTHOIIE-
Huit (Tabma. 3). [1peacraBuTtesb BHEITHEM TPYIIILI ITYeT
A. cerana pacrioJIOXXeH Ha JeHIporpaMMe OTIEJIbHO,
Kak ¥ mpefaroaraiock. Ha meHaporpaMmme HaG101a-
IOTCS IBa KPYIHBIX KyacTepa. I1epBoIii Kinactep o0b-
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equHWI TipeacraButeieii A. m. syriaca (KP163643,
KY926882), orHocsuuxcs K nuanu O. Bropoii kia-
cTep OObeAWMHWI TMpeacTtaButenieit A. m. ligustica
(NC_001566, KX908209), otHocsammxcs K tuHuT C.
Takum obpazoM, IeHApoTrpaMMa Ha OCHOBE TTOJTHOM
MTIHK mo3Bonsier yeTko auddepeHInpoBaTh ITYen
nonsunos JnHuit C u O. O0benuHeHue muei A. m. cau-
casia u A. m. carpathica BMecTe C TIpeICTaBUTEISIMU
A. m. ligustica B oiHY rpymily JOKa3bIBaeT UX MPUHA/I -
JIEXXHOCTD K TuHUU C, KaK U MPEAIIonarajioch paHee
HEKOTOpbIMU uccaenoBatessimu  [29, 45—47, 70]
(puc. 3).

Takum obpazoM, HAMU ObUIM OIIpeaeSIeHbl HYK-
JICOTHUIHBIE TIOocjienoBaTeabHOCTU TToaHOM MT/IHK
IM4eJ ToaABUIOB A. m. caucasia n A. m. carpathica pa3-
Mepamu 16341 u 16336 nH cooTBeTcTBeHHO. MTIHK
0o0oux MOABUAOB coaepxXKaT 13 Komupyrommux O0e10K
reHoB, 22 rena TPHK, gBa rena pPHK u AT-obora-
IIEHHYIO PEryJIITOPHYIO 00JacTb. MUTOXOHAPUATb-
HbI€ TEHOMBI A. m. caucasia i A. m. carpathica conepxkar
43% nykneotuga A, 41% — T, 6% — G, 10% — C Hyk-
JeoTuaoB, oborameHbl AT Ha 85%. OTHOILIIEHUE tr/tv
nosHoit MTIIHK Obu10 2.05 Mexny A. m. caucasia n
A. m. carpathica, 4TO OoTpaxKaeT IIPOLIECC HEeIpepPhIB-
HOI amamnTalny K CMEHSIOIIUMCSI YCIIOBUSIM CpeIbl
obuTaHusl.

BonbmmacTBo reHoB MTAHK (ND2, COX1, COX2,
ATPS, ATP6, COX3, ND3, ND6, CYTB n 14 reHos
TPHK) pacrosioxkeHbl Ha TSDKEJIOH LIeNu, a MEeHbIIee
yucno reHoB (NDI1, ND4, ND4L, ND5, SrRNA, LrRNA
u BoceMb reHoB TPHK)) pacnonozkeHo Ha jerkoii ie-
mu. 'eHsl ¢ HanOobIuM coaepxkanueM GC — COX1
(24%), COX2 (19.6%), CYTB (19.1%), COX3 (17.2%)
u ND1 (17.2%) moryT 6bITH HanboJIee MOJTUMOP(HHBI-
MU U YCITEIITHO UCIOJb30BaHbl B (PMIOreHETUYECKUX
Y TTONYJISIHMOHHBIX UCCIICAOBAaHUSIX ITUEII.

ITo cTpykType MeXTeHHOM obnactm (RNA-
Leu(UUR)—COX2 (otcyrcTBHE 27eMeHTa P) moaBuasl
muest A. m. caucasia u A. m. carpathica MOTYT OBITb OTHE-
CEeHBI K 3BoIoLIMOHHOM JInHUM C ¢ rarmotunamMu C2 u
C2j cootBeTcTBeHHO. [loaBuabl muen A. m. caucasia n
A. m. carpathica MtTAHK moryt 6bITh nuddpepeHI-
pOBaHbI APYT OT Apyra 1o 34 yHukaibHbiM SNP B 11
reHax MTIHK u mapkepy pectpukiuu Xbal B reHe
NDS5.

ITuenwr A. m. caucasia i A. m. carpathica paznuda-
I0TCSI MEXIy CO0O0Ii, a TakXkKe OT Imuei A. m. ligustica n
A. m. syriaca io nonHoit MTIHK Ha 0.8% u nmeror
reHetndyeckyto amctannmio Jukes—Cantor 0.005.
JlaHHBIC 3HAUCHMS TeHETUUECKUX TUcTaHLIni Jukes—
Cantor BIMCHIBAaIOTCS B TIpenesibl BHYTPUBUIOBBIX pa3-
JIMYUi MexXIy MoABUIaMU HaceKoMbIX. CliegoBaTesib-
HO, A. m. caucasia, A. m. carpathica — 3T0 NEUCTBUTEIIb-
HO OT/IeIbHbIE MOBUIbI ITYEJI, 2 HE SKOTUITbI.

HecMmoTpst Ha TIpoBeieHHBIE MCCIEIOBAHMS, TIOMY-
sy A. m. caucasia i A. m. carpathica oCTaloTCsI HEIO-
CTAaTOYHO M3YYeHHBIMM KakK B Poccuu, Tak 1 crpaHax
EBporel. ABTOpEI HaZICIOTCS ITPOOOJDKUTh MCCIIEIOBA-

NIIbACOB wu np.

HUSI ITYeJT IIOOBUIOB A. m. caucasia n A. m. carpathica B
Ipeaesax uX eCTeCTBEHHOIO apeajia C LieJIbIo OIpeae-
JIEHUSI CTPYKTYPhl M T€HETUYECKOro pa3HOOOpas3us
NoNyJIILUiA, TIpegoTBpallleHsI BHYTPUBUIOBON T'Mi-
OpMAN3aLMU U COXpaHEHUS YHUKAJIbHOCTU UX JIO-
KaJIbHBIX TeHO(MOHIOB.

ABTOpHI OJarogapHsl noktopy Hisashi Okuyama
3a TIOMOIIb B CEKBEHUPOBAHUM.

PaGora BbIIIOJIHEHA MpU MNOAAEPXKKE Tocymap-
CTBEHHOTO 3amaHus (perucTpallMOHHBIII HOMEp
AAAA-A21-121011990120-7) — WN.P., rpanTtoB Poc-
cuiickoro ¢oHaa pyHIaMeHTaJbHBIX UCCIeIOBaHUMI
(PODU) (rpant Ne 19-54-70002 e-Asia t) HA. n
mporpaMM IIOCTAOKTOPCKMX MccienoBaHuii B MH-
yxoHcKoM HarmoHanibHOM yHuUBepcutere 3a 2017—
2019 roner — U.P.

Bce IIPUMECHUMBbBIC MCKAYHAPOIHBIC, HAITMOHAJIb-
HbIC I/I/ NI MHCTUTYIMOHAJIbHBIC ITPUHIMIIBI yXOJa
U MCIIOJIb30BAaHUS XKUBOTHBIX ObLIM COOJIIOICHBI.
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Phylogenetic Relationships among Honey Bee Subspecies Apis mellifera caucasia
and Apis mellifera carpathica according to the Sequences of the Mitochondrial Genome

R. A. Ilyasov~ % *, G. Y. Han?, M. L. Lee?, K. W. Kim®,
J. H. Park®<, J. 1. Takahashi‘, H. W. Kwon”* **, and A. G. Nikolenko®
“Ufa Federal Research Center, Institute of Biochemistry and Genetics, Russian Academy of Sciences, Ufa, 450054 Russia

bDivision of Life Sciences, Major of Biological Sciences, Incheon National University, Convergence Research Center
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4Faculty of Life Sciences, Kyoto Sangyo University, Kyoto, 603-8555 Japan
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The sequences of the complete mitochondrial genome of the honey bee Apis mellifera L. subspecies Apis mel-
lifera caucasia Pollmann, 1889 (AP018404, 16341 bp) and Apis mellifera carpathica Foti et al., 1965
(AP018403, 16336 bp) were first sequenced. Mitochondrial DNA (mtDNA) of both subspecies contains 13
protein-coding genes, 22 tRNA genes, 2 rRNA genes and 1 AT-rich regulatory region. The ratio of transitions
to transversions tr/tv in complete mtDNA between A. m. caucasia and A. m. carpathica was 2.05, which char-
acterizes the formation of adaptations to changing environmental conditions. Genes with the highest GC
content — COX1 (24%), COX2 (19.6%), CYTB (19.1%), COX3 (17.2%) and ND1 (17.2%) can be highly poly-
morphic and used in phylogenetic and population studies of bees. Most of mtDNA genes for both subspecies
are located on the heavy chain (9 protein coding genes and 14 tRNA genes) and fewer genes (4 protein coding
genes, 2 rRNA genes and 8 tRNA genes) are located on the light chain. Cluster analysis of the complete mtDNA
sequence and assessment of the structure of the tfRNA-Leu(UUR)—COX2 intergenic region with a single Q
element of 192 bp showed that both subspecies A. m. caucasia and A. m. carpathica are representatives of the line C
with haplotypes C2 and C2j, respectively. Subspecies of the honey bee A. m. caucasia and A. m. carpathica can be
differentiated from each other by 34 unique SNPs in 11 mtDNA genes and the Xbal restriction marker in the
ND5 gene. These genetic markers can contribute to the preservation of purebred gene pools of honey bee sub-
species A. m. caucasia and A. m. carpathica within their natural range.

Keywords: Apis mellifera, honeybee subspecies, A. m. caucasia, A. m. carpathica, mitochondrial genome,
mtDNA, haplotypes, conservation genetics.

TEHETUKA TtoM 57 Ne 6 2021



TEHETHKA, 2021, mom 57, Ne 6, c. 711—720

I'EHETUKA
XKMNBOTHBIX

VK 599.322.2:575.174(479)

TEHETUYECKOE PABHOOBPA3HME ITONYJISIINI TOPHOI'O CYCJIUKA
(Spermophilus musicus Menetries, 1832; Sciuridae, Rodentia) — OCHOBHOI'O
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Apeas ropHoro cycnuka Spermophilus musicus npoctupaercs B [Ipuanbopyche u orpaHudeH 6acceitHaMu
pek Ky6ans 1 Yepek-besenruiickuii, 3axsatbiBasi repputopuio LleHTpanbHo-KaBKa3cKoro BBICOKOTOPHO-
ro TIPUPOIHOTO o4yara YyyMbl. Mi3yuyeHre reHeTu4ecKoro pa3Hoo0pas3usi, BBITIOJTHEHHOE T10 pe3yJibTaTaM MC-
ciaenoBaHus 64 06paslOB, MO3BOJIMIO BBIIBUTh 14 TalyiIoTMIIOB, CTPYIITMPOBAHHBIX B BE TaIljIOrPYIIIIbL.
AHanM3 KOHTPOJILHOTO pernoHa MuToxoHapuanbHoii JIHK nmo3Bonun ycraHoBUTh reHeTu4ecKyto nudde-
PEHLIMALIUIO MEXIY Pa3IUnYHbIMU ITOCECHUSIMU CYCJIMKA, Pa3nej]uB UX Ha “BBICOKOTOpHBIE” U “TOPHO-
crenHble”. Haimure 3HaUMTETbHOTO TeHETUYECKOTO Pa3HOOOpa3usi BEPOSITHO CBSI3aHO C JUIMTEIbHBIM Me-
JK3TMU300TUYECKHUM MIEPUOIOM, HAOII0AaeMbIM B oUare.

Kniouesvie caosa: ropusiii cyciuk, MTIAHK, C-peruoH, reHeTu4eckuii moJuMophu3M MOMyJIsauuii, mpu-

POIHBIE OYary YyMbl.
DOI: 10.31857/S0016675821060059

Apeann TOpHOTO cyciuka Spermophilus musicus
(Menetries, 1832) mpoctupaeTcst OT BepxoBbs p. Ky-
0aHb 10 p. Yepek-besenruiickuii. I1pu kaprorpadu-
poBaHUM, TIpoBeAcHHOM B 1973—1976 TT., BBEISIBIIEHO
234 noceneHust oO1Iel TUIOIIAABI0 OKOJIO 97.5 ThIC. Ta.
[Imomanpe apeaa cycirka 1o KpalHAM IOCEICHUSIM
coctapisier 6onee 331.1 Teic. Ta, B Mpenenaax BbICOT
1150—3200 M H.y.M. [1]. Bum moBceMecTHO TpeacTaB-
JIeH OTHEeJIbHbIMU IIOCEJISHUSIMU, Pa300IleHHBIMU
MaCcCHUBaMU XBOMHBIX 1 JIUCTBEHHBIX JIECOB, peKaMu,
yJyacTKaMHu cKaJjl, OChlliei u JemHUuKamu. Pacripene-
JIEHVE MOCEJICHUI 10 OTAEIbHBIM y9acTKaM He paB-
HoMepHO. HawmOoibllas Iwiomanb MX OTMEYeHa B
LICHTPpaJILHOM YacTU apeaja 1 Ha 3amnane (tuiato be-
yacelH, BepxoBbe p. KybaHb). B BocTouHOIi yacTu
apeana, B goianHax pek Yerem n Yepek, moceaeHus B
OOJIBLIIMHCTBE CiIyyaeB HeboJibiue [2].

CyllecTBEeHHOE 3HaUeHUE B TOHUMAaHUU MOITYJISI-
LIMOHHOTO pa3HooOpa3usl MMeeT BOCCTAHOBJICHUE
UCTOPUM pacceieHUs U 00O0COOJIECHUSI OTAEIbHBIX
MoMyJIsiuit cycankoB. CouyeTaHe BO3MOXHOCTH CY-
ILIECTBOBAHUS HECKOJILKUX BOJTH 3aceyieHust [1puaib-
Opychbsl CyCIMKAaMU C PABHUH U IJIMTSIbHONM M30JISI-
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LIUU OTACJIbHBIX YYaCTKOB apeajia OmpenesisieT CI0X-
HBII momMMophU3M Ha ITOMYJISTIIIMOHHOM YpoBHE | 3].

