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9KOJIOrMYECKUU CLLEHAPUW )
BUOOOBPA3SOBAHUA MUKPOBA YYMbl )
YERSINIA PESTIS KAK OCHOBA AJEKBATHOW
MOJIEKYJI1PHOU 3BOJIIOLLUOHHOU MOAEN
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Hncmumym npobaem sxonoeuu u s6oarouuu um. A.H. Ceeepuosa PAH, Mockea, Poccus

Pe3siome. M3BecTHO, YTO MPSIMBIM ITPEIKOM BO3OYIUTENSI UyMbl — MUKpPOOa Yersinia pestis — sIBIsSIeTCA IICUXPODUITHHBII
TICeBAOTYOEPKYIe3HBIM MUKPOO 1-To cepotura (Y. pseudotuberculosis 0:1b) — Bo30ynuTenb 1aJbHEBOCTOYHOM cKapia-
TrHOIIOMo0HO# Tuxopanku (JACJI) — KueuyHoit WHGEKIINU IMIPOKOT0 KPyra 0€CIT03BOHOYHBIX 1 IIO3BOHOYHBIX XKH-
BOTHBIX, OOMTAIOIIUX B X0J0AHBIX pailoHax CeBepHoii u IleHTpanbHo A3un u JlanbHero Boctoka. OnHako MeXxaHU3M
BUI000pa3oBaHus Y. pestis ocTaeTcsl He BIOJHE SICHbIM. MHOrouMcieHHble (DUIOreHUM BO30YAUTENS, CO3AaHHbIE
Ha OCHOBE MOJIEKYJIsipHO-TeHeThYeckux (MI') TexHOI0rnii, BO MHOTOM MMPOTUBOPEUMBEI, HE COTJIACYIOTCS C HaI€KHbI-
MU (haKTaMU KJIACCUYECKUX €CTECTBEHHOHAYUYHBIX HAMlpaBJIeHU I — 9KOJOTMHU, SMMU300TOJOTMU, Ouoreorpaduu, mna-
JIEOHTOJIOTUU U APYTUX U HE COOTBETCTBYIOT MOJIOXEHUSIM COBPEMEHHOTO 3BOJIOLMOHHOTO YYeHUST (CMHTETUYEeCKOI
Teopuu 3BoolMK). Ha Bompockl, rae, Korna, KakuM 00pa3oM M IPpU KaKUX 00CTOSTEebCTBaX BOZHUK BUM Y. pestis,
MI-nionxon n1oBepUTEIbHOIO OTBEeTa He AaeT. OMHOI U3 MPUIYUH CAOXKUBILEHCS CUTYallMM BUAUTCS HealeKBaTHOCTh
HCIOJIb3YeMO B (pUIOTeHETHKE Y. pestis MOJNIEKYSpPHOI 2BOTIOLMOHHON Moneu. 3HaHUe XKU3HEHHBIX LIMKJIOB Mpe-
KOBOTO TICEBAOTYOCPKYIE3HOTO 1 MTPOU3BOIHOTO YYMHOIO MUKPOOOB 1 X YHUKAJIbHBIX 3KOJOIMIECKUX OCOOCHHO-
CTeil IMTO3BOJISIET CO3AATh TOBEPUTEIbHYIO KOOI MIeCKYI0 MOIEIb SBOJIOLNY YYMHOT0 MUKP00a, Ha OCHOBE KOTOPOIt
CJIeAyeT OIICHMBATh 3aKOHOMEPHOCTH MOJIEKYJISIPHOI M3MEHUYNBOCTH 1 BEICTPAUBaTh aIcKBATHYIO MOJIEKYISIPHYIO MO-
JIeNTb, KOTOPYIO MOXKXHO OYIeT MPUHSATH ISt MI-peKOHCTPpYyKIINY UCTOPUM 3TOTO ImaTtoreHa. CorracHO KOJIOTMYeCKOM
Mojenu, BUI Y. pestis chopMUpPOBAJICS TPUTOMHO (TOYTU) OJHOBPEMEHHO U3 KJIOHOB (monyasuuil) Bozoyaurens JCJI
B TpeX reorpauyeckux MomnyJsilusx MOHIOJbCKOTO cypKa-Tapbarana (Marmota sibirica) v napa3uTupyolieit Ha HeM
osnoxu Oropsylla silantiewi. UHAyKTOPOM BUI000pa30BaHUs MOCIYKUJIO TTOCIeAHEEe MaKCUMabHOe (capTaHCKOE) T0-
xononanue B LleHTpanbHolt A3uu, umeBliee MecTo 22—15 Thic. eT Ha3ad. [loxononaHue u rayboKoe mpomep3aHue
I'PYHTA CTaJI0 MPUYNHON M3MEHEHMSI TTOBEACHUS TMUMHOK CYpOUbeil 0JI0XM — BO3ZHMKHOBEHUS (haKyJIbTaTUBHOI re-
MaTodaruu, KoTopas, B CBOIO OUepeib, IpUBeaa K YHUKAJIbHOMY, TPaBMaTUUYECKOMY (HE TPaAULIMOHHOMY aJluMeH-
TapHOMY), criocoOy 3apaxeHus cusguux cypkos JICJI u, Kak cieacTBue, K yHUKaJIbHOMY CIIOCOOY BUIO0OOpa30BaHUS
Y. pestis. MonexynsipHast MOZE/Ib TOJIKHA TTpeIycMaTpuBaTh epUaTpuueckoe TPUTOITHOE BUI0OOpa3oBaHue Y. pestis,
HaJIM4Y1e MHOTOUYMCICHHBIX Mapajieu3MOB BHYTPUBUAOBON M3MEHUMBOCTH, CBSI3aHHOW C TPUTOITHBIM BUI000pa-
30BaHMEM, W KBAaHTOBBI/ IPUHIIMIT BUIOOOpPA30BaHUS B BHICOKOM3MEHUMBOM IeTepOTePMHOI (IeTepOMMMYHHOI)
CTPECCOBOI TOCTAaIBHO-BEKTOPHOI cpene cypok—omoxa (Marmota sibirica — Oropsylla silantiewi) ¢ yaacTeM cTpecc-
WHIYINPOBAHHOTO MyTareHe3a. Takast MOJICKYJISIpHAS MOIETb 3BOIIOIIMH MOXKET OBITH ITOJIE3HOM JJIST COBEPIICHCTBO-
BaHUS MOJICKYJISIPHOM METOIOJIOTUH (DUIIOTEHETUIESCKIX ITOCTPOSCHMI APYTUX Mapa3suTHUCCKIX MUKPOOPTaHU3MOB.

