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Pe3rome

Bo Bropoit monoBuHe 20 Beka YCHIMSMU YYEHBIX MHOTHUX CTpaH ObLia
chopMyIIpoBaHa CTpOiHas TCOpHs MPUPOaHOK ouyaroBoctu yyMbl (TTIOY, sylvatic
plague), B koTopoii mpeAnpruHIMAIach MOMBITKA OIMMMCATH HCTOPHUIO MPOUCXOXKICHHSI
¥ DBOJIONUHN BO30yauTens 3Tol wHpeknuu — mukpoba Yersinia pestis. Ho
HAKOIUICHHBIE 3HAHUSI B 3TOM OTHOILIEHHHM OCTABAJIMCh KpailHE OrpaHUYEHHBIMU.
Metoapl (HUIOTEHETUYECKUX MOCTPOCHUN B JIOTEHOMHOE BPEMS C TOYKH 3PCHUS
COBPEMEHHOW (DUIIOT€HETUKN OBbUIM JOCTATOYHO MNPUMHUTUBHBIMH, «PYUHBIMU,
CBOMCTBEHHBIMU pPAaHHEH SMIUPUKO-UHTYUTHBHOM T'E€KKEJIEBCKON (PUIOTCHETHKE.
Brenpenue ¢ Haganom 21 Beka TeHOMHBIX METOJIOJIOTHI B U3yYECHHE BO30YAUTEIS
YyMbI IO3BOJIMJIO JIETAJbHO OMKCaTh BHYTPUBHUAOBOE pa3zHOOOpas3ue (MOJBHUIOB,
T€HOBAPUAHTOB) 3TOTO OCOOO OMACHOIO MATOT€Ha Ha ypOBHE reorpaguuecKkux u
MECTHBIX MOMYJISIUN (OTACIBHBIX MPUPOIHBIX OYAroB) MO BCEMY MUPY U JIOBECTU
JMAarHOCTUKY M OMHUCaHUE BHYTPUBHJIOBOTO pazHOOOpasusi 10 BBICOKOW CTENEHU
COBEpIIICHCTBA. bbln crenanbl 1Ba BaXKHBIX OTKPBITHS. Bo-1iepBhIX, OB HAIEKHO
YCTAaHOBJIEH MpPSAMOW MPEJAOK UYYMHOTO MHKpoOa, MM OKa3zajicsi BO30yAHUTEINb
KHUIIIEYHOW MH(EKINU — JaThbHEBOCTOYHOM CKapiiaTHHOMOM00HOM nuxopaaku (Y.
pseudotuberculosis 0:1b). Bo-BTopbix, Oblia oKa3aHa 3BOJIOIMOHHAS MOJIOIOCTh
BO30YIUTEIS YyMbI, «MOJICKYJISIPHBIC Yachl» MOKAa3aJl BPEeMsl €ro JUBEPreHIIUN OT
npeakoBo momynsnuun He panee 30 Thic. JeT Hazan. Takum oOpa3om, ObLI
TIOJTHOIIEHHO 0XapaKTepH30BaH KOPEHb pritoreHeTn4Yeckoro apesa Y. pestis. Tem He
MeHee, MoJjeKyispHo-reneTndeckue (MI') HOCTHKEHMST MoKa HE TMO3BOJISIIOT
PacCKpBITh CEKPEThl €ro (QuiIoreHe3a — MPOUCXOXKICHUS W TIOCIEIOBATEIHHOCTH
MHUPOBOM J3KCHaHCUM. B KadecTBe BaKHEWIIEH IPUYUMHBI BUAUTCA BBICOKAs
3aBucUMOCTh MI' pexoHcTpykiuii (uiiorene3a oT BBIOOpa MOJETH DBOJIONUU
AHAJIM3UPYEMBIX NPU3HAKOB: TPAAUIMOHHO MPUHUMAIOT MOJAEIb HEUTpaTbHOU
9BOJIIOLIMU, HO €€ aJeKBaTHOCTh B OTHOIICHUH (pruytoreHuu Y. pPestiS cTaBUTCS 1O
COMHEHHE MHOTMMHU HW3BECTHBIMH JKOJIOTHUYECKUMHU (B IIMPOKOM TMOHUMAHUH)

dakramu. B 1O ke Bpems MI pocTmxkeHUs CHOCOOCTBOBAIM CO3JAAHMIO



skosiornueckoro (OKO) mnonaxona, omuparomerocs Ha IOJIOKEHHUS TEOpUU
IPUPOJTHON 0YaroBOCTH YyMbl B OOHOBJIEHHOW BEpCUU, B COOTBETCTBUU C KOTOPOM
BO30yIUTENb  YyMbl  SIBJISIETCS  DBOJIOLMOHHO  MOJIOABIM  IATOIEHHOM,
OPOM30LIEAIIMM  OT  INCUXPO(QUIBHOIO  IICEBAOTYOEpKYJIE3HOro  Mpejka.
[TpesymnTuBHbli DKO crieHapuii HE UMEET OYEBUIHBIX €CTECTBEHHO-HAYYHBIX U
UCTOPUYECKUX IPOTUBOPEYMM W  MOXKET CIYXUTb HYJIb-TUIIOTE30M IS
coBepuieHCTBOBaHUA MI' MeTO10710TMH (PUIIOT€HETUYECKUX OCTPOCHUN YyMHOTO
MUKpoOa M IpYyrux NOJOOHBIX MUKPOOPTraHU3MOB. BbICKa3plBaeTcs MHEHHUE, YTO
CO3/1aHHE PEAIIbHON (PMIIOT€HMH YyMHOI'O MHUKpPOOa BO3MOXHO TOJIBKO Ha OCHOBE

unTerpaunu MI' u KO noaxonos.

KaroueBble ciaoBa: Yersinia pseudotuberculosis, Yersinia pestis, ¢wiorenus,
MOJICKYJISIpHBIC MapKepsl, DKOJIOTUYECKHUE IIpU3HAKHU, BHYTPHUBHUIOBAsI

nuBepcupUKaITS.



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 of an 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.

Keywords: Yersinia pseudotuberculosis, Yersinia pestis, phylogeny, molecular

markers, ecological traits, intraspecific diversification.
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1 Beenenue

Bo36ymutens q1ymMbl — MEKPoG Yersinia pestis — 6bu1 oTkpbiT A. MepcunoM B
['onkonre B Havase 3-ii manmemuu B 1894 r. Dro cramo Hadamom riayOOKOTO
BCECTOPOHHETO M3y4YeHMs] YyMHOM MH(DEKIuu U ee Bo30yauTens. Uepe3 HeCKOIbKO
net, B 1898 . poccuiickuii 6akTepuosior [[.K. 3a6010THBIN, H3yUasi BCOBIIMIKY YyMbI
B c.-B. Kutae, mpuiien K BBIBOAY, YTO YyMa SIBJISIETCS OOJE3HBIO AMKUX HOPOBBIX
rpbI3yHOB. Bo BTOpOit nosjoBuHe 20 Beka yCHIIMSIMU YYEHBIX MHOTHX CTpaH Obliia
chopMyJIMpOBaHa CTPOIHAS TCOPHS PUPOIHOH ouaroBoctH yyMbl (TTIOY, sylvatic
plague), B koTopoii mpeAnpruHIMAaIach MOMBITKA OIMMUCATH HCTOPHUIO MPOUCXOKICHISI
U HBOJIIOIMHU BO30yauTens 3Toil mHekuuu. Ho HakomieHHble 3HAHUS B 3TOM
OTHOIIIEHWU OCTABAINCH KpailHE OTrpaHUYCHHBIMA. MeToabl (HUIOTEHETUYECKHUX
MOCTPOEHUN B JOT€HOMHOE BpEMs C TOUKU 3PEHUSI COBPEMEHHOM (PUIOTE€HETHKU
OBLTM  JIOCTATOYHO TPUMHUTHBHBIMH, «PYYHBIMH», CBOWCTBEHHBIMU paHHEH
OMIIUPUKO-UHTYUTUBHOM TEKKEJIEeBCKON (uoreHetnke. OTCYTCTBOBAIM TpHU
OCHOBHBIX TpeOOBaHMS ISl TOCTPOEHUS (UIIOTeHHI: He ObUIM YCTaHOBJIEHBI
aHAM3UPYyeMbIe TIPU3HAKH, HE pa3pad0TaHbl MOJIEIIN YBOIOIUN ATUX MPU3HAKOB U
METO/bl aHalu3a Mpu3HakoB. [lpeanpuHUMaANKUCh JUIIbL PEAKUE MOIBITKA
WHTEPHPETUPOBATh HCTOPUIO BO3OYAMTENsE YyMbl HAa OCHOBE MMEIOUIUXCS B
MEIUIIMHCKOW W OMOJOTMYECKOM  HaykaXx  OOIMUX  TEOPETHYECKUX U
dakrtonornyeckux 3HaHu. OO HCTOpUM BO3OYAMTENS CYAWIM 1O TaKUM
€CTECTBEHHOHAYYHBIM (DakTaM Kak reorpauyeckoe pacnpoCTpaHEHUE OYaroB
YyMbl B MHUpE; JaHAMAPTHOE PACIPOCTPAHCHHWE OYaroB B apPUIHBIX TOPHBIX
palioHax, CTeMsAX, MOJYMYCTBIHAX M IYCTBIHAX; YCTOMYMBOCTH IUPKYJIALNH
MUKpPOOa B MOIMYJISIITUSX HOPOBBIX TPHI3YHOB, HA KOTOPHIX MAPA3UTHUPYIOT B OOMIIAN
Omoxu;  maneoreorpauueckoe  pacHpoCTpaHEHHWE  HOPOBBIX  TPHI3YHOB;
YYBCTBUTEIHHOCTH K BO3OYIUTEIIO YyMbl OCHOBHBIX X0351€B MHUKPOOa B MPUPOJIC U
T.1. BeisiBneHHbIe (hakThl aHATM3UPOBAIHCH, COMTOCTABIISUINCH, COCTHIKOBBIBAIMCH U
CKJIQJBIBAINCh B «(PUIOTEHETHYECKUE TMa3nbl». Takue (UIOreHEeTUYECKue