Apeain ropHoro cyciiika B [1pnanbdpyche onpene-
JsieT rpaHunbl IlenTpanbHo-KaBKa3ckoro BBICOKO-
TOPHOTO MPUPOAHOIrO ovara 4yyMbl. [lepromnuecku
WA TIOCTOSTHHO TEKYIIWE CPEIU CYCIIMKOB SITM300TUI
COCTaBIJISIIOT BeChMa XKeCTKUM (paKTOp eCTECTBEHHOTO
oTOopa. BemmuuHa naBjieHrst 3Toro (hakTopa orpeacsisi-
€TCs1 MPU3HAKOM UH(PEKIIMOHHOMN YyBCTBUTEJIBHOCTU K
yyMe, pa3iMyarolIuMCs Y pa3HbBIX MOMYJISUUii. DTU
pasauuus IeTePMUHUPOBAHBI PSIIOM OCOOEHHOCTEM,
KOTOpbIE OOYCIOBIMBAIOT KOHCTUTYLIMOHAJbHEIE,
BPOXXKIEeHHBIC MEXaHM3MBI 3allIUTHI opraHu3Ma [4].

st ycTaHOBNEHUSI TEHETUYECKUX JNETEPMUHAHT
HEO0O0XOAUMO U3YUYUTh TeHETUYECKYIO CTPYKTYpPY IO~
MyJISIUMIA TOPHOTO cyciiMKa B Tipenenax LleHTpanbHo-
KaBka3ckoro BBICOKOTOPHOTO MPUPOAHOTO oyara
yyMbl. OOHUM M3 HaWOOJEe YacTO WCHOJIb3YEMBbIX
METOMOB SBJISIETCS TUTIMPOBaHUE MO (DparMeHTy MU-
toxoHapuainpHoit JIHK (MmTAHK).

TakuMm obOpasoM, 11eab Hamieil paboThl — M3yde-
HUe TeHeTuyecKoil auddepeHUMaUU OIS
(rocejieHWi) TOpHOro cyciauka B mpenenax lLleH-
TpaJibHO- KaBKa3cKOro BbICOKOTOPHOIO MPHUPOJHOTO
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oyara 9yyMmbl. JJJIsT JOCTVKEHUS 3TOM LIETM OCHOBHOI
3ajaueil ObLJIO KapTorpadrpoBaHUe MMOCEICHUIN KU -
BOTHEIX M OIpeIelieHNEe TeHETUYECKON CTPYKTYpPhI
MOITYJISIIU# (TTOCeIeH!iT) N3ydaeMoTo BUA.

MATEPUAJIBI U METOJbI

B Hacrtogieit pabote ucciaegoBaHbl 64 obpasna
(cene3eHKM) TOPHOTO CYC/IMKa, COOpaHHBIX Ha Tep-
putopun KabGapnuHo-bankapckoit Pecryonuku u
KapauaeBo-Yepkecckoii Peciyormiku B 2017—2018 .
OO06pa31bl 66T cCOOpaHbI 13 29 oceIeHuit (JIoKaab-
HBIX TIOIYJSILMI), KOTOpbIE IIPEACTaBISIIOT COOOM
CcTallMOHapHEIE TOUYKM cOOpa MaTepuraia IIpy IJIaHO-
BOM €XEromHOM oO0OcjiemoBaHuUM Teppurtopuu lleH-
TpaJibHO- KaBKa3cKOro BHICOKOTOPHOTO MPUPOIHOTO
o4ara 4yMbl.

MecTta cbopa 06pa3oB, KOJUIEKIIMOHHBIE HOMEpa
yKa3aHHbI B Ta01. 1 1 Ha puc. 1.

Brinenenne JIHK mpoBoauau ¢ mpuMeHEHHEM
Habopa PureLink Genomic DNA mini Kit, Thermo
Fisher Scientific, cormacHo MHCTPYKIIUY TPOU3BOIM -
TeJsl.

st aHanu3a 6bL1 BeIOpaH parmeHT C oGiactu
MTIAHK pasmepom 407 1mH, pacriojioKeHHEBIN 3a Te-
HoM TPHK-Pro. AMnnudukanuo aHaJIu3upyeMoro
¢dparMeHTa OCYIIECTBJISIN C MUCIIOJIb30BaHMEM IIpaii-
mepoB MDLI1 5-TCCACCTTCAACTCCCAAAGC-3'
nu MDL2R 5'-GGTAGGGGATAGTCATTTGG-3',
YKa3aHHBIX B pabote [5]. [is1 mpuroToBiIeHUs peak-
ONOHHOI cMecHn mpuMeHsuica Hadop ScreenMix-HS
(EBporeH), coriacHO MHCTPYKIIUM TTPOMU3BOIUTENS.
O0BeM peakKIIMOHHOM CMECH COCTAaBIISIT 25 MKJI. AM-
IUIMPUKAITAIO IIPOBOIMIIN MPU CIEAYIOIINX YCIOBU-
SIX: mpeAaBapuTesibHas AeHaTypauus 95°C — 5 MuH, B
nocaeayomeM 35 uukiaos 95°C — 30 ¢, 60°C — 30 c,
72°C — 40 ¢, 3akmouyuTeabHasa 3jaoHramus 72°C —
7 MyuH. Busyamuzanuio MNOJy4eHHOTO parMeHTa
OCYIIECTBJISUIN B 2.5%-HOM arapo3HoMm rejie. O4ncT-
Ky IILIP-nponykTa 13 peakiiMOHHOI CMeCH BBIIIOJ-
HSIJIM ¢ ucnojib3oBaHueM Habopa Cleanup Standard
(EBporeH). Peakiiuio cekBeHUpOBaHUsI TTPOBOAWIN
HabopoMm BigDye Terminator Kit v.3.1 (Applied Bio-
systems) W mpaiiMepaMu IS aMIUIM(pUKALIAU.
OYNCTKY MPOOYKTa CEKBEHUPOBAHMUS IIPOBOAWIMA Ha-
o6opom Centri-Sep (Princeton Separations). AHanmu3
MPOIYKTa OCYIIECTB/ISIJIA Ha aBTOMaTUYECKOM CEKBe-
HaTtope ABI 3500 (Applied Biosystems).

BripaBHUBaHUE TIOJYYEHHBIX HYKJICOTUIHBIX
Mocaea0BaTeIbHOCTe, MOCTpoeHUEe (UIIOTCHETH-
YeCKUX OePEBbEB 1 aHAJIM3 YPOBHS I'€HETUYECKOTO
pOACTBA OCYLIECTBIISIU B porpamme Mega 7.0. To-
MOJIOTUIO (QMIIOTEHETUYECKUX IePEBhEB IIOATBEP-
XKIaad ¢ MCIOJb30BaHMEM METOAa MaKCHUMAaJIbHOIO
npasaornogooust (Maximum likelihood), 1o aaropur-
my Kimura-2. InddepeHIrannIo rarioTUIIOB, pac-
YeT TeHeTUYECKOM AUCTAHIIMU MEXIY ITOITYISIIUSIMU

KOTEHEB u np.

(TTocesIeHUSIMM) ¥ BHYTPH TTOITYJISIITAY BBITIOTHSIINA B
nporpamme Arlequin v 3.5.

AHaII3 MOJIEKYJISIPHOM BOJIIOLIMH OCYIIECTBIISUTA
C UCMoJIb30BaHMEeM MeTo0B baliecoBoii huoreHu B
nporpaMmMHoM obecrieuenun BEAST 2.0. Pekon-
CTPYKIIMIO Tpollecca MPOCTPaHCTBEHHO-BPEMEHHOTO
pacrpocTpaHeHHUs TIPOBOAWIM HAa OCHOBAaHWHU aHa-
Jin3a IUCcKpeTHou ¢punoreorpacduu. Beibop 3BoI0-
IMOHHOI MOIEIM HYKJIEOTUIHBIX 3aMeH, HanboJee
MoaxXoAsIIeit IS aHAJIM3UPYyeMOTO Habopa HYKJIeO-
TUAHBIX TIOCJEA0BaTEILHOCTE, MPOBOAUIN C MC-
moJb30oBaHMEeM TIporpaMMbl jModeltest v 2.1.10.
Pacuer mpoBoauiicss ¢ MCHOJb30BaHUEM CJEAYIO-
IIUX MapaMeTpOB: MOJEJb HYKJIECOTUIHBIX 3aMeH
HKY (—InL = 619.99BIC = 2021.13), Momenp MoJie-
KyasspHbix 4yacoB Strick Clock, nmemorpaduyeckasi
moneb nonysiuu Coalescent Constant Population,
BerauciaeHus mpopognan g 300000000 reHepanmit
¢ mrarom 10000. 3nauenusi ESS, paccuutaHHblEe B
Tracer v 1.6 (mapametp burn-in 10%), misa Kaxkgoro
mapameTpa npeBbimany 800. IToctpoeHne n aHHOTA-
o MCC nepeBa BBINIOJHSIIM B Iporpamme Tree
Annotator 2.0 (mapametp burn-in 10%), mius Bu3ya-
JM3anu nepeBa ucrnoib3oBaiu Fig Tree v 1.4.3.

PE3VJIBTATDBI

M3 64 mpoaHaauM3MpOBaHHBIX MOCJIEAOBATEIHBHO-
creit pparmenTa C-pernona Mmt/JIHK pazmepom 407 11H,
BoiaeeHo 14 rartorunoB (h1—hl14) (ta6a. 2). Beero
BhIsiBJIeHO 13 SNP. Bce BhIsSIBIeHHBIE HYKJICOTUAHBIE
3aMeHbI OTHOCITCA K TpaH3unusM (C<—T — 10 SNP;
A—G — 3 SNP).

IIpu nmocTpoeHUU AeHAPOrpaMMbl B MpoOrpaMme
Mega 7.0 (puc. 2) ¢ ©ICIOJIb30BAaHMEM METOAa MaKCH-
MajibHOTO TipaBaonogoous (Maximum likelihood)
BbISIBJIEHHbBIE TaIIOTUIIbI Pa3Ae/IWINCh Ha JIBE rario-
rpymiel. JeHaporpaMma oTtpaxkaeT TeHASHLIMIO Tud-
depeHLIMaly raryIorpyIln, CBSI3aHHYIO ¢ reorpaduye-
CKOIi (ITPOCTPAHCTBEHHOI) CTPYKTYPUPOBAHHOCTBIO
Buna. [IpukopHeBoe JiejieHre Ha 1Be OCHOBHbBIE BETBU,
COOTBETCTBYIOLLIEE ABYM rarjiorpyrmam, o0yCI0BJICHO
HammureM SNP (CT) B nmosunuu 132. B ramio-
rpynmy 1 (SNP — T) Bouumm rarutotuns! hl, h3, h4,
h13 u h14. I'anmotunet h13 1 h14 otnnyaoTCs OT UC-
xomHbix h1 1 h3 BapnabelIbHOCThIO HYKJIEOTH 1A B ITO-
3unuu 230 (mrst h13) u 284 (m1sa h14), mostoMy Ha
¢dUrIOTeHeTUYECKOM JepeBe OHM BXOASIT B COCTaB
BeTBeli, (hOpMMPYIOIIMXCS 3a cueT raruroturion hl mh3.

T'arutorpymnia 2 (SNP — C) chopmupoBaHa ciieny-
oMy ramwtotunamu: h2, h5, h6, h7, h8, h9, hl0,
hll, h12. TI'ammorpymma 1 MeHee pa3HooOpa3Ha I10
YUCJTY BXOMSIIIMX B Hee raruioTUIIOB, IeJIeHUe Ha KO-
TOpbIe MTPOUCXOIUT 3a cueT Tpex SNP (B mo3unumsax
303, 313, 316) 1 aByX Bo3MOXHBIX SNP (mmo3uuumn
230, 284), koTopble B gajibHeiilleM BeposSITHO chop-
MUPYIOT CaMOCTOSITEIbHbIE rarmaotunsl hl3 u hl4.
lanmorpynma 2 0oJiee CTpyKTYypHpOBaHa I10 TOIOJIO-
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Taﬁ.ﬂ[/ﬂ[a 1. XapaKTepI/ICTI/IKa nocejaeHUu TOPHOTIO CyCJIMKa 1 UCCJICAOBAHHOIO MaTE€pHrajia
Ne IMoceneHue IMupora Hoinrora n O6pasuel Tannorumer
) SU_2017_4.1B,
1 | Huxuuit Kanakon 43.47 43.06 2 su 2017 428 |M
SU 2017 6.1B,
2 | Kanakon 43.47 43.06 2 SU 2017 628 | M
) SU_2017_7.2B,
3 | Bepxuwmii Kanakon 43.46 43.06 2 SU_2017_7.3B hl
SU_2017_14.1B,
SU_2017_14.2B,
SU_2017_14.3B,
) SU_2018_5.1B,
4 | Crapblii BbuibIM 43.45 43.05 8 su 2018 52, |M
SU_2018_5.3B,
SU_2018_5.4B,
SU_2018_5.5B
bblabiM 43.45 43.03 1 SU_2017_15.1B | hI3
6 | Yimense 3 43.43 43.03 1 SU 2018 1.1B hl
) SU_2017_5.1B,
7 | HukHuit MbICTBIKaM 43.45 43.02 2 SU 2017 5.2B hl
SU_2017_11.1B,
8 | BeuTBIM-OTOpOIBI 43.45 43.01 2 SU 2017 11.2B hl
. SU_2017_13.3B,
9 | AMMOHANbHBLI CKIIajl 43.44 43.01 2 SU 2017_13.4B hl
SU_2017_2.2B,
) SU_2018_6.1B,
10 |Mépx 43.43 42.97 4 SU_2018_6.3B, |1/h3
SU_2018_6.4B
SU 2017 8.1B,
11 | Teipubiays @30 43.4] 42.92 2 SU 2017 8.3B h3
SU_2017_12.1B,
SU_2017_12.2B,
12 | Toipubiays JKBU 43.40 42.92 4 SU 2017 1238, |P3/hid
SU 2018 _4.4B
SU_2018_3.1B,
13 | KoMcoMosbcKoe 03epo 43.32 42.79 3 SU_2018_3.2B, |h2
SU_2018_3.4B
SU_2017_9.1B,
14 | Kiontom 43.47 43.05 2 SU 2017 928 |
) SU_2017_3.1B,
15 | Bepxuuit AsMaiel 43.47 43.01 2 SU 2017 3.2B h4
16 | Huxumuit Amvarnsi 43.45 43.01 1 SU_2017_1.2B | hl
SU 2017 17.2B,
17 | KbipGatum 43.45 42.98 2 SU 2017_17.3B hd
SU_2017_10.1B,
18 | Mwkrur-2, 10 kv 43.46 42.98 2 SU 2017 1028 | ™
SU_2018_2.3B,
19 |Tuxrur-2, 5 km 43.47 42.99 2 su 2018 258 |M
TEHETUKA Tom 57 Ne 6 2021