Karouesvie caosa: Yersinia pestis, Yersinia pseudotuberculosis, 6udoobpazosanue, gunoceres, 360a0UUOHHbIE MOOeAU, IKOAOUMECKUL CUEHAPUIL.
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ECOLOGICAL SCENARIO OF THE PLAGUE MICROBE YERSINIA PESTIS SPECIATION UNDERLYING
ADEQUATE MOLECULAR EVOLUTIONARY MODEL

Suntsov V.V.

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

Abstract. It is known that the psychrophilic pseudotuberculosis microbe serotype 1 (Y. pseudotuberculosis 0:1b) causing Far
East scarlet-like fever (FESLF) — an intestinal infection found in a wide range of invertebrates and vertebrates inhabiting
cold regions in the Northern and Central Asia as well as Far East is direct ancestor of the plague causative agent Yersinia
pestis. However, the mechanism of Y. pestis speciation remains poorly elucidated. Numerous Y. pestis phylogenies created
by using molecular genetic (MG) technologies are largely contradictory, being not in line with reliable data obtained by
natural science approaches (e.g., ecology, epizootology, biogeography, and paleontology), which disagree with current
evolutionary doctrine (synthetic theory of evolution). The MG approach provides no definitive answer to the questions
of where, when, how, and under what circumstances the species Y. pestis arose. One of the reasons for such situation might
be due to inadequacy of using the molecular evolutionary model for Y. pestis phylogenetics. Knowledge of the life cycles
for the ancestral pseudotuberculosis and derivative plague microbes as well as related unique environmental features al-
lows to create a reliable ecological model for the plague microbe evolution to be further used for assessing patterns of mo-
lecular variability and building proper molecular model that might be accepted for MG-reconstruction of plague microbe
history. According to the ecological model, the species Y. pestis was formed in a tritopic manner (almost) simultaneously
from FESLF clones (populations) in the three geographical populations of the Mongolian marmot-tarbagan (Marmota
sibirica) and the flea Oropsylla silantiewi parasitizing on it. The inducer of speciation was coupled to the last maximum
(Sartan) cooling in Central Asia occurred 22—15 thousand years ago. Soil cooling and deep freezing resulted in altered
behavior of the marmot flea larvae with emergence of facultative hematophagy, which, in turn, led to a unique traumatic
(compared to routine alimentary) infection route of sleeping marmots with FESLF and, as a result, a unique way of Y. pes-
tis speciation. The molecular model should predict a Y. pestis peripatric tritope speciation, existing numerous parallelisms
in intraspecific variability associated with tritope speciation, and the quantum principle of speciation in the highly vari-
able heterothermic (heteroimmune) stressful marmot-flea (Marmota sibirica — Oropsylla silantiewi) host-vector environ-
ment involving stress-induced mutagenesis. Such molecular model of evolution may be useful for improving molecular

methodology of phylogenetic constructions for a wide range of parasitic microorganisms.