KOHCTPYKTBHI CTajJl OCHOBOW OOIIENPUHATON HAEU O MPOUCXOXKICHUH UYyMbl B
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TIyOOKOM APEBHOCTH, B OJUTOLICHe-THotneHe, 30-3 muH. jeT Hazaxn [5, 7, 22, 35].
Boicokoe Mmopdonoruyeckoe u OMOXMMHYECKOE CXOJICTBO C KHIICYHBIMU
mMukpoOamu cemeiictBa Yersiniaceae (Enterobacteriaceae), B wyacTHOCTH C
BO30yauTeneM mceBaoryoepkyesa (Y. pseudotuberculosis), mocnyxuiao 10BogOM
K YTBEPKICHUIO 0 ero dbopmHpoBaHUU u3 KaKOT0-TO
NICEBAOTYOEPKYIE€30M10100HOTO MpeiKa, OOMTAIOIIETO B MUIIEBAPUTEIBHOM TPAKTE
I'PBI3YHOB WJIM TAPA3UTUPYIOIIKUX HA HUX 0J10X. POpMUPOBAHUE UYMHOTO MUKPOOa,
COTJIACHO MOJIOKEHUsAM Kiaccuueckod Bepcuun TIIOY, mpoxomuno B mporecce
JUTUTEIIbHON KODBOJIIOIMK C XO3S€BAMHU-TPhI3YHAMU M TEPEHOCUYUKAMH-0JI0XaMU
i B HoBom Ceete B nonysinusx (mpa)cypkos (Marmotini), unu B Crapom Ceete
B monymsanusax — mecdanok  (Gerbillinae).  Pacmmpenwe  BHYTPUBHIOBOTO
pa3HOOOpa3usi CBS3BIBAIM C PACIPOCTPAHEHHEM BO30yIUTENss U3 IEHTpa
BUI000pPA30BaHUS TPHI3YHAMHU-XO035€BAMH 10 PETyJSPHO BO3HHUKABIIMM B
reojjornueckoe  Bpems  bepunruiickomy, Cunaiickomy u  IlaHamckomy
MEXKOHTUHEHTAJIbHBIM CYXOITYTHBIM MOCTaM M C KOZBOJIIOIMEH M TOCTalbHOU
ClieMaIn3aliel B TOMYJSIUAX HOBBIX HOPOBBIX XO035I€B, BCTPEUYEHHBIX Ha
MapuIpyTax SKCIIaHCHH.

Pa3Butne reHoMuKH U MojekylsgpHo-reHetnueckux (MI') meromoB Ha
py6exe 20-21 BEeKOB M MX BHEApPEHUE B MH(PEKTOJIOTHUIO UyMbl MPUBEIU K JIBYM
KpPaeyrojbHbIM OTKPBITUSIM, KOTOPbI€ BHECIHU CYIIECTBEHHbIE HW3MEHEHHUS B
nonoxkenus: kimaccuduecko TIIOY. Bo-mepBbIX, BONpPEKH MPEICTABICHUSM O
TIyOOKOW JIPEBHOCTH YYMbI, MOJICKYJISIPHBIMH METOJaMH OblIa yCTaHOBJICHA
HBOJIIOIMOHHAS MOJIOJIOCTh €€ Bo30yauTens. «MoseKysipHble Yachl» IOKa3alld
BpeMsl €ro BO3HMKHOBEHHMS He panee 30 ThIc. JeT Hazal, T.6. Ha pyOexe
IJICMCTOLICHA M TOJIoleHa WM B TosioneHe [ 18, 28]. Otcroaa ctaiao MOHSTHBIM, UTO
BUJ000pa3oBaTeNbHbId  Mpolecc  mpomen B (HMOYTH)  COBPEMEHHOMU
OMOreoEHOTUYECKON 00CTaHOBKE, KOT/Ia YXK€E CYIIECTBOBAIN COBPEMEHHBIE BUIbI
X0351€B U MEPEHOCYUKOB BO30YIUTENS U apuAHbIe JaHAA(Thl B reorpaduyecKux

I'paHuax COBPCMCHHBIX IPUPOAHBIX OYaros. HpI/I 9TOM CJICAYCT 3aMCTUTbL, 4YTO
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ar000K  BUI000pa30BaTENbHBIM MPOLECC MPOXOMUT MPU H3MEHEHHHU CPEe.bl
obutanus (MOMyJSLKUN) UCXOJHOTO BUA UK €r0 BHEAPEHUH B HOBYIO Cpenly, T.€. B
HOBYIO SKOJIOTHUECKYIO HUIIY. [103TOMY Ba)KHO OBLIIO BBISICHUTD, KAKHE U3MEHEHUS
B aOMOTHYECKOW W/WIKM OHOTHYECKON cpele oOWTaHus NOMyJsnuu (KJIOHA)
HHTEPOINATOTE€HHOTO MPEIKa MOTJIN IPUBECTHU K HEAABHEMY, (TIOYTH) COBPEMEHHOMY
BO3HMKHOBEHHUIO TOMYJALIMA TPOU3BOAHOTO  «KPOBSHOTO» oOuTaTtens —
BO3OYAMUTENII YyMbl, TJI€ M MPU KaKUX OOCTOATENbCTBAX MPOXOJUI Mpolece
nepexojia MPeIKOBOM MOMYJSIUM M3 MUIIEBAPUTEIBHOTO TpakTa B JUMQO-
MUEIOUAHBINA KOMIUIEKC IpbI3yHOB? OTBET HA 3TH BOIIPOCHI SIBJSIETCS IPEPOraTUBOM
9KOJOTUU (B IIMPOKOM TMOHUMAaHMH). BbICKa3blBaIUCh HEapryMEHTHPOBAHHbBIC
npeanonoxenusd [ 17, 38], yTo U3MEHEHUs B TOBEAEHUH TPHI3YHOB MOTJIHM IIPUBECTU
K PEryJIIpHOMY 3apakKeHHIO KPOBU BO30YIUTEIEM IICEBIOTYOEpKYyIie3a U repeaayde
uH(EKINU Yepe3 YKyChl 0JI0X.

