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MonnekynsipHble (UTOTeHUM MUKPOOa YyMBI Yersinia pestis TpOTUBOpPEYAT SKOJOTMUECKUM (aKTaM U He
UHTEPIPETUPYIOTCS B MOHSTUSIX KOHUETIMY afanTtaluuoreresa. OqHo U3 IpUuYuH NPOTUBOPEYNil BUTUT -
Cs HeIOOIIEHKA MOJIEKYJISIPHBIM TTOIXO0M TapaljIeIM3MOB B MPoIleccaX BUA00Opa30BaHUS M BHYTPUBH-
IIOBOI JAUBepCcUdUKALMNY MUKPOOA YyMbl. DKOJOTUYECKHE JaHHBIC CBUACTEIBCTBYIOT O MapajieibHOM
TPUTOITHOM (TIOYTH) OMHOBPEMEHHOM BHUIOOOPA30BAaHUU TPEX MCXOMHBIX TeHOBAPUAHTOB (ITOITYJISIIMIA,
nonBunoB) Y. pestis 2. ANT3, 3.ANT2 u4.ANT1 B Tpex reorpadnuecKux NoIyIsiLUAsIX MOHTOJIBCKOTO CypKa
(Marmota sibirica), koropoe B MI'-nmonxome mpruHUMAIOT 3a MSITKYI0 IToymTomMuio (“Big Bang”). [1apamnenus-
MbI TaKXKe UMEJIM MECTO TIpU (pOPMUPOBAHUU BHYTPHUBUAOBOTO pa3HooOpa3usi Y. pestis. CaMOCTOSITEILHOCTh
TpeX OWIOreHeTMYECKUX JJMHUI 1 CBSI3aHHBIC C 3TUM SBOJIIOIIMOHHBIC MapajuIeu3Mbl B (DOPMHUPOBAHUM
BHYTPUBHIOBOTO pa3HOOOpa3usi Y. pestis B MOJIEKYJISIDHOM TIOAX0Je He TIPMHUMAIOTCSI BO BHUMaHue. Ilep-
CTIEKTUBA CO3IaHMS peTbHOTO (DHUJIOTeHETUYECKOTO IepeBa Y. pestis COCTOUT B TBOPUYECKOM CMHTE3€ METO-
JTOJIOTU JBYX MOAXOJ0OB — MOJIEKYJISIPHOTO U 9KOJIOTUYECKOTO.

Karoueswie crosa: Yersinia pestis, Yersinia pseudotuberculosis, Marmota sibirica, napajneiabHas 3BOJTIONUS, Te-

HOBapUaHTHI
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Ddopmo-BUI006pa30BaHNE TTATOTEHHBIX MUKPO-
OpPraHM3MOB COCTaBJSIET aKTYaJIbHYIO TTPOOJIEMY CO-
BpPEMEHHOIO 3ApaBooXpaHeHusl. HarmisimHbIM Mom-
TBEPKAEHUEM 3TOrO Te3uca MOXET CIYXXUTb MPOTe-
Karolasi B COBpeMEHHOM MUpPeE TTaHIeMus KOBUI-19.
Ee uctokm ocraroTcsi HEM3BECTHBIMU, YTO B 3HAUM-
TeJIbHOM Mepe CAepKMBAaeT pa3paboTKy CpPEICTB U
METOMOB KOHTPOJISI TTaHAEMUHM, JeUeHUs] U Mpodu-
JIAKTUKYW MH(EKIUY 1 BbISIBICHUE €€ MPEeIUuKTOPOB.
ATIOKaTUTITUYIECKOM 0O0JIE3HBIO, XOPOIIIO M3BECTHOM
C JaBHUX BPEMEH, SIBJISIETCS UyMa, OCTaBUBILIAsI He-
U3MIaAuMble clienbl B yejloBeueckoil ucropuu. Ho,
HECMOTpSI Ha 0oJiee YeM CTOJIETHIOI MCTOPUIO U3Y-
YyeHus BO30OyguTeass 3TOW OoJIe3BHM — MUKpoOa
Yersinia pestis, orkpbiToro A. Mepcenom B ToHKOHTE
B 1894 r., BOoImpoc 0 ero ImporucxXoXIeHUN U MUPOBOI
9KCITAHCUM OCTACTCSI HE BIIOJIHE PEIICHHbBIM.

Bo3bynurtenb 4yMbl — YHUKAJIbHBINA OaKTepUaIb-
HbIii maToreH. Cpena ero oOUTaHUsI — Mapa3uTapHasi
cucTeMa TIpbI3yH/Iuinyxa—0joxa. TeruioKpoBHEIE
MJIEKOTIUTAIOIINE SIBJSIIOTCSI XO3sieBaMU MHGEKIIUH,
0J10XM TIepeHOCSIT BO30OyIUTENsI MEXIy Xo3sieBaMu. B
TO XK€ BpeMsl M0 OMOXMMMYECKHUM, T€HETUYECKUM U
MOJICKYJISIPHBIM ITIPU3HAKaM MUKPOO UyMbI BKJTIOUCH B
ceMelicTBo Enterobacteriaceae, oObenmHsIONIEE OaK-
TepUAIbHBIX OOUTATENEN TTUIIIEBAPUTEIBHOTO TPAKTa
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LIMPOKOTO KPyTa JKUBOTHBIX, KaK ITO3BOHOYHBIX, TaK
1 OECIIO3BOHOYHBIX. Y KMIIIEYHBIX MH(MEKIIN TIepe-
Jadya BO3OYOUTENISI OT OJHOIO XO3SMHA K IPYyroMy
OCYILIECTB/ISETCS IMUIIEBLIM (AJIMMEHTAPHBIM) CIIO-
coboM. MUKpoO YyMbl — €IMHCTBEHHBIN BUI B 00-
IIUPHOM CeMeiCTBe KUILIEUHBIX MUKPOOOB, Iepeaa-
IoIIMiics Yepe3 YKycol 0j10x. To ecTb B 3TOM ceMeii-
CTBE OH YHUKAJICH, YTO CBUACTEIILCTBYET O KAKOM-TO
0COOOM 3BOTIOLIUOHHOM MYTH.