Key words: Yersinia pestis, Yersinia pseudotuberculosis, speciation, phylogenesis, evolutionary models, ecological scenario.

BeepgeHue

Bo30ynutenb 4yymMmbl — MUKPOO Yersinia pestis —
ObLI OTKPHIT AJlekcaHapoM Mepcernom B ToHKOHTE
B 1894 r. B Hauase 3-ii nangeMuu. C 3TOro MOMEHTa
HayaJIOCh TJIyOOKOE BCECTOPOHHEE U3YUYEHUE BO3-
OyauTeas v BbI3biBaeMoit uM 6osie3Hu. Ele Ha Ha-
YaJIbHBIX 2Tarax KCCIeNOBaHUN ObUIO BbICKaA3a-
HO TIPEATIOJIOXKEHUE O TMPOUCXOXKIECHUU YYMHOTO
MHUKpobOa OT TMCeBAOTYOEpPKYJE3HOro: BO30YyIU-
TeJIU 3TUX OO0JIE3HE MMEIOT HEKOTOPHhIE CXOAHbIE
Mopdoaornyeckre MNpu3HakKu U OMOXUMUYECKUE
cBoiicTBa. Ha pybexke HOBOTO ThICSIUEETUS B UH-
(GEKTOOrMM CTaJu IUPOKO MPUMEHSATH MOJEKY-
nsgpHo-reHeTuueckue (MI') MeTomwsl wmcciaenoBa-
HUI, KOTOpbIE BO3BEJIU TUATHOCTUKY BO3OYAUTEIS
YyMBbI 0 BBICOKOI cTeneHu coBepiuneHcTBa. K Ha-
CTOSIILIEMY BPEMEHU OIpeaesieHbl CTPYKTYPhI T€HO-
MOB MONYJSALMI YyMHOTO MUKpoOa 13 OOJIbIINH-
CTBa IIPUPOMHLIX ouyaroB mupa [16]. OGHapyKeHbI
U OTTMCaHbl PparMeHTHI «apxeosornyeckon» JHK,
M3BJICYEHHOU M3 OCTAHKOB (3yObl, KOCTMH) YeJO-
BEUECKMX XEPTB ObLIBIX IMaHaeMmwuii [26, 27, 35].
IMonyyenHble MI-maHHBIE MO3BOJIUJIUA B OOLIUX
yepTax NpeACTaBUTh MOJEKYJSIPHYIO 3BOJTIOLMOH-
HYI0 MOJEeJIb MUKpPOOa Y. pestis  Ha ee OCHOBE TIpe/I-
JIOXUTh MOJIEKYJSPHYIO BEPCUIO HUCTOPUU BO3-

