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NMPUHUUN 3KOJ10Ir0-MOJIEKYIAPHOIO )
KOHCEHCYCA B PEKOHCTPYKLUHWA il
PUJIOTEHNN MUKPOBA YYMbI

YERSINIA PESTIS

B.B. Cynuos

Hrcmumym npobaem sxonoeuu u 36oatouuu um. A.H. Cesepuosa PAH, Mockea, Poccus

Pesiome. Bo BTopoii mooBrHe XX BeKa yCUIUSIMU YYEHBIX MHOTUX CTpaH Oblia cOpPMYJINPOBaHA CTPOMHAS TEOPUS
npuponaHoit ouaroBoct 9yMbl (TTIOY, sylvatic plague), B KOTOpOii IpeaITpUHNMAIACh TTOMBITKA OMMACATh UCTOPUIO
MIPOMCXOXKICHNUS 1 3BOJIOLNHU BO30OYIUTEIS 3TOM MHPEKINU — MUKpoOa Yersinia pestis. Ho HaKoIIeHHBIC 3HAHUS
B 3TOM OTHOIIICHUH OCTAaBAJIUCh KpaliHe OTpaHMICHHBIMHI. MeTOIbI (PUIOTeHeTHIECKMX IIOCTPOCHUM B JOT€HOMHOE
BpeMsI C TOUKU 3PEHUST COBPEMEHHON (DUJIOTEHETUKY OBLJIN TIOCTATOYHO MPUMUTUBHBIMU, «PyUYHBIMU», CBONCTBEH-
HBIMU paHHel SMITUPUKO-UHTYUTUBHOM T'eKKeJIeBCKOM puoreHeTKe. BHenpenne ¢ Hagamom X X1 Beka reHOMHBIX
METOJIOJIOTU I B MU3yUYeHUE BO3OYAUTENST YyMbI MMO3BOJUIIO AETaJIbHO OMUCATh BHYTPUBUAOBOE pa3HOOOpa3ue (moa-
BUJIOB, T€HOBAPMAHTOB) 3TOI0 0CO0O0 OMACHOIO MaToreHa Ha YPOBHE reorpad@uyuecknux U MECTHBIX MOMyasiuuil (0T-
JeIbHBIX TPUPOAHBIX 0YATOB) IO BCEMY MUPY U JOBECTU IMATrHOCTUKY U ONKMCaHWEe BHYTPUBUIOBOIO pa3HOOOpa3us
JI0 BBICOKOI CTEIIEHU COBEPIICHCTBA. Bblyiy clieaHbl 1Ba BaXKHBIX OTKPBITHS. Bo-1epBbIX, ObLI Ha1eXKHO YCTAaHOBJIEH
MPSIMOI TIPEIOK YyMHOTO MUKpPoOa, M OKa3ajcs BO3OYIUTENb KAIIEYHOM NH(MEKINN — AaJTbHEBOCTOYHOM CKap-
naTuHornonooHoi nuxopanku (Y. pseudotuberculosis 0:1b). Bo-BTOpHIX, OblTa TTOKa3aHa 3BOJIOIMOHHAS MOJIOIOCTh
BO30YIUTENS YYMBI, «<MOJIEKYJISIPHBIC YaChl» TIOKA3aJI1 BPeMsI €T0 JUBEPIeHIINH OT IIPEAKOBOI IMOMYyISIIINU He paHee
30 ToIc. eT Ha3am. TakuM o6pa3oM, ObLI TIOJTHOIICHHO OXapaKTepru30BaH KOPEHb (DMIIOTEHETUYECKOTO IpeBa Y. pestis.
Tem He MeHee MOJEKYIIpHO-TeHeTHYecKre (MI') mocTHKeHUS IToKa He ITO3BOJISIOT PACKPHITh CEKPETHI ero (puio-
reHe3a — IPOUCXOXICHUS M TIOCIICIOBATEIBHOCTA MUPOBOM 9KCITaHCH . B KauecTBe BaxKHEUIIEH TPUUMHEBI BUTATCS
BbICOKast 3aBUCUMOCTb MT pekoHCTpyKIIMii (husioreHe3a oT BIOOpa MOJIEIM SBOTIOIMY aHATU3UPYEMbIX TPU3HAKOB!
TPaJAMIITMOHHO MIPUHUMAIOT MOJIEJTb HEUTPaIbHOI 3BOJIOIINH, HO €€ aJIeKBAaTHOCTh B OTHOIIEHWY (hUJIoTeHUN Y. pestis
CTaBUTCH ITOJl COMHEHNE MHOTMMHU M3BECTHBIMHU 9KOJIOTMIECKUMU (B ITMPOKOM ITOHMMaHUM) pakTamu. B 10 ke Bpe-
M1 MIT pocTuxeHus cnocoO6cTBoBaaU co3aaHuio akogornyeckoro (DKO) nmoaxona, onuparoierocss Ha MmojaoXKeHUs
TEOPUU MPUPOJHON 0YArOBOCTU YYMbl B OOHOBJIEHHOM BEpCHUU, B COOTBETCTBUU C KOTOPOI BO3OYAUTEIb UYMBI SIB-
JISIETCS SBOJIIOIIMOHHO MOJIOABIM MAaTOTEHHOM, MPOU3OUISAIIUM OT IICUXPOMUIBHOTO MCeBAOTYOESPKYIE3HOIO Mpe-
Ka. [TpesymntusHbiit DKO ciieHapuii He UMeeT OUeBUIHBIX €CTECTBEHHO-HAYUHBIX U UCTOPUUYECKUX TPOTUBOPEUUI
1 MOXET CIYXKUTb HYJIb-TUIIOTE30i1 1715 coBepiieHCTBOBaHUS MI' MeTomonoruu puiaoreHeTM4ecKuX MOCTPOSHUI
YYMHOTO MUKPO0a 1 APYTUX IIOTOOHBIX MUKPOOPraHU3MOB. BhICKa3bIBaeTCsI MHEHNE, UTO CO3aHNE PeaTbHOM (prio-
TeHUU YYMHOTO MUKPpOOa BO3MOXHO TOIBLKO Ha ocHoBe nHTerpaunu MI' 1 OKO moaxonos.

Karouesnie caosa: Yersinia pseudotuberculosis, Yersinia pestis, punsoeenus, mosexyaapHoie Mapkepsl, 3K0a02u4ecKue npUsHaKu,
B6HYMPUBUO08a 5 OUBEPCUPUKAYUSL.
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B.B. CyHuL0B MHdekumns n uMmyHuTeT

THE PRINCIPLE OF ECOLOGICAL AND MOLECULAR CONSENSUS IN RECONSTRUCTED PLAGUE
MICROBE YERSINIA PESTIS PHYLOGENY

Suntsov V.V.

A.N. Severtsov Institute of Problems of Ecology and Evolution of Russian Academy of Science, Moscow, Russian Federation

Abstract. In the second half of the 20th century, through the efforts of scientists from many countries, a coherent theory
of natural plague foci (sylvatic plague) was formulated, attempted to describe the history of the origin and evolution of the
causative agent of plague infection, the microbe Yersinia pestis. But the accumulated knowledge in this regard remained
extremely limited. Envisioned by the modern phylogenetics, the methods of phylogenetic constructions in the pregenomic
time were rather primitive, “manual”, characteristic of early empirico-intuitive Haeckel phylogenetics. Since the beginning
of the 21st century, the introduction of genomic methodologies in the study of the plague pathogen allowed to detail
the intraspecific diversity (subspecies, genovariants) of this particularly dangerous pathogen at the level of geographical and
local populations (individual natural foci) around the world and to bring the diagnostics and description of intraspecific
diversity to a high degree of perfection. Two important discoveries were made. First, the direct ancestor of the plague
microbe was reliably established, it turned out to be the causative agent of intestinal infection — Far Eastern scarlet-like
fever (Y. pseudotuberculosis 0:1b). Secondly, the evolutionary youth of the plague pathogen was shown, the “molecular clock”
showed the time of its divergence from the ancestral population no earlier than 30 thousand years ago. Thus, the root of the
phylogenetic tree of Y. pestis was fully characterized. Nevertheless, molecular genetic (MG) achievements do not yet allow
to reveal the secrets of its phylogeny, i.e. the origin and sequence of world expansion. The most important reason is the
high dependence of the MG of phylogeny reconstructions on the choice of evolutionary model for the analyzed characters:
the model of neutral evolution is traditionally accepted, but its adequacy in relation to Y. pestis phylogeny is questioned by
many well-known ecological (in the broad sense) facts. At the same time, MG achievements contributed to the creation ofan
ecological (ECO) approach based on the provisions of the theory of natural plague foci in an updated version, according
to which the plague pathogen is an evolutionarily young pathogen descended from a psychrophilic pseudotuberculous
ancestor. The presumptive ECO scenario has no obvious natural-scientific and historical contradictions and can serve as
a null hypothesis for improving the MG methodology of phylogenetic constructions for plague and other similar microbes.
It is suggested that the creation of a real phylogeny of the plague microbe is possible only based on integration of MG and

ECO approaches.

Key words: Yersinia pseudotuberculosis, Yersinia pestis, phylogeny, molecular markers, ecological traits, intraspecific diversification.