Yersinia pestis: IBA OTKPbITHUA

B mocnegHue nBa mecsTkKa JieT B CBSI3U ¢ OYpHBIM
pa3BUTUEM MOJIEKYJIsIpHO-TeHeTnYeckux (MI') Tex-
HOJIOTMIA U MX BHEAPEHUEM B BBOJIOLMOHHYIO WH-
(EKTOJIOTHIO PEKOHCTPYKLIVS UICTOPUU Yersinia pestis
crana npeporatuBoii MI'-nonxona. @uiaoreHeTuYe-
CKYIO CTPYKTYPY BBICTPaMBalIOT C TIOMOIIBIO aHAJIU3a
HYKJICOTUAHBIX IIPU3HAKOB-MapKEpOB Ha OCHOBE,
Kak MpaBUJIO, MOAEJIE HEUTPATbHOM 3BOJIIOLIUU U C
MIPUMEHEHHUEM CTaTUCTUYECKUX METOAOB Y KOMITbIO-
TepHBIX TexHoyuoruii (Achtman et al., 1999, 2004).
IIpeo6pazoBanmne momyasaouu (KJIOHA) TIPEIKOBOTO
KUIIIEYHOTO MUKpOOa B TTOMYJISILIMI0 MUKPOOA YyMBbl
CBSI3BIBAIOT C CAJIbTAlIMOHHBIMY I'€HETUYECKUMU IIPO-
LIeCCaMU; TOPU3OHTAIbHBIM IEPEHOCOM ILJIa3MU, BU-
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Puc. 1. Haubonee nomysisipHbie huaoreHeTUUEeCKMEe CXeMbl Y. pestis, octpoeHHbIe aHaim3oM SNP Mmapkepos mo: Cui ef al.,
2013 (a); mo: Demeure et al., 2019 (6). 3Hauku Ha KOHLIAX (PUITOTEHETUYECKUX BETBE O3HAUAIOT FeHOBAPUAHThI (TTOIYJISILIUH,

TMOIBUIBI) YYMHOTO MUKPOOa, LIMPKYJIUPYIOIIUE B TPUPOIHBIX

M aHTPOIIOI€HHbLIX O4Yarax Mmpa. B KOpHE CbI/U[OI‘CHeTI/I‘{eCKOI‘O

JiepeBa pa3MellleHa CTaTUCTUYEeCKU OXapaKTepu30oBaHHasl abcTpakTHasI npenakoBasi popma uymHoro Mukpooa MRCA (most re-
cent common ancestor). JlepeBbsl TIOCTPOEHbI HA OCHOBE MOMAEIM IUBEPreHUUU rojiopueTuyeckoit (6e3 mapaaieanu3mMoB)

TPYTIIIbIL.

PYJEHTHOCTH, TEHETUUECKUX KOMILJICKCOB U OTIEb-
HBIX T€HOB OT APYIrMX MHUKPOOPraHW3MOB WJIU U3
BHEIIIHEN cpenbl, ACICLUSIMA U WHAKTUBALUSIMU Te-
HOB, YTpaTUBILUX (DYHKIIMY B HOBOI cpelie OOuTaHusl,
B MEHbIIIEH Mepe ¢ TeHETUYECKUMU PEKOMOMHALIUSIMUT
(Achtman et al., 1999, 2004; Zhou et al., 2004).

MoreKyIsipHBIe TEXHOJIOTHHI MTO3BOJIMIN CIEIATh
IBa BaXXHBIX BKJIala B peIIeHHe MPOOIeMbI TTPOMC-
XOXIEHUSI 1 MUPOBOM 3KCIIAHCUM MUKPOOA YyMBI.
Bo-nepBhix, Bonpeku MoJ0KeHUSIM “KJIaCCUYeCKOi”
TEOPUHU TIPUPOMHOIN O0YarOBOCTH YyMBI O JAPEBHOCTHU
BO30ynUTENS (OJUTOLIEH—IUIMOLIEH), OblIa JOKa3aHa
€ro 3BOJIIOLIMOHHAS MoyionocTb. MI' MeTonamu 1mo-
Ka3aHo, YTO IWBEPreHIMS YYMHOTO MUKpobda oOT
MPEenKoBOi (opMbI MPOU30IIIa B 3BOJIOLIMOHHOM
MaciTabe BpeMeHU HenaBHO, He paHee 30 THIC. JIeT
Ha3an (Achtman et al., 1999, 2004; Morelli ef al.,
2010; Cui et al., 2013). bonee Toro, MI'-MeToab! 1103-
BOJIMJIX OIIEHUTH CKOPOCTh SBOJIONUH OTHCIBHBIX
GMIIOTeHETUYECKNX BETBEM M CO3IATh CTPOIMHEBIC (hy-
JIOTeHETUYECKUE NIepeBbsl, CTaBIINE COBPEMEHHOI
WITIOCTpalNeil UCTOPUM TIPOMCXOXIECHHSI W 3BOJIO-
1 yymMHoro mukpoba (Cuief al., 2013; Demeure ef al.,
2019; Pisarenko et al., 2021).

Bo-BTOpBIX, BBISIBJIEH NPSMOil MPEegoK YYMHOTIO
MUKpPO0Oa, UM OKa3aJjicsl YOUKBUTAPHBIN IICUXPO(MIIIbL-
HBII TICEBIOTYOEPKYJIE3HbII MUKPOO Yersinia pseudo-
tuberculosis 0:1b, a ToyHee BO30OYIUTENb ITAITBHEBO-
CTOYHOI cKapiaTuHononoOHoii auxopanku (ICJI),
IIMPOKO PaCHpPOCTPAHEHHBIN B XOJOAHBIX pailoHax
CeBEepHOI 1 LeHTpaibHOI A3uu U Ha HaabHeM Bo-
croke (Fukushima et al., 1998, 2001; Skurnik et al.,
2000). DTO OTKPHITHE MO3BOJIMIIO OXapaKTepHU30BaTh
KOPEeHb MOJIOJIOTO (hHUJIOTeHETUUECKOTO iepeBa Y. pestis:
CTaJjIo SICHO, YTO HeKasl IOITyJIsiius (KJIOH) BO30yau-
teas ACJI, oburaroiias B XOJOOHBIX paitoHax A3nu,
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B HEJAJIEKOM MCTOPUYECKOM ITPOIILIOM TT0Majia B Ka-
KMe-TO YHUKAJIbHBIC YCJIOBUSI, B KOTOPBIX IIPOILLJIO €€
npeobpa3oBaHue B IOOYJISLIMIO MHUKPOOa YyMEL.
Bo3Hankita HeoOXOMMMOCTE BEISIBUTH 3Ty CTapTOBYIO
AHILIECTPATBHYIO IOIYISLUNIO U YCIIOBUS, B KOTOPHIE
OHa ITonaja.