714 KOTEHEB wu np.

Taomuma 1. OkoHyaHue

Ne Ilocenenue IHupota Jlonrora n O06pa3ibl larutoTumner

SU_2018_7.2B,

20 | Twxrur-1 43.47 42.96 3 SU_2018_7.3B, h4
SU_2018_7.6B

21 | dxaypreH 43.42 42.84 1 SU 2017_8.3E h6

22 | Kamxon 43.53 42.70 1 SU _2017_18.1B | hl0
SU_2017_16.2B,

23 | KeIpTHIK 43.36 42.68 3 SU_2017_16.3B, |hll/hI2

SU_2017_16.4B

24 | IllaykoMm 43.42 42.67 1 SU_2017_2.3E h6

25 | Turue-Tanbikon 43.46 42.56 1 SU 2017_3.3E h7

26 | KbI3pLikon 43.46 42.53 1 SU_2017_6.1E h8
SU_2017_5.1X,

27 | Apbakoi 43.71 42.51 3 SU _2017_5.2X, h9
SU_2017_5.3X
SU_2017_1.1X,

28 | ApbGakon 43.70 42.49 2 SU 2017 1.2X h5
SU_2017_7.2X,

29 | ¥Ypycoukon 43.70 42.50 2 SU_2017_7.3X h9

le/lMeliaHl/le. N — 4YUCJI0 UCCIIE€AOBAHHBIX 06pa3LlOB M3 IIOCCJICHU .

Tabauna 2. XapakTepucTUKa TarylOTUIIOB, BBISBIEHHBIX NTpU uccienoBaHuu ¢parmenta C-peruona MtJIHK ropHoro

cycliukKa

TanmoTun

SNP

132 206 209 230 280 284

287 303 313 315 316 317 318

h6 C
h4 T
hl T - — - - —
hi3 T
h3 T
hi4 T
h7 - - -
h9 - - -
h5 — — —
h8 - - -
h12 - — -
hll — — —
h10 - C -
h2 - - C

|
|
o Bl e T T e B
|
el

T T G T A C C

|

|

|

|

|
e

|

TUU BXOASIIMX B €€ COCTAB BETBEH U 6OJ'IBH_IGMy KO-
JIMYECTBY IarlJlIoOTUITIOB.

Tlammorumer h1, h3, h4, h13 u hl4, Bxonsaiie B
raruiorpyniry 1, pacrojiaralorcsi KOMITaKTHO, B TIpe-

nenax BeICOT 1100—1700 M H.y.M., OTHOCSIIIUXCS K
JaHamadTHOMY TI0sICY — TOpHas cTerb. IIpocTpaH-
CTBEHHOE pacIpeieiieHue raruiotuiioB hl u h4 o6y-
CJIOBJIEHO HaJIMuMeM (haKTopa MPUPOTHOI N30SI
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®SU 2018 7.3B
®SU 2017 3.1B
®SU 2018 7.2B
®SU 2018 2.5B
®SU 2018 2.3B
®SU 2018 7.6B
®SU 2017 10.2B

KOTEHEB wu np.

®SU 2017 14.2B
®SU 2017 14.3B
®SU 2017 _14.1B
®SU 2017 _13.4B
®SU 2017 13.3B
®SU 2017 _11.2B
®SU 2017 _11.1B
®SU 2017 7.3B
®SU 2017 7.2B
®SU 2017_1.2B
®SU 2017 6.2B
®SU 2017 6.1B
®SU 2017 5.2B
®SU 2017 5.1B
@®SU 2017 4.2B
®SU 2017 4.1B
®SU 2018 6.4B
®SU 2018 5.5B
®SU 2018 5.4B
®SU 2018 5.3B
®SU 2018 5.1B
®SU 2018 5.2B
®SU 2018 1.IB
®SU 2017 15.1B

®SU 2018 6.1B
®SU 2018 4.4B
@SU 2018 6.3B
®SU 2017 8.1B
®SU 2017 8.3B

oSU 2017 3.2B
eSU 2017_17.2B
oSU 2017_17.3B
®SU 2017 9.1B
®SU 2017 9.2B
®SU 2017 _10.1B
eSU 2017 3.3B
eSU 2017 8.3B
eSU 2017 2.3B

®SU 2017 2.2B
®SU 2017 _12.1B
®SU 2017_12.2B
®SU 2017 _12.3B

@ SU_2017_18.1B

0.001

®SU 2018 3.1B
l@ SU 2018 3.4B

l@ SU 2018 3.2B

@ SU 2017_16.2B
@ SU 2017 16.4B

@ SU 2017_16.3B

@ SU_2017_6.1E

@ SU_2017_1.1X

e —

@ SU 2017 5.1X
@ SU 2017 5.2X
@ SU 2017 _5.3X
@ SU 2017 7.2X
@ SU 2017 _7.3X

'@ SU 2017_1.2X

Puc. 2. ®uioreHetnyeckoe aepeBo no dparmenty C-permona MTAHK (407 mH), MOCTpOeHHOE METOAOM MaKCHUMAaJIbHOTO

npasaononoous (Maximum likelihood), anroputm Kimura-2. Mapkepamu orMeueHblI rarutorpynma 1 (cuHuit) v raruiorpynra 2

(KpacHBbIit).
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MeXXIy yacTsaMmu apeana (p. bakcan). JlaHHbie rario-
THUIIBI COCTABJISIIOT OCHOBY Taruiorpyiiisl 1. Ha neBom
Oepery peKu pacIipoCTpaHeH raruioTull h4, B mpeme-
nax BeicoT 1200—1700 M H.y.M., Ha TIpaBOOEpEKbLE
pacripocTpaHeH ramjoTurl hl, B Tpemenax BBICOT
1100—1200 m H.y.M. Hanuuue BomHO# Tperpaabl He
o0ecIeynBaeT ITOJTHOM M3O0JSIIUKA MEXIY TaHHBIMU
raruioTUIIaMu, OTMEYaeTCsl YaCTUYHOE IMTPOHUKHOBE-
HUe ocobeii ¢ raruioTunoM hl Ha jieBblit Geper peku,
BBUAY HaJIMYMS MOCTa BO3JIE HACEJIEHHOI'O ITyHKTa
buinbim. lamtorunel hl 1 h4 61M3Kku MexXxnay coboit
OTJINYAIOTCS APYT OT Apyra Toabko 1o SNP (A-G) B
no3uumu 316. Tamnotu h13 pacnosioxeH B 00KOBOIA
YacTH MOCEJICHUSI TOPHOTO CYCJINKA, C TarIoTuIiom hl.
OtMeyaeTcst HaIn4re HEOMHOPOIHOCTU B JAHHOM JIO-
KaJIbHOM IIOCEJICHUM, IIPOSIBIISTIONIEECS B BapraOeb-
Hoctu HykieoTuaa (Y) B mosuumu 230. Iarutotumn h3
pacmpocTpaHeH BAOJb pycia, 0 00eUuM CTOPOHAM
p. bakcaH, HO BbIIlIE MO TEYECHUIO. DTOT TarJIOTHUII
oTJnyaeTcs oT raraotumos hl u h4 Hanuuuem onHoO-
HYKJIEOTUAHBIX 3aMeH B nosuuusix 303 (T<>C) u 313
(G<A) n Ha neHaporpamme (puc. 3) oOpa3yeT OT-
JIEJIbHYIO BETBb C IIPUMBIKAIOIIUM K HEil rarioTu-
oM h14.

Ha nmpaBoMm Oepery pacnoraraercs rarmiotun hl4,
TSI KOTOPOTO TaKXKe OTMeYeHa HeoTHOPOTHOCTH (Y)
B TI03U1IMM 284, ¢ rarurotuioMm h3.

I'ammoruner h2, h5, h6, h7, h8, h9, h10, hll, h12,
BXOJSIIME B ramjorpymnmny 2, 3aHUMaloT 0osiee 00-
IIUPHBIN apeaj, pacrnoJjiarasich B CyOalblnuiACKON 1
AJIBIIUICKOM JaHamadTHRIX 30HaX, B MIpeaeaax BbI-
cot 1700—2800 M H.y.M. CieayeT OTMETUTb, YTO 00-
pasiEbl ¢ TaIUIOTUIIOM h6 BCTpedaloTcst B TOYKax, pac-
TOJIOXKEHHBIX Ha 3HAYUTEIbHOM YyIHaJIeHUU APYT OT
npyra.

151 BBISICHEHUS CBSI3M T€HETUYECKOI CTPYKTYPhI
MOTYJISIIUY TOPHOTO CYyCIMKa, MPeAcTaBJIeHHOMN OT-
JIeTbHBIMU IIOCEJICHUSIMU, C TeorpadpruIecKuM pac-
MpocTpaHEeHHEM 0cobei OBIJIO TTPOBEACHO ITOITapHOe
CpaBHEHUeE NocesieHuii Ha ocHoBe Kputepus Fgr. Kak
MOKa3bIBaeT MaTpUlla 3HaYeHUil Fyr, noceneHust 1—9
MPAKTUISCKN HE pa3INJaloTCsI MEXKAYy COOOI M MMEIOT
onuHakoBbI# rartorun hl. Takum oOpa3zoM, MOXKHO
cKazaTb, UTO 3TU MOCEJCHUS SIBJISIOTCS YacTbhlO Ofl-
HOW MOTYJISILWUU, 3aHUMAIOLLEei y4aCTOK TOPHOM CTe-
1 o npaBomy 6epery p. bakcan. Crona ke corjlacHO
JIaHHBIM T€HETUYECKOTO aHaJIn3a, MOATBEPXKIECHHOTO
Marpulieii cpaBHeHUS Fgr, OTHOCUTCS TTocesieHne Ne 16
(HyxHuit Anmanbl). AHaJIOTUYHO JOCTaTOYHO OJHO-
pOIHYIO rpymily o0pa3ytoT noceiaeHus Ne 14—20 (3a
UCKITIOYeHNEM TToceieHnsT Ne 16), KoTopble 3aHrMa-
10T IeBbIH Oeper p. bakcan. Mexny ocTaIbHBIMH 1O~
CEJICHUSIMU Pa3JINyusl B TEHETUYECKON CTPYKType
3HAYUTEJIFHO BHIIIIE, YTO IMTOATBEPXKIACTCS MaTpULIEi
3HaueHuil Fgr. Haubosiee pasznuuarommmucs Mo
CBOEI ITEeHETUYECKOM CTPYKTYpE SBJSIOTCS IOCEeJe-
Hus Ne 21—29, KoTopble pacriojiaraloTcsi U30J1Mpo-
BaHHO 1 Ha OOJIBIIMX PACCTOSHUSX APYT OT Ipyra B

TEHETUKA Ne 6

TOM 57 2021

717

AJIBIIMICKOM M cyOanbnuiickoMm Tosicax lleHTpaib-
HOo-KaBKa3cKoro BEBICOKOTOPHOI'0 04ara YyMbl.

Hawmu 6p110 MTOgCYMTAHO YUCIIO PA3INIMil BHYTPH
U MexXny noceneHusiMu (puc. 4). B 1Byx moceaeHusIX —
10 1 23 BBISIBIEHBI JOCTOBEPHBIC P3N MEXITY OCO-
OsIMU BHYTPU OTHOTO MOCEJICHUS, YTO MOXKET YKA3bIBATh
Ha HEMOJTHYIO U30JISILIMIO TAHHBIX ITOCEJICHUIA, B CBSI3U C
YeM B HMX HaOJII0JaeTcsI ITPUTOK,/00MEH re HeTUIe CKUM
MaTepraIoM.

Takum oOpa3oM, Ha OCHOBAHWM MCCICOOBAaHUI
U30JIMPOBAHHOCTU MOCEJIEHUI U TEeHETUYECKOU
CTPYKTYPhI BXOOSIIMX B HUX OCOOEil, B COOTBET-
CTBMM C BBISIBJ€HHBIMU TaIZIOTUIAMM, HAMU BBIIE-
JIeHBI 14 momyasiuuii rOpHOTO CycIMKa.

OBCYXIEHUHE

PaccmaTtpuBast yyMy Kak paKToOp €CTECTBEHHOTO
oTOOopa, IpU aHaJIM3e PacIIPOCTPaHEHMS 1 TTPEACTaB-
JICHHOCTH TarIOTUIIOB, CJIeAyeT UMETh B BULY HEPaB-
HOLIEHHOCTh U HEOAHOPOJIHOCTh B 3MU300TUYECKOM
OTHOIIIEHUY TEPPUTOPUM TOPHBIX OYAroB YyMhbl. Tax,
Ha BBICOKOTOPHBIX y4YacTKaX MPUPOIHBIX o4yaros (B
CyOaJIBIIMICKOM U aJIbIIMMCKOM BBICOTHBIX MOSICAX)
MHAOCKC SIIM300TUYHOCTU, CBI/lLlCTeJ]bCTBy}OLLlI/[ﬁ o
yacToTe 3a00JIeBaHS YyMOM XKUBOTHBIX, 3HAYUTEJIb-
HO BBIIIIE, YEM Ha y4acTKaX, OTHOCSIIUXCS K TOPHOM
crenu [4].