BeeneHue

Bo30ynutenb yymMmbl — MUKPOO Yersinia pestis —
6611 oTKPHIT A. MepcuHom B ToHKOHTE B Hauaste 3-i
nanaeMuu B 1894 r. DTo cTano HavyajaoM I1yOoOKO-
r0 BCECTOPOHHEro M3ydyeHUs YyMHON MH}eKIInn
U ee Bo30oyauTes. Yepe3 HecKoJIbKO JeT, B 1898 .,
poccuiickuit 6aktepuosor J.K. 3a6010THBIN, 13-
yJasl BCTIIBIIIIKY YYMBI B ceBepo-BocTouHOM KuTae,
MpUIles K BbIBOMY, UTO YyMa SIBJSIETCS OOJIE3HbBIO
NVKUX HOPOBBIX TPHI3YHOB. Bo BTOpOI1 mosoBrHE
XX BeKa yCUJIMUSIMU YUYEHBIX MHOTMX CTpaH Obljia
chopmysiipoBaHa CTpoliHas Teopusl IPUPOAHOIN
ouaroBoctu uyMmbl (TTIOY, sylvatic plague), B kKo-
TOPOU MpeaANpPUHUMATIACh TTOMBITKA OMUCATh UCTO-
PUIO TIPOUCXOXKJICHUS W 3BOJIOLMU BO30YIUTENS
9Tolt nHpekuu. Ho HakomieHHbIE 3HAHUS B 9TOM
OTHOILIEHUU OCTAaBaJIUCh KpaliHE OTpAaHUYEHHBIMU.
Metoabl pUIOTeHETUYECKUX MOCTPOSHUN B Jore-
HOMHO€ BpeM s C TOUKHU 3pEHUSI COBPEMEHHOU bu-
JIOTEHeTUKU OBIJIM JOCTATOUHO MPUMUTUBHBIMU,
«PYYHBIMU», CBOMCTBEHHBIMHW paHHEU SMITUPH-
KO-UHTYUTHUBHON TEKKEeJIeBCKOW (UIoreHeTuKe.
OTCyTCTBOBaJlu TPU OCHOBHBIX TpeOOBaHUS NS
MOCTPOEHUSI (PUITOTeHUIi: HE ObLJIM YCTAaHOBJIECHBI
aHaJIU3UpyeMble TIPU3HAKU, HE pa3pabdoTaHbl MO-
JIEJIU SBOJTIOLIMM DTUX NPU3HAKOB X METO/IbI aHAJIU-
3a npusHakoB. [IpennpruHUManUCh JUIIb pEeIKUE

MOITBITKY WHTEPHPETUPOBATh MUCTOPUIO BO3OYIM-
TeJIsl YyMbl Ha OCHOBE MMEIOIIMXCS B MEIUIIMHCKOM
U OMOJIOTMYECKON HayKaxX OOIIMX TEOPETUUYECKUX
u ¢dakToJornYecKux 3HaHui. O0 UcTopuu BO30Y-
OUTENST CYOIUJIM MO TaKUM €CTECTBEHHOHAYYHBIM
(hakTaM, Kak reorpadumyeckoe pacrpocTpaHeHUE
04aroB YyMbl B MUpE; JaHa1IadTHOE pacnpocTpa-
HEHME OoYaroB B apuIHBIX TOPHBIX pailloHaX, CTe-
OsIX, TOAYMYCTBIHSAX M IYCTBIHSX; YCTOMYUBOCTh
LHUPKYISILIUU MUKpOOa B IMOMYJSIIUSX HOPOBBIX
TPBI3YHOB, Ha KOTOPBIX Iapa3suTUPYIOT B OOM-
Juun OJIoxM; Tajieoreorpacuyeckoe paclipocTpa-
HEHHE HOPOBBIX T'PBI3YHOB; YYBCTBUTEIBHOCTh
K BO3OYIMTEIIO YyMbl OCHOBHBIX X035IeB MUKpPO0Oa
B IIpUpPOAE U T. 1. BeIsIBIIeHHBIE (haKThl aHAJIU3H-
pOBaJINCh, COIOCTABISJINCH, COCTBIKOBBIBAJIUCH
M CKJIAJbIBaJINCh B «(DUJIOTCHETUYECKUE Ma3Jbl».
Takwue busloreHeTUYECKUE KOHCTPYKThI CTaJIU OC-
HOBOII OOIIENPUHSITON HAEU O MPOMCXOXICHUU
YyMBbI B TJIyOOKOI APEBHOCTU, B OJIUTOLIEHE-TINO-
ueHe, 30—3 MJH Jet Hazan [5, 7, 22, 35]. Beicokoe
MopdoJiornyeckoe M OMOXMMHUYECKOE CXOICTBO
C KMIIIEYHBIMM MUKPOOaMu ceMeiicTBa Yersiniaceae
(Enterobacteriaceae), B YaCTHOCTU C BO30yauTEIEM
nceBaoTyoepkyesa (Y. pseudotuberculosis), mocny-
JKHJIO TOBOJOM K YTBEPXKISHMIO O ero (popMupoBa-
HHMM U3 KaKOTO-TO IICEBIOTYOEPKYJIe30IT0A00HOTO
npenka, oOMTAaIOIero B MUINEBAPUTEIBHOM TpaK-
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dunorexus Yersinia pestis

Te TPHI3YHOB MJI MapasuTUPYIOIINX Ha HUX OJIOX.
dopMuUpoBaHUE YYMHOIO MUKPOOa, COrJIacHO I10-
JOXKEeHUSAM Kiaccudeckoit Bepcuu TITIOY, nmpoxo-
JIVJIO B TIPOLIeCCe MINTEIBHOM KO3BOIIOINU C XO-
3s5eBaMU-TPbI3yHAMU U TI€PEHOCUYMKAMU-0JI0OXaMU
niau B HoBom CBeTe B monynsiuusx (pa)CypKoB
(Marmotini), niu B Crapom CBeTe B IOMYJISIIIUSIX
necyaHok (Gerbillinae). PaciimpeHne BHyTPUBUIO-
BOTO pa3HOOOpa3usl CBS3bIBAJIU C pacCIIpoOCTpaHe-
HUEeM BO30yAUTENsl U3 LIEHTpa BUA00Opa30BaHUS
TPBI3yHAMU-X03siIeBaMU TI0 PEryIsIpHO BO3HUKAaB-
IIUM B TCOJIOTMYECKOE BpeMs bepuHTHiicKoMYy,
Cunaiickomy n [TaHaMCKOMY MEXXKOHTHHEHTAJIb-
HBIM CYXOITYTHBIM MOCTaM U C KO3BOJIIOLIME U TO-
CTaJbHON cIiellMain3alueil B MOIYyIsSIIUSIX HOBBIX
HOPOBBIX XO03s€B, BCTPEUYCHHBIX Ha MapIipyTax
9KCITAaHCHU.

Pa3BuTtre reHOMUKH U MOJIEKYISIPHO-TE€HETU-
yeckux (MI') meTonoB Ha pyoexe XX—XXI BekoB
W X BHeApeHUEe B MH(PEKTOJOTUIO YYMBI IIPUBE-
JIU K IBYM KpPaeyroJbHBIM OTKPBITUSM, KOTOpPHIE
BHECJIM CYIIECTBEHHbIE M3MEHEHUS B IIOJIOXKE-
Hus knaccuueckoir TITOY. Bo-nepBbix, BONpeku
MpPEeNCTaBICHUSIM O TJIyOOKOM APEBHOCTU UyMHI,
MOJIEKYJISIDHBIMUA ~METOJaMU OblJla YCTaHOBJIE-
Ha DBOJIIOIIMOHHAsT MOJIOJOCTh €€ BO30ymIuTess.
«MouJiekyisipHbIe Yachl» MMOKa3aJid BpeMsl €ro Bo3-
HUKHOBeHUs He paHee 30 THIC. JIET Ha3al, TO €CTh
Ha pyOexke IIeHCTOolleHa W TOJIOIeHA MU B TOJIO-
ueHe [18, 28]. OTcroaa cTajo MOHSATHBIM, UYTO BU-
JIooOpa3oBaTesIbHbIN TIpoliecc Mpoliesa B (ITOYTH)
COBPEMEHHOI OMOreoleHOTUYECKO OOCTaHOBKE,
KOTIa yXe CYIIECTBOBAJIM COBPEMEHHBIC BUIBI
X03sI€B U TIEPEHOCUYMKOB BO30OYIUTENS U apUIHbBIC
naHamadTh B reorpaguyecKux rpaHulIaX COBpe-
MEHHBIX MPUPOIHBIX ouaroB. Ilpu 3Tom ciemyeT
3aMETHUTh, YTO JTII000I BUA00OPa30BaTEIbHBII ITPO-
eCcC MPOXOAUT TP M3MECHEHUM CpeIbl OOMTaHUS
(monyasiLMU) UCXOAHOTO BUJA UJIU €TI0 BHEIPEHU U
B HOBYIO Cpelly, TO €CTh B HOBYIO 3KOJOTMYECKYIO
Humy. [To3ToMy BaXHO OBLIIO BBISICHUTH, KaKUe
M3MEHCHHUSI B aOMOTUYECKOM M/MIN OMOTUICCKOU
cpene oOMTaHWS MOMYJasSUUU (KJIOHA) 3HTEpoIa-
TOT'€HHOTO IIpelKa MOIVIM MIPUBECTU K HEAaBHEMY,
(TTouTH) COBpEeMEHHOMY BO3HUKHOBEHUIO TTOMYJISI-
OUW TPOU3BOIHOTO <«KPOBSHOTO» OOMTATENs —
BO30OYAMTEN ST UYyMbI, TJI€ U IPU KaKUX OOCTOSITEb-
CTBaX MPOXOIMJI IPOIIECC ITepexoaa IpeaKOBOI I0-
OYASIIAN U3 TUIIEeBapUTEIBHOIO TPpaKTa B TUMQO-
MHUEJIONTHBI KOMIUIEKC TpbI3yHOB? OTBET Ha 3TU
BOIMPOCHI  ABJISIETCS TPEPOraTUBOUM  BKOJOTUU
(B LIMPpOKOM TIOHMMaHUM). BbICKa3bIBaJIuCh Heap-
TYMEHTUpPOBaHHbBIE mpearonaoxeHus [17, 38], urTo
M3MEHCHM S B ITOBEICHUH TPhI3YHOB MOTJIN ITPUBE-
CTU K PEeryjsipHOMY 3apa’keHWI0 KPOBU BO30OYIM-
TeJIeM TICeBAOTYOepKyae3a U nepeaaye MHPEeKI
yepe3 YKYCHI OJIOX.