MI-HOMEHKJIATYPA
BHYTPUBUIOBBIX ®OPM Yersinia pestis

IpennoxeHa creunduueckass HOMEHKJATypa
BHYTPUBUIOBBIX (pOpM MUKPOOA YyMbI, YIOOHAS A1
KoHCTpyrpoBanus MI' ¢pumoreHeTUUECKX CXeM, KO-
TOpasi UCMOJIb3yeTCsl BO MHOTHX JIAOOpaTOpUSIX MUpa
(Achtman et al., 2004; Morelli et al., 2010; Cui ef al.,
2013). IMomynsiyu/reHOBapuaHThl/TIOABUAbI MUK-
poba 4yyMbl, HUPKYIUPYIOIIME B MPUPOIHBIX odyarax
MMEIOT HU(PPOBLIE U OYKBEHHbIE 0003HAUYCHUS, Ha-
npumep 0.PE2 (kak cuurator B MI'-nmogxome — 310
OIMH U3 OoJjiee APEBHUX BO30OyAUTEJICH, UMEIOIIUA
MOHIDKEHHYIO BUPYJEHTHOCTh, LIMPKYJIUPYIOIINI B
NOMyJISIIUSIX OOBIKHOBEHHOM MoaeBKM Ha KaBkasze).
IlepBas nudpa (0—4) obo3HavaeT (rIoreHeTHYES-
CKYIO BeTBb, BeTBb () HanboJee npeBHsIs1. AOOpeBUa-
Typa He CTPOro o003Ha4aeT OMOXNMHUIECKEe OMOBa-
puanThl Pestoides (PE), Antiqua (ANT), Mediaevalis
(MED), Intermedium (IN), Orientalis (ORI). ITocmen-
HsIs nmdpa MHOTIA ¢ JoOaBIeHEeM OYKBEI 0003HavYaeT
KOHKpPEeTHBIN npupoaHsiii ouar (1—10) (puc. 1).

K coxanenuro, MI'-mmomxom He maeT BO3MOXHOCTH
KOHKPETU3MPOBATh 1 ITOAPOOHO OXapaKTepu30BaTh UC-
XOIHYIO TOMYISLIMI0 YYMHOTO MUKpPODa Tocie ee Au-
BepreHmn oT Bo3oymmutens JCJI n reHeanormyeckue
JIMHUU (MHTEPHOMABI) OT aHLIECTpaJIbHOIoO BUIA K JIO-
KallbHBIM TeHOBapuaHTaM,/moasuaaM. B To xxe BpeMst
MOHSITHO, YTO BUI000Opa3oBaHNe — MOMYJISIIIMOHHO-
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FeHETUUYECKUI MPOLIeCC: HOITYJISIIUS TPEAKOBOTO BU-
Ja TIOpOXIAeT TOMYJSLUMUA HOBOTO IIPOU3BOTHOIO
BUJAa U MHTCPHOABI JO/KHEI IIPEACTABIISITh OIIpEae-
JIEHHBIN reHoBapuaHT. CTaTUCTUUYECKass METOHOIO-
rusi (SNP-aHanu3) mo3BosisieT 0003HAYUTh TOJIBKO
0Ee3JIMKYIO0 DKOJIOTMYECKHM HE XapaKTepHU3yeMylo ad-
CTpaKTHYIO (hopMy HanmboJiee COBPEMEHHOTO OOIIIETO
npenrka MRCA (most recent common ancestor)
(Achtman et al., 1999, 2004). “ITonyasiuuio” 3TOK
abCcTpakTHOM (DOpPMBI TIPUHUMAIOT B KaUyeCTBE €Iu-
HOTO TpeaKa BCero BHYTPUBUIOBOIO pa3HOOOpa3us
YyMHOTO MUKpPO0a, KaK TOJIOPMIETUICCKYIO TPYIIILY,
afgekBaTHyi0o MI' MeTOHOIOTMYECKUM MAaHUITYJISILIV-
saMm. Ho Ha KkpaeyroyibHbIe BOTIPOCHI TA€, KOIrma, Ka-
KM 00pa3oM M IIpU KaKUX OOCTOSITEILCTBAX IIPO-
30110 TIpeobpa3oBaHue MOITYISIIIUN BO30OYIUTEIIS
JCJI B “cratnctuueckyio” monysainio MRCA MT'-
MOIX0M OTBeTa He jJaeT. UM, mo-BUaUMOMYy, JaTh He
MOXET, TaK KaK BUIOOOpa3oBaHUE — 3TO MOMYJISLI-
OHHO-T€HETUYECKUI aJanTUBHbBINA MpoLiecc, Mpepora-
TUBOM M3yYEeHUsI KOTOPOIro obJiafgaeT IIpekae BCEro
9KOJIO0THUs (B IIMPOKOM IIOHUMAHUM).

NCTOPUYECKAA MHTEPITPETALUA MTI'
OUIIOTEHETUYECKUX CXEM

Kaxk cnenyer u3z MI'-noruku, MRCA nipeanpuHsii
JIBYX3TAITHYI0 MUPOBYIO 3KCIIAHCHUIO B IOITYJISILIASIX
HOpoBBIX IpbI3yHOB (Rodentia) 1 mumryx (Lagomor-
pha, Ochotona) (Achtman et al., 2004; Cui et al.,
2013; Demeure et al., 2019; Cynnos, 2021). CHavana
or MRCA otnenmunachk duioreHeTn4ecKass BETBb/
kiactep 0.PE, mpencrasinenHast 6uoBapom Pestoides,
LUPKYJIUPYIOIIUM B MOIYJISILIASX CUOMPCKOTO TYIII-
kaHuuka (Allactaga sibirica), HECKOJIBKMX BUIOB IO~
JieBokK (Microtina) 1 MoHrosibcKoi nuiiyxu (Ochotona
pallasi pricei) (puc. 1). lTeHOBapuaHTbI/TIOABUIbI 3TO-
ro omoBapa obnagaroT N30NpaTeIbHON BUPYJICHTHO-
CTBIO U CJ1a00 MJIM HE MAaTOT€HHBI 111 CYPKOB, CyCJIM-
KOB, IECYaHOK M 4eJloBeKa. Apeas IIpencTaBUTelIei
BerBu/Kinactepa 0.PE oxBarmi, Kak mosararmor, 00-
I PHBIE MPOCTPAHCTBA A3UU OT MaHBYKYPUU U BO-
ctouHoro Tubera Ha BocTtoKe mo IlpenkaBkasbsi U
Bbavxuero BocToka Ha 3anane v ot 3abaiikaibs U ce-
BepHoro I1pukacnus Ha ceBepe n0 1ora MamgocraHa.