Panee Touku cbopa mMaTepuaja xapakTepu3oOBa-
JIMCh BBICOKOM YaCTOTOM 3MMMU300TUIA, UYTO MO3BOJINIIO
HaM OXWIATb OTHOCHUTEJIbHO HEOOJILIIOTO YPOBHS
T€HETUYECKOro pa3Hoo0pa3usl, TaK Kak I10J] CEJIEKTHB-
HBIM JIefiICTBMEM 3IIM300TUI B ITOMY/ISIIUSIX (OTHE/Ib-
HBIX IIOCEJICHMSIX) IIPEUMMYIIECTBO B Pa3MHOXEHUU
MoJay4YaT pe3rMCTEHTHBIE K dyyMe ocobu. Bo3MoxHO,
OOJIBIIIOE YMCJIO BBISIBJICHHBIX HAMU TaIJIOTUIIOB SIB-
JISIETCSI PE3YJIbTATOM IMTEILHOTO MEX3MU300TUYIE-
CKOro mnepuoja.

XapakTepHO# OCOOEHHOCTBIO BBICOKOTOPHBIX
MIPUPOIHBIX 0YArOB YyMbI SIBJISICTCSI IIPEPBIBUCTOCTh
MoceJICHUIT HOCUTeJIeil, CBsI3aHHAsI C HEOIHOPOIHO-
CTBIO I MO3aMYHOCTBIO JIaHAImadTa. DTa MpephIBU-
CTOCTb HAaXOAUT CBOE OTpaxk€eHWe B TeHETUYECKOit
CTPYKTYype NOMNYJISIHUKA TOPHOTO CYCJIMKAa B Pa3HBIX
yactax lLleHTpamprHo-KaBKa3ckoro BBICOKOTOPHOTO
MPUPOIHOTO OYara Yymbl, B 3aBUCUMOCTH OT BBICOT-
HOM mosiCHOCTHU. B IIpenenax 4yacTW rOpHOI CTENH,
rae HaOmomaloTcs 0osiee OJIarONPUSITHBIC YCIOBUS
JUJIST XKU3HEAETEIbHOCTU 110 CPaBHEHUIO C BHICOKO-
TOPHOI YacThiO (CyOaIbIIMiicKasl 1 ajIbIIMIiCKasl 30Ha),
TeHeTUYECKasi CTPYKTypa IIoCeIeH!i 0oJiee OTHOPOI-
Ha. Pasnuuusi mMexmy raruioturnamMu, oOpasyrolluMu
rariorpymnity 1, MUHMMaJIbHBI X1 HE IPEBBILIAIOT ABYX
HYKJIEOTHIOB. B BBICOKOrOpHOI 4acTu ouara IIpu-
POMHO-KJIMMAaTUYECKUE YCIOBUSI Oojiee CypOBbI, M30-
JISILIMST MEXKY OCEICHUSIMY 00eCTIeYMBACTCST HATMIM~
€M HEIpeodoJUMbIX (PM3NYECKUX IIperpan, MO3TOMY
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Puc. 3. BaiiecoBckoe gatupoBaHHoe ¢puioreHeTndeckoe nepeBo (MCC), mocTpoeHHOe Ha ocHoBaHuU aHanu3a C-pernona MtIHK. LIBeToM 0603HaYeHbI BbISIBIICHHbBIC ra-

TIJIOTUIIBI.
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Puc. 4. CpeaHee yMcio NapHBIX Pa3IMUUl BHYTPU U MEXIY TTOCEJICHUSIMU TOPHOTO CYCJIMKA.

“BBICOKOTOpHAs” raruiorpyrimna 2 0ojee pa3HooOpa3Ha
0 CBOEMY COCTaBY.

Ilpu ananuze GpUIOTEHETUYECKUX B3aMMOOTHO-
meHuit merogoM baliecoBoit ¢uyioreHun (puc. 3)
BUIHO, UTO pa3aelieHure IOy Ha 1Be 000C00-
JICHHBIE BETBW, BITOCIEACTBUM OCGOPMUBIINECS B
rarorpyniisl 1 (T) u 2 (C), nmpousonnio B Hadaie XIX
B. ¥ B TeUEHUeE IIMTEIbHOro nepuopa (rmouru 100 jer)
Kaxnas M3 3TUX BETBEil CyIIeCTBOBaJIa B BUIE MOHO-
MoOp(HOI reHeTUYeCKOM rpymmsl. JleieHre Ha 6ojee
MeJIKME BETBU, COOTBETCTBYIOIIIE COBPEMEHHBIM Ta-
IUIOTUMAM, HavyaJloCh B KaXXIOW Tpymiie B pa3HbIe
cpoku, ¢ uHrepBajgoM 10—20 et B Havane XX B. B
ramorpytmne 2 (C) — “BBICOKOropHoit” (popMUpoOBa-
HY€ COBPEMEHHBIX T'allJIOTUIIOB HAYaJIOCh HECKOJIBKO

TEHETUKA Ne 6
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panblire, B KoHie XIX B., U MpomoIKaaoch J0CTaTOU-
HO UHTEHCUBHO Ha MPOTsi>keHUU Bcero XX B. B To ke
Bpems rarutorpynmna 1 (T), paznenuBInch B Havajie
XX B. Ha aBe OOJBIINE ITOATPYIIIBI, BIOCJIEICTBUN
JaBliye Havajio rariotunam hl, h3, h4, cymectBo-
Bajia B cTabuiabHOM coctostHuu 10 60—70 rr. XX B.,
KOrJa Havaloch OypHOe pa3aesieHHe JOCTATOYHO OJl-
HOPOAHO# B TCHETUYECKOM OTHOIIIEHUU MOITYJISIIIAN
Ha OTAebHbIe raruioTuribl. CoBepIIeHHO OYEBUIHO,
yrto Ha rarutorpynmy 1 (T) — “ropHocTenHyi0” B 3Ha-
YUTEJIBbHO OOJbIIIEil CTeNeHN OKa3bIBaJl BIUSTHUE aH-
TPOIIOTeHHBII (haKTOp, YeM Ha “BBICOKOTOPHYIO”
raruiorpymniny 2 (C). B To e BpeMs1 UMEHHO B “BbICO-
KOTOpHOI” 4yacTu oyara ObUTM OTMeYeHbl HauboJee
MacIITaOHble U IJIUTEIbHBIE SIU300TUU YYyMBI, KO-
TOpast BEICTYITMIIA B KAUECTBE CEJIEKTUBHOTO (paKTopa
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€CTeCTBEHHOTo oTOopa. BiamsgHme aHTpOITOTeHHOTrO
¢dakTOopa Ha BBICOKOTOPHYIO MOIYJISLIUIO CYCIMKA
3HAYUTEIIFHO MeHee BbIpaXxeHo. Bo3MoxHO, 3TO
CBSI3aHO C aKTUBHBIM IIpoBeaeHueM B 70—80 rr. mipo-
TUBOSMMUAESMUYIECKIX MEPOTIPUSATHI, HAaITpaBJICHHBIX
Ha o3gopoBieHue LleHTpanbHO-KaBKa3ckoro BhICO-
KOTOPHOTO MPUPOTHOrO ovara YyMbl, a HE C XO3di-
CTBEHHOI1 AeSITCJIbHOCTbIO YEJIOBEKa.

ITosryyeHHBIE HAMM pe3yJIbTaThl U3y4eHUs (ppar-
MmenTa C-permona MTIHK cBUIEeTETECTBYIOT O BIMSI-
Huu akTopa U30asUuu (IIPOCTPAHCTBEHHOM U BbI-
COTHOW) OTHENBbHBIX MOCEJeHUII Ha TeHETUYECKYIO
CTPYKTYpPY ITONYJISIIMKA TOPHOI'O CYCIMUKa B LICJIOM B
JTaHHOM apeaJie.

Bce IIPUMCHUMBbIC MCKIYHAPOIHBIC, HAITMOHAJIb-
HBIC I/I/I/IJ'[I/I MHCTUTYLHMOHAJBbHBIC ITPUHLMUIIBI yXO4a
Y MCIIOJIb30BAaHUS JKMBOTHBIX OBbLIM COOIIOIEHEI.

ABTODHI 3aBIISIIOT, YTO Y HUX HET KOH(JIMKTA UH-
TEepPECOB.
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E. S. Kotenev~ *, E. A. Koteneva“, L. A. Kot?, A. Yu. Zhiltsova“, D. V. Serdyukova“,

V. V. Serdyukov“, N. Kh. Pshikhachev?, K. D. Gergokov”* 7, and A. N. Kulichenko*
4Stavropol Research Anti- Plague Institute, Stavropol, 355035 Russia

bKabardino-Balkarian Anti-Plague Station, Nalchik, 360017 Russia
*e-mail: egor_kotenev@mail.ru

The range of the mountain ground squirrel Spermophilus musicus extends in the Elbrus region and is limited
by the basins of the Kuban and Cherek-Bezengi rivers, capturing the territory of the Central Caucasian high-
mountain natural plague focus. The study of genetic diversity, carried out according to the results of the study
of 64 samples, made it possible to identify 14 haplotypes, grouped into two haplogroups. Analysis of the con-
trol region of mitochondrial DNA made it possible to establish genetic differentiation between its various set-
tlements, dividing them into “high-mountainous” and “mountain-steppe” ones. The presence of significant
genetic diversity is probably associated with the long interepizootic period observed in the outbreak.

Keywords: mountain ground squirrel, mtDNA, C-region, genetic polymorphism of populations, natural foci

of plague.
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Hccnenosanu o6pasust JJHK mectu yieHOB 0gHOM ceMbH (TpU MAIUEHTA C aICHOMATO3HBIM MTOJIUIIO30M
TOJICTOM KUIIKU, ABOE 3MOPOBBIX U OOUH YEJOBEK C HEBBISICHEHHBIM CTAaTyCOM 3a00JIeBaHMsI) METOIOM
MOJIHO9K30MHOTO cekBeHUpoBaHus. [IpeaBapurenbHo y omHOM mauueHTKy nipoBonwiack JJHK-guarno-
ctuka reHoB APC/MutYH metonoM ceKBeHUpoBaHUs 1o CaHrepy, Npu KOTOPOii repMUHAIBHBIX MyTallUii
HalineHo He 6bu10. B pesynbraTe 6MonHGOpMaTUUECKOTO aHAIM3a JaHHBIX Y YEThIPEX KPOBHBIX POJICTBEH-
HUKOB (Tpoe GOJIbHBIX U OAVH YEJIOBEK C HEM3BECTHBIM CTaTyCOM 00JIe3HM) Obl1a BhISIBJIEHA MyTallUsI B T'e-
He NSUN7, KOoTopblii paHee He OMMCHIBAJICS KaK aCCOLIMMPOBAHHBIN C pa3BUTHEM aeHOMATO3HOTO TOJIUIT03a
TosicToi KUIIKK. OTHAKO B JaJIbHEIIIIEM BbISICHWIOCH, YTO MOIYJISIIMOHHAS YaCTOTa 3TOr0 BapMaHTa B JaHHOM
reHe MMeHHO B Poccuu cyliiiecTBeHHO BbIllie, YeM BCTPEYaeMOCTb caMoro 3aboseBanus. [1pu moBTopHOM O1O-
UH(pOPMaATUUESCKOM aHaJIU3€ TOJBKO y TPEeX OOJIbHBIX BBISIBJIEHA paHee He OIMCaHHAasl TeTepO3UroTHAs ACJIELIMS,
BKJTIOUAloIast 9k30HbI 2—16 reHa APC, a Takke y9acTku reHoB SRP19u REEPS, KoTopast BITOCIIEICTBUAN IO -
TBEPXKIEHA METOIOM MYJIbTUIUIEKCHOI Mpoba-3aBUCUMOI JTUTra3HOM peakiu ¢ MOoCIeayoleil aMIinduka-
mueii (MLPA, Multiplex Ligation-dependent Probe Amplification). IIpoBeneHHOe MOJIEKYISIPHO-TEHETH -
YyecKoe HCCIeI0BaHUE TPOAEMOHCTPUPOBAIIO HEOOXOAMMOCTh CO3MAHUSI M MOCTOSIHHOTO TTOTIOJTHEHMS
OTEYEeCTBEHHOM 0a3bl JAaHHBIX BApMaHTaMU, HAMIEHHBIMU TTPU BBICOKOTIPOU3BOAUTEILHOM CEKBEHMPOBA-
HuM. TakKke yCTaHOBJIEHA 11€JIeCO00Pa3HOCTh BBITMIOJIHEHUS MOMcKa O00JIbINX neyienuii B reHe APC'y poc-
CUCKHMX MALIMEHTOB C aA€HOMATO3HBIM TTOJIMTIO30M TOJICTOM KUIIKH.

Karouesbie caoea: aleHOMATO3HBIIN IIOJIMIIO3, TIOJTHO3K30MHOEe CeKBeHHMpoBaHue, reH NSUN7, ren APC,

GosibLIast AeseLusl.
DOI: 10.31857/S0016675821060126

AIeHOMAaTO3HBbIE TMOJIMIIO3HBIE CUHIPOMBI Tpe-
CTaBJISIOT COOOIA 1IeJIYI0 TPYIIITY HACAEACTBEHHbIX 3a-
00JIeBaHMA, TIPOSIBJISIIOLIMXCSI PA3BUTHEM JIECSTKOB,
COTEH, a MHOTAA U ThICSY MOJMIOB B TOJCTOMN KUIIIKE
MalyeHTa, BEPOSITHOCTD 3JI0KaYeCTBEHHOI TpaHCchop-
MallMy KOTOPBIX MoeT nocturath 100% B ciaydae He-
CBOEBPEMEHHOIO BBITIOJIHEHUSI XUPYPTUYECKOTO BMe-
mIarejibcTBa. Hambonee yacToii IpUYMHOIT CeMEHOro
aZieHOMAaTo3a TOJICTOM KUIIIKU SIBJISTFOTCSI TETePO3UTOT-
Hble TepMUHaJIbHbIE MyTaluu B TeHe APC [1, 2]. daH-
HBII TeH JIOKaJIM3yeTCs B perimoHe 5q22.2 1 BKITIoYaeT
16 3K30HOB, 15 M3 KOTOpPBIX KOAUPYIOT GeoK. Oc-
HOBHYIO pOJib MPOAYKT reHa APC BBIMOJHSIET B CUT-
HajabHOM WNT-niytu [3]. Mytauuu B reHe APC BbI-
SABJSTIOTCS TIpuMepHO y 70—80% mMalneHToB, Y KOTO-
peIX K Bo3pacty 40—45 ner B TOJCTOM KHIIIKE
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pa3BuBaetcst O6ojiee 100 ameHOMATO3HBIX ITOJUIIOB,
YTO SIBJISETCS KJIACCUYECKOM (POpPMOIi CEMEMHOIo
anmeHomaro3sa Tosuctoit kumku (FAP) [4, 5]. Kak mpa-
BUJIO MyTallMU y TAKOTO pojia GOJIbHBIX JIOKATU3YIOT-
cs Ha yyacTtke 157—1595 konoHOB (3a UCKJTIOUEeHHEeM
sk30Ha 9) [6]. Ecin Komn4yecTBO MOJIUIIOB Y 6OJIBHO-
ro meHee 100, To y mauumeHTa AUATHOCTUPYETCS
ociabiaeHHast popma 3a6oneBanus (AFAP), npu Ko-
Topoit mytainu B reHe APC 11enecoodpa3Ho NCKATh B
obmactu o 157-ro kogoHa wiu nociie 1595-ro komo-
Ha, a TaKXe B 9K30He 9, 0OJHAKO BEPOSITHOCTb UX 00-
HapyXeHus cocTaBisieT Toabko 20% [7, 8].