Bo-BTOpBIX, TE€HETUYCCKUMU METOIAMMU, W3-
yuyeHueM QO-aHTuUreHa, ObLI yCTaHOBJIeH Oec-

CITOPHBIN TIPSIMOU MpeaoK YYMHOro MHUKpoba —
NCUXpOoMUIbHBIKN BO30YyAUTEAb JdaJbHEBOCTOY-
HOI cKapiaatuHonomooHou nuxopanku (ACJI),
MCEeBIOTYOCPKYIE3HBIII MHKpPOO 1-rO0 cepoTuiia
Y. pseudotuberculosis 0:1b [23, 30]. DTOT KULLIEYHBI A
MaToreH pacnpoCTpaHEH Cpenu IIMPOKOro Kpy-
ra 0ECIO3BOHOYHBIX M ITO3BOHOYHBIX KMBOTHBIX
B XOJIOMHBIX paitioHax A3zuu [8, 25]. OTciona MOXKHO
OBLJIO cAe1aTh 3aKJIYEHUE, YTO BUI000pa3oBaHUe
YyMHOT0o MUKpoba mu3 kKjoHa Bosoymutens JACJI
OpPOIIJIO B HE CTOJb OTHAJCHHOM HCTOPUYCCKOM
BpeMeHu B LleHTpanbHOI A3uu, rae Bo30yAUTENb
JCJI obblueH U rae pacnosoXKeHBbI «3aMOPOKEH-
Hble» (1o BeipaxxeHuto M.I. Modda [8]) npupon-
Hble o4yarn yyMbl. Haubojiee BeposITHO MUKPOO
IyMBI TTOSIBUJICSI B MOHTOJINM C €€ yIBTPAaKOHTHU-
HEHTaJbHBIM KJIMMAaTOM WJIN B OMXKaWIIeM K Hel
okpyxeHuu [11, 13]. D10 coObITHE, MO HalIeMy
MHEHUIO, U3JI0KEHHOMY HHKe, ObLJIO CBSI3aHO C Ha-
ctynuBmuM B CeBepHoit u LleHTpanpHOT A3uWu,
Cubupu 1 Ha JanpHeM BocToke MaKCHMMaJIbHBIM
(capTaHCKMM) MMOXOJ0JaHMEeM Ha pyOexke IeicTo-
1eHa 1 rojoueHa (22—15 TeIC. JIET Ha3ana), KOTOpoe
BBI3BAJI0 M3MEHCHUS B CTPYKType OHOIIEHO30B,
dopMo- m BUAOOOpa3oBaHUE, CMEIICHUE TPaHUI]
apeajioB XXMBOTHBIX U PACTCHUA.

JIBa BbIllIe Ha3BaHHBIX M OTKPBITUSI MO3BOIU-
JIX JIOTUYECKU YBSI3aTh MHOTOYMCIIEHHBIC (haKThI
Pa3sIUYHBIX HAYYHBIX HaAIIpPaBIICHUM: 3KOJIOTUMU,
ouoreorpacduu, OHUOTEOLEHOJIOTUN, BIMU300TO-
JIOTUU, Majaeo0MOoJOTUU, MaJeOoKJIUMATOJIOTUH,
MUKPOOUOJIOTMY, TEHETUKU, MOJIEKYJISIPHOU OMO-
JIoTUY, NHOOPMATUKU U IPYTUX — U CO3AaTh Ma-
pajutenpHbIi K MI criieHapusiM 3KOJIOTMYECKH it
(B LIMPOKOM MOHMMAaHUM) ClieHapuii BOSBHUKHOBE-
HUS U a3MaTCKOM AKCIMaHCUU HOBOI'O MUKPOOHOTO
BBICOKOMATOTEHHOTO BUAa Y. pestis, paguKaJIbHO
otnunvatouuiicas or MI' cuenapues [11, 12]. B Ha-
CTOSIIEH cTaThe BHICKA3bIBACTCSI MHEHME, YTO IJISI
CO3JaHUs JOBEPUTEJIBbHOW HEMPOTUBOPEYUBOU
GUIOTeHUW YyMHOT0 MUKPOo0Oa BaXXHBI HaIEKHBIC
GaKThI, TIPEACTaBIIEMbIC JTIOOBIMH CICHAPUSIMMU,
¥ 3TH CLIECHAPUU JOJIKHBI OBITh IPUBEIECHEI K AU -
HOMY KOHCEHCYCY, 3a OCHOBY KOTOPOIrO cCJieayeT
IIPUHSITH MEHEE IPOTUBOPEUYMBBIN SKOJOTMYECKUMN
CLIEHApUil.

MonekynapHo-reHeTn4eckmnin NoAxXoL4

B HacTosiiee BpemMsi B pUITOTeHETUKE YYMHO-
ro Mukpob6ba nomuHupyetr MI' noaxon. Haubonee
MOMYJISIpHbIE (PUTOTEHETUYECKUE CXEMbl TIpea-
CTaBJISIIOT Yallle B BUAE NEHIPOrpamMM WJIM KJia-
norpamm [18, 20, 21, 27, 28, 29]. Metomonorus
MTI dunoreHeTUYECKUX UCCAEAOBAHUI BKIIOUAET
pa3anyHble NpU3HaAKU, Moaear u metonsl [1, 33].
Haubosnbuiyo nonyiasipHOCTb Npuodpea METOI0-
siorusi, onupatomasics Ha SN P-nipusHaku, Teopuio
HEUTpasbHON BOMIOLMU KaK 0a30BYyI0 TEOPETU-
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YEeCKYI0 OCHOBY (DUIOTE€HETHMUYECKUX PEKOHCTPYK-
muii Y. pestis 1 CTaTUCTUYECKHE METOIBI aHan3a
MPU3HAKOB — MaKCHMaJIbHOTO MpPaBIONOmI00u s
u baiieca. B ienom MI' MeTon010rusi peKOHCTPYK-
U1 UCTOPUY YYMHOT'O MUKPOOA UCTIONb3yeT MPU-
eMBI, TIpUMEHSIeMble MPU PEKOHCTPYKIIUU MCTO-
puii (bunoreHuii) BBICIIMX TaKCOHOB paHra BUIa
M BbIIIE, KOTIa BUJI-OCHOBATEb, a TeM 0oJiee MC-
XOIHBIM moaBuUI (IMOMYISIIIU) OCHOBaTeJNsI, KakK
npaBuJjio, He BhIsBJIeH. Ho Bua-ocHOBaTe b 4yM-
HOT0 MUKpPOOa AOIOJJIMHHO U3BECTEeH, U duore-
HHSI YyMHOTO MUKpPOOa — 3TO UCTOPHUSI €TO BUI00-
Opa3oBaHMS M BHYTPUBUIOBOM TMBepcUDUKAIINH,
ucrtopusi GopMUPOBAHUS TOABUIOB — HUBIIUX
TaKCOHOMMYECKUX Tpynim. To ecTb 3TO IpeaMeT
dunoreorpapuueckmx MccIeqOBaAaHUN, UMEIOIINX
HECKOJIBKO OTJMYHYIO OT (PUJIOTeHETUKHN METO/IO0-
snoru. Puioreorpadusi ormepupyeT MOIYJISIIU-
OHHO-3KOJIOTMYECKUMU U TOMYJISIIMOHHO-TEHE-
TUYECKUMU TTOHSITUSIMU, TAKUMU KaK apeaJ, To/-
BU/JI, reorpaduyecKas momyasus, 3KOJorndecKkast
HWIIIA, HEMOCPEICTBEHHOE POACTBO, MOTOK I'eHOB
u apyrumu. K Tomy ke, B CUJy CBOEI MOJIOJOCTH,
KOMITbIOTEpHO-CcTOXacTuyeckue MI' MeTomonoruu
(GUITOreHETUKM TIOKa OCTAIOTCSI HE BITOJIHE COBEp-
IIEHHBIMHU, BBIBOABI ITPU UCHOJIb30BAaHUU Pa3INY-
HBIX TPU3HAKOB U METOJOB MX aHajJIM3a 3aMETHO
pa3auyaloTCs, U sl OLIEHKH pealbHOCTH TPEIIO0-
KeHHbIX MT' ¢uysoreHnii HeodxoauMa UX OllEHKa
IPYTUMU BO3MOXHBIMU MeTogaMu. B Haumbosee
paHHUX (UIOTeHETUYECKUX PEKOHCTPYKIIMSIX
WCIIOJIb30BAaJIM METOJ TPOMHOIo mMapajuien3ma
D. Tekkens, BKIMOYaAOIUNA MOPDOJTOTUUYECKUA,
NaJIeOHTOJOTMYECKUN M SMOPUOJOTMYECKU M TTO-
xonbl. B oTHoIIeHUM Mukpoda yymsl B MI' moaxo-
Jie 1151 pPeKOHCTPYKIIMU (DUJIOTeH U NCITOIb30BaIN
pa3Hble METOABl M BBHIOMpAIM pa3Hble MPU3HAKMU,
Hampumep, IS, SNP, VNTR (MLVA), INDELSs map-
Kepwl [17, 18, 33, 36]. ConmocTaBicHUE pa3IUIHBIX
MPUEMOB UCTOPUYECKUX PEKOHCTPYKIIUI TTpUIaeT
00JIbIIYI0 YOeIUTENbHOCTh CAeJaHHBIM BbIBOJIAM.
B Hacrosimeit craTbe pacCMOTPUM ITOMYJISIPHYIO
MI ¢unoreHeTHUUYECKYIO CXeMY, MPEACTaBIECHHYIO
X. Jlemepom c coaBT. [21], U OLleHUM ee mapame-
TPbl B OTHOIIEHUM 3KOJIOTMUYECKOU (HaKTOJOruu
(puc. 1, IT obnoxka).