Yepes TeICSUM JIET mociie (OpMUPOBAHUS IIEp-
BnYHoOTrO apeaia reHoBapuanToB 0.PE BTopas BosHa
9KCITAaHCUM MPUPOIHBIX O4aroB YyMBbI YK€ C BBICOKO-
BUPYJACHTHBIM BO30yIUTEJEM Hadajlach W3 TSIHb-
IIAHBbCKUX IOITYJISILUi anTaiickoro cypka (Marmota
baibacina) HakaHyHe 1iepBoit mangeMuu (yyma “kOc-
tuHuaHa” B EBpone u CpeauseMHOMOpbe, 6—8 BeKa)
M pacIIpoCTpaHMWIACh B TIpeleax apeana “mpeBHei”
“MOJIeBKOBO,/TIUIIYXOBOI” YyMbl. OCHOBATEIEM BbICO-
KOBHMPYJICHTHBIX TeHOBapuaHTOB HasbiBaloT 0.PES —
CaMOI0 MOJIOJOrO T'eHOBapuaHTa Cpear MpeaCcTaBU-
Teaeit 6uoBapa Pestoides, HMPKYJIMPYIOLIETO B Ieo-
rpaUIeCcKOoi MOMyJISIIUM MOHTOJIBCKOM IMUIYX1 HA
MounronbsckoM u 'obuiickom Anrae. ITo Mmonekyssip-
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Hoii cTpykrype (CRISPR) oH Hambonee OaM30K K
BBICOKOBUPYJEHTHBIM “CypoubMM” TeHOBapHaHTaM
BeTBU 0.ANT (puc. 16) (Riehm ez al., 2012; Demeure
etal.,2019). IIpupomHbie COOBITHS, KOTOPBIE OOeCIIe-
YUJIN JATBHUN “TpaH3uT” MUKpoOa 4yyMbl ¢ MOHTO-
Jno-T'obuiickoro Anrtast U3 NONyAsSLANA MOHTOJIbCKOM
MUIILYXA B IIOIIYJISLIMMA aITalicKoro cypka Ha TSHB-
[ITaHe 1 5K010rMYecKue IMpolLecChl, KOTOPhIE IPUBE-
Jiu K ipeo6pa3oBanuto reHoBapuaHTa 0.PES B reHo-
BapuaHThl TMHUA 0. ANT B TTOIMyISIIIMSIX aJITalicCKOTo
cypka HakaHyHe 1-it manmemun, MI-nmogxon ocras-
JIsier 0e3 BHUMaHMs. JIByXaTaItHasl 9KCHaHCHUSI U TO-
CTayibHasl aganTalus C1a0OBUPYICHTHBIX U BBICOKO-
BUPYJISHTHBIX BO30yauTeseit, comracHo MI'-mmonxony,
IpuBeia K BHYyTPUBUAOBOM TUBEepCUDUKALTNN — BO3-
HUKHOBEHMIO MHOTOYMCJIEHHBIX T€HOBapMAHTOB (IIO-
MyJISILMM, TOOBUAOB), cchopMupoBaBIivx B EBpazuu B
nocaenHue 1500—20 000 jieT npupoaHbIe OYaru pas-
JIMYHOTO paHra, OT KPYIHBIX HNOJUIOCTAIbLHBIX, 3a-
HUMAaIOIIMX OOIIMpPHBIE IPOCTPAHCTBA MEraoyaroB
JI0 MECTHBIX (3JIEMEHTAapPHBIX) 04aroB, 3aHMMAaOIIX
JIOKAJIbHBIE YPOUMIIA ¥ OMOTOIIBI.

IMpuBeneHHBI CIIEHApUIT UCTOPUYECKUX COOBI-
TUI, mocTyaupyembix MI-nmomxomom, He HaXOAUT
MOAAEPKKU (haKTaMu U 3aKOHOMEPHOCTSIMU, HAKOM-
JICHHBIMM 1 YCTAaHOBJICHHBIMU IITUPOKUM KPYTOM peJie-
BaHTHbBIX €CTECTBEHHbIX HayK. /IByxaTariHasi HenaBHsIsI
B MCTOPUYECKOM BPEMEHM €CTECTBEHHAsl IKCIaHCUS
YyMHOTO MUKpOOa IO MPUHIUIY “MaJTbHUX TPaH3U-
TOB” B I'paHUIIax OIHOro U Toro xe EBpasuiickoro
apeajia ¢ TOYKHY 3peHMsI OMOJIOTMYECKOM (3MU300TO-
JIOTUYECKOIi) JIOTUKU TIPEACTABIISIETCSI COBEPILIEHHO
HEBO3MOXHOI: 0eCCIOpHO, YTO 3IMU300TUM B €cTe-
CTBEHHBIX YCJIOBUSIX PACTTPOCTPAHSIIOTCS MO TPUHIIUITY
“MacJITHOTO TSITHA” 3a CYET BHYTPUIIOMY/ISILIAOHHBIX,
BHYTPUBMIOBBIX U MEXBUIOBBIX Mapa3sUTapHbIX KOH-
TaKTOB XXMUBOTHBIX YEPE3 YKYChI OJIOX.