Bo-BTOpBIX, TE€HETHYECKHMMH METOAaMH, Hu3ydeHueMm O-aHTHreHa, ObuI
YCTaHOBJIEH OECCHOPHBIN MPSMOI MPEAOK YyMHOTO MUKPOOA — MCUXPOPUIbHBIN
BO3OYAWTENb JAJBHEBOCTOYHOM cKapiaTuHomogoOHow muxopamku  (JICJI),
nceBA0TyOepKyIe3HbIi MUKpOO 1-ro ceporumna Y. pseudotuberculosos 0:1b [23 30].
DTOT KUILIEYHBIN MATOTEH PACIPOCTPaHEH CPEIH IIUPOKOTO Kpyra O€CIO3BOHOYHBIX
Y MO3BOHOYHBIX JKMBOTHBIX B XOJIOJHBIX pailoHax Azum [8, 25]. Orcroga MOXKHO
ObLJIO chenaTh 3aKJI0YEHUEe, YTO BUJI000pa30BaHUE YYMHOIO MHKpoOa M3 KJIOHA
B0o30yautens JICJI mpomnuto B HE CTONb OTAAJEHHOM HCTOPUYECKOM BPEMEHHU B
[lentpanpaoti Asum, rae Bo3Oyautenp JICJI 00bldeH W TAe PacmoJIOKEHBI
«3aMopokeHHbIe» (o Beipaxenuto WM.I'. Modda [8]) mpupoansie odaru 4ymsl.
HaubGonee BeposiTHO MuUKpOO dYymbl TOsiIBWICS B MOHroimmn ¢ ee
yJIBTPaKOHTHHEHTAILHBIM KIIMMATOM WJIX B OJkKaiiiem Kk Hel okpyskenuu [11, 13].
OT0 coObITHE, MO HAIleMy MHEHHUIO, H3JI0)KEHHOMY HIKE, OBLJIO CBSI3aHO C
HacTynuBmuM B CeBepHoit u Llentpanbaoit A3uu, Cubupu u Ha J[ansHem Boctoke

MaKCUMaJIbHBIM (CapTaHCKUM ) MTOXO0JI0/JaHuEM Ha pyOerke IIedcToIeHa U ToJI0LeHa
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(22-15 TeIC. NET HA3a[), KOTOPOE BHI3BAIO U3MEHEHUS B CTPYKTYype OHOIICHO30B,
dbopmo- 1 Bu000pa3oBaHue, CMEIIIEHUE TPaHUI] apeaioB KUBOTHBIX U PACTEHUH.

JIBa BbImIe Ha3BaHHBIX MI' OTKpBITHS MO3BOJWIINA JIOTUYECKH YBS3aTh
MHOTOYMCJICHHBbIE (DaKThl Pa3IMYHBIX HAyYHBIX HaNpaBJICHUN: HKOJOTHH,
ouoreorpaduu, OMOTr€O0IIeHOJIOTHH, SIHU300TOJIOTHH, I1aJICOONOIOT1H,
MaJCOKIMMATOJIOTUN, MHUKPOOUOJIOTHH, TEHETHUKH, MOJICKYJISIPHOU OHOJIOTHH,
uHpoOpMaTHKU W JPyrux — M C€O3/AaTh MapauienbHbii k MI  cueHapusm
HKOJIOTMYECKUI (B IIMPOKOM NOHMMAaHUM) CLEHAPUH BO3HUKHOBEHHMS U a3UaTCKOU
9KCIIAHCHUH HOBOTO MHKPOOHOTO BBICKOTATOTCHHOTO BUAa Y. Pestis, pamukaibHO
oTimyatonuiicss or MI' cuenapues [11, 12]. B HacTosIie ctaTbe BhICKa3bIBACTCS
MHEHHE, YTO IS CO3/JaHHsl JOBEPUTEITHHON HEMPOTUBOPEYMBON (HHUIOTCHUU
YyMHOTO MHKpOOa BaXHbI HAJIeKHbIC (DaKThI, NpeACTaBIsseMble JIOOBIMU
CIIEHAPHUSIMU, W TU CIICHAPUU JOJHKHBI OBITH IPUBEACHBI K €AMHOMY KOHCEHCYCY,
32 OCHOBY KOTOpPOTO CJIEAYET MPUHSITh MEHEE MPOTUBOPEUMBBLIN SKOJOTHUECKUN
CLICHApUH.

MI noaxon

B Hacrosiiee BpeMsi B GUIOTE€HETHKE YYyMHOTO MUKpoOa nomMuHupyetr MI
noaxoj. Hanbonee nomysnspHbie GUIOT€HETUYECKUE CXEMBI MPEICTABISAIOT Yallle B
BUJIE JAeHAporpamMM wiu kiaagorpamm [18, 20, 21, 27-29]. Merogonorus MI'
(UITOTeHETUYECKUX MCCIICAOBAaHUN BKIIIOYACT PA3UYHbIE MPU3HAKU, MOJIETU U
metonasl [1, 33]. HauOGomnpinyro mnOMyJaspHOCTh MpuOOpena METO0JIOTHS,
onmparoniasicss Ha SNP-mpu3Haku, TEOPUI0 HEUTPATHLHOU YBOIONNUU KaK 0a30BYIO
TCOPETHUYECKYI0O OCHOBY (DHIOICHETHYCCKUX pPEKOHCTpyKimmid Y. pestis u
CTATUCTUYECKHE METObI aHATIN3a MPU3HAKOB — MAKCUMAJIBHOTO MPABIOIOI00MS 1
baiteca. B nienom MI' MeTomo0s0THsl pEKOHCTPYKIIMU UCTOPHUH YYMHOT'O MUKpOOa
WCITIOJIB3YET MPUEMBI, TPUMEHSIEMbIEC TIPU PEKOHCTPYKIIMU UCTOPHM ((DHUiToTeHMiA)
BBICIIINX TAaKCOHOB paHTa BHUJA W BBINIC, KOT/Aa BHUA-OCHOBATENb, a TEM OoJiee
WCXOHBIM MOJABU] (TTOMYJISIUS) OCHOBATENS, KaK MpaBujIo, HE BbIABIeH. Ho Bua-

OCHOBATCJIb YYMHOI'O MI/IKpO6a JOIMOAJIMHHO HM3BCCTCH, U (bHHOFeHI/IH 9YYMHOT'O
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MUKpoOa — 3TO HCTOpPHS €ro BUAOOOpa30BaHUS U  BHYTPUBUIOBOU
nuBepcuukanuy,  ucropus  (GopMHpoBaHMS ~ HOABUAOB  —  HUBIIUX
TaKCOHOMHUYECKUX Tpymil. T.e. 3To mpeaMeT ¢uioreorpapuueckux Ucciae10BaHuM,
UMEIOUIMX  HECKOJbKO  OTIMYHYIO  OT  (DUIOTECHETHMKHM  METOJO0JIOTHIO.
®dunoreorpadgus onepupyer NOMYISLMOHHO-3KOJOTMYECKUMHU UM TOMYJIALIMOHHO-
TeHEeTUYECKUMHU TOHATUSIMU, TaKUMHU Kak apeaj, MOJBHUJ, Treorpaduueckas
NOMYJISALNS, 3KOJOTMYECKas: HUIIA, HEIMOCPEICTBEHHOE POJACTBO, IIOTOK I'€HOB U
npyrumu. K Tomy ke, B CHily CBO€M MOJIOIOCTH KOMITBIOTEpHO-CcTOXacTuaeckue MI'
METOJI0JIOTUN (PUIIOTEHETHKHU MOKa OCTAIOTCS HE BIIOJIHE COBEPIICHHBIMH, BBIBOIBI
IIPY HCIOJIB30BAHMM DPA3JIUYHBIX MPHU3HAKOB M METOJOB HMX aHAIM3a 3aMETHO
pa3nuuarTcsa, M Ui OIEHKM pealbHOCTH MpemiokeHHbx MIT  dunorenmii
HeoO0XoJMMa UX OLIEHKa APYTMMH BO3MOXHBIMH MeToJamH. B Hanboisee paHHHX
(UIOreHEeTUYECKUX  PEKOHCTPYKIUSAX  HKCIIOJNB30BAIM  METOJ  TPOMHOTO
napajieausma 3. I'exkens, BKJIIOYAIOIIUI MOp(HOIOTHYECKUH,
NAJIEOHTOJIOTUYECKUM U 3MOpHoJornyeckuil noaxonapl. B oTHOmeHun MukpoOa
gyymbl B MI' moaxone /s peKOHCTPYKUMHU (PUIOTEHHIM HCIONb30BAIM Pa3HbIC
METOJIbI M BBIOMpAU pasHble npusHaku, Hampumep, IS, SNP, VNTR (MLVA),
INDELs wmapxkeper [17, 18, 33, 36]. ComocraBieHue pa3dudyHbIX ITPUEMOB
UCTOPUYECKUX PEKOHCTPYKIUI MpUIaeT OOJbIIYI0 yOeTUTENbHOCTh CAETaHHBIM
BbIBOJIaM. B Hacrosiell cratbe paccMoTpuM nonyiisipHyro MIT ¢punorenetnueckyro
cxeMy, npeacrabiieHHyo X. Jlemépom ¢ coaBt. [21], 1 oueHUM ee mapaMeTphl B
OTHOIIIEHUH HKOJIOTHIECKOH (akTonoruu (puc.l).