IMpexae Bcero cieayeT oOpaTUTh BHUMaHUE
Ha BHYTPEHHIOIO MpoTuBopednBocTh MI Tmon-
Xolla B MOCTpOeHUM duoreHuii. MoyekyasipHbie
W TEHETHUYEeCKHNEe apryMEHTBhl He MMEIOT JIOTMYecC-
koro eanHcTBa. C TOYKU 3pEHUST T€HETHUYECKUX
npeodpa3zoBaHUl BUAOOOpa3zoBaHue Y. pestis pac-
CMAaTpUBAaIOT KaK CaJbTallMOHHBIN MPOIECC <«TO-
PU30OHTAJIBHOTO» BHEIPEHUS B KJIETKY MCEBIOTY-
OepKyJIe3HOTO TIpeAKa cIelupuIecKnx IMaa3Mu/l
BUpYJeHTHOCTH pFra u pPst u3 BHelrHeil cpenbl
WJIU OT IPYTUX MUKPOOPTAaHU3MOB, a TaKXKe OTHO-
aKTHBIX JeJIeMid 1 MHAKTUBAILIM TeHOB, YTEPsIB-
mux GYHKIMKU B HOBOH cpeae obutaHus [26, 32].

B Takom cnydae reHeTuuyeckue mpeodOpazoBaHUS
paccMaTpuBalOT KaK pe3yabTaT ObICTPOro («in eye
blink» [34]) amanTtanuorenesa. B To xxe BpeMsi MO-
JIEKYJISIpHbIE MpeoOpa3oBaHUSI paccMaTPUBAIOT
C MO3UIIUU TEOPUU HEUTPAJIBHOW IBOJIIOLMU KaK
MOCTENEeHHbI I CTOXaCTUYECKU I MPOLIeCC HAKOTIJIe -
HUS HEWTPaJbHBIX MEIKUX MyTallUii, MOABEPXKEH-
HBIX caydaiiHoMmy aperidy [18, 28]. IIpu aToMm, Kak
MOXKHO BUAETh Ha pUC. 1, TOMoaoruo GuioreHeTu-
YeCcKOro IpeBa BbICTPAWBAIOT TOJbKO Ha OCHOBa-
HUU CTAaTUCTUYECKOIr0 aHaM3a HEUTPaJIbHBIX HY-
KJIEOTUAHBIX U3MeHeHU . Hainuyune reHeTu4ecKux
aJanTUBHBIX U3MEHEHUI, KOTOpbIe, COOCTBEHHO,
NpuBEJIM K BOSHUKHOBEHUIO Buaa Y. pestis U Bce-
ro BHYTPUBUAOBOIO pa3HOOOpa3us, JHUIIb KOH-
cTaTupyloT. BanussHue amantanuit Ha GUIOTeHUIO
BOCIIPUHUMAIOT KaK HEeU30eXHbIN «DuioreHeTu-
YeCKMil 1ymM» (OuyepuyeHbl MyHKTUPHBIM OBaJIOM
Ha puc. 1). WUrHopupoBaHue ajamnTaldoreHesa
B MOJIEKYJSIDHBIX (DUITOTeHEeTUYECKUX PEKOH-
CTPYKILIMSIX YYMHOTO MUKpPOOa cTajio, IO HalllEMy
MHEHUIO, TPUYUHON OTCYTCTBU S KOHTPYIHTHOCTU
«MOJIEKYJISIPHBIX» U «3KOJOTMYeCKO» DUIOreHui.

[ByxaTanHasa a3auaTtckas 3KcrnaHcus
B0O30yAuTENs YyMbl

MTI MeTomaMu mokKa3aHO, 4YTO HauboJjiee IpeB-
HUMHU dopMaMU YYMHOTO MHUKpPOOa SBJISIOTCS
«I10JIEBKOBBIE» MoAaBUIblI (0buoBap Pestoides, kiac-
tep 0.PE). Ilo HykjaeoTUAHOW CTpPYyKType aHa-
JIU3UPYEMbIX MapKepoB OHM HaubOoJiee OJMU3KU
K TMCEeBAOTYOEpKYyJie3HOMY Mpenky. Bosoymurenu
«I10JIEBKOBOW» YyMBbI ITPOSIBIASIIOT U30UPATEIbHYIO
BUPYJIECHTHOCTb, CJa0OBUPYJCHTHBI IO OTHOIIIE-
HUIO K CypKaM, CyCJIMKaM, TlecyaHKaM, YeJIOBEKY.
CornacHo MI' moaxomy, mocjie BO3HMKHOBEHMS
Y. pestis (Pestoides) B A3uu cHaudaysa chopMUpO-
BaJiCs apeaJsl «moJieBKOBbIx» ouaroB 0.PE (puc. 1),
M JIMIIb Yepe3 ThICSIUM JeT HaKaHyHe |-ii maHme-
muu («Yyma KOctuHmana», 541 r.) BO30yaMTENb
OJIHOI'O U3 <«IT0JIEBKOBBIX» ITOJBUIOB B ITOMN YIS M-
X ajiTalickoro cypka (Marmota baibacina centralis)
Ha Taub-IllaHe mpuo6Gpen cBOMCTBO BBICOKON BHU-
PYJAEHTHOCTH Y LIUPOKO PaCIIpOCTPpaHUIICI B A3UK
BTOPOIi BOJTHOI, CPOPMUPOBAB COBPEMEHHYIO 30HY
NEePBUYHBIX NPUPOAHBIX OYAaroB B MOMYJSIIUSIX
MHOTUX (DOHOBBIX HOPOBBIX T'pbI3yHOB. [TogoOHOE
JIBYXBOJIHOBOE (hOpPMUPOBaHUE 30HBI MPUPOTHBIX
o4YaroB 4yMbl B A3MM HE€ HaXOAUT OOBSICHEHUN
C 9KOJIOTUYECKUX, OroreorpacuiecKmx 1 3Mu300-
TOJIOTUYECKUX TTO3ULIU .

MpeoOpasoBaHue «NOJEBKOBOro» Noasmaa
B «CYPO4YMA» HaKaHyHe 1- naHaemMun

Hawnbonee MosoabiM cpeau  <«I10JIEBKOBBIX»
nonBunoB Ha3eiBaioT 0.PES (Y. pestis ulegeica), xa-
pAKTEepHBIA IS TIONYJSIIMA MOHTOJBCKOU TIHU-
myxu (Ochotona pallasi pricei) Ha MOHTOJIBCKOM
u loowmiickom Anrtae. Cynsa mo MI-dgunoreHusIM,
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9TOT MOABUJI CTajd MPEAIIEeCTBEHHUKOM BBICOKO-
BUPYJIEHTHBIX MOABUIOB/TeHOBapuaHToB [20, 21]
(puc. 1). [TpousBogHBIE OT HETO «CYyPOUYbU» MOABU-
nbl, cocTaBistomme kiaactep 0.ANT, BcTpeuaroTcs
Tonbko Ha TaHb-Illane. OTcloma, corjiacHO «MO-
JIEKYJAsIpHOI» Joruke, nuinyxosbiii moasua 0.PES
HakaHyHe 1-ii maHAeMUu NPOHUK M3 MoHTOIUU
Ha Taub-1llanpb, rae 3akpenuicsa B MHOITYJISIIIASX
anraiickoro cypka. IlozgHee W3 momyasiuuii aj-
TalicKkoro cypka yxe B Buae reHoBapuaHTa 0.ANTI
BHOBb BEpPHYJICSI B MOHTOJIMIO U OCBOUJ TPU reo-
rpaduyecKkux MONyJsSILIUU MOHTOJIbCKOIO CypKa-
tap6araHa (M. sibirica sibirica, M. sibirica caliginosus
u M. sibirica ssp.), mpeodOpa3oBaBIIUCh B I'eHOBA-
puaHTel 2. ANT3, 3.ANT2 u 4. ANTI. [TogoOHBII
peBepc BO30yIUTENAs] YYyMbl B MOHTOJIO-TSIHb-
IIaHBCKOM PErMoHe C DKOJOrMYecKoil u ouoreo-
rpaduyeckoil ToYeK 3peHU s SIBJASIeTCS COBEPIIEH-
HbIM HOHceHcoM. K ToMy ke MOsSIBUIUCH HOBBbIE
MTI nanHble [36], YTO (PUIOTEHETUUECKYIO BETBb
0.ANT, kak u apyrue BetBu |.ANTI, 2.ANT3,
3.ANT2 u 4. ANTI, takxe cienyeT OTHECTH K Y3y
nonutoMuu «Big Bang», a He BeLIEASITH Kak Oosiee
PaHHIOIO «CypPUYUHYIO» BETBb.