OKOJOI'MYECKAS MHTEPIIPETALLMS
NCTOPUMN Yersinia pestis

JIBa BbIIIE YKa3aHHBIX OTKPbITUSI MI (3BOTIOLIMOH-
Hasi MOJIOIOCTb Buzia Y. pestis 1 ero IPOMCXOXKICHUE OT
Bo3oymutesnsa JACJI) mo3Bomin nepecMOTpeTh I0JI0-
JKEHUSI KJTACCUYECKOI TeopUu TIPUPOIHOI 04aroBOCTU
YyMEI 1 CO3IaTh HOBBII1 00Jiee JOBEPUTEIIHLHBIN HEIIPO-
TUBOpPEYUBHIi 3Koorndeckuii (9KO) cueHapuii Bu-
J1000pa30BaHUs U MUPOBOM SKCITAHCUM BO30OYIUTEIS
(Cynuos, Cynuosa, 2000, 2006; Cyxnnos 2020). Co-
mracHo DKO-creHapuo, TpUTOITHOE BHIOOOpa30Ba-
HUe BUaa Y. pestis mpon301LI0 (II0YTH ) OMHOBPEMEHHO
B TpexX reorpadr4ecKux ITOMYJISIUSIX MOHTOJILCKOIO
cypka (Marmota sibirica) mon BIASIHUEM TPUBUAJIb-
HBIX (PUBUKO-KIUMATUUECKUX (haKTOPOB — HapacTa-
HUSI CYXOCTU U CYpOBOCTH KinMata B LleHTpanbpHOI
A3um BO BTOpOIi MOJIOBUMHE KalfHO3051. ApPHUIHOCTH
KJIMMaTa Bbi3Bajia (pOpMHUPOBAHME 3aIIIUTHOTO MOBE-
JIEHsI MOHTOJIBCKOTO CypKa, IIPUBEAIIEro K HaKOILIe-
HUIO TICEBIOTYOCPKYJIE3HOTO MUKPOOA B €r0 OpraHm3-
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M€ BO BpeMsI 3UMHEH CIISTYKM 0€3 IPOHUKHOBEHUS B
JuMdo-MueTonaHbIi KoMruieke. CypoBOCTb KiIMMa-
Ta B captaHckoe BpeMsi, 22000—15000 et Ha3ad, BbI-
3Bajia Iepexon JUIMHOK cypoubeil 0jioxu Oropsylla
silantiewi oT neTpuTOodaruu B MOACTUIIC THe3a K da-
KYJIbTAaTUBHOM reMaToaruy Ha Tejie CIsIInX CyPKOB
B XOJIOOHOE BpeMs roga M, Kak CJIEACTBHUE, 3apaxke-
HUE TIOIYISLIMM MOHTOJBCKOIO CypKa KHIIEYHOM
ICEeBAOTYOEPKYIe3HOM MH(peKIMell HeaganTUBHBIM
MEXaHNYECKUM, TPaBMaTUYECKUM (HO HE TpaguiIv-
OHHBIM aMMeHTapHBIM!) crocodboM. Takum obGpa-
30M, YHUKAJIbHBIA CIIOCO0 3apakeHUsI MOHTOJILCKOTO
cypka Bosoymutenaem JCJI mpuBen K ITOSIBICHUIO
YHUKAaJbHOTO ITaToreHa.

IMMAPAJIJIEJIN3M BUJOOBPA3OBAHUA
Yersinia pestis

IMapammenu3aMbl B HOpUPOAE pPacHIpOCTpaHEHEI
Oo4eHb MpoKo. DakT MmapamuieTbHOro (hOpPMUPOBAHMS
CXOIHBIX MPU3HAKOB y OJIM3KOPOJACTBEHHBIX (hopM
MU3BECTeH ellle co BpeMeH Jlapsuna (Mennukos, 1980).
Tomyok B pa3sBUTUM 3TOr0 HAYYHOIO HAIIpPaBICHUS
obu1 caenan H. BaBuiioBsiM (1935). OH ycTaHOBUMII
3aKOHOMEPHOCTb, COINIACHO KOTOPOII MHOTHE BUIIBI
XapaKTePU3YIOTCSI CXOMHBIMU U TTapaJUICIbHBIMU PSI-
JaMu (cepUusiMU) HacaeACTBEHHOI u3MeHUYMBOCTU. B
rnpo0bJjieMe BUO000Opa30BaHUS M BHYTPUBUAOBOM IV~
BepcudUKauy MUKpoOa 4YyMbl IIOHSITHE O TTapajiie-
Jiu3Me (OpMUPOBAHUS CXOMHBIX MPU3HAKOB Y POJI-
CTBEHHBIX (hOPM/TEHOBAPUAHTOB CIIELIMAJIbHO He
pa3pabaThEIBAIOCh, XOTSI HEKOTOPBIE aBTOPHI YKA3hI-
BaJIM Ha MapaJjjie/ibHOE UJIM KOHBEPIeHTHOE (DOPMU-
pOBaHUE HEKOTOPHBIX BHYTPUBUIOBBIX (POPM (T€HO-
BapuaHTOB, 6oBapoB) (Achtman, 2004; Zhou ef al.,
2004). UccnenoBatenu, 3anuMatoiiecss MI'-pekoH-
CTPpYKUMSIMM pujIoreHe3a MUKpoOa YyMbl, OCHOBBIBA-
FOTCSI Ha DBOJIIOLIMOHHON MOIENN, IPEAITMChIBAIOIICIH
HaJIMuKe eAUHOTO KOPHS M CTPOTYIO AUXOTOMUIO TO-
JnopueTndecKux rpymm. [1pu 3ToM IpyIIbl, IIpeano-
JIOKMTEIbHO BO3HUKAIOIINE MTapajljie IbHO Ha OCHOBE
roMoIuia3uu, U3 pUJIOreHeTUIECKUX IMOCTPOSHUM 1C-
KJTIOYAlOT KaK He COOTBETCTBYIOILIME TpeOOBaHUSIM
y3KoiT MOHOGUIIMK — 0a30BoMy TpeboBaHmio B MI
dusoreHeTUYECKOM MeTomoJioruu (Achtman et al.,
2004). Tonbko MOHO(pUIETUUECKUE B Y3KOM CMbICIIE,
T.e. TomoMIeTHIeCKE TPYHITHI TTomiexkat MI'-aHa-
JIU3Y ISl PEKOHCTPYKIMHU (DUITOTEHETUUECKOTO TPO-
Hecca Y. pestis.