IIpexxne Bcero, cienyer o0OpaTUTh BHUMAaHME HA  BHYTPEHHIOO
npotuBopeunBocTh MI' moaxona B moctpoeHuu ¢uioreHnii. MonexkyaspHble U
IEHETUYECKUE apryMEHThl HE MMEIOT JIOTHYeCKOro eauHcTBa. C TOYKM 3peHus
TCHETHYECKUX MpeoOpa3oBaHuii BHI000pa3oBanue Y. PestiS paccMaTpHBarOT Kak
CaJbTAllMOHHBIA  MPOLIECC  «TOPU3OHTAJIBHOTO»  BHEAPEHHS B  KIETKY
ICEBAOTYOEPKYJIE3HOIO MpesiKa crienu(pUUecKuX MiIa3Muj BUPYJIEHTHOCTH PFra u

pPst 13 BHENIHEN cpeabl WM OT APYTMX MUKPOOPIaHU3MOB, a TAK)KE OJHOAKTHBIX
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JieNelni 1 MHAaKTUBALIMH T€HOB, yTePSABLINX (PYHKIIMH B HOBOM cpee oOuTanus [26,
32]. B TakoMm ciy4ae, T€HETHYECKHME TMpPeoOpa3oBaHUsl PACCMATPUBAIOT Kak
pesynbTaT ObicTporo («in eye blink» [34]) amanramuoreneza. B To ke Bpems
MOJIEKYJISIpHBIE TIPE0OPa30BaHUsI PACCMATPUBAIOT C MO3UIMI TEOPUU HEUTpaTbHOU
HBOJIIOIMU KaK MOCTENEHHbINA CTOXaCTUYECKUN MPOLIECC HAKOTICHUSI HEUTPaIbHBIX
MEJKUX MYyTalliil, MOABEP>KEHHBIX ciiydaitHoMy apeidy [18, 28]. IIpu stom, Kak
MO>KHO BHUJIETh Ha puC. |, TOMOJOTHUIO (PUIOTEHETUYECKOTO JIPEBa BHICTPAUBAIOT
TOJIbKO Ha OCHOBAHMM CTaTHCTUYECKOTO aHadn3a HEUTPalIbHBIX HYKJICOTHUIHBIX
n3MeHeHni. Hanuume reHeTM4YecKuX aJanTUBHBIX HM3MEHECHHUH, KOTOPBIE,
COOCTBEHHO, NIPUBEJIM K BO3HMKHOBEHUIO B Y. PestiS u BCEro BHyTPUBHUIOBOTO
pa3HoOOpa3usi, JMIIb KOHCTAaTHPYIOT. BrusHue amantanuii Ha (QUIOTEHUIO
BOCIIPUHUMAIOT KaK HEU30eXKHBIA «PUIOTeHETHYECKUH 1Iym» (ouepyeHbl
NYHKTUPHBIM OBajoM Ha puc. 1). HrHopupoBaHue aganTanuoreHesa B
MOJICKYJISIPHBIX (PUITOTEHETHYECKUX PEKOHCTPYKIIMSIX YyMHOTO MUKpoOa cTaio, mo
HallleMy MHEHMIO, MPUYUHON OTCYTCTBHUSI KOHTPYIHTHOCTU «MOJIEKYJISIPHBIX» U
«3KOJIOTHYECKON» (PUITOTEHUH.

Jleyxamannas azuamckaa ykcnancusn 6030youmensn yymol. MI' metonamu
MOKa3aHo, 4TO HaubOojee ApeBHUMH (opMaMKU YYyMHOIO MHUKpoOOa SBISIOTCA
«royieBKoBBIe» ToBHIbI (OnoBap Pestoides, kmactep 0.PE). ITo HykieoTtumaHOU
CTPYKTYpE  aHaJIM3UPyEeMbIX  MapKepoB  OHM  Hambojee  ONM3KH K
NCeBAOTYOEpKyJIe3HOMY TpenKy. Bo30yauTenu «mojieBKOBOH» UyMblI MPOSBISIOT
U30UpaTeIbHYI0 BUPYJIEHTHOCTh, CIA0OBUPYJIEHTHBI MO OTHOIIECHUIO K CypKaM,
CycliMKaMm, recuaHkam, yenoBeky. CorigacHo MI' moaxosy, mociie BOSHUKHOBEHUS
Y. pestis (Pestoides) B Azun cHavasia chopMHUPOBAJICS apeall KITOJICBKOBBIX» 0UaroB
0.PE (puc. 1), u numb 4yepe3 ThICSIYM JeT HakaHyHe 1-ii mangemuu («Hyma
KOctuamnana», 541 r.) BO30yIWTENnh OJHOTO W3 «IOJEBKOBBIX» IOJBUIOB B
nomysusax anraiickoro cypka (Marmota baibacina centralis) na Tsub-1llane
pruoOpes CBOMCTBO BBICOKOW BUPYJICHTHOCTH M IIMPOKO PACIPOCTPAHMIICS B A3UU

BTOPOI1 BOJIHOH, c(hOPMHUPOBAB COBPEMEHHYIO 30HY MIEPBUYHBIX MTPUPOJAHBIX OUArOB
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B MOMYJALMIX MHOTHX (DOHOBBIX HOPOBBIX TpbI3yHOB. [l0700HOE ABYXBOJIHOBOE
dbopMHpoBaHUE 30HBI TPUPOAHBIX OUArOB UyMbl B A3UM HE HAXOAUT OOBSICHEHUH C
HKOJIOTUYECKUX, OMOTeorpaQuuecKux 1 SMU300TOIOTHUECKUX TO3HUIIHA.

Ilpeoopaszosanue «noneexko6oz20» nooeuoa 6 «cypouuil Haxkauyne I-i
nandemuu. Hanbomnee MOJIOABIM Cpeid «IIOJIEBKOBBIX» MOABUI0B Ha3biBatoT 0.PES
(Y. pestis ulegeica), xapakTepHbIi Ui TOMYJSIUA MOHTOJBCKOW MHUIIYXU
(Ochotona pallasi pricei) na MonroibckoM u I'oouiickom Anrtae. Cyas mo MI-
¢unorenusiM, 3TOT TMOJABUJ CTajd TMPEALICCTBEHHUKOM BBICOKOBUPYJICHTHBIX
nonBuaoB/renoBapuanToB [20, 21] (puc. 1). Ilpon3BoaHble OT HETO «CYpPOUBH»
noaBuabl, coctapistomue kinacrep 0.ANT, Bcrpeuatorcs Tonbko Ha TsHb-Illane.
OTcroaa, corjlacCHO «MOJIEKYJISIPHOMY JIOTHKe, MUIyX0BbIi noasu 0.PES HakanyHe
1-ii manpmemun npoHUK u3 Monromun Ha Tsase-lllanb, rAe 3akpenwics B
MOIMYJSILUAX ANTauCKOro cypka. [lo3gHee u3 momysisinuii antaickoro Cypka y»e B
Buje reHoapuanta 0.ANT1 BHOBb BepHylicds B MOHIOJIMIO UM OCBOWJ TpHU
reorpadUyeCKUX MOMYJISIMH MOHTOJILCKOTO cypka-Tapoarana (M. sibirica sibirica,
M. sibirica caliginosus u M. sibirica ssp.), nmpeoOpa3oBaBIIKCh B T€HOBaPUAHTHI
2.ANT3, 3.ANT2 u 4.ANTI1. IlogoOHbIli peBepc BO3OYAUTES YyMbl B MOHTOJIO-
TSHb-IIAHBCKOM PETHOHE C PKOJIOTMYECKOW M Omoreorpaduueckoil ToueK 3peHus
SIBJIIETCS. COBEPUIEHHBIM HOHCEHCOM. K ToMy ke, mosiBunuch HOBble MI' naHHbIE
[36], uTo punorenernueckyro BeTBb 0.ANT, kak u apyrue Beteu 1.ANT1, 2.ANTS3,
3.ANT2 u 4. ANTI, Taxxe crnemyer OTHECTH K y3iny nmomutomuu “Big Bang”, a ne
BBIJIETISITH KaK 00JIee paHHIOI «CYPUYHUHYIO» BETBb.

Comnumenvnovle nodeudvl. MetogamMu MOJIEKYJISIPHON JUArHOCTUKH U
CHUCTEMAaTUKH KOHKPETHU3UPOBAHO BHYTPUBUIOBOE pa3HooOpazue UYyMHOIO
Mukpo6a. Ilpexae Bcero, 3To KacaeTcsi TAKCOHOMUYECKUX €IUHUI] — TOJBHUJIOB,
KOTOpPBIE SIBIISIFOTCSI AKOJIOTO-Teorpauueckoi KaTeropuei: MmoaBUA UMEET apea,
00pa30oBaHHBIN CTPYKTYPHUPOBAHHBIMU HOIMYJISALMSIMH, UMEIOIIMMH OTIPEACICHHBIN
abdexTuBHbIN pazmep. B Hactosiiee Bpemst onucaHo Oosiee 30 reHOBapUAHTOB

(=n0BUI0B) XapaKTEPHBIX JIJIs1 KOHKPETHBIX PUPOAHBIX U AHTPOIOT€HHBIX OYaroB
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gymbel. Ho «MosekymsipHbeie» «mosieBkoBbie» moasumel 0.PE7 (Y. pestis subsp.
tibetica), 0.PE3 (Y. pestis subsp. angolica), 0.PE4 (Y. pestis subsp. central-asiatica)
HE COOTBETCTBYIOT KPUTEPUSAM IOIBH/IA.