COMHUTENbHbIE NOABUADI

MeTtonaMu MOJEKYJISIPHON TUATHOCTUKHU U CU-
CTeMaTUKU KOHKPETU3NPOBAHO BHYTPUBUIOBOE
pa3zHooOpa3ue 4yMHOTo MUKpoba. [Ipexae Bcero,
9TO KacaeTcs] TAKCOHOMMUYECKUX €MUHUI] — IO/~
BUI0B, KOTOPBIE SIBISIIOTCSI 9KOJIOro-reorpaduyec-
KOM KaTeropueii: noaBua MMeeT apeasi, o0pa3oBaH-
HBIW CTPYKTYPUPOBAHHBIMHU TIOMYJISILMSIMU, UME-
IOIIMMU ONpeaenecHHbIH 3()@GEKTUBHBIN pa3Mmep.
B HacTosiee BpeMmst onucaHo 6ojiee 30 reHoBapu-
aHTOB (= MOJABUAOB) XapaKTEPHBIX JIJI5I KOHKPET-
HBIX TIPUPOAHBIX 1 AaHTPOIIOTEHHBIX OYaroB YyMBblI.
Ho «MonekyJisipHbIE» «ITOJIEBKOBBIE» TTOIBUIbI
0.PE7 (Y. pestis subsp. tibetica), 0.PE3 (Y. pestis subsp.
angolica), 0.PE4 (Y. pestis subsp. central-asiatica)
HEe COOTBETCTBYIOT KPUTEPUSIM TMOABHUIA.

IonBun 0.PE7 cuyutaior Hambosiaee APEBHUM.
DTOT NMOABUI TTPEACTaBJICH JUIIb IBYMS IIITAMMAa-
MU, U30JIMPOBaAaHHBIMU B 1960-x rT. Ha LlnHXalickoM
mjiaTo B BocTouyHOM TubGere. OnuH 1ITaMM H30-
JIUPOBaH B IPUPOJE OT CUOMPCKOIro TyLIKaHYM-
Ka (Allactaga sibirica), npyroii TaM e OT OOJBHOTO
yenoBeka [20]. ITpu aToM npupoaHbIE O4aru 4YyMbl
C OCHOBHBIM XO3SIMHOM CUOUPCKUM TYIIKaHYU-
KOM B MHUpPE HE M3BECTHBI. 3apakeHue YeJoBeKa
OT TYUIKAaHYMKOB WJIM OT MX OJIOX MaJIOBEpOSIT-
HO. McTOYHUKOM ero 3apaxeHMs, CKOpee BCero,
ObIJT MHOTOYMCIEeHHBIN Ha LlmHxalickoM maaTo
r’MMajlafiCKuii CypoK, SBJISIOIIMNCSI OCHOBHBIM
XO3sIMHOM BO MHOTMX NMPUPOAHBIX ouyarax Tubera
u 'umanaes.

IMonBun 0.PE3 mu3BecTeH Mo OMHOMY HITAMMY,
M30JIMPOBAHHOMY OT OOJILHOTO UejioBeKa B AHTroJe
U OJUTENIbHOE BpeMs XpaHUBIIEMYCSI B My3ee

B CILIA [24], mo3TOMY, COIJIACHO 3KOJIOTUYECKUM
OLIEHKaM, IIITaMM JOJI’)KeH UMETh CTaTyC JIUIIb UH-
JUBUAYaJbHOIO (HE WCKJIIOUYEHO abeppaHTHOTO)
TeHOTUNAa HEU3BECTHOrO IMPOMUCXOXIAEHUS, HO He
noaBuaa. CoOCTBEHHO, 3TO 3aMeYaHUE KacaeTcs
HEKOTOPBIX IPYTUX «MOJEKYJISIPHBIX» TOABUIOB/
reHOBapUaHTOB.

TTonBua 0.PE4 — cOopHbiil [27]. OH BKJIOYa-
eT reorpaduyeckyd pa3po3HEHHbIC TMOMYJSILINH,
XapakTepHble [Js1 apuyeBoil mnojieBKu (Microtus
carruthersi) Ha T'uccape, cepeOpUCTOI TIOJEBKU
(Alticola argentatus) Ha TamaccKOM XpeOTe, MOHTOJIb-
ckoii muiryxu B f'opHoMm Asitae u mojieBKM bpaHnara
(Lasiopodomys brandti) B ceBepo-BocTouHoM KuTae.
O0bearHeHue reorpaduyeck pa3po3HEHHBIX T10-
OyJasIUUi YyMHOTO MMKpoOa, HUPKYJIUPYIOIIUX
B o4yarax ¢ OCHOBHBIMM XO3sI€eBaMU, MpUHAIIeKa-
IIMMHU K pa3HbIM poJiaM, CeMeHCTBAM U JaKe OTpsi-
naMm (Rodentia v Lagomorpha) HOPOBBIX XKUBOTHBIX,
B €IWHBII MTOABUI TOJBKO HAa OCHOBAHWUU HYKJIEO-
TUAHOTO CXOACTBAa BBIOPAHHBIX MOJIEKYISIPHBIX
MapKepoB C 3KOJOTMYECKUX TO3ULIMIA MpeacTaB-
JISIeTCS HE KOPPEKTHBIM: JIIOOOMY MOABUIY CBOi-
CTBEHHBI TIPSIMO€ pPOJACTBO 0OCO0Eil, emMHCTBO
apeaJia ¥ 9KOJOTMYEeCKUX NMpru3HakoB. C 3KOJOrUu-
YeCKO TOYKU 3pEHU ST BIOJHE JIETUTUMHBIMU CJie-
JIyeT CYUTATh MIPUHSITHIC paHee Ha3BaHU S YeThIpeX
otaenbHbix oaBuaoB: 0.PE4h (Y. pestis hissarica),
0.PE4t (Y. pestis talassica), 0.PE4a (Y. pestis altaica)
u 0.PE4m (Y. pestis microtus = Y. pestis xilingolensis).
OTU MOABUABI HE UMEIOT MPSIMOro poAcTBa, (op-
MUDPYIOT TapaduieTnyeckyro (Mau noauduieTu-
YecKylo?) IpyIiny NoaABUI0B, BOSHUKIIKUX B pa3HOE
BpeMs B pa3HbIX reorpaduyeckux paifoHax oT pas-
HBIX MpenkoBbix nonyasuuid [11, 12, 20]. K Tomy
xe, nonsua 0.PE4a (Y. pestis altaica), xapakTepHbIii
JIISI TIOMYJISIIU MOHTOJIbCKOU nuiyxu B ['opHOM
Anrtae, Ha ceBepo-3amnage MoOHroJibckoro Ajrtas
(bastH-YAbreickuii peruoH) HMeeT 30HY CUM-
naTpuu ¢ ApyruM nuiryxoBbiM mnonsuaoM 0.PES
(Y. pestis ulegeica) [16]. BozHuKkaeT BOIpOC: MoYe-
MYy YJErecKuii MmoaBuja, OOMTAIOIIUI COBMECT-
HO C aJTaliCKUM B €IUHON TMOIYyJSIUU XO35IMHa,
no MI mpusHakaM He COOTBETCTBYET CTATyCy TakK
Ha3bIBAEMOI'0 «IIEHTPalbHOA3MaTCKOrO IMOABUAA»
Y. pestis central-asiatica? Kak 3T0 MOIJIO CITYYUThb-
cs? OTO BaXHBIW BOMNPOC OIS CPaBHUTEIbHOU
oueHku MI' 1 DKO MeTonoB TUNMPOBAHUS TIOJ-
BUOOB Y. pestis, a TAaK>Ke 151 OLIEHKU MOTOKA I'eHOB
B nonyassuusax noasuaos 0.PE4a u 0.PE5 u tormno-
Joruu GujIorpaMm.