Kak mb1 mokazanu (Cynuos, 2020, 2021), Tpurre-
POM BUI000pa30BaHUs Y. pestis TIOCIYKUJIO HACTYII-
JIEHVe MaKCUMAJIbHOTO CapTaHCKOTO MTOXOJIOAAHUS B
LenTpanpHoif A3nn, KOTOPOE OHOBPEMEHHO OXBa-
TWIO apeajll MOHTOJIbCKOTO CypKa, BKJIIOYAIOIIETO
TpU reorpadudeckre MOMyJISHUU ¢ OOUTAIOIMMU B
HUX roaBunamu M. sibirica sibirica, M. sibirica caligino-
sus 1 M. sibirica ssp. B Tpex reorpaduieckux MoIrysi-
LIMSIX CIOXWIVCH paBHBIE YCIOBUS IJISI TpaBMaTU4UE-
ckoro BHenpeHns Bo3oyautelst JICJI B KpoBb CIimmx
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CYPKOB U 3aIlycKa Ipollecca agaIrTalii BO30yIuTelIs
K OpraHu3My HOBOTO XO3sIMHA IO TIPUHIIUITY “KBaH-
ToBOro” Bumoo6pasoBanusi (CyHuos, 2018). Teppu-
TopHaibHast TeTteporeHHocTh Bo3oOymutens JICJI,
LPKYJUPYIONIEro B reorpauyecKux ITOIYJISTIIMIX
MOHTOJILCKOTO CypKa, 1 B HEKOTOPOM CTEIICHU pa3-
JIMYHBIE OMOTUYECKHE YCIOBUSI CPEIbl €r0 OOUTaHUSI
MpUBEIN, IO HallleMy MHEHUIO, K (ITOUTH) OJHOBpPE-
MEHHOMY (hOPMUPOBAHUIO TPEX pa3IUIHBIX TCHOBA-
puaHTOB yyMHoOro mmkpoo6a: 2. ANT3, 3.ANT2 n
4. ANT1 (puc. 2a) (Cynuos, 2020). B MI'-nionxone
OTHOBPEMEHHOE 00pa30BaHUE 3TUX IT€HOBApPUAHTOB
paccMaTpMBalOT KaK BO3HMKHOBEHME IIOJIMTOMUU
(NO07, “Big Bang”) (puc. 16), BbI3BaHHOI1 HEU3BECT-
HBIMU IPUPOTHLIMU COOBITUSIMUA HaKaHYHE 2-i1 ITaH-
nemun (“Yepuoit cmeptun”, XIV—XVIII BB.).

MMAPAJUIEJIM3Mbl BHYTPUBUIOBOU
JANUBEPCUDPUKALWNW Yersinia pestis

MI' puoreHeTUYSCKU TOAXON paccMaTpUBAET
YyMOTIONOOHBIX BO30ynuTeseit OuoBapa Pestoides
Kak HauOoJjiee NPEeBHIOW TPYIITy, TeHOBapUaHThI KO-
TOPOI BOZHUKJIY MApaJIJICJIbHO U3 aOCTPAKTHOM IOITy-
assuuu MRCA (puc. 1) (Cui et al., 2013; KucimykuHa
u 1p., 2019). MRCA niocie oTaesieHust OT BO30yauTesst
A CJI unu Ha KaBkaze (Pisarenko ef al., 2021), uiu Ha
unxaiickom miato Tubera (Cui et al., 2013) mmpoko
pacnpoctpaHuicd B EBpasuu. 3aTeM 1o Heu3BecCT-
HbIM NPUYMHAM TPOU3OLLIAa UHCYIIpU3alUsl 1peB-
HEro oO0ILIMPHOTO apeayia h 00pa30BaIOCh JOKATbHbIE
MPUPOIHBIE OYaryd B MOMYJISILIMSIX CUOMPCKOTO TYII-
KaHYMKa, MOJIEBOK 1 MOHTOJILCKOM MUIILYXU. DKOJIO-
TMYECKYI0 XapaKTepUCTUKY 3Toit BeTBU MI-momxon
He maeT. ComtacHo DKO-crieHapuio, TeppUTOpUAIbHAS
9KCITAaHCUS TPEX MCXOIHBIX reHoBapuaHTOB 2. ANT3,
3.ANT2 u 4.ANT1 ocyuiecTBisiiach napauieIbHbIMU
camocTosTerbHbIMU MapiiapyTamu (Cyxuos, 2020),
Ha KOTOPBIX TPOMCXOAMUIIA alanTallisi MUKPOOa K HO-
BBIM XO3sI€BaM.

OOIUPHBII BBITSIHYTHIN C IOTO-BOCTOKA Ha CEBe-
poO-3ariaI apeaj MOHTOJIbCKOM IMUIIYXH COBMEIIAETCSI C
XaHTalCKOM M Xapxupa-MOHTI'YH-TATMHCKOUW Teo-
rpadpudecKrMMU MOIMYJISIIUSIMU MOHTOJIBCKOTO CypKa,
B KOTOPHIX IMPKYJIMPYIOT IBa pa3HBIX TeHOBapUaHTa
Mmukpo6a yymel: 3. ANT2 u 4. ANT1. B paitoHax coB-
MECTHOTO OOMUTAaHUS CypKa U MUIIYXU “CypOodubU’ Te-
HOBApMaHTHI IIePelUId B MOIYJISILIAI0 MOHTOJIbCKOM
MUIIYXW M Ha TUCTaJbHBIX KOHIIAX €€ apeajia Imapaji-
JICIBHO BO3HMKJIM O4aru 4YyMbl ¢ pa3HbIMU I'€HOBAa-
puantamu: 0.PE5u (T'oowmiickmit Antait) m 0.PE4a
(T'opHblit AnTtaii). B mpomMexyTouHoit 30He B basH-
Vibreiickom aiimMmake MoHroauu Ha MOHIOJIbBCKOM
AJiTae OT MOHTOJILCKOM TIMIIYXU B MECTHBIX ouarax
YyMbl BBIAEJISIOT 00a TeHOBapMaHTa,/TIOABUIa MUK-
poba (puc. 20).