[Toasun 0.PE7 cuumrtator Hambolsiee APEeBHUM. DTOT MOABHUJ IMPEACTABICH
JUIIb IBYMS IITAMMaMU, U30JIMPOBaHHBIMU B 1960-x ronax Ha [{lunxalickom miaTto
B BocTouHOM TubGete. OAMH mTaMM H30JUPOBaH B MPUPOJE OT CHUOUPCKOTrO
tymkanuuka (Allactaga sibirica), apyroii Tam xe ot 0onbpHOrO Yenoreka [20]. ITpu
3TOM MPUPOJIHBIE OYard YyMbl C OCHOBHBIM XO3MHOM CUOMPCKUM TYIIKAaHYUKOM B
MHUpPE HE HU3BECTHBI. 3apakeHHE YeNOBEeKa OT TYIIKAaHYMKOB HIJIM OT UX OJ0X
MaJIoBepOsATHO. ICTOUHMKOM €ro 3apakeHusl, CKOpee BCEro, ObUT MHOTOYUCIICHHBIN
Ha [[MHXalCKOM IIaTO TUMANIanCKUM CYpOK, SABJIAIOLIMKCS OCHOBHBIM XO3HMHOM BO
MHOTHX MPUPOAHBIX ouarax Tubera u ['mmanaes.

[Toasuna 0.PE3 u3BecTeH 1Mo oqHOMY IMITaAMMY, U30JTUPOBAHHOMY OT OOJIBHOTO
YyeloBeKa B AHroJjie M JUINTEIbHOE BpeMs XpaHusliemycs B mysee B CILIA [24],
MO3TOMY, COIJIACHO SKOJIOTUYECKUM OlIEHKaM, IITaAMM JIOJKEH UMETh CTaTyC JIUIIb
UHAMBUAYAIBHOTO (HE UCKIIOYEHO aOeppaHTHOT0) TeHOTUIIA HEU3BECTHOIO
NPOUCXOXKJIeHUs, HO He mnoasuaa. CoOCTBEHHO, A5TO 3aMeyaHUE Kacaercs
HEKOTOPBIX JIPYTUX «MOJIEKYJISIPHBIX» MOJABUA0B/T€HOBAPUAHTOB.

[TonBun 0.PE4 — c6opHusiii [27]. OH BKiIIOYaeT reorpapuuecku pa3po3HEHHBIE
HOMYJISAIMK, XapaKTepHble Ui apyeBoit mosneBku (Microtus carruthersi) na
I'mccape, cepedpuctoii moneBkm (Alticola argentatus) ma Tamacckom xpeOre,
MOHTOJIbCKOW mwinyxu B [opHom Anrtae u moneBku bpannra (Lasiopodomys
brandti) B c.-B. Kurae. O0beunenre reorpaduvecku pa3po3HEHHBIX MOMYJISIIUAN
YYMHOTO MHUKpOoOa, IHUPKYJIHPYIOIIMX B OdYarax C OCHOBHBIMH XO3si€BaMH,
NPUHAISKANIMMA K Pa3HbIM pojaM, ceMelcTBaM U jaaxe orpsaam (Rodentia u
Lagomorpha) HOpPOBBIX >KMBOTHBIX, B €IUHBIH MOJBUA TOJBKO Ha OCHOBaHUU
HYKJIEOTHIHOTO CXO/ICTBA BHIOPAHHBIX MOJIEKYJIIPHBIX MapKEepPOB C SKOJOTHUYECKHIX
MO3ULIKNA MPECTABISAETCS HE KOPPEKTHBIM: JIIOOOMY MOJABUAY CBOMCTBEHHBI IIPSIMOE

POJZICTBO 0CO0EH, EMMHCTBO apeaja U SKOJIOTHYECKUX MPU3HAKOB. C 3KOJIOTMYECKOU
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TOYKH 3PEHHS BIIOJHE JETUTUMHBIMU CJIETYET CYUTATh MPUHATHIE paHEe Ha3BAHUS
yeTbipex oTaenabHbix moaBumoB: 0.PE4h (Y. pestis hissarica), 0.PE4t (Y. pestis
talassica), 0.PE4a (Y. pestis altaica) u 0.PE4m (Y. pestis microtus = Y. pestis
xilingolensis). Dtu moABUABI HE MMEIOT HPSIMOrO0 POJACTBA, (OPMHUPYIOT
napapuiaeTH4ecKyto (Miau noauduIeTUHYeCcKyt0?) rpyIiny MoABUI0B, BOSHUKIIUX B
pazHoe BpeMs B pa3HbIX Treorpauueckux pailoHax OT pa3HbIX MPEIKOBBIX
nonymsmmi [11, 12, 20]. K Tomy e, momsua 0.PE4a (Y. pestis altaica),
XapaKTEpHBINA U1 MOMYJIALMA MOHIOJBCKOW nuiryxu B ['opHom Aunrtae, Ha c.-3.
Mouronsckoro Anrtas (basH-Yabreiickuii peruoH) MMEET 30HY CUMIIATPUH C
apyrum nuinyxoBbiM moasuaom 0.PES (Y. pestis ulegeica) [16]. Bo3uukaer Borpoc:
MOYeMy YJIETEHCKHI TOJIBH, OOMTAIONIMN COBMECTHO C QITAMCKUM B €IMHOU
nonyJjsiuMu  Xo3siuHa, 1o MI npu3HakaM HE COOTBETCTBYET CTaTycy Tak
Ha3bIBAEMOT0 «IIEHTpaJbHOA3MATCKOro moasuma» Y. pestis central-asiatica? Kak
3TO MOTJIO CIYYUThCA? DTO Ba)KHBIM BOIPOC ISl CPAaBHUTENBHON oueHku MI' u
3KO meTo10B TUHIIMPOBaHUS MOABHIOB Y. PEStiS, a Takke JJIsl OLIEHKH MMOTOKA I'eHOB
B onyJsinusx nmoasuaoB 0.PE4a u 0.PES u Tonosnoruu ¢uiorpamMm.

Ilonumomusn 6 nOnYIAYUAX MOH206CKO20 CYPKA HAKAHYHE 2-1l RAHOEMUU.
Bce wusBectHbie MI'  QuioreHeTndeckue cxembl (QUKCUPYIOT HalIMuuMe Ha
¢unorenernueckom apee Y. pestis mommromuu (NO7, “Big Bang”), mmeirei
MeCTO sIKOObI HakaHyHe BTopod mnaHaemuu («YepHas cmepTth», 1346 T1.).
[Momuromuto oOpa3yroT detsipe ¢uioreHeTndeckne BerBu (branches 1, 2, 3, 4)
(puc.1l), BKJIIOYANOIIME TOJBUBI/TEHOBApUAHTHl YyMHOTo Mmukpodba 1.ANTL,
2.ANT3, 3.ANT2 u 4.ANTI1. JIBa mociaegHux T'e€HOBapHUaHTa XapaKTEPHBI s
O0YaroB 4YyMbl B JBYX T€OrpaQUYECKUX TMOIMYJSIIUIX MOHTOJIbCKOTO CYpKa,
obuTaromux Ha XaHrae u Ha Xapxupa-MoHTyH-TaUrMHCKOM TOPHOM KOMILJIEKCE.
Otu reorpaduyueckre MOMYJSIMA MOHTOJIBCKOTO CypKa CEMHCHMMATPUYHBI C
eIMHOM reorpadudeckoi nomyssnueld Morroyibeko numryxu (O. pallasi pricei). B
TakoM ciydae ¢ no3uiui MI' moaxona octaeTcsi He OOBSCHUMBIM, MOYEMY M3

«moneBkoBoro» mnoxasuaa 0.PES, xapaktepHoro s nuolydybMx oO4YaroB Ha
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MowuronsckoM w/unu ['obuiickom Anrtae, cHauajga 0O0pa30BalMCh CypOYbU
NOJIBU/IbI/TEHOBAPUAHTHl B MOMYJSIUAX anTalickoro cypka Ha Tsub-lllane
(¢unorenernueckass rpynna 0.ANT) u nump MHOrO TNO3AHEE OHHM IMPOHUKIU
oOpatHO B MOHTOIMIO, T/I€ BHEAPUIUCH B TOCEJIEHUS MOHIOJBCKOTO CYpKa,
00pa3oBaB TpU CaMOCTOSATENbHBIX MOABUIA B TPEX reorpauueckux Mmomyssiusx.
BosnuknoBenne nomutomun B CpeTHEBEKOBbE HE HAXOIUT yIOBIETBOPUTEIHHOTO
o0bsichenuss B MI' moaxome, B TO BpeMs KaK SKOJOTMYECKHM CIleHapui
MIPEIOCTABIISCT BIOJHE JOBEPUTEIbHOE OOBSICHEHHE, TIO MEHBIIIEH Mepe, TOCTOMHOE
oOcyxxaeHus: u ganpHeiiiero 6onee riyookoro m3ydenus [11, 12]. K tomy xe
HOBbIe JaHHble O ¢unoreHetndyecko rpynmne 0.ANT cBHAETENBCTBYIOT O €€
MPUHAICKHOCTH, Kak ¥ TeHoBapuanThl/momuabl 1. ANTL1, 2.ANT3, 3.ANT2 u
4.ANTI1, k y3ny noautomuu “Big Bang” [36]. DTo cHMMaeT HE0OXOIUMOCTH
pa3pabOTKH THUIOTE3bl O CJIOXKHOM PEBEPCHBHOM TPAH3UTE YYMHOTO MHKPOOa B
MOHT0JIO-TSIHBIIIAHCKOM peruone [11].