HUKHOBEHUS, BbICKa3aTh MPEAIOJI0XKEHUS O XPO-
HOJIOTUU, reorpad®ruu U UCTOPUYECKON TUHAMUKE
MUPOBOI'0 PAaCHPOCTPAHEHU ST BO3OYAUTEISI YYMBI,
UHBIMU CJIOBAaMU, PEKOHCTPYUPOBATh €ro ¢uo-
reauto [16, 17, 24]. OmHako Bce MpeHJIOKECHHBIE
MTI-dunoreHuun BUASTCS KpaliHe NMPOTUBOPEUYU-
BbIMU, HE MOAJAEepXUBalOTCI aKTaMu, MpeacTaB-
JICHHBIMU KJIACCUYECKUMMU €CTECTBEHHOHAYUYHBbI-
MU HaIlpaBJEHUSIMU: DKOJOTUEN, MU300TOJOTU-
eit, buoreorpacdueii, MajacoOHTOJIOrMe U IPyruMU,
W HE COOTBETCTBYIOT ITOJIOXKEHUSIM COBPEMEHHOTO
9BOJIIOLIMOHHOT'O YYEeHU ST (CMHTETUYECKOU Teopruu
sBosioliK). BosHuKa mapamokcanibHasi cUTya-
uus. C ogHoit ctropoHbl, MI-meTomonorus ¢pu-
JIOTEHETUYECKUX PEKOHCTPYKIIUA BO30yIUTES
YyMBbl XOpOIIO pa3dpaboTaHa, CO3MaHbl U alalTu-
POBaHbI AJITOPUTMBI U MHOTOUUCIEHHbIE KOMIMbIO-
TEpHbIE MPOTrpaMMBbI 1151 aHAIU3a MOJIEKYISIPHBIX
MPU3HAKOB, MMEETCs IPOABUHYTasi TEXHOJOTU-
yeckasi 0aza MOJIEKYJISIDHBIX HCCJIeIOBaHUM, MO-
JICKYJISIPHbIE TEXHOJIOTUU CTaJu MAWHCTPUMHBI-
MU B dbunoreHetuke Y. pestis. C 1pyroii CTOPOHBI,
3a TpolIeAlle MOYTU YeTBEePTh BeKa MHTEHCUB-
HbIX MTI-uccnenoBaHuit cujiaMyu MHOTHUX CIlelra-
JIU3UPOBAHHBIX TabOpaTOpUil B pa3BUTHIX CTPpaHaXx
MUpa TakK U He ynaJioCh CO31aTh JOBEPUTEIbHBIN
CLEHApUl MPOUCXOXIAECHUS U MUPOBOW 3KCIIaH-
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CMM 3TOro maroreHa. Ha TpuBuaJibHbIe BOTIPOCHI,
rjie, Korna, KakuM o0pa3oM M MpU KaKUX 00CTOsI-
TeJIbCTBAX BO3HUKJIA YyMa U KaK pacHpoCTpaHsI-
Jach B Mupe, MI-moaxon ymoBJIEeTBOPUTEIBHOTO
OoTBeTa JaTh He B cocTosTHMU. HacKoyibKo Brievar-
JISIOIUMHM  SIBJISTIOTCSL TOCTUXeHuss MI-toaxona
B IMarHOCTUKE BO30OYIUTENsI, BBISIBICHUU €T0 Te-
HETUYECKOTro W MOJIEKYJISIPHOTO pa3HOOOpa3us,
HACTOJIbKO YIAPYYalOIIMMU BBITISIST O3BYyYEH-
HbIe 3aKOHOMEPHOCTHU MOJICKYJISIPHOU 3BOJIIOIIMU.
BrisgBienHoe BHyTpuBuaoBoe MI-pazHoobpasue
Y. pestis moka He ynaeTcsl paHXXUpPOBaTh B TOBEPU-
TeJIbHBIE 3BOJIIOIIMOHHBIC JUHMKU. Kak mpaBuio,
paboTHI MO (pUJIOreHEeTUKE YyMHOI0 MUKpoOa 3a-
BEpIIAIOTCS OeMOHCTpaliueid (hUJIOreHeTUYeCKUX
IeHIpOrpamMM, ITIOKa3bIBAIOIIMX MOJIEKYJISIPHO-
CTaTUCTUYECKNE B3aMMOOTHOIICHUSI TEHOBapu-
aHTOB (IOIBUOB, TeorpaduyecKux MOMYJISIUA),
W 3TU OTHOIICHUSI He IMPUBSI3aHbl K MPUPOIHBIM
/WA UCTOPUYECKUM coObITUsIM. K mpumepy, Bce
MOJIEKYJISIpDHBIE (DUIOT€HETUUYEeCKHUEe IeHIPOTrpaM-
Mbl GUKCUPYIOT Haauyue noautomuu (ysea NO7,
«Big Bang»), koTopasi BO3HUKJIa B A3UU, SKOOBI Ha-
KaHyHe 2-ii mangemMuu («4epHast cMepThb», 1346 1.).
Ho npuynH BO3HUKHOBEHMSI 3TOTO COBEPIICHHO
HE TPMBUAJLHOTO TIPUPOTHOTO COOBITUSI — HEIaB-
HEro B BBOJIIOIIMOHHOM MaciiTadbe BpeMeHU ITOYTH
OIHOBPEMEHHOTO, B3PIBHOTO BOBHUKHOBEHUS OC-
HOBHBIX TeHeaJJoruuyeckux BeTBeit Y. pestis (branchs
1—4) — MTI-mogxoa He Ha3bIBAET U JaxKe He Mpel-
nonaraet (puc. 1, I1 obnoxka).

ABHBIM HecooTBeTcTBUEM MI-BbIBOAOB KJlac-
CUYECKUM TIOJIOKEHUSIM 3ITU300TOJOTUN BUAUTCS
npokiaamupyemMass MI-momxogoM ABYXBOJHOBAS
9KCITAaHCHUSI BO3OYOMTENs] YyMbl U3 palioHa BUJIO-
dopmoobpazoBaHust B A3zuu [10]. ITonaraioT, 4To
CHayvajJla BO3HUMKIJIU «I1OJIEBKOBbIe» (Microtinae)
NpupomHble ouaru B A3zun — uau Ha KaBkase [24],
uan Ha Iuuaxaiickom 1aato  (BocTouyHbI
Tubet) [16], KOTOpBle OUYEHb OBICTPO, B TEUCHUE
COTEH WMJIM HECKOJbKMX TBICSY JIET, IIMPOKO pac-
MPOCTPAHUIMCHh HA TUTAHTCKOM IO TIJIOIIAAN Tep-
putopuu B EBpazum — ot MaHBUXKXYPUM U BOC-
ToyHoro TubGera Ha BocToke J0 IlpenkaBkasbs
u banxHero Boctoka Ha 3amane u oT 3abaiikanbs
u ceBepHoro Ilpukacnus Ha ceBepe a0 ['MmanaeB
Ha 1ore — o0pa3oBaB 30HY MEPBUYHBIX MPUPOJI-
HBIX «IOJIEBKOBbIX» ouaroB (puc. 1, Il obioxka).
IlonaraioT, 4yTO BO3OYIUTENb B TUX Ooyarax ObLIT
CJIaOOBUPYJIEHTHBIM WU aBUPYJICHTHBIM JJISI CyC-
JIUKOB, CYPKOB, MECYaHOK U 4YeJOBEeKa, HEe MMeJ
MOJHOLIEHHOTO Habopa (haKTOPOB BUPYJIEHTHOCTU.
3areM 4epe3 THICSIYM JIeT CylIeCTBOBAHUST HEKOTO-
pBIN CIaOOBUPYJIIEHTHBIN «ITOJICBKOBBIN» TOIBULL
(Bo3MoxxHO Y. pestis ssp. ulegeica, 0.PES, uupkynu-
pYIOIIWI B TOIYJSIIASIX MOHTOJBCKOW ITUIIYXU
Ha Antae, UT. 1o [17]) mpu HEU3BECTHBIX OOCTOS -
TeJIbCTBAX «<MUTPUpPOBaJI» N3 MoHTONMNN Ha TIHB-
Ilanp B monyjasiuuu ajaTaiickoro cypka (Marmota