To ke camoe MOXHO TTPEATONA0XKUTh OTHOCUTETb-
HO reHoBapuaHTOB (0. PE4m, LIMpKyIMpyonero B rmo-
nyaanousx nojieBKu bpannra Ha XsHT3¢ 1 Bo BHYT-
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Puc. 2. [Napauienn3Mbl B BUIO00Opa30BaHUY M BHYTPUBUIOBOM TUBepcUdUKau MUKpoOa Yersinia pestis. (a) — OTHOBpEMEH-
Hoe ¢hopMupoBaHue Tpex reHoBapuaHToB/monyisiiuit 2.ANT3, 3.ANT2 u 4.ANT 1 uymHOTrO MUKpOOa B Tpex reorpaduyeckmnx
TIOTTYJISILIUSIX MOHTOJIbCKOTO cypKa (Marmota sibirica sibirica, M. sibirica caliginosus v M. sibirica ssp.) N3 pa3TMIHBIX MOTTYJISIIINIA
Bo3oynutens JCJI, uupKyIMpPYIOIIMX B MOIYJISILIMX CypKa Ha X3HT3e, XaHrae u Xapxupa-MoHIyH-TaiiTMHCKOM rOpHOM 101~
Hatuu (1mo: Cynuos, 2020, 2021); (6) — NMpOHUKHOBEHHE “CypOuYbMX”’ TeHOBapMaHTOB MHKpobOa uyymbl 3.ANT2 u 4. ANT1
(3mech M majee MokKa3aHO CTpeJIKaMi) B reorpaduyecKyro MOMyJIsSIui0 MOHTOJIbcKoM Tuiityxu (Ochotona pallasi pricei) n na-
pajienbHoe hopMUpOBaHKUe 04aroB YyMbl ¢ reHoBapuaHtamu 0.PESu (ynereiickuii moasun) u 0. PE4a (anraiickuii monsun); B
MPOMEXYTOUHOH 30He B basiH-Yiibruiickom aiiMmake MOHTOJMY TTOABUIBI LIMPKYJUPYIOT B YCIOBUSIX CUMIIATPUM; (B) — mapasi-
JIeJIbHOE TIPOHUKHOBEHUE CYpOUbUX FeHOBapuaHTOB MUKpoOa yyMbl 3.ANT2 u 2.ANT3 B paziinuHble 4YacTHU apeasa MoJIeBKU
Bpannra (Lasiopodomys brandti) u dopmupoBaHue oyaroB yymsl ¢ reHoBapuantamu 0.PE4m (rmogsun microtus) Bo BHyTpeH-
Heit Monronuu (Kuraii) u 0.PE4nov (HeonucanHbiii moaBum) Ha XaHrae (MoHroaus); (r) — napauieibHOe IIPOHMKHOBEHUE
“cypoubux” reHoBapuaHTOB MUKpoba uymMbl 2.ANT3 1 4. ANT1 B monynsiiiun MOHTOJIbCKOM (Meriones unguiculatus) v 601b-
ot (Rhombomys opimus) TiecuaHoK ¢ nocienyomuM dopmupoBaHreM reHoBapuanToB 2.MED3 u 2.MED1 Bo BHyTpeHHei1

Monronuu u B JIXXyHrapuu, COOTBETCTBEHHO.

pexHeit Monrommu (Kuraii), 1 HOBOro, IoKa He Omu-
caHHoro reHoBapuaHTa 0.PE4nov, oGHapykeHHOro B
nonyasnousx nojieBku bpanara Ha XaHraiickom Ha-
ropse (MoHnrosus) (Kykiesa u ap., 2015; IlinatoHoB
u ap., 2015). CorinacHoO 3KOJIOTrMYECKOil JIOTUKE, aH-
nectpayibHoit ¢dopmoit 0.PE4m Obu1 reHoBapuaHT
2.ANT3, arenoBapuanta 0.PEnov — 3.ANT2 (puc. 2B).
PeanbHOCTB cymiectBoBaHus reHoBapraHTa 0.PE4nov
cienyeT moaTBepauth MI'-meTomamu.

®DunoreneTndeckas Bersb (Knacrep) 2.MED. B MI'-
MoAxoAe TPUHSITO CYMTaTb, YTO BO3OYAUTETb YYMBbI
onoBapa Mediaevalis ¢opMupyer ennHyIo puIoreHe-
TUYecKylo BeTBb 2.MED, KopHeBbIM 0OoJjiee ApeBHUM
TeHOBapuaHTOM KoTopoii sBistercss 2.MEDO, nmpky-
JIUPYIOLIMIA B TIOMYJISILIUSIX TOPHOTO cyciauka (Sper-
mophilus musicus) Ha Kapkaze (HocoB u mp., 2016;
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Pisarenko ef al., 2021). B mpoliecce akcnaHcuu gaje-
KO Ha BOCTOK reHoBapuaHT 2. MEDO nuBeprupoBai ¢
obpaszoBanueM reHosapmanToB 2.MEDI, 2.MED?2,
2.MED3 u 2.MED4, 06pa3oBaB, KaK I10/1aralor, rojo-
dmnernyeckyto rpymny 2.MED 6moBapa Mediaevalis.

CormacHo DKO-cuenapuio, 6moBap Mediaevalis
U TeHoBapuaHThI Tpynrbl 2.MED He cocTaBisiioT ro-
JIoUIETUYECKYIO TPYIITY, HO BO3HUKIIM Mapajliesib-
HBIMU MYTSIMU U3 Pa3HbIX UCXOAHBIX “CYypOUYbUX” Te-
HoBapuaHTOB 2. ANT3 1 4.ANT1 (puc. 2r). Ha 3aman-
HOM MapllipyTe 3KcraHcuu reHoBapuaHTa 4. ANT1 B
MOIMYJISILMAX OoJbIoi necyaHku (Rhombomys opi-
mus) B JIxxyHrapum chopMupoBalicsi TeHOBapUaHT
2.MED1, a Ha BOCTOYHOM MapuIpyTe Ha X3HT3€ U BO
BuytpenHeit Monronuu (Kwutait) B MHOMyasiuusix
MOHTOJIbCKOI TiecuaHku (Meriones unguiculatus)
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copmupoBajicsa reHoBapuaHt 2.MED3 (Zhou et al.,
2004; ITaBaoBa m ap., 2012; Zhang et al., 2018; CyH-
o, 2020).