Hapagununa noosuooe «eemeuy» 0.PE. «lloneBkoBbie» MOABUIIBI
BO30yauTeNs 4YyMbl, 00bequHeHHbIE B Kiactep 0.PE, cuuratot Hanbosnee qpeBHUMH,
U Ha (uiaoreHeTHdeckoM zpeBe Y. PestiS ux pasMmemarT OMmKe K KOPHIO.
Hekoropble nccienoBaTen paccMaTpuBaroT npejactaButeseil kiacrepa 0.PE kak
napaduiIeTHICCKYIO (MIIH JaKe KaK MOJU(QUISTUISCKYIO) TPYIITY, HO B TO )K€ BpeMs
BKJIIOYAIOT B eAWHBIA moaBua Y. pestis microtus (microti) [4, 6]. 3nech cieayer
3aMETHTh, YTO, COTJIACHO OTPEICICHUIO, MPEICTABUTENN mMapadrIeTHIeCKuX
(momupUAETUIECKUX ) TPYIT HE UMEIOT MPSIMOTO POJICTBA. B TO ke Bpems o 1B IbI
— 3T0 MOHO(UJIeTHYeCKUE (roJI0UIETUUYECKUE) TPYIIIbI HAMPSMYIO POJCTBEHHBIX
dopMm (Tomyssiui, oprann3mMoB). TakuM oOpas3oM, peasibHOTO ToaBHaa Y. pestis
microtus (sensu [6]), oOBEAUHSIONIETO BCE «IIOJCBKOBBIC» OHMOBApPBI B CIUHYIO
noBua0BYyI0 BeTBb 0.PE He cymiecTByeT. M3 mnpoko n3BecTHOM paboThl OOIBIIOrO
aBTOpcKoro kojuiektuBa [20] Takyke ClieyeT, YTO BCE «IMOJICBKOBBIC» IOJBUIbI
c(hOpMHUPOBATIUCH B pa3HBIX TeorpapuUecKkux pailoHaxX, B MOMYJSIIUSAX Pa3HBIX

OCHOBHBIX XO34C€B, B Pa3HOC BPCM:A, IMOITOMY HC HMMCKOT IIPAMOIO poACTBA H
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COOTBETCTBEHHO HE 00pa3yloT €IMHYIO IPEBHIOI0 MOHO(DUIETHYECKYIO TPYIILY
0.PE. OueBuneH BBIBOJ O TOMOIUIA3UAHOM (OPMUPOBAHUU HYKJICOTHIHBIX
MIPU3HAKOB, YKa3bIBAIOIIUX HA CXOJCTBO (HO HE POJACTBO) BCEX «ITOJEBKOBBIX)
noasuaoB  [16]. T'omomnasuiiHble TpPU3HAKKM  MOMJIECKAT  CHEIUAIBHOMY
PacCMOTPEHHIO B (PUIIOTEHETUYECKUX TTOCTPOCHHUSI.

Dopmuposanue «Kpvicunvixy 2enosapuanmos 1.ORl 6 Huvnanu.
['enoBapuanThl ¢pusoreHeTudeckoii BeTBU 1.OR| oTBETCTBEHHBI 32 3-10 MMaHAEMHUIO,
KOTOpas Hadajach B 10.-B. Kurae Bo BrOpoil mosjoBuHe 19 Beka. MI' monaxon
npeanonaraer oOpa3zoBaHue 3Tod BeTBU He paHee 300400 ner Haszam ot
B0o30yauTensa BeTBU 1.IN, HMpKyIupyIomero B NonyisiusX ruMalaicKoro cypka
(M. himalayana) na 10.-B. Tu6era (puc. 1) [11, 21, 29, 37]. OCHOBHBIM XO3SHHOM
reHoBapuanToB 1.ORI B ouarax FOHbHaHS sBisieTcs xentorpynas kpeica (Rattus
flavipectus). Ho B mnpupome Ha 3Toi Kpbice, OOWTAIOMEH BO BIAXKHBIX
cyOTponmIecKux jiecax, cnenudpudeckux 010X HeT (Kak U Ha YepHOU Kprice Rattus
rattus na Minpocrane). B arpo3oHe 1 B HACENEHHBIX MyHKTAaX HA HEW Mapa3uTUpyeT
KocMmoronuTHas Onoxa Xeomca (Xenopsylla cheopis), mmeromas adpukanckoe
IIPOUCXO0XKIEHHUE, KOTOpasi ¢ CHHAHTPOITHBIMH KpbICaMu MpOHUKIA Ha tor Kutas (u
Ha Munocran) He paHee cepenunbl 19 Beka. Takum o0pa3zoM, s3kojoruyeckue hakThl
CBUJICTEILCTBYIOT 00 OTCyTcTBMM B HOHBHAaHE MPUPOMHBIX KPHICMHBIX OYaroB
YyMbl. AHaJIU3 3KOJOTMYECKUX JaHHBIX NPHUBOJUT K BIIOJHE OOOCHOBAHHOMU
runotese, uto BeTBb 1.ORI chopmupoBanace ne B lOHbHaHE B mocneaHne BeKka B
MOMYJISIIUASX TUKUX WU CHHAHTPOITHBIX KPBIC, @ B PAHHEM WJIM CPEIHEM TOJIOLICHE
Ha MHpocTaHe B momyJIsiusax nHAuMCKoM mecyanku (Tatera indica) [11].

Boimupanue «apxeonocuueckux» «nooseudos». B EBpone B ocTaHKax
YeJIOBEUECKUX JKEPTB MPENIOojaraeMbiX JAPEBHUX OJOUAEMHUN OOHapyKeHbI
¢dparmenTsl «apxeonorudeckoit» JJHK, mo HykI€OTHAHON CTPYyKType HEKOTOPBIX
MapKepoB ONM3KME K TOMOJOTHYHBIM (parMeHTaM MCeBAOTYOEpKYIE3HOTO
mukpoOa. IToaromy «apxeomornyeckue» TakcoHbl/moasuasl Gok2, LNBA wu

Jpyrue, MpenjoXKeHHbIe Ha OCHOBAaHUU 3THUX (PArMEHTOB, pa3MEUIalOT B KOPHE
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¢unorenernyeckux apesec Y. pestis (puc. 1). CoBpeMeHHBIX TEHOTHIIOB MUKPOOa
YyMbI, UMEIOUIUX TOMOJIOTUYHBIE «apXEOJOTHYECKUM» MOJIEKYIISIPHbIE MapKephl,
HE OOHAPYKEHO, U «aPXECOJOTUUYECKHE)» TAaKCOHBI/TIOIBUIBI CUMTAIOT BHIMEPITUMU
[2]. Onnako m3BecTHO, 4TO B MOCTIEAHHKOBOM EBpore (B roioreHe) He ObLIO
OPUPOIHBIX YCIOBHM, YIOBJIETBOPAIONIMX TpPEeOOBAHUSAM Jisi CYIIECTBOBAHUSA
MPUPOIAHBIX OYArOB YyMbl, HE OBUIO apHIIHBIX JaHAMA(PTOB ¢ MHOTOYHCICHHBIM
HAceJIEHUEM HOPOBBIX I'PBI3YHOB, HA KOTOPBIX B Macce napa3uTupoBaiiv 6s1oxu [19,
31]. TlosToMy At 060CHOBaHMS KaKUX-JIMOO BHIMEPILNX €CTECTBEHHBIX JTUHUI B
dbunoreHese YyMHOr0 MHUKPOOA, BBI3BAHHBIX BHEIMUPAHHEM XO34€B  WJIU
NEPEHOCUYMKOB  BO3OYAMTENS, HET CEPbE3HBIX HKOJIOTMYECKUX OCHOBAHUHU.
HcyesnyBmme HbIHE odard 4Yymbl B EBpome, 0Oe3ycinoBHO, ObutH
CHUHAHTPONUYECKUMU, UMEJIU aHTPONIOTEHHOE (3aBO3HOE) MPOUCXOKACHHE.
2 JKoaoruyeckmii cueHapuii