baibacina), ipuodpen CBOWCTBO BbICOKO BUPY-
JICHTHOCTU M BTOPOIl BOJHOIW pacHpoCTpaHUJICS
B Mpeleliax «IMOJIEBKOBBIX» 04aroB, TAKXKe MPOHUK
Ha MUunocran u bauxuuii Boctok. Tak, corimacHo
MTI-nionxony, B ABa 3Tana BO3HUKJIU CYIIECTBYIO-
1€ HbIHE CUMITaTPUYHbBIC, CEMUCUMIIATPUIHBIC
(cMexXHBIe) M aJuIoTaTpUYHbIe MPUPOAHBIE OYaru
EBpasuu co c1abo- M BBICOKOMATOI€HHBIMU BO3-
OynuTenassMu. DTa MOJEKYJasipHas cXeMa ABYX BOJH
a3MaTCKOM 3KCITAaHCUU TIPUPOIHBIX OYArOB UYMBbI
He TTOAaeTCsT SMU300TOJIOTMYECKOM 1 Ouoreorpa-
duryeckoii JOrvKe: B MPpUpPOJE YyMa paclpocTpa-
HSIETCsl TIOCJeNOBAaTeJbHO MO MPUHIIUIY «Macs-
HOTO TISITHa» TIPU BHYTPU- U MEXTIOIYJISIIMOHHBIX
W BHYTPU- U MEXBHUIOBBIX Mapa3uTapHbIX KOHTaK-
Tax 4epe3 YKYyChbl OJIOX-TIEPEHOCUMKOB; ONWH BUJ
Y. pestis He MoxeT (popMUpPOBATHL OAUMH U TOT Ke
MEPBUYHBIN NMPUPOAHBINA apeasl IBaXKIbl, B MPO-
THUBHOM CJIy4ae TaKoe YHUKaJIbHOE SIBJICHUE TOJIXK-
HO MMETb JOBepUTeIbHOE 00bsicHeH e [10].

JApyruM Ka3yCHBIM IIPUMEPOM MOXET CIIy-
KUTh 00OCHOBaHME MOHOMUJIMU BHOBBH IPEIIO-
XKeHHoro noaBuaa Y. pestis central-asiatica TOJTbKO
CXOACTBOM MOJIEKYJSIpHBIX MapkepoB [20]. DToT
MOJBUJ BKJIIOYAET SKOOBI OJM3KOPOICTBEHHBIE
ouoBapbl hissarica (0.PE4h), talassica (0.PE4t),
altaica (0.PE4a) u microtus (0.PE4m), uupkyaupyto-
IIMe B pa3JeJeHHBIX OTPOMHBIMU PACCTOSTHUSIMU
OpupOAHBbIX oyarax yymbl Ha ['uccape, Tamace,
B I'opHoMm Antae u Ha X3HT3€¢ U BO BHyTpeHHell
Monronuu (Kwutaif). Ha ocHoBaHUM CXOACTBa
SNP-mapkepoB moJiaratoT, 4TO IlepeyucIeHHbIe
OuoBapbl 00pa3ylOT roJoMpUIETUYECKYIO TPYIy
(to ectb peasbHbId moaBua). [Ipu 3TOM uU3BeCT-
HO, YTO OCHOBHBIMU X035IeBaMU MH(PEKIINU B 3TUX
pa3po3HEHHBIX, IIMPOKO pa30pOCaHHBIX Ha a3uaT-
CKMX IMMPOCTPAHCTBAX odarax sIBJSIFOTCSI MJIEKOM M-
Talollue, OTHOCSIIMECS K pa3HbIM BUJIaM, poaaMm,
naxe K pa3HbIM oTpsinam (Rodentia u Lagomorpha).
C 3KoJIOTHYECKUX U OuoreorpadryecKkrx Mo3uui
YTBEepXIeHUEe OIM3KOTrO POJICTBA BBIIIEC IEPEUYNC-
JIEHHBIX OMOBAPOB 1 UX MOHO(pMJIETUUECKOE (T0JI0-
bueTnyecKoe) NporucCXoXaeHUEe TOJbKO MO CXOMI-
CTBY HyKJIeoTUAHbIX SNP-MapKkepoB npeacTaBisi-
FOTCST TIOTUYECKUM HOHCEHCOM.