SAKIIIOYEHHME

MTI-¢punorennu Y. pestis BBICTpauBaroTCs Ha OC-
HOBE MoOJieJieii HEeUTpaIbHOI SBOTIOLNN U CTATUCTU -
YeCKMX METOJIOB aHA/IM3a ¥ HE MHTEPIIPETUPYIOTCS B
9KOJIOTMYECKMX TEPMUHAX, TEM CaMbIM BBIXOJAIIM-
BaeTCs UX DBOJIOLMOHHBIN CMBICA. CTaTUCTUYECKOE
TOJIKOBAaHNE MOJIEKYJISIPHOI 3BOJIFOLIMY YYyMHOTO MUK~
poba mpeacTaBIsieTCs: KpaiiHe peayKIIMOHUCTCKUM, He
OTpaKalIIUM €CTECTBEHHBIE SBOIIOIMOHHBIE COOBI-
™51, MI-peKOHCTpyK1MuY (hrjioreHe3a YyMHOTO MUK~
poba TIpoTUBOpEYaT OYECBUIHBIM 3SKOJOTMYECKUM
dakTaMm. Co3gaHue MMOTHOLIEHHBIX HApPaTUBOB UCTO-
pUYECKOro pa3BUTUSI BO30yauTesst yyMbl B MI-mion-
xone HeBo3MoxHO. Ho xots MI' ¢punoreneTnyeckoe
JIepeBO OTpaxkaeT He peaJibHyl0 UCTOPUIO MUKpoba, a
SIBJISIETCSI YIIPOIIEHHBIM “MapKepHbIM” (uIoreHe-
TUYECKUM KOHCTPYKTOM, B HEM BCE-TaKM MOXHO
YCMOTPETh HEKOTOPbIE BaXKHBIE 3BOJIOLIMOHHBIE CO-
oeiTuss. Hanpumep, MI' menHaporpamMma XoTs U He
OOBSICHSIET, HO C OYEBUIHOCTHIO KOHCTAaTUPYET Ha-
Juuue noautomuu “Big Bang” u mapadunernyeckue
otHomieHus1 B BeTBU/KJacTtepe 0.PE. JlocTukeHus
MI'-tionxona, a UMEHHO JBa OTKPBITUSI — DBOJIIOLIM-
OHHOI MOJIOJOCTH BO30YAUTESI YyMbI I €r0 IIPOUC-
xoxneHue oT Bo3oynutens JJCJI — mo3Boauiu nepe-
CMOTPETH TTOJIOXKEHUST KIACCUYECKONH TEOpUHU TIpu-
pOIHOIT 0YaroBOCTU YyMBI 1 IIO-HOBOMY B3IVISTHYTh
Ha MCTOPUIO 3TOro ImaroreHa. IToHuMaH1e 3BOIION-
OHHOI1 MOJIOZOCTY MUKpPOOa YyMbl HALISJIMJIO HA I10-
HCK 3KOJIOTUYECKUX (PAKTOPOB, KOTOPHBIC OXUIAEMO
COXPaHWJINCh I MOTYT CBUAETEILCTBOBATh O MEXaHM 3~
Max ¥ IIpUHIIMIIaX BUA000pa30BaTeIbHOIO IIpolIecca.
Takue dakTopbl M IMIPUHLMIILI OB OOHAPYKEHBI 1
YCTAHOBJIEHBI 3KOJOTMYECKMMU MCCIIEIOBAHUSIMU.
DKOJIOTMYECKNE IIPU3HAKM OKAa3aJNCh BBICOKOMH-
(GOpMaTUBHBIMU IJISI PEKOHCTPYKIIUY UCTOPUU Uy~
Mmbl. Kak ciencrsue, IMOMUMO TOMWHUPYIOIIETO
MTI'-mogxona B uiioreHeTuKe Y. pestis chopMUpPO-
Bajicsl anbrepHaTuBHBIE DKO-momxom, Ooyiee Ha-
DJISIIHBIN 1 0oJiee moBepUTeabHbIA. COIIOCTaBICHNE
9KOJIOTUYECKNX M MOJEKYISIPHBIX PEKOHCTPYKLIMIA
MO3BOJISIET CO3IATh 0OJIEe COBEPIICHHYIO 9BOJIIOLIMOH-
HYIO MOJeJIb (PHIOTeHe3a MUKPOOa YyMbl, THTETPUPY-
fomnyo MI' 1 9KO MeTomonornm mioreHeTHIeCKIX
nocTpoeHnit. MOXHO HamesTbCs, YTO CO3MaHHE U
MIPUHATHE HA BOOPYXEHNE HOBOI MHTETPAlMOHHOMN
9BOJIIOIIMOHHON MoAen (PMJIOTeHNN YyMHOTO MHUK-
poba, y4YMTHIBAIOIIE HaJIW4YWe MHOTIOYMCICHHBIX
MapajuieIn3MOB, CTAHET OCHOBOM JTaIbHEMIIIETO pa3-
BUTHS TEOPUU ITPOUCXOKICHUS U MUPOBOI 9KCIIaH-
CHUM He TOJILKO BO30YAUTEJISI YyMbl, HO I MHOTUX JIPY-
TMX ITaTOTC€HOB.
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Parallelism in Speciation and Intraspecific Diversification
of the Plague Microbe Yersinia pestis
V. V. Suntsov*

Severtsov Institute of Problems of Ecology and Evolution, Moscow, Russia
*e-mail: vvsuntsov@rambler.ru

Modern “molecular genetic (MG) phylogenies” of the plague microbe Yersinia pestis, built on models of neu-
tral evolution using statistical methods of phylogenetic analysis, contradict numerous obvious environmental
(ECO) patterns and are not consistent with the concept of adaptatiogenesis. The reason for the discrepancy
between MG and ECO phylogenies is seen in the underestimation by the MG approach of parallelisms in the
processes of speciation and intraspecific diversification of the plague microbe. ECO methods showed the par-
allel tritope (almost) simultaneous speciation of three primary genovariants (populations, subspecies) Y. pes-
tis 2.ANT3, 3.ANT2 and 4. ANT1 in three geographical populations of the Mongolian marmot (Marmota si-
birica), which in the MG approach is mistaken for polytomy (“Big Bang”), caused by unknown natural phe-
nomena on the eve of the first pandemic (Justinian’s plague, 6th-8th centuries AD). The discrepancy
between MG and ECO interpretations of the evolution of intraspecifically-derived phylogenetic sub-branch-
es 0.PE and 2.MED is also associated with parallel evolutionary processes in independent lines, based on
genovariants 2. ANT3, 3.ANT2 and 4. ANT1. Independence of these phylogenetic lines and associated with
them parallelisms of sub-branches 0.PE and 2.MED are not taken into account in the MG approach. The
prospect of creating a real phylogenetic tree for Y. pestis depends on a creative synthesis of the two approaches —

MG and ECO.

Keywords: Yersinia pestis, Yersinia pseudotuberculosis, Marmota sibirica, parallel evolution, genovariants
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