Kak cka3zano Bbeime, MI' MeTomonorus HE MOO3BOJISIET BOCCO34aTh
HEMPOTUBOPEUYMBBIH KOHCHEKT HcTOopuu ((Ppuorenesa) Bo3OyautTens yymbl. MIT
METOJ/IOJIOTUN HAIIeJICHbl PACKPBIBATh HCTOPUU BBICIIUX TAaKCOHOB B TECUCHHE
JUIMTENIbHBIX BPEMEHHBIX MHTEpBajoB. McxoaHble BUIbI, a TeM 0oJjiee UCXOAHbIC
NOMYJISIUNA U3y4aeMbIX (PUIOTEHETUYECKUX TPYIII, MOYTH BCETJa HE U3BECTHBI, U
JUTSI XapaKTePUCTUKU KOPHS (DUIIOTEHETHYECKOTO JPEBa MCIOIL3YIOT KOHIIEIITUIO
CyOBbEKTUBHO BhIOMpaeMoi BHelTHEeH rpyniibl. MHOE €510 — 9KOJIOrnYeCcKUi MoIX0/1
Ipyl W3yYCHUH HWCTOPUM  BO3OYIAUTENS UYyMbl, KOTOpPHIA HAIleJeH Ha
BUI000pa30BaHNE U BBIACHEHHE BHYTPUMBHUIIOBBIX oTHOIICHUM. [IpeakoBas ¢popma
yyMHOTro MUKpoOa — Bo30yautens ACJI — nonomnmuuno u3BectHa. B Takom cnyuae
3aladya W3yYCHHUs] WCTOPUHM UYyMbl SIBJISIOTCS B OOJBINEH Mepe NpeIMeToM
dbunoreorpadun (B MeHbIIEH Mepe (DUIIOTCHETHUKH) C MMPUCYIIEH el METOI0JIOTHEH,
OTICPUPYIOIIEH TAaKUMU TOMYJISIIMOHHO-IKOJIOTHYECKUMU U TOMYJISIIMOHHO-
TCHETUYECKUMU TIOHSATHSMHU KaK HEMOCPEJICTBEHHOE POJICTBO, BHYTPHBHIIOBAS
nuBepcuduUkanusi, MecTHas U reorpaduyeckas MOMyJsIUs, NOABUA, apead,

9KOJIOITHYC€CKOC CANHCTBO, DKOJIOIrn4CCKas1 HHUIIIA.
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B cemeiictBe kmmeunslx MukpoOoB Yersiniaceae (Enterobacteriaceae),
BKIIIOHaronieM 10 250 BHIOB M TMOABUAOB, BO30yIUTENh YyMbl SIBISIETCA
€IMHCTBEHHBIM, KOTOPBIA MEPeIacTcsi TPAHCMUCCHUBHBIM CIIOCOOOM Yepe3 yKYChl
0510X. DTO CBUAETENHCTBYET O €ro YHUKaJIbHOM OHBOJIIOIMOHHOM IIyTH W,
COOTBETCTBEHHO, HEOOXOAMMOCTH MPUMEHEHHUSI JI1 PEKOHCTPYKIIMU €TI0 UCTOPUHU
ad hoc spomronmonnoit monenu [14, 15]. Beime HazBaHHbIe 1Ba OTKpBITUS MI,
Kacarolyecss 3BOJIOLMM YYMHOTO MHUKpOOa, M OTpOMHBIA Oaraxk 3HaHUM,
HakoruieHHbIX TIIOY, mo3Bonmnu co3gaTh MNPaBIOMOAOOHBIA SKOIOTHYECKHMA
HappaTHUB €ro HCTOPHU. YHUKAJIBHOCTh BHI000pa30BaTEIbHOIO IMpolecca —
npeoOpa3zoBaHus NOMyIsuu (KJIoHa) mpeakoBoro Bo3oyautesns JCJI B momynsiuio
MUKpPOOa YyMbl — COCTOUT B 3apaXKCHUU UCXOAHOTO XO3IMHA YyMHOTO MUKpoOa —
MOHTOJILCKOT'O CYpKa — HE TPAIMLIIUOHHBIM aTMMEHTAPHBIM CIIOCOOOM Ha MacTOMIIIE,
a TpaBMaTUYECKUM IyTeEM BO BpeMsa 3uMHed crgukd. llpu  3Tom
BUJI000pa30BaTEIbHBIN MPOLIECC MPOXOAWJI IO KBAaHTOBOMY NPHHIMIY, B
HBOJIIOIIMOHHOM MaciiTabe BpeMeHH OBbICTPO, HO MOCTENEHHO, ¢ YYaCTHEM TaKHX
MaJo0 H3YYCHHBIX TOKa SIBIIEHUN KaK OKUCIMTEIbHBIA B3pBIB MakpodaroB B
OpraHu3Me TeTePOTEePMHBIX CYpPKOB M CTPECC-MHIYIMPOBAHHBIA MyTareHes3
nepexoaHoi dopmel Y. pseudotuberculosis-pestis B momynsmnusx ruOepHUPYIOIIHX
#*uBOTHBIX [9, 10]. Ilpu sTOoM BHmOOOpa3oBaHWE TPOIUIO MAPAUIETLHO B TPEX
reorpauyecKkux MOMYJSIUAX MOHTOJbCcKoro cypka. ([loutn) omgHOBpeMEHHO
BO3HUKJIM TpH noaBuaa/reHoBapuanta 2. ANT3 (Xoutoi, bapra), 3.ANT2 (Xanraif)
u 4.ANT1 (Xapxupa, Typren, Monryn-Taiira) (puc. 2) [12]. Omm
noABUAbI/TeHOBapraHTel Ha MI' ¢QuoreneTnueckux cxemax JIE€MOHCTPUPYIOT
nomutomuro “Big Bang”. JlampHeiinmas TeppuTOpHalibHAs a3uaTCKas SKCIIAHCHS
BO3OyAMTEN MPOXOAWJIa U3 LEHTPOB BUI000PA30BaHUSA CAMOCTOSITEIbHBIMU
MapuipyramMd ¢ (GOpMHUPOBAaHMEM B TOMYJALMUSIX HOPOBBIX TIPHI3YHOB U
MOHTOJIBCKOM  MHIMYXH MOPHUPOAHBIX OYAroB CO  CBOMCTBEHHBIMH UM

HO,Z[BI/II[aMI/I/FCHOBapI/IaHTaMI/I. B sTOM sKOJIOTHUECKOM COCHAPHH IIPOHUCXOXKACHUSA
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U DBOJIOUMU BO3OYIUTENST YyMbl MOXKHO HATH OOBACHEHHS MHOTUM
IPOTUBOpEYMM, npucymmm MI' nonxony.
3 3ak/04eHue