Monutomus B nonynsiuusix MOHroJIbCKOro cypka
HaKaHyHe 2-i naHpemMumn

Bce uszBectHbie MIT (punoreHeTYecKue CXeMbl
(GUKCUPYIOT HaJInMYMe Ha (PUITOTEeHETUUECKOM Jpe-
Be Y. pestis nonutomuu (NO7, «Big Bang»), numeB-
1Ieil MecTo sIKOObI HaKaHyHE BTOPOI MaHIEeMUU
(«YepHast cMepTh», 1346 1.). [TotuTOMMUIO OOpPa3yIOT
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yeThbipe pusioreHeTuYeckue BeTBu (branches 1, 2, 3,
4) (puc. 1), BKJIIO4aOIIMe TTOABU/Ibl/TEHOBAPUAHTHI
yyMmHoro mukpo6a 1.ANTI, 2.ANT3, 3.ANT2 u 4.
ANTI. [IBa nocjienHUX reHOBapraHTa XapaKTepPHbI
JIJI51 O4aTrOB YyMBI B IBYX reorpaduyeckux momyJisi-
LM SIX MOHTOJIbCKOT'O CYypKa, OOMTAIOIIUX Ha XaHTae
1 Ha Xapxupa-MoHryH-TaliriHCKOM rOpHOM KOM-
mjiekce. DTu reorpaduyeckue TMOMYyasIIUU MOH-
TOJIbCKOTO CypKa CEMHUCHUMMATPUUYHBI C €IUHOU
reorpauueckoi Momnyasiliueil MOHIOJAbCKOM TH-
myxu (O. pallasi pricei). B TakoM ciiydyae ¢ To3uLuii
MTI noaxoma ocTaeTcsi HEOOBICHUMBIM, IOYEMY
u3 «mnoJjieBkoBoro» noasuaa 0.PES, xapakTepHoro
JUTSE MUIIYYbUX O04aroB Ha MOHTOJIBCKOM W/MJH
T'obuiickom AnTtae, cHayajla 0Opa30oBajuCh Cypo-
YbU TIOJBUABI/TEHOBAPUAHTHI B TOMYISIIMIX all-
Taiickoro cypka Ha TsHb-IllaHe (bunoreHeruyec-
kas rpynmna 0.ANT) u JulIb MHOTO MO3IHEE OHU
NPOHUKIU 0OpaTHO B MOHTOJIM IO, T/I€ BHEAPUIUCH
B ITOCEJIEHU ST MOHTOJIbCKOT'O CypKa, 00pa3oBaB TpU
CaMOCTOSITEJIbHBIX MOABUAA B Tpex reorpaduyec-
KUX TOnyasuusix. BO3HUKHOBEHUE MOIUTOMUU
B CpenHeBEeKOBbE HE HAXOAUT YAOBJIETBOPUTEb-
Horo oobsicHeHus B MI monxone, B TO BpeMsl Kak
9KOJIOTUYECKU I ClIeHAapU il MPenoCcTaBJIsIeT BIOJHE
JNIOBEPUTEIbHOE OOBSICHEHUE, MO MEHbIIE Mepe,
JIOCTOIHOE OOCYXJIeHUs M AajbHeilllero Oosee
rnyookoro musyuyeHus [11, 12]. K Tomy ke HOBbIe
naHHble o ¢punoreHetuuyeckoit rpynne 0.ANT cBu-
JIETeIbCTBYIOT O €€ MPUHAJIEKHOCTU, KaK U TeHO-
BapuaHTHI/onBuAbl 1.ANTI1, 2.ANT3, 3. ANT2
n 4.ANTI, k y3ny nonutomuu «Big Bang» [36]. DTo
CHUMAaeT HEeOOXOAMMOCTb pPa3zpabOTKU THUIIOTE3bI
O CJIOXHOM PEBEPCUBHOM TPAH3UTE YYMHOTO MU-
Kpoba B MOHTOJIO-TSIHbITAHCKOM peruone [11].

MNapadwunua nogeuaos «setsu» 0.PE

«IToneBKOBBIE» MOABUAbLI BO30OYIUTENISI YYMBI,
oobenuHeHHbIe BkaacTep 0.PE, cuuraroTr Haubosee
IPEeBHUMMU, U HA (DUIJIOTEHETUYECKOM ApeBe Y. pestis
UX pa3MmelnalT O0auxe K KopHio. HekoTopwie mnc-
ciemoBaTeM  paccMaTPUBAIOT  IpeacTaBUTENCH
kJaactepa 0.PE kak nmapadpunernueckyio (MIm gaxe
Kak NoJIN(pUIETUUECKYIO) TPYIIY, HO B TO XK€ Bpe-
Ms BKJIIOYAIOT B €NMHBIN MoaBuA Y. pestis microtus
(microti) |4, 6]. 3nech clienyeT 3aMEeTUTh, YTO, CO-
IJ1aCHO OTpeaesICHUI0, TIPEACTaBUTEIN Mapaduie-
TUYEeCKUX (TTOIU(PUICTUIYESCKUX) TPYIIN HE UMEIOT
IpsIMOTO POACTBA. B To e BpeMsi moABUIABI — 3TO
MoHoO(pueTndeckue (roiopuaeTUIeCKe) rpyIibl
HaIpsIMYIO0 POACTBEHHBIX DOPM (TTOMYJISLIMiA, Op-
ranu3mMoB). TakuM oOpa3oM, peaJibHOro MoABUAA
Y. pestis microtus (sensu [6]), 00beIMHSIOIIETO BCE
«I10JIEBKOBBIE» OMOBapbl B €AMHYIO IOJBHUIOBYIO
BeTBb 0.PE He cymecTByeT. U3 IMpoKO U3BECTHOI
pabdoThl OONBIIOTO aBTOPCKOIro KoJimekTuna [20]
TaKXe CJEAYET, YTO BCE <«IIOJIECBKOBBIE» ITOIBH-
bl COOPMUPOBAIUCH B Pa3HBIX reorpauyecKkux
paiioHax, B MOITYJSIIMSAX pa3HBIX OCHOBHBIX XO35-

€B, B pa3HOE BpeMsl, IOOTOMY HE UMEIOT MPSIMOTro
pOJCTBa U COOTBETCTBEHHO HE 00pa3yloT €NUHYIO
IpeBHIOI MoHodumeTnuueckyo rpynny 0.PE.
OuyeBUJeH BbIBOJ O TOMOILJIa3uiiHOM (DOPMUPOBaA-
HUU HYKJCOTUIHBIX TMPU3HAKOB, YKa3bIBalOIIUX
Ha CXOACTBO (HO HE POACTBO) BCEX «ITOJIEBKOBBIX»
noaBuaoB [16]. FoMoriasuitHbie MPU3HAKY TTOIJIE-
KaT CIENMaIbHOMY PAacCMOTPEHUIO B (UoreHe-
TUYECKUX MOCTPOEHMU SIX.

dopmMmupoBaHue «KpblICUHbIX» reHoBapuaHToB 1.0RI
B lOHbHaHM

I'enoBapuaHThl pugoreHeTnuyeckoii BeTsu 1.ORI
OTBETCTBEHHBI 3a 3-10 MaHIEeMUIO, KOTOpasl Haya-
nachk B FOro-Boctounom KuTtae Bo BTOpoii To10BU-
He XIX B. MI' moagxon npearonaraeT oopazoBaHue
aToif BeTBU He paHee 300—400 jeT Ha3am OT BO3-
oyautens serBu 1IN, nupkynupylouero B mo-
OyJasauusaX TuMaiaiickoro cypka (M. himalayana)
Ha roro-Boctoke Tubera (puc. 1) [11, 21, 29, 37].
OCHOBHBIM X03siMHOM TreHoBapuaHToB 1.ORI
B ouarax KOHbHaHs SBJIsIeTCS XEJATOrpyaast Kpbica
(Rattus flavipectus). Ho B ipupoae Ha 3TOI KpbIce,
oOuTaroIIeil BO BJIaXXHBIX CyOTPOIMUYECKHUX Jecax,
crienuduyecknx 010X HeT (KaK U Ha YepHOM KphIce
Rattus rattus na UnnocrtaHe). B arpo3oHe u B Hace-
JICHHBIX TTyYHKTaX Ha Hell Mapa3uTUpyeT KOCMOIIO-
JuTHas o6yoxa Xeormnca (Xenopsylla cheopis), nmero-
mast ahpruKaHCKOe ITPOUCXOXK ICHUE, KOTOpasl C CU-
HaHTPOMHBIMU KpbICaMU MPOHUKIA Ha 1or Kuras
(n Ha UumoctanH) He paHee cepennHbl XI1X B. Takum
oOpa3oM, 3KoJIoTUYeCcKHue (haKThl CBUIETEIbCTBY-
10T 00 oTcyTcTBUU B FOHBHAHE TMTPUPOAHBIX KPbI-
CUHBIX 0YaroB YyMbl. AHAJIN3 9KOJOTMYECKUX TaH-
HBIX TPUBOJAUT K BIIOJTHE 0OOCHOBAHHOM rMIOTE3¢E,
yto BeTBb 1.ORI chopmupoBanacy He B FOHbHaHE
B MOCJIEAHUE BeKa B MOMYISLUSIX TUKUX UIU CU-
HaHTPOMHBIX KPBIC, @ B pAHHEM WJIU CPEIHEM TO-
JolieHe Ha MMHmocTaHe B moNyJisiuMsIX MHIMCKON
necuaHku (Tatera indica) [11].

BbiMupaHue «apxeonormyeckux» «noaBuA0B»

B EBpome B ocTaHKax 4YeJIOBEUECKHX KEPTB
npeanojaraeMbIX IPEeBHUX AIUACMUN OOHapyKe-
HBI hparMeHTHI «apxeonaornueckoit» JIHK, mo Hy-
KJICOTUIHOM CTPYKType HEKOTOPBIX MapKepoB
OMM3KNEe K TOMOJIOTUUYHBIM (hparMeHTaM TICEBIO-
TyOepKyJie3HOoro Mukpooa. [loaTomy «apxeoyioru-
gyecKne» TakcoHbl/monBuabl Gok2, LNBA u mpy-
rme, IPeIJIOXKCHHBIC HAa OCHOBAHWUM ATHX (par-
MEHTOB, pa3MeIlIaloT B KOpHE (PUIIOTeHETUICCKUX
npeBec Y. pestis (puc. 1). CoBpeMeHHBIX TCHOTHUIIOB
MHKpPOOa YyMBbI, UMEIOIINX TOMOJIOTUYHBIC «apXeo-
JIOTUYSCKUM» MOJICKYJISIPHBIC MapKepbl, HE OOHa-
PYKE€HO, 1 «apXeOJIOTUYSCKIE» TaKCOHBI/TIOIBUIBI
CUUTAIOT BEIMepmInMu [2]. OmHAKO M3BECTHO, YTO
B TIOCTJICTHUKOBOIT EBporme (B rojomeHe) He OBLIO
OPUPOTHBIX YCIIOBHI, YIOBJICTBOPSIONINX TPeOO-
BaHUSIM JIJISI CYIIECTBOBAHUS IIPUPOIHBIX OYaroB
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YyMbI, HEe OBLJIIO apUIHBIX JIJAHAIIA(GTOB C MHOTO-
YUCJIEHHBIM HaCeJIeHUEM HOPOBBIX T'PHI3yHOB,
Ha KOTOPBIX B Macce napasuTupoBaim 0yioxu [19,
31]. IMoatomy 151 060CHOBAHMUSI KaKUX-JTMOO BbI-
MEPIINX €CTECTBEHHBIX TMHU I B (DUJIOTEHE3€ YyM-
HOTro MMKpoOa, BHI3BAHHBIX BEIMHUPAHUEM XO3S5IEB
WJIU TIEPEHOCYMKOB BO3OYAMTEINsI, HET CEPbEe3HBIX
9KOJIOTMYECKUX OCHOBaHUM. VIcue3HyBIlIMEe HBIHE
ouaru yyMbl B EBpone, 6e3yci0BHO, ObIJIM CUHAH-
TPONMUYECKUMU, MMEJIN aHTPOIOTeHHOe (3aBO3-
HOE) IPOUCXOXICHHUE.