B 2002 r. mouck Apyrux reHOB MPUBEN K OTKPHI-
Tuio reHa MutYH, KOTOpHbIil pacriojaraeTcs B ydacTKe
1p34.1 u BimovaeT 16 Komupyrommnx 3K30H0B. [1po-
JIYKT 3TOTO IeHa MPUHMMAET YJacTHUE B BKCIIM3UOH-
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Ho#i penapaiu. K pa3BuTHIO MoOJauUIio3a MpUBOIST
OuasnesbHble MyTaluu 3Toro reHa [9]. Ilpu atom
KJIMHW4YecKass kaptuHa MutYH-accolluupoBaHHOTO
MOJIMIO03a, KakK MpaBUJIO, CXOMHA C OCJa0JeHHOM
dopmoit ageHoMaTo3Horo nojumno3a [10, 11]. Hau-
0ojiee 4yacTo MyTalluu y OOJbHBIX aJeHOMAaTO3HbIM
TOJIMTIO30M BHISIBNISTIOTCS B TeHax APC 1 MutYH, on-
HaKO OINMCaHbI CIy4yau OOHapyXXEHUs HACJIENCTBEH-
HBIX MyTallMil U B IPYTUX reHax.

B 2015 r. y ceMu poACTBEHHUKOB, MOpPa>keHHBIX
aJIeHOMAaTO3HBIM ITOJUIIO30M, M3 TPEX Pa3INIHBIX
ceMeii ObUIM TakKe BBISIBJICHBI OuajlJIeIbHbIE MyTa-
muu B reHe NTHL I, yaacTBy101IeM B 3KCIIM3UOHHOM
penapannu JHK [12]. JlaHHBINA TeH TOKaIN30BaH B
pernoHe 16pl13.3 u BKIIOYAET IIECTb KOTMPYIOLIUX
9K30HOB. B HacTosIIMii MOMEHT B MHpE OMNKUCAHO
okomno 20 cemeit ¢ NTHL I-accommmpoBaHHBIM I10-
juno3oM. Kak mpaBuio, y MallMeHTOB ¢ OUaJlieIb-
HBIMU MyTauusMu B reHe NTHL I B TOJICTOI KUIIIKE
BEISBIIsIeTCs 10 100 ameHOMAaTO3HBIX TTOANUTIOB [ 13].

B 2013 r. C. Palles c coaBT. onrcain HacjaeaCTBEH-
Hble TETepPO3UTOTHblE MyTauMu B reHax POLE u
POLDI y nalilieHTOB C NOJUIIAMU U CIIy4asiMU KOJIO-
pexTaimbHOTrO paka [14]. I'ensr POLE n POLD I pacrio-
JararoTcs B yyactkax 12q24.33 u 19q13.33 u BKI1I04Yaror
49 1 27 3K30HOB COOTBETCTBEHHO. VX TIPOAYKTHI SIB-
JISTIOTCS y9aCTHUKAMM CHUCTeMbl perapanydy OIN-
OOYHO cITapeHHBIX HYKJIeoTuAoB (mismatch repair,
MMR). OgHako B HacToOsIIIee BpeMsI HAKOIIJICHO He-
JIOCTAaTOYHO JaHHBIX I TOTO, YTOOBI MOXHO OBLIO
OIpeJIeJIECHHO TOBOPUTh O IMPEUMYIIECTBEHHOM KO-
JIMYEeCTBE MOJUIIOB ITpu PP-acconmupoBaHHOM MO-
ymmno3se (Polymerase proofreading-associated polypo-
sis) [15].

Heob6xonuMo OTMETUTh, YTO MyTallMM B yKa3aH-
HBIX TeHAX HEe OOBSICHSIOT BCEX CIIy4aeB aJeHOMAaTO3-
HOTO ITOJIMIIO3a Y ITAllME€HTOB, IIO3TOMY HET COMHE-
HUI1, 4YTO C pa3BUTUEM U BHeEApPEHUEM B KIMHUYE-
CKYI0 MpPakKTUKy TEXHOJIOTUM IIOIHO3K30MHOTO
(MOTHOTEHOMHOTIO) CEeKBEHMPOBAHMS B OJIMKailiee
BpeMsl OYIyT OTKPBITHI U Ipyrue reHbl. B HacTosIei
CTaThe OMMCHIBACTCS IIOUCK TePMUHAJILHBIX MyTallAiA
B 9K30HHBIX 00JIACTSIX T€HOMA YeJIOBeKa.

MATEPHAJIBI 1 METOAbI
Ynenwvt cemou O.

B maprte 2019 1. 66UTH COOpaHBI 006pa3IIbl KPOBH 6
wIeHOB ceMb O., B KOTOPOI MMEJIOCh OOJIBIIOE KO-
JIMYECTBO POACTBEHHUKOB, MOPaXKEHHBIX CEMEiTHbIM
aleHOMAaTO30M TOJICTOM KUIIIKM 1 KOJOPEKTaJIbHbIM
pakoM (puc. 1). Y Tpex poaCcTBEHHUKOB TMarHOCTH-
poBaHO 3a00J€BaHME, Y OJHOTO W3 KOTOPBIX HAMU
paHee Obula mpoBedeHa JIHK-muarHoctrka reHOB
APC n MutYH meTonoMm ceKBeHUpoBaHUs 1o CaHTe-
py (MyTaluii He BBISIBJIEHO) [5]; ABa YjeHa ceMbH ObI-
JIV 3IOPOBBI; Y OJHOI'O POJICTBEHHUKA CTATyC 3a001e-
BaHUSI U3BECTEH HE ObLI, MOCKOJIbKY OH €llle He BbI-

LHHYKAHOB u np.

MOJTHSIJT 9HIOCKOIMYECKOTO 00CIe0BaHUS TOJCTOM
KUIIKK. OT BCEX YWIEHOB CEMbU, BOBJICUEHHBIX B JaH-
HyI0 paboTy, ObUIO MOJYy4eHO WH(MOPMUPOBAHHOE
corjacue.

Boioenenue THK

JHK u3 n1eiiKorToB BeHO3HOM KPOBY BBIIEIISLIN C
rmomolikio Hadbopa QIAamp DNA Mini Kit (QIAGEN,
I'epmannst) n3 200 MK HelbHOM KPOBU COTJIACHO
TIPOTOKOJITY TIPOM3BOINTES, OLIEHKY KoymmdecTBa JJHK
MnpoBoIuian c Tomolibio Tpubdopa DeNovix QFX
(Denovix, CIIIA) 1 Ha6bopoB w1 nsmepenus JJHK
Qubit dsDNA BR Assay Kit (ThermoFisher, CIIIA).

Maccoeoe napajianenbHoe CeKeeHupoearue

JIJIsT IpUTOTOBIIEHMS TTAPHO-KOHIIEBBIX OMOJIMOTEK
ucnons3oBaiu 100 Hr ToTtanbHOUl reHomHoit JITHK.
IIpoBeneHbI 3TAITBI IIPOOOITOATOTOBKM C IIEPBOHAYAIIb-
Holi pparmMeHTameit Ha mpuoope Covaris ME220 (Co-
varis, CIIIA) mas moaydeHuUs liejeBOoro ¢gparmMeHTa
150 HKTH ¢ moCIeAyIOIIMM O0OTraleHueM 3K30MHBIX
PETMOHOB 10 KOMOMHUPOBAHHOMY IIpoToKoiTy Illumina
Truseq Exome coBmecTHO ¢ 3oHmamu IDT xGen Exome
vl u cekBeHupoBaHMeM Ha ruiatrdopMe NextSeq550 ¢
mmHoM mpouteHus 2*75 Hkto (Illumina, CIIA).
Bcero mosiydeHo IIpodTeHUIi, NPOILICHIINX (DUILTP
(PF), B cpemreM 81556239 + 5780081, cpenree 10-
KpBITHE cocTaBuiIo 97.4 + 6.5, 50-KpaTHOE TOKPBITHE
JOoCTUTANIOCh st 89.6% =+ 3.7 HKTA TTaHe U I UC-
clienyeMBIX 00pa31oB.

[MonyyeHHBIEC TIPOYTEHMS OBLUIM KapTUPOBAaHBI Ha
pedepencHsiil reHoM GRCh37(hgl9) ¢ ucnonp3osa-
HueMm BWA (v0.7.7) [16], SAMtools (v0.1.19) [17], Ba-
pUAHTHI MOJYYEeHbI C IIOMOIIBIO ITaKeTa IPOrpaMMm
GATK (v1.6) [18], aHHOTHpPOBaHUE 110 Oa3aM HaH-
HbIX (dpSNP vi151, GnomAD v2.1, ExAC v0.3.1,
1000 Genomes Phase3 v5a, HGMD v2020.2), puib-
Tpausi M CeTperallMOHHBIA aHaau3 MPOBOIMIM B
obj1auHOM IIporpaMMHOM obecriedeHUn BaseSpace
Variant Interpreter (annotation engine v3.6.2.0).
Anann3 CNV-COOBITUI BBIITOJTHSIN C ITOMOIIBIO
naketa CODEX [19] u Buzyanuzanueii B IGV [20].
IMonyyeHHBIe BapMaHTHI OLICHUBAJINCH 110 MX BCTpedae-
MOCTHU B MOIYJISILIMHY, BIUSHUIO HA aMUHOKHWCJIOTHYIO
MOCJeI0BaTeIbHOCTb, HAXOXIACHUI0 B (PYHKIIMO-
HaJIbLHOM JIOMEHE, OLICHKE JaHHbBIX IIpOrpaMM IIpe.I-
ckazareneil matoreHHoctu (Sift, PolyPhen, DANN,
MutationTaster, FAHMM-MKL) u apyrux Kpurepuen
COTJIACHO PYKOBOJCTBY ITO MHTEPIIPETALIMU TaHHBIX
nocnepoBaterbHOocTH JJHK 4denmoBeka, momydeHHBIX
METOJaMU MacCOBOTO TapajlyIeIbLHOTO CEKBEHUPOBa-
Hus [21]. Ouenky naroreHHoctu CNV mpoBogwin
COIVIaCHO OITyOJIMKOBAaHHBIM KpuTepussM “Technical
standards for the interpretation and reporting of con-
stitutional copy number variants: a joint consensus
recommendation of the American College of Medical
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Puc. 1. PonocinosHaga cembu O.

Genetics and Genomics (ACMG) and the Clinical
Genome Resource (ClinGen)” [22].

Cexeenuposanue no Caneepy

Haiinennyro myrtanuio B reHe NSUN7 noarsep-
KIaJu METOJIOM ceKBeHMpoBaHus o Canrepy. Ilon-
0Op IpaiiMepOB OCYIIECTBIISUIM C IIOMOIIIBIO IIPOrpaM-
mbl PRIMER3. TILP mpoBonuiu Tpu CIEIYIOLINX
ycaoBusax: 95°C — 5 muH; 35 nuknos (95°C — 10 c,
60°C — 10 ¢, 72°C — 10 ¢). bydep ons ITLP: 2.5 MM
MgCl, (ThermoFisher, CIIA), 0.25 MMdNTP
(ThermoFisher, CIINA) (0.4 oM F-npaitmep:
TCAAGATTGTTCTGCCTCCA, 0.4 M R-npaiimep:
AGGGAGGAAGGTGTGTCATCT). CexkBeHupona-
HYE BBIMOJHSUIA C TIPUMEHEHEM Habopa TepMUHATO-
poB BigDye 3.1 Ha reHetmdyeckom aHanmm3artope 3500
ABI PRISM (Applied Biosystems, CIIIA) coriacHo
npoTokoay mnpousBomutens. IlomydeHHbIe TaHHBIE
aHaJU3UpOBaJId B TIPOrpaMMHOM OOecreYeHUun
UGENE [23].
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Memoo myavmunaekcHoil npoba-3a8ucumoil AUa3HoU
peakyuu ¢ nocaedyroueil amnauguxayue

Jletexknmio 60abpIIMX Aeselinii B rene APC 1mpoBo-
IV METOIOM MYJIBTUILIEKCHOM Mpo0a-3aBUCUMOM
JIMTa3HOI peakIInu C MOCIeAYIOIIe aMILTnduKaein
(MLPA) ¢ wucrnosb3oBaHMEM HabOopa peakTUBOB
SALSA MLPA P043-APC, Bepcuss D1 (MRC-Hol-
land, HunepiaHasl) Mo MPOTOKOJIY ITPOU3BOAUTEIS.
®dparMeHTHBIM aHAJIU3 OCYILIECTBIISIIA Ha TeHEeTUYe-
ckoM aHanuzarope 3500 ABI PRISM (Applied Biosys-
tems, CIIIA). IIpu aBTOMaTUYECKOM MPOrpaMMHOI
MHTEpIIpeTalluK Pe3yJbTaTOB C TMIOMOIIbIO TTIPOrpaM-
mbel Coffalyser.Net (MRC-Holland, Hunepmannsr),
JaHHbIE KapTUPYIOTCS Ha pedepeHCHBIA TIE€HOM:
hg18/mapview build 36.

g mpeo6pa3oBaHus KOOPAMHAT reHoMa U1 aii-
JIOB aHHOTAILWi reHOMa MeXIy cOOpKaMU UCTIOIb30-
BaJli pPECypC OTKPBITOTO mocTyma: https://ge-
nome.ucsc.edu/cgi-bin/hgLiftOver.
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Puc. 2. CukseHc yyactka reHa NSUNT7: a — yuactok rena NSUN7y 3mopoBoro 4ieHa ceMbu O. (MyTalluu HET), 6 — y4acTOK
reHa NSUN7y 6onbHoro wieHa cembu O. (mytauus ¢.2031_2032delinsAA ykazaHa cTpeJIKaMu).