['maBHBIMM MexaHM3MaMH 3BOJIIOLMM MuKpoOa uymsl npu MIT nmoaxone
IIPU3HAIOT, C OJHOM CTOPOHBI, CaJbTAL[MOHHBIC IPOLECCH: TOPU30HTAIbHBIN
NIEPEHOC TEHETUYECKOro MaTepraiia (Ipexkae BCEero Iia3Mull BUpYJIeHTHOCTH PFra
u PPst) u3BHe, a Takke AeJIelUM U MHAKTUBALMU T'€HOB, YTPATUBIINX (PYHKIHMU B
HOBOU cpene obutanus. C Opyrod CTOPOHBI, TOMOJOTHIO (PUIOTEHETHYECKOTO
JIepeBa BBICTPAUBAIOT TOJIBKO HA OCHOBE MOJENU IOCTENEHHOW HEUTPAIBHON
DBOJIFOLMY, MPEAyCMATPUBAIOLIEH IIOCTEIIEHHOE HAaKOIUICHUE HEWTpaIbHBIX
MyTallMd M CchOy4yalWHbli Jpeiidp TreHoB. DOTH J[ABa MoAXoAa B Mpodieme
IIPOUCXOXKJIECHUS YyMBl SIBJISIOTCS HECOBMECTUMBIMHU, AHTATOHUCTUYECKUMU.
[IoaTOMYy COrsaCOBaHHOTO HENMPOTUBOPEYMBOIO CIIEHAPUSA HA OCHOBE J3TUX JBYX
COBPEMEHHBIX MAIWHCTPUMHBIX IMOAXOJ0B K 3BOJIONUU U (UIOTEHHUH YyMHOTO
MUKpoOa co3aTh He yaaercs. Pemenuto npobdiaemsl ciocodctByeT Tpetuid — KO
MOJXOJ. ODKOJOTWYEeCKHuEe (PaKThl CBUAETEIBCTBYIOT, UYTO BHJI000pa30BaHUE
MuKpoOa yyMbl pouuio He paHee 30 ToIC. sieT Ha3ax B LleHTpanbHON A3uM B Tpex
reorpaUyecKux MOMYJSLUAX MOHIOJBCKOTO CypkKa M0 HapanaTpuyecKoMy
(nepunatpuyeckomy?) npunuuny. (Iloutn) ogHOBpeMEeHHO CPOPMUPOBATIUCH TPU
ucxoaHbIX noaBuaa uymMHoro Mukpo6a 2.ANT3, 3.ANT2 u 4 ANT1, nanpHelmas
DKCIIAHCHUSI KOTOPBIX MPOXOJMJIA IO CAMOCTOSATEIbHBIM MapuipyTtaMm. Takou
HappaTUB HCTOPUM YYMHOTO MHKpoOa CHHUMaeT MHOTHE MPOTHBOPEYHUS,
cBoiictBeHHble MI' moaxoxay. Mcropuio «Mooaoro» BO3OYAUTENS 4yMbl Jydllle
OTpaXkaroT aJaNTUBHbIE NPHU3HAKHU, B TO BPEMsI KaK HEWTpalbHbIE HYKICOTUIHBIC
npu3HaKu Oosiee MOAXOAAT U M3YYEHHUs MCTOPUM BBICIIMX TaKCOHOB Ha Ooiee
JUIMTEIBHBIX TE0JOTHYECKUX NPOMEXKYTKaX BpeMEHM. Monenb HEeUTpaJIbHOU
IBOJIIOLMM MOXKET OTpaXkaTb TOJBKO TIJIABHOE «BEPTUKAIBLHOE)» HAMPABICHUE
HBOJIFOLIUY KHUILIEYHBIX OAKTEPUI, HO HE paJUKaIbHbIE HHHOBAIIMOHHBIE U YAaCTHBIE

a/lanTaluy, KOTOPhIE XapaKTepU3ytoT BO30YIUTENS YyMBbl.



405

406

407

408

409

410

411

412

413

414

415

416

417

418

419

420

421

422

423

424

Hcnons3yempie MI" moaxoaoM Takue MOHATHS, KaKk HanboJiee COBPEMEHHBIN
oo6mmit npenok (MRCA, most recent common ancestor), ¢puioreHeTH4ecKrue BETBU
(branches 0, 1, 2, 3, 4), sBomrormonnbie uaME 0.PE, 1.ANT, 2.MED u npyrue
SBIIAIOTCA  AaOCTPaKTHBIMH, CTATUCTUYECKHMMM, HECYT Majlo OHOJOTMYEeCcKOn
uHpOpMaluy, KpallHE LIEHHOW B cilyyae MHUKpoOa uymbl. B To e Bpewms, oTOOp
JEHUCTBYET Ha pPEaJbHbIE IONYJSINUU, SBOJIOLMUOHUPYIOT IONYJSILUU, a HE
OTJIE/IbHBIE OPTaHU3MBbl, (PMIOTE€HETUYECKUE BETBU WM SBOJIIOIIMOHHBIE JIMHUU, U
MO3TOMY TIPH PEKOHCTPYKLUMU HUCTOPHUH «MOJIOAOTO» UYYMHOTO MHKpPOOa,
YHHUKAJIBHOTO ISl cemeiicTBa Yersiniaceae, pe3ko OTKIOHUBIIETOCS OT TJIABHOTO
HAIpaBJICHUSI DBOJIOLMU KHULIEYHbIX oOOWTaTeNel, He CcleayeT HUTrHOPHUPOBATH
IPUHIUIBI TOMYJIALIMOHHOTIO MBIIUIEHUS U aJanTaluoreHesa.

Crnenyer npu3HaTh, YTO KaXKIbIM U3 PACCMOTPEHHBIX HAMH IIOJIXOI0B UMEET
CBOM IIPEMMYILECTBA M HENOCTaTKH, IIPU OTOM pPEUIEHWE BbIABICHHBIX
IIPOTUBOPEYMM — EIWHCTBEHHBIM NYyThb K HWCTHHE. JlanpHenImas WHTerpanus
MOJIEKYJISIPHOTO, TE€HETHYECKOIO0 M SKOJOIMYECKOro IOAXO0JI0B B Ipobieme
MIPOUCXOXKICHUS U 3BOTIOIUHN BO30YIUTEIIS YyMbl OyI€T HE TOJIBKO CIOCOOCTBOBATH
JOCTUKEHUIO KOHCEHCyca B (MIOT€HETUYECKOW PEKOHCTPYKIUU UYyMHOIO
MUKpoOa, HO TakKe CO3JacT YCJIOBUS JJIsi COBEPIICHCTBOBAHUS TEOPUU
MOJICKYJISIPHOM SBOJIIOIIMM HE TOJBKO BO3OYIUTENS] YyMbl, HO U MHOTHUX JIPYTHX

MNaTOr€HHbBIX MUKPOOPIraHUu3MOB.



PUCYHKH

Pucynoxk 1. MonekynsspHo-TeHeTHYECKas Kiiajgorpamma Yersinia pestis [21].

Figure 1. Yersinia pestis molecular genetic cladogram [21].
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nanjiemun. 00 — reHoBapuaHThl BeTBU 0.ANT no MI" nanubiM qpyrux aBTopoB [36]

BXOJAT B y3ea mnosuromun “Big Bang”. A — ¢dopMupoBaHHE «KPBICHHBIX

rCHOBAPHAHTOB H3 «CYPOYbHUX)» I'CHOBAPUAHTOB B Onpnanu. ? — BbIMHPAHHC
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gyyMbl.  [IyHKTHpHBIM OBajJOM OYEpUYEHBbl TEHETUYECKUE «BUI000pA3YIOLINEH

U3MEHEHUS TeHOMa TICEBA0TYOEpKYIE3HOTO MpeiKa MUKPOOa UyMBI.



Note: Environmental discrepancies are indicated by icons (explanations in the text).
e — dubious subspecies; o — transformation of the «vole» subspecies (0.PE) into the
«marmot» subspecies (0.ANT) on the eve of the 1% pandemic; o — polytomy in
Mongolian marmot (Marmota sibirica) populations on the eve of the 2" 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]. I — the first wave of
the expansion of the «vole» plague. 1l — 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.



PucyHok 2. DKOJOTHUUECKUH CIIeHapUi BUI000pa30BaHUs U a3UAaTCKON AKCIIAaHCHUU
BO30YyIUTEINIS YyMbI — MUKpoOa Yersinia pestis.
Figure 2. Ecological scenario of speciation and Asian expansion of the plague

causative agent — the microbe Yersinia pestis.
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IlpuMeuanusi: A — MapuIpyThl SKCIIAHCUM U3 PaiOHOB BUa000pa3zoBanus [11]. 1 —
apeal MOHIOJIbCKOTO CypkKa. 2 — TpU HCXOJHBIX T'€HOBapHUAHTA/TIOJBU]IA
BO30YIUTENS YyMbI B TPEX reorpaduyecKux MOMyIAIHUsIX MOHIOJIBCKOTO CypKa. 3 —
MapuIpyThl PacHpoOCTpaHEHUs] CypOUYbMX T'€HOBApPUAHTOB/TIOJBUIOB B MOMYJISLIUN
CUMITATPUIHBIX C MOHTOJILCKHM CYPKOM HOPOBBIX TPHI3YHOB/TIUIIYX. 4 — a3WaTCKas
IKCIIAHCHS BO30YyIUTEINs YyMBbI C dbopMupoBaHreM HOBBIX
r€HOBApUAHTOB/MOABUIOB. TodyedyHoM nHMHHMEN o0o03HaUeHa IOKHAas TrpaHula
«BEYHOI» Mep3noThl. b — TpexKopHEBOE «IKOIOTHUECKOe» (PHIOTeHETHYECKOe
npeBo (unu ¢uioreHerudeckas poma) [14]. * — nuBepcudukanus u azuaTckas
AKCIAHCHS T€HOBAPUAHTOB.

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 dot line shows
the southern boundary of the “permafrost”. B — three-rooted *“ecological”
phylogenetic tree (or phylogenetic grove) [14]. * — diversification and Asian

expansion of genovarians.
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