KoppekTHOCTh pe3yJibTaToB Jitoboro duiore-
HETUYECKOro aHaJiu3a 3aBUCHUT OT BbIOOpa anek-
BaTHOM SBOJIIOLIMOHHOW MOAEIM, HamboJiee TOY-
HO OIMChIBaIoIei uccaeayeMmble 00beKThl. Cyns
no o4yeBUAHBLIM B MI-(pujoreHeTUYECKUX CXeMax
MPOTUBOPEUYUSIM, IPUMEHSIEMbIE IJI15I PEKOHCTPYK-
nuu uoreHe3a MUKpoOa 4YyMbl 9BOJIIOIIMOHHBIE
Monenu He cpabareiBaloT. HampammBaercst Bo-
npoc: noyeMy? OTBeT, O HAIlIEeMY ITPEJICTaBICHUIO,
cJienyeT UCKaTh B 9BOJIIOIIMOHHOW YHUKAJIbHOCTHU
YYMHOro MUKpoOa. DTOT MaToreH 3aHUMaeT YHU-
KaJbHOE cucTeMatuyeckoe nojioxenue. Ilo mose-
KYJISIPHO-TeHETUYECKUM MPU3HAKaM OH OTHOCHUTCSI
K CeMeCTBY BO30yIUTEJIEN KMILIeYHbIX UH(MEK LU
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Enterobacteriaceae n x pony Yersinia. B To e Bpems
M0 PKOJOTMYECKUM (3TUOJOTUUYECKUM, KIMHUYEC-
KHUM) CBOMCTBaM OH SIBJISICTCSI BO30YIUTEIEM CHUC-
TEMHO# («KpPOBSTHOI») uHGpeKInuu. To ecTh 3TOT
MaToreH 3aHUMAaeT OTIIMYHYIO OT KMIICUHBIX OaK-
TEPU il DKOJOTMYECKYI0 HUINY U aJallTUBHYIO 30HY.
Mukpo6 4yyMbl — €IUMHCTBEHHBI cpeau KUIIed-
HBIX BO30ymuTeneil cemeiictBa Enterobacteriaceae,
HacuuTbhIBawIero 6osee 250 BuaoB [22], KOTOPbINA
nepenaeTcss TPAaHCMUCCHUBHBIM (He MUILEBLIM!)
CIocoO0M. YHMKaJAbHOCTH ITOJOXEHUS YYMHOTO
MHKpoOa B CEMEUCTBE KMIIIEUHBIX MUKPOOPTaHMU3-
MOB TIpEANUCHIBAET pa3paboTKy s Hero ad hoc
MOJIEKYJSIPHOM 3BOJIIOLIMOHHONW Mojaenau. Takas
MOZEJb MOXET ObITh CO37JaHa Ha OCHOBE 9KOJIOTH-
YeCKMX 3HAHUM O KM3HEHHBIX IIMKJIaX MHKpoOa
YYMBI 1 €T0 TIPEIKOBOI (POPMBI — MCEBIOTYOEPKY-
JIE3HOI'O MUKPOOa.

Buenpenue MI-meTomonoruii B wucclieqoBa-
HUS BO30yAuTEJIe 4YyMbl U TICEBOOTYOEpKYyJie-
3a B MOCJICAHME ABa JIeCITKa JeT MPUBEI0 K ABYM
KPaeyroJbHBIM OTKPBITUSIM, ITO3BOJIUBIINM IIE-
PECMOTPETh MOJOXEHHUsSI KJIaCCUYECKOM Teopuu
NPUPOTHONW OYArOBOCTH YyMBI U MTPUOJIU3UBIINM
pelIeHne mpoobIeMbl IIPOUCXOXKACHUS U MUPOBOIA
9KCIMaHCUU 3Toil uH@pekuuu. B mnpennaraemom
00630pe omucaHbl HEKOTOpPBIE IMapaMeTpbl 3KOJO-
rM4eckoii moaenu (cueHapus) BUA0OOpa30OBaHUS
1 MUPOBOI 5KCITAHCUH BO3OYIMTEIISI IyMBI U TIPU-
BEJIEHO CpPaBHEHMUE €€ MapaMeTpOB C MapaMeTpaMu
MoJIeKyasipHOi Moneau. CpaBHUTEJIbHBIN aHAIU3
JIBYX MOJIeJIeil TIO3BOJIUT HAMETUTh YTU CO3TaHM S
aIeKBaTHOM MOJICKYISIPHON MOICIIH.