PE3VJIBTATBI 1 OBCYXIEHHWE

Tak Kak paHee y onHoii namueHTku (0.01) ¢ no-
MOIIIBIO CEKBEHUPOBaHMS 110 MeTomy CaHTepa B reHax
APC n MutYH HacienCTBEHHBIX MYTallMii BBISIBJICHO
He ObLTO, y Hee 1 BCeX WICHOB €€ CeMbU ITPOBEJIU MOJI-
HOBK30MHOE CEKBEHUPOBAaHUE.

B pesynbrate y Bcex Tpex 6onbHBIX (0O.01, O.03,
0.06), cTpamarolIrX ITOJUIIO30M, a TAKXKE Y ChIHA Ma-
nueHTku (0.04), yeit craTtyc 3a0ojieBaHUS HE OBLI
U3BECTEeH, OblIa HaiicHa HACJeJICTBEHHAs] MyTallsl
¢.2031_2032delinsAA (p.Cys677Ter) B rene NSUN?7,
KoTopasi Oblj1a MOATBEPXKIeHA C MTOMOIIbIO CEKBEHU-
poBaHus o Metony CaHrepa (puc. 2). 'eH NSUN7
(NOP2/Sun RNA methyltransferase family member 7;
OMIM 617185) HaxoouTCs Ha XpoMOcoMe 4 U BKITIO-
yaeT 12 3k30HOB, 11 13 KOTOPBIX KOOAUPYIOT OeJiok. B
0a3e naHHpIXx HGMD umMmeercd onmrcaHue TOJILKO O~
HOI TTaToreHHOM MyTannu B reHe NSUN7. Myranns
p.Thr141LeufsX17 (c.421delA) Gblta OOHapyXeHa B
2015 r. mpanckumu uccaegoBaresisiMmu N. Khosrone-
zhad M coaBT. cpeaM IMallMEHTOB C acTeHOCIIEpMMUEH
[24]. OpHako wMcciemoBaHME NAaHHOTO T'eHa, TPOBe-
nenHoe H. Ren 1 coaBT. Ha 60:1b111€ii BEIOOpKE KUTaii-
CKMX MallMeHTOB, HE BBIIBUJIO €r0 CBSI3U C aCTEHO-
criepmueit [25]. CTOUT OTMETUThH, YTO acTEHOCHEp-
MUS SIBJISIETCSI JTOBOJILHO YacThiM 3a00JIeBaHUEM Y
MY>KUMH, OJHAKO 32 MOCJeAYIOIIUE ro/ibl HU B OTHOM

HWCCICIOBAaHUN Y TaKOTO pojia OOJBHBIX M3 JPYTUX
cTpaH myTtanuii B reHe NSUN7 HalineHo He ObLIO.

B naitnennom Hamm permone reHa NSUN7 paHee
6bl1a BeisBaeHa MyTanust p.Cys677Ter (rs1338709562),
KoTopas B 6a3e ganHbIXx GnomAD onmcaHa ¢ 4acto-
Toii 2 Ha 156850 yetoBEK, IPU 3TOM JaHHbBIX I10 €€ K-
HUYECKOI 3HAUMMOCTU He uMeeTcs. Takoke Oblita oOHa-
pykeHa MucceHc-myTauus p.Argb78Ser (rs778600079) ¢
gactotamu 3/21796 1 6/125568 yenmoBek B 6a3ax ExAC
1 TOPMED cootBercTtBeHHO. OTHAKO O €€ KJIUHU-
YeCKOil 3HAUMMOCTH TaK:Ke HeT JaHHbIX. Ele ogHoM
0a30ii, B KOTOpOii ObLUIO pEIIeHO IPOBEPUTH BCTpeUa-
€MOCTb JAHHOTO HaCJIeACTBEHHOTO BapuaHTa, IPeXK-
JIle 9YeM OejiaTh BBEIBOABI 00 OTKPBITUM HOBOIO I'eHa,
00YyCJIOBIMBAIONIETO pa3BUTUE ITOINUIIO3a, OblIa 0a3a
naHHbIX “NGS-DATA” ®I'BHY “MTI'HILL”. Cornac-
HO JAaHHBIM 3TOTO, pecypca 4acToTa BCTPE4aeMOCTU
Bapuanra c.2031_2032delinsAA Brene NSUN7B poc-
CUIACKOI TTomyJisiiuu coctaBuia 2/1223 yeaoBek, 4To
CYIIIECTBEHHO BEIIIIE, YeM YaCTOTa CAMOTO 3a00JIeBaHUSI
(1/10000 gyemoBek). Takmm oOpa3oMm, CTAJIO OYEBUIHO,
yTo MyTauus B reHe NSUN7 He MOXET SIBJISITbCSI TIPU-
YMHOM pa3BUTHS aICHOMATO3HOTO IIOJIMITO3a B JAHHOM
ceMbe.

B cBs131 ¢ 3TUM MTOUCK HACJIEICTBEHHOM TIIPUYNHDbI
3a00JIeBaHUs B JAaHHOI CEMbE IIPOAOJIKMIICA, IIOCKOJIb-
KY Yy HaC UMCJIMCh BCEC TCHETUYCCKUEC JAaHHBIC IO KaXK-
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Puc. 3. Onpenenenue 6oibinoii neneruu B reHe APC: a — cxema aenennu (ykazaHa KpaCHBIM IIBETOM) y4acTKa 5 XpOMOCOMBI,

6 — obHapykeHue aeneuuu B reHe APC metonom MLPA.

JIOMY POACTBEHHUKY, ObLT MPOBEJEH ITOBTOPHBIIA aHa-
JIM3 pe3ynbTaToB ¢ ImoMoinbio mporpaMmbl CODEX,
TTO3BOJIAIONICH OOHAPY:KMBATh HAJIWYNE OOJIBIINX
BCTABOK WJIM JeJielldii Mpyu TPOBEACHUM I1OJHO-
9K30MHOTO CEKBEeHUpPOBaHMs. B pe3yibTare MOBTOp-
Horo omomHpopmaTndeckoro aHaianza CNV y Tpex
MopakeHHBIX POACTBEHHUKOB ObLla BBISIBJICHA reTe-
pO3UTOTHAS JIeJICsI CeTMEHTa XpOMOCOMBI 5 ¢ 3a-
xBaToM mMHTepBana 112090569—112258195 mH, BKITIO-
Yalolero 3k30HbI 2—16 reHa APC, a TakKe yJ9acTKH
reHoB SRPI19 u REEPS (puc. 3,a). I3 Tpex JaHHBIX
TeHOB C pa3BUTHUEM CEMEMHOTOo ameHoMaTo3a TOJ-
CTOIi KUIIIKM accolMupoBaH ToJbKo reH APC [1]. Ha-
Jmuue 00oJbInoii nenenuu B reHe APC ObL10 mOATBEP-
XKIEHO TakKe ¢ rmomoIibio Metoga MLPA (puc. 3,6).

¥ chlHA maWeHTKU, Yeil craTyc 3a0oyieBaHUST HE
OBLI U3BeCTeH, MyTaluu HeT. HalineHHas y 00JbHBIX
MyTallMsl paHee onucaHa He Obl1a. TakuM oOpa3oMm, B
HaCTOsIIEel padoTe BBISIBWIM, YTO 4acTOTa IepMHU-
HaJIbHBIX MyTaluii B reHe APC y pocCUiiCKUX 00JIb-
HBIX aIeCHOMATO3HBIM TTOJUITO30M BBIIIIE, YEM OTIpe-
JeJiecHHass HaMKu paHee [5]. DTo oOycCJIOBIEHO TeM,
YTO HAa MOMEHT MHOJy4YE€HUS NPEeabIayIInuX pe3ybTa-
TOB MOKWCK OOJIBIIUX ACJCLUN y MTallMEeHTOB He MPo-
Bomwics. HeoOXxoguMo yTOYHUTH, YTO BCTpedaec-
MOCTB OOJILINNX nenennii B reHe A PCy malilmeHTOB 13

TEHETUKA Ttom 57 Ne 6 2021

pasHbIX TonyJsuuii BapeupyeT ot 0 B CirioBakuu u
I'peunu oo 14% B benbruu u Kurae [26—29].

B 3aximioueHre CTOUT OTMETUTH, YTO MPOBEACH-
HBII1 HAMU IIOMCK MOJIEKYJISIPHO-T€HETUYECKOM IIpU-
YMHBI pa3BUTHS MOJIUII03a B 00CIEIOBAaHHOM CeMbe,
XOTSI ¥ HE TI03BOJIMJI OTKPBITh HOBBIM T'€H, TEM HE Me-
Hee IIpUBeJI K HECKOJIBKMM OYeHb BasKHBIM BBIBOLAM.
I1pexne Bcero nmokasaHa KpaiiHe BBICOKAsI HCOOXOIM -
MOCTbB pa3pabOTKH U MOCTOSTHHOTO MOMOJTHEHUS 0a3bl
JIAHHBIX Pe3yJIbTaTOB BHICOKOITPOM3BOAUTEIBHOIO Ce-
KBEHUPOBaHUSI POCCUNCKUX MAllMeHTOB. BO-BTOPBHIX,
IIPOIEMOHCTPUPOBaHA BO3MOXHOCTb HPUMCHCHUS
porpaMM IIOKMCKAa OOJIBIIMX BCTAaBOK/IEICLUII IIPpU
aHaJiM3e Pe3yIbTaTOB MOJTHOIK30MHOIO CEKBEHUPO-
BaHUs. B-TpeTbux, IIpoBeAecHHOE UCCASA0BAHUE 03~
BOJIMJIO YCTAaHOBUTH MPUYMHY pa3BUTHS 3a00JI€BaHUS
B KOHKPETHOI ceMbe M yKazalo Ha 0oJiee BBICOKYIO
4acTOTy TepMUHAILHBIX MyTaluii B reHe APC y poc-
CUMCKUX OOJIBHBIX AJC€HOMATO3HbIM ITOJIMUITIO30M, YEM
npearnoJiarajoch paHee. HakoHel HEOOXOIMMO OTMe-
TUTh, YTO B JAaHHOK pabOTe UCIOIb30BAHUE TTOJTHO-
9K30MHOTO CEKBEHUPOBaHUS IIPUBEJIO K OOHApYyKe-
HUIO ITATOTeHHOM MyTallii B aHAJIM3UPYEeMOil CEMbeE;
OIHAKO B TE€X CIIy4asix, KOTJIa HaCJIeACTBEHHYIO TP~
YUHY C €r0 MOMOIIIbIO YCTAHOBUTD HE yIaeTcs, 1eJie-
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coo6pa3Ho IIPpUMCHATb METOA ITOJTHOICHOMHOI'O CC€-
KBECHUPOBAaHUA.

Bce IIpouCaAyphbl, BBIIIOJTHEHHBIC B UCCIICAOBaAHUN

C y4aCTHEM JIIOACH, COOTBETCTBYIOT 3TUYECKUM CTaH-
JapTaM UHCTUTYLIMOHAIBHOTO 1/MJIN HALIMOHAIBLHO-
ro KOMUTETA IO MCCIIEN0BATEIbCKON 3TUKE U XeJlb-
CMHKCKOM nmexjapanuu 1964 r. u ee Mmociieayonmm
W3MEHEHUSIM WJIY COIIOCTaBUMBIM HOpMaM 3TUKMU.

OT Kaxmoro M3 BKJIIOUEHHBIX B MCCJIEIOBaHUE

YYaCTHUKOB OBLJIO ITOJIy4eHO HHGOPMUPOBAHHOE
JIOOPOBOJILHOE COTJIacHe.
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Finding the Cause of Hereditary Disease in a Family with Adenomatous Polyposis:
Why It Is Important to Accumulate Whole Exome Sequencing Data
in Russian Population

A. S. Tsukanov* *, A. A. Barinov“, V. P. Shubin¢, A. N. Loginova“, T. A. Savelieva“,
D. Yu. Pikunov“, A. M. Kuzminov®, V. N. Kashnikov*, A. V. Polyakov’, and Yu. A. Shelygin“
“Ryzhikh National Medical Research Center of Coloproctology, Moscow, 123423 Russia
b Research Center for Medical Genetics, Moscow, 115522 Russia
*e-mail: Tsukanov§1@rambler.ru

With the aim to find the genetic reason of adenomatous polyposis DNA samples from 6 members of the same
family (3 affected and 2 healthy individuals, and 1 person with unknown disease status) were examined by
wholeexome sequencing and segregation analysis. Previously, no APC/MutYH mutations have been found in
one patient by Sanger sequencing despite all the symptoms of adenomatous polyposis syndrome. Among the
studied by whole-exome sequencing cases, 4 blood relatives (3 affected patients and 1 person with unknown
disease status) were found to have a mutation in the NSUN7 gene, which was not previously described as as-
sociated with the development of adenomatous polyposis. However, later it turned out that the population
frequency of this gene’s variant in Russia had been significantly higher than the incidence of adenomatous
polyposis. Additional bioinformatic analysis of copy number variation (CNV) revealed a previously unde-
scribed large heterozygous mutation in 3 patients, including exons 2—16 of the APC gene, as well as exons of
the SRP19 and REEPS5 genes, and that was subsequently confirmed by Multiplex Ligation-dependent Probe
Amplification (MLPA). The conducted molecular genetic investigation demonstrated the need to create and
constantly update the national database of high-throughput sequencing. The necessity of searching for large
deletions in the APC gene in Russian patients with adenomatous polyposis has also been established.