IKONOrMYECKNn CUEHAPUIA

Kak ckaszaHo Beiiie, MI' meTomojiorusi He mo-
3BOJISIET BOCCO3/1aTb HEMNPOTHMBOPEYMBBIN KOH-
CIIeKT uctopuu (puioreHe3a) BO30OYIUTENS] YYMBI.
MI' meTomosorMM HaleJeHbl pacKpbiBaTb WUCTO-
puUM BBICIIMX TAKCOHOB B TEUYEHUE AJIUTEIbHbBIX
BPEMEHHBIX MHTEepBaJioB. McXxoaHble BUIBI, a TEM
0osiee MCXOAHbIE MOMYJSILUU U3ydyaeMbIX (Hujo-
FeHETUYECKUX TPYIMM, MOYTHU BCErga HEW3BECTHBHI,
WU [J1 XapaKTE€PUCTUKU KOPHS (PUIOreHETUYECKO-
ro JIpeBa HCIMOJb3YIOT KOHIEIMINIO CYyOBhEKTUBHO
BbIOMpaeMoil BHeulHeW rpynnbl. MHoe geno —
9KOJIOTUYECKUU MOAXOJ MPU WU3YyYEHUU WUCTOPUU
BO30YIUTENSl YyMbl, KOTOPbI HalleJeH Ha BUIO-
oOpa3oBaHME U BBIICHEHUE BHYTPUBUIOBBIX OT-
HoweHui. IlpeakoBass ¢opmMa 4yMHOro MUKpPO-
0a — Bo3oyauTtesb JACJI — monmoaInHHO U3BECTHA.
B TakoMm ciyuae 3ajaya U3yyeHUs UICTOPUU YYMBbl
SBJSIIOTCS B OOJIblIEN Mepe nmpeamMeToM (uiioreo-
rpadun (B MeHBIIIEi Mepe DOUIOTeHETUKM) C TIPH-
CyLIEN el MeTOHOJOruel, onepupylolmeil TaKUMU
NONYJSLIMOHHO-2KOJOTMYECKUMHU U TIOT YIS LIMOH-
HO-TEHETUYECKUMU TIOHSATUSIMU KaK HEnocpea-
CTBEHHOE pPOICTBO, BHYTPHUBUAOBASI ITUBEPCUDU-
Kauus, MecTHas U reorpaduyeckasi Momyasiius,
MOABU/I, apeasl, 9KOJOTM4eCKoe eIMHCTBO, DKOJIO-
ruyeckas Hula.

B cemerticTBe KullIeUHBIX MUKPOOOB Yersiniaceae
(Enterobacteriaceae), BKiodatomeMm no 250 BUIOB
U TIOABUIOB, BO30OYAUTENb YyMbl SIBJASIETCS €IWH-
CTBEHHBIM, KOTOpBII MepeaaeTcss TpaHCMUCCUB-
HBIM CITOCOOOM Yepe3 YKYCHI 010X. DTO CBUACTEIIb-
CTBYET O €ro YHUMKaJbHOM 3BOJIOLMOHHOM IMYyTH
U, COOTBETCTBEHHO, HEOOXOAMMOCTU NPUMEHEHU S
IS PEKOHCTPYKIIMHU €ro MCTOPUU ad hoc 3BOJIO-
nuoHHOM Monenu [14, 15]. Bellle Ha3BaHHBIE JIBa
oTKpbITUa MI, Kacawluecs: 3BOJIOLUNA YYMHOIO
MUKpOOa, U OrpOMHBIN Oaraxk 3HaHWU, HAKOII-
nenHbix TITIOY, mo3BoamaM co3naTh MHpaBIOIIO-
JOOHBIN 3KOJOTMYECKU HappaTHUB €ro UCTOPUU.
YHUKaJIbHOCThL BUI000pPa30BaTEJIbHOIO IIPOLEC-
ca — mpeoOpa3oBaHUS NOMYASIINU (KJIOHA) TIpe-
koBoro Bo3oynuteis JACJI B monyisinio MUKpooda
YyMbl — COCTOMUT B 3apa>X€HUMU UCXOAHOTO XO351U-
Ha YyMHOTO MUKpoOa — MOHTOJbCKOTO CypKa —
HE TpPaAWMILIMOHHBIM aJIMMEHTAPHBIM CIOCOOOM

Ha MmacTOouIlle, a TPaBMaTUYECKUM ITyTeM BO BpeMs
3uMHell criguku. [lpu aTOoM BUIOOOpa3oBaTesb-
HBIU MTpoLEecC MPOXOAW MO KBAHTOBOMY MPUHIIU-
1y, B 9BOJIOLIMOHHOM MaclluTade BpeMEHU ObICTPO,
HO MOCTENEeHHO, C yYacTUEM TaKUX Majao U3yUeH-
HBIX TI0Ka SIBJIEHUI, KaK OKMUCIUTEIbHBIN B3PbIB
Makpo¢aroB B OpraHU3ME TeTepPOTEPMHBIX CYp-
KOB M CTpPeCC-UHAYLIMPOBAHHBIN MyTareHes nepe-
xogHoit dopMmbl Y. pseudotuberculosis-pestis B mo-
OyJasuusX TUOSPHUPYIOIIUX XUBOTHBIX [9, 10].
Ilpu 3TOM BUIOOOpa30BaHUE MIPOIILJIO MTapasieb-
HO B Tpex reorpadnyeckux MomyJJasusaIX MOHTOJIb-
ckoro cypka. (IToutn) ogHOBpeMEHHO BO3HUKJIU
Tpu mnoaBuna/reHoBapuanTa 2. ANT3 (XsHT3i,
bapra), 3.ANT2 (Xanraif) u 4. ANT1 (Xapxupa,
Typren, MounryH-Taiira) (puc. 2, II o6moxka) [12].
OTu noaBuAbl/rTeHoBapuaHThl HAa MI dunoreHeTu-
YEeCKMX CXeMaxX IEeMOHCTPUPYIOT MoauToMuio «Big
Bang». JanpHeilnas TeppuTopruaibHas a3uarckas
SKCMAaHCUS BO30YIUTEJI MPOXOAMUJA U3 LIEHTPOB
BUA000OPAa30BaHUS CAMOCTOSITEJIbHBIMU Mapuipy-
TaMu ¢ GOPMUPOBAHUEM B MOMYJISILIUSIX HOPOBBIX
TPBI3YHOB M MOHTOJIBCKOW TTHUIIYXU ITPUPOITHBIX
0YaroB CO CBOMCTBEHHBIMU UM ITOABUIAMM,/TEHO-
BapuaHTaMHu. B 3TOM 3KOJIOTMYECKOM CLEeHapuu
MPOUCXOXIACHUS U DBOJIIOLUN BO3OYAUTENST YYMBbI
MOXHO HaWTU OOBSICHEHUSI MHOTUM ITPOTUBOpE-
yusam, npucyimuM MI nonxony.

3ak/yeHme

ImaBHBIMU MeXaHW3MaMM 3BOJIIOIINNA MUKpoba
gyMbl Tipu MI mmomxome Ipu3HAIOT, ¢ OMHOM CTO-
POHBI, CaJbTAllMOHHBIC MPOIIECCH: TOPU30HTATIb-
HBIM TIepeHOC TeHEeTHMUYEeCKOTo Marepuaia (mpe-
KJIe BCEeTo IJIa3MUI BUPYJIeHTHOCTH pFra m pPst)
M3BHE, a TaK:Ke OeJICUM M MWHAKTHUBAIIUU TCHOB,
yTpaTUBIINX (YHKIIMM B HOBOU cpele OOMTaHUS.
C mpyroil CTOpOHEBI, TOIIOJOTUIO (PUIIOTCHETUYEC-
KOTO JepeBa BBICTpAaMBAIOT TOJIBKO Ha OCHOBE
MOJZIEJIM TIOCTENEHHOW HEWUTPAJIbHOU 3BOJIOLINU,
npexycMaTpUBaIONIeil ITOCTEIIEHHOEe HaKOIIJIEHUE
HEeWTpaJbHBIX MYTallM U CIIYyYalHBIN Apeid re-
HOB. DTH IIBa ITOAXOAAa B MPOOIEeMe ITPOUCXOXK/IE-
HUSI YyMBI SIBJISIFOTCSI HECOBMECTHMMBIMH, aHTa-
TOHUCTHUYECKUMU. [103TOMY CcOrtacoBaHHOTO He-
IPOTHUBOPEUYNBOTO CIIeHAPHsI Ha OCHOBE 3TUX IBYX
COBPEMEHHBIX MA3WUHCTPUMHBIX ITOIXOI0OB K 3BO-
TIOUUA U GUIOTCHUHN YYyMHOTO MHUKpoOa co31aTh
He yaaetcsd. PemieHuio mpob6iaemMbl COCOOCTBYET
Tpetuii — DKO moaxon. DKojgormdyeckue (GakTbl
CBUIICTEIBCTBYIOT, UYTO BHI000pa30BaHUEC MMU-
Kpoba 9yMbI mpoIiio He paHee 30 ThIC. JeT Ha3ang
B LleHTpanbHOU A3 B Tpex reorpaduIecKmuX I1o-
OYJISIASIX MOHTOJILCKOTO CypKa IT0 TTaparaTpuiec-
KoMy (mepumaTpudeckoMy?) mpuHOuIy. (ITourtm)
OMHOBPEMEHHO C(HOOPMUPOBAINCH TPHU HCXOTHBIX
noaBuaa 9yMHOro Mukpo6a 2.ANT3, 3.ANT2 u 4.
ANTI1, nanpHeMIass 3KCIIaHCUSI KOTOPBIX ITPOXO0-
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MHdekumns n uMmyHuTeT