Mpsimoli Npeaok BO30yauTens YyMbl

lereTyecknMU uccaenoBaHusaMu O-aHTUTCHA
YYMHOTO U TICEBAOTYOEpPKYJIE3HOT0O MUKPOOOB
OBbIJIO YCTAHOBJIEHO, YTO MPSIMBIM IMPEIKOM BO3-
OyaMTENsI YyMBI SIBASIETCS BO30YIUTENb TICEBIO-
TyOGepKyse3a 1-ro ceporuna Y. pseudotuberculosis
0:1b, BbI3BIBAIOLINWI AAJIBHEBOCTOUHYIO CKapJa-
TUHOMNOAOOHYI0 Jnuxopaaky (ACJI) — xwuineu-
HYI0O HHGMDEKIINIo, MMPOKO PacIpoCTpaHEHHYIO
B XoJIOOHBIX paitoHax CeBepHoii u LleHTpanbHOI
Azuu u HanbHero Bocrtoka [8, 18, 19, 29]. Takum
obpa3oM, ObLI HaJeXHO OIpenejeH KOopeHb Ghu-
JIOTEHETUUECKOro JaepeBa Y. pestis, 4TO C yU4eTOM
9KOJIOTUYECKOI (DAKTOJIOTUHM CIeaalo M30BITOU-
HBIM B (PUJIOTEHETUYECKOW METOIOJIOTUU CJIOX-
HBIT MOJIEKYJIIPHO-CTaTUCTUUYECKUI MOUCK ab-
CTpaKTHOI aHIlleCcTpajbHON (OPMBI YYMHOTO
Mukpo6a MRCA. DTo oTKpBITME UHULIMUPOBAJIO
NEeAYKTUBHYIO TEPEOLEHKY U3BECTHBIX BKOJO-
ruyeckux (akToB, Ha KOTOPBIX BBICTpaMBaJINCh
TUIIOTE3bl O (pUuIoreHe3e BO30OYIUTEINsSI B KJIACCU-
YECKOM BEPCUU TECOPUU IIPUPOJHOM OYATOBOCTHU
gyMBl. BO3BHHMK Bompoc: KaKUM 00pa3oM W IIpH
KaKWX YHUKAJBHBIX OOCTOSTEIhCTBAX MPOU30-

1IeJ 3BOJIIOLMOHHBIN mepexon Bo3oyautens JCJI
U3 MUIIEBAPUTEIBHOIO TPaKTa B IIPUHIMITUATBHO
WHYIO cpeay OOMTaHUSI — KPOBb TEIIJIOKPOBHBIX
XO03SIeB-TPHI3yHOB?

OTBeT Ha ATOT BOMPOC ObLJ MOJTYUYEH IKOJOTHU-
YEeCKMMU HCCAEAOBAaHUSIMU MPUPOMAHBIX OYaroB
B LlenTpanbHoii A3uu [11, 34]. Belo moka3zaHo, 4TO
BUO Y. pestis chopMHUpOBAJICI M3 KJIOHA (TTOITYJIsI-
uuu) Bo3oynutens JACJI B monyasiuusiX MOHTOJb-
CcKoro cypka-tapb6araHa (Marmota sibirica) n na-
pasuTupyloieit Ha HeM Osioxu Oropsylla silantiewi.
BunooOpa3oBaTenpHBII ITpOLIECC TMTPOXOANI B TI0-
MyJASIIUSIX MOHTOJBCKOTO CypKa, HaXOISIIErocs
B COCTOSIHUM 3UMHEN CIIsTYKU. B TeyeHUe crsiuku
CYPKH B 3MMOBOUYHOM THE3/I€ PETryJIsIPHO ITPOCHITIa-
forcst. C OKTSIOpSI MO anpesib COCTOSTHHUE TITyOOKOTO
cHa (Topnopa) 1o 15—20 pa3 cMeHS$eTCsl COCTOSIHU-
eM ObonpcTBoBaHUs (yTepmun). Bo BpeMs Toprnopa
TeMIlepaTypa Teja 3UMOCISIIINX T'PBI3YHOB (Cyp-
KOB, CYCJIMKOB, OypyHIYKOB) cocTaBisieT 2—10°C,
M MMMYHHBIE TIpOIIeCCHl TTOAaBJcHBI. Bo BpeMs
2yTEpPMUU TeMIepaTypa Tejia BO3BpalllaeTcsl K Hop-
Me, 0KoJ10 37°C, 1 aKTUBHOCTh UMMYHHBIX OTBETOB
HopManu3syetcs [14, 25]. BeIxom n3 TOPIIOPHOTO CO-
CTOSTHUSI Y CYPKOB TIPOXOAUT TIOCTATOYHO OBICTPO,
B TedeHue 3—6 yacoB. To ecTh B TeUeHUE STUX HE-
CKOJIBKMX 4YaCOB BO30yaUTEeIM UHPEKI NI, OKa3aB-
IIrecs B KPOBU CYPKOB, MOABEPTAIOTCS KOJIOCCATb-
HOMY TeMIIepaTypHO-UMMYHHOMY cTpeccy. Ho kak
KuineyHbli Bo36yautenb ACJI okazaycd B KpOBU
CHSIIIMX MOHTOJIbCKHUX CYypPKOB B 3UMHUI MEpuUO/I,
Korja cypku He nutaroTcsa? OaHO3HAUYHBIN OTBET
Ha BTOT BOIIPOC JAIOT 3KOJOTUYECKHUE HaOIIoIe-
Hus [11, 34].