Keywords: adenomatous polyposis, whole exome sequencing, NSUN7 gene, APC gene, large deletion.
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ITEHETUYECKOE PABHOOBPA3MUE Kalopanax septemlobus (Thunb.) Koidz.
HA CEBEPHOWU I'PAHUIIE APEAJIA T10 JTAHHBIM CEKBEHNPOBAHUSA
PETMMOHOB XJIOPOIIJIACTHOH JTHK
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[IpoBemen aHanMM3 HYKJICOTUOHOIO HOIMMOP(U3MA MEXKTeHHEIX ciieiicepoB psbA—trnH, rpl32—trnl n
trnS—trnfM xnoporutactHoit JIHK y nipencraBureneit ymepeHHO-Teru1o00uBoro suna Kalopanax septem-
lobus Ha ceBepHoI1 rpaHulie apeana. HykineoTumHbie 3aMeHbl M MHEIbHbIE BAPUALIMU BbISIBUJIU TPY Taruio-
tuna (H1—H3), u3 Hux ramotun H3 o6HapyxeH Toibko Ha 0. CaxanuH. B [IpyuMopckoM Kpae 1mupoKo
pacmpoctpaHeH rarutotun H1, gactora BctpedaeMocTn KoToporo coctaBumiia 92.4%. I'eHeTHYecKoe pa3Ho-
obpaszue cymMMapHOi BbIOOpKHU TIpMMOpPCKOro Kpasi 0Ka3ajoch O4eHb HU3KUM — TarioTunudeckoe (/1)
0.142, nykieorumHoe (1) 0.0001, a cymmapHoit BEI6GopKH 0. CaxanmuH — cpegHum (2 = 0.600, © = 0.0018).
AHaJI3 MOJIEKYJISIPHOM UCIEPCUU TTOKa3all, YTO 0KOJIO 86% Bceil TeHETUYECKO N3MEHYMBOCTH TTPUXO-
JUTCS HA pa3nnuus Mexnay nByms pernoHaMu (Pgp = 0.857, P < 0.0001). Habmonaemas U3MEHUYUBOCTD
K. septemlobus na poccuiickoM ansHeM BocToke oTpaxkaeTt ero 6roreorpaduyecKyio UCTOPUIO.

Karouesvie crosa: Kalopanax septemlobus, Kalopanax pictus, TeHETUUYECKOE pa3HOOOpas3ue, MeXTeHHBIC

cneiicepnl, xoporutactHas JHK.
DOI: 10.31857/S0016675821060138

Kalopanax septemlobus (Thunb.) Koidz., kanona-
HakKC CEeMWJIOTIACTHOM, WIu AUMOpdaHT (CMHOHUM
Kalopanax pictus) — nucronagHoe, yMepeHHO-TEIJIO-
JIIOOUBOE IepeBO, MPEeACTaBUTEIb MOHOTUITHOTO pe-
JukToBOTO pona Kalopanax Miq. cemeiicTBa Aralia-
ceae Juss. [1, 2]. Pacnpoctpanen B CeBepo-BocTou-
Hot A3um, Kyna BxonsaT LleHTpanbHbIi 1 BocTOUHBIIH
Kurait, m-oB Kopest, octposa fA1oHcKoro apxuriesia-
ra u 1oXxHasi yacTb poccuiickoro JdanpHero Boctoka
(PIAB) [3—5]. FOr PIIB sBnsieTcst ceBepHOit TpaHu-
el pacripoctpaHeHust K. septemlobus; Bun BcTpeya-
eTcs Ha tore IIpuMopckoro Kpasi, B I0ro-3aragHoi
yacTu o-Ba CaxajiuH 1 Ha 10XKHbIX 0-Bax (KyHarup,
Hrypyn, lukoran) Kypuiabckoro apxumnesara [ 3, 6].
Bun 3aHeceH B (enepalbHyl0O M pervoHajbHBIE
Kpachbie knuru [6, 7], cratyc 3 (R) — penxkuii Bun,
MPEeACTaBJICHHBIN HEOOJBIIUMU MONYJISIUUIMU, KO-
TOpbIE B HACTOSIIEE BPEMsI HE HAXOMSATCS MO, YIpo-
301 MCYE3HOBEHUSI U HE SIBJISIIOTCS YSI3BUMBIMU, HO
PUMCKYIOT OKa3aTbCsl TAKOBBIMU. K. septemlobus siBsI-
€TCsI LIEHHBIM MEIOHOCOM M MMEET AeKOPaTUBHBIA
BHEITHWU BUJ [8], COMEPKUT MHOKECTBO OMOJIOTH-
YeCKM aKTUBHBIX BEIIECTB, YTO JI€JIaeT er0 MNOTCHIIM -
aJIbHBIM KMCTOYHMKOM IIMIIEBBIX M JIEKAPCTBEHHBIX
coenuHeHui |3, 9]. B HacTos1Iee BpeMs1 MHOTHE Me-

croobutanus K. septemlobus Ha P/IB yHudTOXa10TCS
WIN JEeTpagupyloT U3-3a CTPOUTEILCTBA, BBICOKOI
peKpeanmoHHOM Harpy3Ku 1 nmoxapos [10].

B uensx coxpaHeHUs] 3TOTO YHMKaJbHOTO BUJA
CTAaHOBUTCSI aKTyaJIbHBIM €T0 UCKYCCTBEHHOE pa3Be-
JIeHWe, HO TPpU KyJbTUBUPOBAHUM PACTEHUd, KakK
MpaBUJIO, IIPOUCXOIUT o0egHeHMe reHodoHma. Tak,
MOMYJISIHUOHHO-TeHeTUYECKUE UCCIIeTOBaHUSI C UC-
MOJIb30BaHUEM Pa3HBbIX METOIOB aHaiu3a (AJIJI03UM-
He1ii, RAPD, ISSR, nrSSRSs) BbISIBUJIM OTHOCUTEILHO
BBICOKMII YPOBEHb T'€HETMYECKOIo pasHOooOpasusl B
NpUpOAHLIX Tomynsauusx K. septemlobus HOxHOI
Kopeu n Ammonuu [11—13] u cpaBHUTEIILHO HU3KUN Y
KyJbTUBUPYEMBIX (popM [14]. OrpomHBIli MHTEpec
MpeAcTaByisieT co00i KOMIUJIEKCHOE MCCeA0oBaHUE
oOpasuos K. septemlobus n3 LlenTpansHoro, Boctou-
Horo u 3amamHoro Kwurasi, Kopeiickoro m-oBa u
SnoHckoro apxunenara ¢ ucrnojgb3oBaHueM SSR-
MmapkepoB sinepHoii JIHK, MeXreHHBIX crieiicepoB
psbA—trnH, rpl32—trnL n trnS—trnfM XnoporiacTHO
JHK (xuIHK) 1 MonenupoBaHUs majieopacIipeic-
JIEHUs IJIsI BOCCTAHOBJICHHUS OumoreorpadmyecKoit
nctopuu 3toro Buzaa [15]. IonydeHHbIE pe3yabTaThl
SIBJISIIOTCSI JOKAa3aTeJIbCTBOM CYIIIECTBOBAaHUSI MHO-
KeCcTBa JISTHUKOBBIX pedpyruymoB B Knurtae, FOxHoi
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Tab6auna 1. Mecra cbopa Kalopanax septemlobus na PJIB, raruiotunsl U mapaMeTpbl FTeHETUYECKOTO pa3HOOOpa3usi 1o

naHHbM xiJTHK
Pasnoo0Opasue
Mecro c6opa TanioTum (cTaHZApTHOE OTKIIOHEHUE)
(KoJan4ecTBO 00pa3loB)
TarIOTUTINYECKOE | HYKJIEOTUIHOE
ITpumopckuii Kpait

Okp. 1. BnaguBoctok, 11 xm (8) H1 0.000 (0.000) 0.0000 (0.0000)
Okp. r. Bnanuoctok, OkeaHckuit xpeoeT (4) H1 — —
O. Pycckuit, 3ai. Ilerpa Benukoro Anonckoro mops (10) H1 0.000 (0.000) 0.0000 (0.0000)
O. Crenuna, 3ai. [1erpa Benmukoro SImoHckoro mops (3) H1 — —
O. ®ypyrenbMa, 3ai. [Tetpa Benmukoro Amonckoro mopst (1) Hl1 — —
I1-oB I'amoBa, okp. 6yx. TeasakoBckoro (1) H1 — —
Okp. toc. Kamenymka, mpaBobepexne p. Bonxymika (2) H1 — —
Okp. c. BacuibkoBka (2) H1 — —
Okp. nioc. PertuxoBka (1) H1 — —
3anoBemHuk Kenposas manb (2) H1 — —
137 xm aBTonoporu 05SH-100, nepean Enossrii (1) H1 — —
Mpic ITemyposa, 3a1. Boctok (1) H1 — —

I1-oB I'amoBa, okp. 6yx. Butsa3s (17) H1, H2 0.382 (0.113) 0.0002 (0.0002)
Oo61as Beioopka IIpumopckoro kpas (53) H1, H2 0.142 (0.062) 0.0001 (0.0001)
Caxanun
IMepeBan Hesenbckuii (5) HI1, H3 0.400 (0.237) 0.0012 (0.0009)

Bacceitn p. Kurtocus (1) H2 - -
O6mast Beibopka o. CaxanuH (6) H1, H2, H3 0.600 (0.215) 0.0018 (0.0012)

Srmonnu n camoit 1oxkHoM yact Kopeiickoro m-Ba; ca-
MbI€ CeBepHbIe TTONyJIs1un K. septemlobus Ha 0-Be XOK-
Kaiino m Ha ceBepe Kopeiickoro I-Ba HMEIOT
MOCTJICAHMKOBOE IPOMCXOXICHME; OOIasi TeHEeTU-
yeckasl CTpyKTypa ILIupokoapeanbHoro K. septemlo-
bus B BoctouHoii A3umn copmMupoBaiach II01I BO3-
JIecTBUEM KOJIEOAaHWIT YeTBEpPTUIHOrO KiIMMaTa B
YCJIOBUSIX HeogHopoaHoro jmaHmmadTa [15]. Tlomy-
JISIIMOHHO-TEHEeTUYeCKe uccaeqoBanust K. septem-
lobus ra Treppuropun PIIB paHee He TIpOBOONINCE.

Lenp HacToseit pabOThl — U3yYeHUE IeHEeTUYe-
CKOTI'0 pa3HOOOPa3us 1 CTPYKTYPhI KPAaeBbIX ITOITYJISI-
Ui yMepeHHO-TeIuIomoouBoro Buna K. septemlobus
Ha CEBEpHOU rpaHMIle €ro pacIlpocTpaHeHHus (for
PIIB), a TakXe BBISIBI€HHE I'€HETUUYECKUX CBSI3EH C
OpeacTaBUTEIIMA M3 OCHOBHOIO apeajia BUOa IIO
JTaHHBIM nojimMopdusma ximJIHK.

MunuBuayanbHble mpemnapaTshl ToTaibHOU JTHK
BeiaeneHsl CTAB-MetomoMm [16] ¢ HEGOMBITMMU MO-
IuduKalusIMy M3 JIMCTOBOW TKaHU 59 00pas3mnoB
K. septemlobus, cobpaHHBIX U3 15 MPUPOIHBIX MECT
npouspactanusa B [IpuMopckoMm Kpae u Ha o. Caxa-
JuH (Tab6ua. 1). AMmindukanmio HEKOIUPYIOIIIX pe-
TMOHOB psbA—trnH, rpl32—trnl n trnS—trnfM xnJIHK
MPOBOAMIIN C UCITOIb30BaHMEM YHUBEPCAIbHBIX Ipaii-
MEPOB M PEaKIIMOHHBIX YCJIOBHMIA, PEKOMEHIOBAaHHBIX
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IUTSE 9TUX YYACTKOB C MCHOJIB30BaHUEM “MEIJIEHHON 1
xononHoi” TTHP-tiporpammsr [17, 18]. HyxkieoTuna-
HbI€ TIOCeIOBaTeIbHOCTU Lieneil pernoHoB XJIHK
OIpeaeIsUI Ha TeHeTndecKoM aHanu3atope ABI 3500
(Applied Biosystems, USA), 3ateM pegakTUpOBaJId B
Chromas 2.4.4 (http://technelysium.com.au/wp/chro-
mas), BBIpaBHUBAJIM U OObEAUHSIJIM B OTHY MaTpUILy,
ucnob3ys naket nporpaMm MEGA ver. X [19]. Yuc-
JIO TaIlJIOTUIIOB, HYKJIEOTUIHOE (TT) U TarnjJoTUInye-
ckoe (h) pazHooOpasue (WIS MOy C YMCIOM
00pa3loB NITh U 00Jiee), pacipenejacHUe reHeTuye-
CKO1 UBMEHUMBOCTHY BHYTPU U MEXIY TTOMYJISILIUSIMU
(Dg1, aHaIU3 MoneKynsipHoi aucnepcuu, AMOVA)
PaCCUMTHLIBAJIM C TIOMOIIBIO IIporpaMMEl Arlequin v. 3.5
[20]. 'eHeamornyeckme CBSI3U TaJIOTATIOB aHAJIM3K -
poBaJi METOAOM MeIMaHHOro cBs3biBaHUS (Medi-
an-Joining, MJ) B nmporpamme Network 10.1 [21].