Iujia MO CaMOCTOSITEJIbHBIM MaplipytaMm. Takoit
HappaTWUB MCTOPMM YYMHOIO MHWUKpoOa CHUMaeT
MHOTHE IPOTUBOpPEUYMsI, cBoicTBeHHBIe MT moaxo-
ny. UcToprio «MOJIOIOTO» BO30OYIUTENIS IyMBI JTy4d-
IIIe OTpaxkaloT aJalTUBHBIC TTPU3HAKHU, B TO Bpe-
Ms KaK HeWTpallbHble HYKJICOTUIHBIC ITPU3HAKN
OoJiee TTOAXOASAT JJISI U3YUYCHUST UCTOPUM BBICIITMX
TaKCOHOB Ha 0oJjiee IJIUTEIbHBIX I'eOJIOTMUYECKUX
MPOMEXYTKaxX BpeMeHU. Mopenb HelTpaJibHOM
SBOJTIOLIMY MOXKET OTPazkaTh TOJIBKO TJIABHOE «Bep-
TUKaJbHOE» HAIlpaBJEHHE 3BOJIOINU KHUIIEYHBIX
OakTepuii, HO He paauKajbHbIe NHHOBAIIMOHHBIE
M YacTHBIE ajanTallii, KOTOPbIe XapaKTepU3yloT
BO30YAMUTEN ST YYMBI.

Wcnonbp3yemble MI' moaxomoM Takue IOHSI-
TUSI, KaK Hanboyiee COBPEeMEHHBI OOIIMI TTPeaoK
(MRCA, most recent common ancestor), ¢ujore-
HeTtuyeckue BeTBU (branches 0, 1, 2, 3, 4), aBosI0-
uuoHHbie tuHuu 0.PE, 1.LANT, 2.MED u npyrue
SABIISTIOTCS aOCTPAKTHBIMU, CTATUCTUYECKUMU, HE-
CYyT MaJlo OMOJIOTMYEeCKO MH@oOpMauuu, KpaliHe
IIEHHOI B cilydyae MUKpoOa yyMmbl. B To ke Bpems
0oTOOp JEeCTBYET Ha peajibHbIC MOITYJISIIIUN, 9BO-

JIIOLIMOHUPYIOT TIOMYJSILIMU, a He OTAEIbHbIE Op-
raHu3Mbl, (PUJIOreHETUUYECKE BETBU WU BBOJIO-
LMOHHbIE TUHUU, U TIOTOMY ITPU PEKOHCTPYKLIMU
NCTOPUU <«MOJIONOTO» YYMHOTO MHUKpOOa, YHU-
KaJIbHOTO IJisl ceMelicTBa Yersiniaceae, pe3KO OT-
KJIOHUBILErocs OT IVIaBHOI'O HAMpaBJIEHU S 3BOJIIO-
LMW KMIIEYHBbIX oOuTaTeeit, He cileayeT UTHOPU-
poBaTh NPUHLMIIBI MOMYISLMOHHOIO MbIIIJEHUS
W ajanTaluoreHesa.

CnenyeT mpu3HaTh, YTO KaXAbI M3 paccMoO-
TPEHHBIX HaMU TIOJXOJ0B MMEET CBOM IIpPEUMY-
IIeCTBa U HENOCTAaTKU, IMPU 3TOM pellleHUEe BbIsSIB-
JIEHHBIX TPOTUBOpPEYUII — EAWHCTBEHHBIU MYTh
K ucTtuHe. JlanbHeliliass MUHTerpauus MOJIeKyIsIp-
HOTO, TEHETUYECKOr0 U 9KOJOTMYECKOTO MOIX0I0B
B mnpobjemMe MPOUCXOXKAEHUSI U BBOJIOLUU BO3-
OyauTeN sl YyMbl OyAeT HEe TOJbKO CIOCOOCTBOBATH
MOCTUKEHUIO KOHCeHcyca B (DUJIOreHeTUYeCKOu
PEKOHCTPYKLMU YYMHOro MMKpoOa, HO Takxke
CO3JAaCT YCJIOBUSI NJIsI COBEPLICHCTBOBAHUS TEO-
PUM MOJIEKYJISIPHOW 2BOJIIOLIUUA HE TOJbKO BO30Yy-
JUTEJSI YyMbl, HO U MHOTUX JPYTUX MaTOreHHbIX
MUKPOOPraHU3MOB.
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Figure 1. Yersinia pestis molecular genetic cladogram [21]

MpuMevaHue. Sxonornyeckne HECOOTBETCTBUS 0603HAYEHbI 3HAUKaMM (OO BSCHEHNS B TEKCTE). ® — COMHUTENbHbIE NOABUbI.

O — npeobpa3oBaHune «NOJEeBKOBOro» NOABUAA B «CypOUniA» NOABUA HakaHyHe 1-11 naHgemun. O — noantomus («Big Bang») B nonynaumsix
MOHI0/IbCKOr0 CypKa HakaHyHe 2-i1 naHgemumn. 00 — reHoBapuaHTbl BeTBr 0.ANT no MI™ ganHbIM apyrux aBTopoB [36] BXoAAT B y3€n NOMTOMUM
«Big Bang». A — GopMUpOBaHME «KPbICKHbIX» TEHOBAPUAHTOB U3 «CYPOUbKX» FEHOBAPUAHTOB B KOHbHAHW. ? — BbIMUPAHWE «apXE0N0rn4eCcKnx»
«MoABWAOB» (3koNOrn4eckun He obocHoBaHo [31]). | — nepBas BOSHa aKCNaHCKM «NONEBKOBOI» YyMbl. || — BTOpasi BOIHA 3KCMaHCUK «CypPOYbeii»
Yymbl. [TYHKTUPHBIM OBaJIOM OYEPYEHBI FTEHETUYECKUE «BUA000Pa3yioLLMe» U3MEHEHNS FeHOMA NCeBAOTYOEepKYNe3HOro npeaka Mukpoba Yymbl.
Note. Environmental discrepancies are indicated by icons (explanations in the text). ® — dubious subspecies; © — transformation of the “vole” subspecies
(0.PE) into the “marmot” subspecies (0.ANT) on the eve of the 1st pandemic; O — polytomy in Mongolian marmot (Marmota sibirica) populations on the eve
of the 2nd pandemic; OO — genovariants of the 0.ANT branch according to the MG data of other authors [36] are included in the “Big Bang” polytomy node.
A — development of “rat” genovariants (1.0RI) from “marmot” genovariants (1.IN) in Yunnan; ? — extinction of “archaeological subspecies” (not justified
ecologically [31]. | — the first wave of the expansion of the “vole” plague. Il — the second wave of the expansion of the “marmot” plague. The dotted oval
outlines genetic “speciation” changes in the genome of the pseudotuberculous ancestor of the plague microbe.
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Figure 2. Ecological scenario of speciation and Asian expansion of the plague causative agent — the microbe Yersinia pestis

MpumeyaHue. A — MapLIpyThbl 3KCMaHCWMK 13 PainioHOB BMA0o6pasosaHus [11]. 1 — apean MOHroIbCKOro cypka. 2 — TPy MCXOAHBIX
reHoBapuaHTa/noasuaa Bo30yauTens 4ymbl B TpeX reorpaduyeckmx nonynsumsx MOHrofbCKOro Cypka. 3 — MapLipyThl paCNpOCTPaHEHNS
CYpOYbMX FrEHOBAPUaHTOB/NOABUAOB B MONYAALMM CUMNATPUYHBIX C MOHIOIbCKUM CYPKOM HOPOBBIX MPbI3YHOB/MULLYX. 4 — a3uaTtckas
aKcnaHcus Bo30yanTens 4ymbl ¢ GOPMUPOBAHMEM HOBbIX FrEHOBapPMaHTOB/MOABMAOB. TOYEYHON IMHME 0603HAYEHA I0XHAs rPaHMLa «<BEYHOW»
MepP3/0Tbl. B — TPEXKOPHEBOE «aKONOrn4Yeckoe» GUNoreHeTU4eckoe ApeBo (nm dunoreHeTnyeckas powa) [14]. * — nueepcudurkaums

1 a3uaTckasl 3KCnaHcysi reHOBapyaHTOB.

Note. A — expansion routes from areas of speciation [11]. 1 — the range of the Mongolian marmot. 2 — three primary genovariants/subspecies of plague
pathogen in three geographical populations of the Mongolian marmot. 3 — distribution routes of marmot genovariants/subspecies in the population

of burrow rodents/picas sympatric to the Mongolian marmot. 4 — Asian expansion of the causative agent of the plague with the formation of new
genovarians/subspecies. The dotted line shows the southern boundary of the “permafrost”. B — three-rooted “ecological” phylogenetic tree

(or phylogenetic grove) [14]. * — diversification and Asian expansion of genovariants.
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