Hnst 59 pacreHuii K. septemlobus omnpeneneHbI
HYKJICOTUIHEIC ITOCISI0BATEILHOCTU TPEX MEXTCH-
HbIX cneiicepoB xJIHK. Inuna pernona psbA—trn H
y Bcex 00pa31ioB cocTaBmuia 448 mMH, HYKJIICOTUIHBIX
3ameH HeT. Cneiicep rpl32—trnl y Bcex pacTeHU
nmMet inHy 840 1mH 1 omHy 3amMeHy C—A B rio3unuu 321
B IISITU oOpa3uax. Y trnS—trnfM BBHISIBIICHO IBa Bapu-
aHTa IIUHBI — 726 11 720 1TH, — BCJIEICTBHUE MPUCYTCTBUST
BCTaBKUY/Aenenu (MHAENb), 3aMeH HeT. Y Bcex o0pas-
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36 steps .-

Puc. 1. Menuannsbie cetu ramotunos X AHK Kalopanax septemlobus: a — poccuiickuit JanbHuuii Boctok. Pazmep okpykHO-
cTeii OTpaXkaeT MPUMEPHYIO YaCTOTY BCTPEYaeMOCTH IarIOTUIIOB, YepHasi MepeceKalolasi JMHUST — ToueYHast MyTalusi, GebIi
TiepeceKarmIuit 6JIOK — Aeelnst HyKJIeoTuaoB; 6 — Boctounas Asus no [15].

110B 13 [ Ipumopckoro kpasi crieticep #rnS-trufM nivHoi
726 H, a 06pa31kl ¢ 0. CaxaauH UMeIn 00a BapruaH-
Ta. JnuHa OOBENUHEHHBIX IIOCJeIOoBaTebHOCTEM
tpex pernoHoB XiJIHK cocraBuna 2014 mH, 13 HUX
2007 — moHOMOpGQHBIE CalTBI, OAUH CalT Bapua-
OeIbHBIN 1 THPOPMATUBHBII COrJTACHO METOIY MaK-
CHMAaJIbHOI 9KOHOMWH, WHIEb ITUHOM 6 TTH. Hyk-
JICOTUHBIE 3aMEHbI U UH/IEJIbHbIE BapUallU [103BO-
JIWJIW BBISIBUTH Tpu raruiotuna y K. septemlobus Ha
tore P/IB (ta6i. 1). IlocienoBaTeIbHOCTH PETMOHOB
psbA—trnH, rpl32—trnl n trnS—trufM xu/IHK xaxno-
ro rariotuna nenoHupoBaHsl B ENA/EMBL-EBI
(Homepa mrs H1 — LR860506, LR860509 wu
LR860512; H2 — LR860508, LR860510 u LR860513;
H3 — LR860507, LR860511 u LR860514 coorBeT-
ctBeHHO). ['armmorunier H1 1 H2 o6Hapyxens! B [1pu-
MOPCKOM Kpae u Ha o. CaxanuH, a rarutoturn H3 —
ToJIbKO Ha 0. CaxanuH. B IIpuMopcKoM Kpae rpoKo
pacrnpocTtpaHeH rariotun H1, yactora BctpeuaeMocTu
KOTOpOro cocTaBuiia 92.4%, 1 TOJIbKO B IOITYJISILIAN U3
OyxThl BuTs3b yeTbipe oOpasiia umenu rarotun H2.
Ha o. CaxanuH B BeIOOpKe ¢ TIepeBaia HeBenbckuii y
MSITH IepeBbeB OOHapy:KeH rartotuilt H3, a y omHoro —
rartotunt H1; y ob6pasua us 6acceitHa p. Kurocus,
pacriojioxxeHHoro B 40 KM 1oXHee, OOHapy>KeH rar-
gotun H2. Ha puc. 1,a npuBeneHa MeanaHHasi CeTh
reHeaJIOTMYCCKUX CBSI3ei TrarioTurioB K. septemlobus
P/IB. Onna HyKJI€OoTHIHAS 3aMeHA Pa3aeisieT raluIoTH-
nel H1 1 H2, nanens pasnenser rarutotunsl H1 u H3.

M3 13 Beibopok K. septemlobus B Ilpumopckom
Kpae TOJIbKO TPU BBIOOPKM ObUTM C YUCJIOM OOpaslioB
s1Th ¥ 6oJiee (Tabit. 1), 411 KOTOPBIX U ObLIU paccyuTa-
HBI TIOKa3aTeId TeHeTHYeCKOoro pasHoobpasus. Ilorry-
JISILIMUA U3 OKpecTHocTel BianuBocToka u 0. Pycckuit
0Ka3aJIMCch MOHOMOP(HBIMMU, a TTIOMYJISIIINS 13 OKPECT-
HocTell OyxThl BuTa3p xapakrepnzoBajiach HU3KUM

YPOBHEM Kak rarutoturmmueckoro (4 = 0.382), tak u
HyKjaeotuaHoro pazHooopasus (1t = 0.0002). ITapa-
METpPBI TEHETUYECKOT0 Pa3HOOOpa3us o611Ieit BLIOOP-
KM, BKIIOYAWIIeil Bce HcciieayeMble O0pasibl U3
IIpuMopckoro Kpasi, oKa3ajJIuch ele 0ojiee HU3KUMU
(Tabm. 1).

CaxanuHckas nonynsiuus K. septemlobus c niepe-
Basla HeBenbckMii MMena MpakTUYECKW TaKoil ke
ypoBeHb ramorurnuueckoro (2 = 0.400), Ho GoJiee
BBICOKUIT ypoBeHb HyKjieoTuaHOTO (1T = 0.0012) pas3-
HOOOpa3us IO CPaBHEHUIO C BBIOOPKON M3 OYXThI
Butsasp Ilpumopckoro kpasi. OOiiasi BbIOOpKa C
0. CaxanuH xapakTepu3oBajiaCh CPEIHUMU MapaMeT-
pamu (2 = 0.600, T = 0.0018) reHEeTHYECKOTO Pa3HOOO-
pasust (Taoir. 1). IlomyyeHHBIe JaHHBIE O HYKJIEOTUIHOM
pa3HooOpa3uu B cyMMapHbIX BbiOopkax [TpumMopckoro
kpas 1 o. Caxamua (0.0001 u 0.0018 cOOTBETCTBEHHO)
COIJIaCYIOTCSI C TAKOBBIMU JJ1s1 OCHOBHOTO apeana. Tak,
i rpymasl mommyisunin FOro-3amagHoro Kuras
HYKJIEOTUIHOE pa3HooOpasue cocrtasmiio 0.00064,
st rpynnbel CeBepo-3ananneiii Kurait—OxknHaBa —
0.00019, mng rpynnbel Boctounsiit Kutaii—mn-oB Ko-
pesi—AnoHckuii apxurienar — 0.00021 [15]. Huskoe re-
HEeTUYEeCKoe pasHOoOOpa3ue Wi OTCYTCTBUE TAKOBOTO Y
XJIOPOILJIAaCTHOTO TeHoMa B nomysisitusix [TpuMopckoro
Kpasi MOXeT yKa3blBaTb Ha OTHOCHUTEJIbHO HeldaBHee
MPOUCXOXKICHUE OT MaJIOTO YMCjIa OCHOBATE e,

ITo pesynbratam AMOVA reHetndeckasi nudde-
peHILIMalMs MeXIy OOLIMMM BbIOOPKAMU M3 JBYX
reorpapuuecknx pernoHoB PJIB cocraBuna 86%
(Dsr = 0.857, P < 0.0001) u siBASsIETCST CIEACTBUEM
9KCTpEMaIbHO HUM3KOIO MTOTOKA FT€HOB MEXAY HUMU,
YTO OOYCJIOBJIEHO M3OJIsIlIUeid paccTossHUueM. Takasi
Xe BBICOKas TeHeThdecKast muddepeHImams oOnlia
BBISIBJIEHA MEXy TpeMs reorpapuiyeckuMu rpymnra-
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MU Tionysauuii K. septemlobus 13 OCHOBHOIO apeajia
(For = 0.84) [15].

HyxiieotuaHble T0CIeNOBaTeIbHOCTU TarlIOTH-
noB H1-H3 y K. septemlobus, mpouspacraoniero Ha
tepputopuu [Ipumopckoro kpas u o. CaxajauH, oKa-
3aJIMCh UICHTUYHBI ITOCIICAOBATEIBHOCTSIM raIIOTUIIOB
H1—H3 ocHoBHoTO apeana Buna [ 15]. 'eHeanornyeckme
cBs13u rariotunioB K. septemlobus B BocTtouHoit A3un
npencTasieHbl Ha puc. 1,6. Iarutorumr H1 sBnsietrcs aH-
LeCTPaJbHBIM 1 IIIUPOKO PaCIIpOCTPaHEHHBIM KaK Ha
ocHoBHOM apeajie (fig. 3b mo [15]), Tak 1 Ha ero ce-
BepHOi1 rpaHuiie (puc. 1). anmorun H2, obHapy-
KEHHBIN B monyasiiuu 0yxTel Butsass [IpuMopckoro
Kpasl, pacCIpoCTpaHEeH TakKKe Ha SIMOHCKMX O-Bax XOK-
Kaiino 1 XoHcio u Ha rope L3pnsunas (HankuH) B
Bocrounom Kwutae [15]. Ha Tepputopun mexmy ma-
TEPUKOBBIMU MOMYJISIIUSIMU OyXThl BUTSI3b M TOpPBI
LI3BIB3UHb, pacONIOKEHHBIX IPYT OT Apyra Ha pac-
CTOSTHMU 0K0J10 1600 KM, BBISIBJIEH TOJIBKO TaIVIOTUII
H1. MbI nipeanojiaraeM, YTO BO3MOXKHbI HECKOJIbKO
BapMaHTOB BO3HUKHOBEHM raruiotuiia H2 B morry-
JISIIUK OyXTHl BUTS3b: BO-TIEPBEIX, A€PEBbsI C ramjio-
toM H2 B OmKaImmx oy asimusIX-T0HOpax MOT -
JIM MICYE3HYTh ITOJ BO3ACHCTBHEM IMPUPOMTHBLIX WU
AHTPOIIOTCHHBIX (PAKTOPOB; BO-BTOPBIX, TaIUIOTHUII
MOT BO3HMKHYTH B pe3yJbTare ClIy4ailHOl MyTaiuu
TP paccelieHnn ocobeit ¢ rarurotnnioM H1; B-Tpe-
ThUX, HEJb3sl UCKJIOYUTh BO3MOXHOCTb 3aHOCa Ce-
MsIH ¢ rarutoturioM H2 mrunamu ¢ ceBepHBIX SITIOH-
CKUX OCTpOBOB [22, 23]. 'arutotun H3, BEISIBJIEHHBII
Ha 0. CaxajnuH, TaKXe IIPUCYTCTBYET Ha O0-BaX XOK-
Kaiigo u XoHcro [15].

M3BecTHO, yTo Ha tore IIpuMopcKoro Kpast mpeacTa-
Buter K. septemlobus mpouspactaiu eiie B HIDKHEM
MuoleHe [24], korna 1nuto hopMupoBaHue AMOHCKOToO
Mops u puddeperHnmanyst o. CaxanuH 1 JIIMOHCKUX O-
BOB OT KOHTMHeHTa [25]. KnumaTtuueckue iykrya-
LMW, OCOOEHHO B MOCJIEMHMWI TUIECTOLICHOBBIN Jie-
HUKOBBII MepHOo, CIIOCOOCTBOBAIU CMEIIICHUIO CEBEP-
HOI rpaHu1IbI apeaiia K. septemlobus X 10Ty, B TO BpeMs
KakK O00JIbIIIMHCTBO TTonmy syt B LleHTpaasHoM Kurtae
M Ha I0KHBIX OCTpOBax SIIIOHCKOro apxumesara, Be-
POSITHO, COXpaHWJIU CBOIO JioKanuzamuio [ 15]. Takum
00pa3oM, BEISIBJIEHHAsI HAMM HU3Kasl BApUaOeIbHOCTh
xJioporiactTHoro reHoma K. sepfemlobus obycioBieHa
pexonoHm3auueit Tepputopun IIpmMopckoro Kpast
0oJ1ee 10KHBIMUY TTonyJIsiiusMu. bojiee BpIcOKasi reHe-
THYecKasi U3BMeHYUBOCTE K. septemlobus Ha o. CaxaliiH,
yeM B IIpuMopcKoM Kpae, CBsi3aHa C €ro pacrpocTpa-
HEHVEM B IIOCJIeJIEAHUKOBBII IIEpHOJ N3 HECKOIBKIX
pedyrnyMoB, cyliecTBOBaBIIMX Ha SITTOHCKHUX OCTpO-
Bax, yepe3 MOCTHI cymiu [ 15, 25]. [TomyaeHHBIE MOJIE-
KYJISIPHO-TEHETUYECKME JaHHbIE MOIYT OBITh MCITOJIb-
30BaHBI UISI pa3pabOTKM MPOTrpaMM MO COXPAaHEHUIO
9TOIO0 PEIKOro M IIEHHOIO BHUIA HaJbHEBOCTOYHOM
¢baopsl, a TakkKe 151 pa3pabOTKU MEPOMPUSITUI TT0
pallMOHAJILHOMY IIPUPOIOIIOJIH30BaHUIO.
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Genetic Diversity of Kalopanax septemlobus (Thunb.) Koidz. at the Northern Range
Edge according to Chloroplast DNA Sequencing Data
E. A. Vasyutkina® * and I. Yu. Adrianova“

“Federal Scientific Center of the East Asia Terrestrial Biodiversity, Far Eastern Branch
of the Russian Academy of Sciences, Viadivostok, 690022 Russia

*e-mail: levina@biosoil.ru

The analysis of nucleotide polymorphism of intergenic spacers psbA—trnH, rpl32—trnL and trnS—trnfM of
chloroplast DNA in accessions of Kalopanax septemlobus at the northern range edge (Russian Far East) was
carried out. The genetic diversity of the total sample from the south of Primorsky krai was very low (h =
= 0.142, = 0.0001), and of the total sample of Sakhalin Island was medium (4 = 0.600, T = 0.0018). Analysis
of molecular variance showed that about 86% of all genetic variability is accounted for by differences between
the two geographic regions (@gr = 0.857, P < 0.0001). Nucleotide substitutions and variations of indels re-
vealed three haplotypes (H1—H3), of which the H3 haplotype was found only on Sakhalin Island. The hap-
lotype H1 is widespread in Primorsky krai which frequency was 92.4%. The observed variability of K. septem-
lobus in the Russian Far East reflects by history of its biogeography.

Keywords: Kalopanax septemlobus, Kalopanax pictus, castor aralia, genetic diversity, intergenic spacers, chlo-

roplast DNA.
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