Cypku 3HUMYIOT CeMbsSIMH, BKJIIOYAIOIIMMU
1o 20 u 6osice 3BepbKOB. [lepen 3aeraHeM B CITsSIU-
Ky BXOIBI 3MMOBOYHOI HOPBI, KPOME OIHOTO, 3a-
CBITTAIOT CHApPYXW PACTUTEBHOI BETOIIbIO, ME-
KOo3eMoM, IeoHeM u kKaMmMHsMu. [locnenHuit nas
3aKpBIBAIOT <«IIPOOKOI» M3HYTPU. MOHTOJIBCKUM
cypok obutaeT B LleHTpanbHOU A3UU — apUIHOM
paiioHe, rae BhINaJaeT MajJo OCaJKOB U MOYBa Cy-
xasi. «IIpoOka», M3roTOBJIEHHAs] U3 CYXUX ChIIYy-
41X MaTepuaJioB HEeMpOYHasi, MOXET OBITh JIETKO
packomaHa XWIMHUKAMH — CTEITHBIM XOPBKOM
1 KOpcakoM. B CBsI3U ¢ 9TUM Y MOHTOJILCKOTO Cyp-
Ka BbIpaboTaHoO crienMdUYHOE 3alUTHOE TTOBee-
HHUE — MCMOJb30BaHUE AJIsI U3TOTOBJICHUS ITPOOKU
coOCcTBeHHOIT MeTabonuyeckoil Bombl. HakaHyHe
yX0[a B CIITUYKY CYPKU B OTHOPKAX-yOOPHBIX HaKa-
MJUBAIOT CTPOUTEIbHBINM MaTepual U 3KCKpeMeH-
ThI, KOTOPbIE UCHOJIL3YIOTCS B KaUeCTBE LIEMEHTU -
PYIOILIETO COCTaBa CyXOM ChIy4Yel CTPOUTEIbHOM
cMmecu. B mporiecce ycTpoiicTBa MpoOKM KaMHM,
OOBaJISHHBIE B BKCKPEMEHTaX, CYpKM M3 OTHODP-
KOB-yOOpHBIX MepemelaroT B 3ybax. Takum He-
OOBIYHBIM CITOCOOOM ¢ (peKalIusIMU BO3OYIUTEIH
JCJI B macce momnaaaeT B POTOBYIO MOJOCTh IO-
TOBSIIIMXCST K CIsg9Ke cypkoB. IIpm 3TOM cypkm
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nepen Crisiukoir He nmuTaroTcs, Bo3oyauTenb JACJI
He MPOHWKACT B TOHKWU KHIICYHUK U TIOITYJISI-
nus cypkoB He nHpunupyercsa ACJI. OmucanHoe
BUAOCTIEIM(DUISCKOE HOPOCTPOUTEIBLHOE TTOBEIC-
HUE MOHIOJIbCKOI'O CypKa CJIOXWJIOCh B TeUeHUE
BTOPOM MOJOBUHEI KaifHO30s KaK MOBeACHYECKAS
agarnTanrds K OOMTAaHUIO B apUAHBIX YCIOBUSIX
LenTpanbHoii A3uu. Ho kKak KUIIEYHBIN BO30Y-
autesib JICJI U3 poToOBOI MOJOCTU CYPKOB 3BOJIIO-
OWOHHBIM ITyTeM NPOHUK B JTUM@PO-MUETONIHBIA
KOMIUJICKC XKWBOTHBIX, IIPEOMIOJICB Oapbep MEXKIY
MNUIIEBapPUTEIbHON M KPOBEHOCHOH (TMMpO-Mue-
JIOUAHOM) CcUCTeMaMU TEIJIOKPOBHOTO XO3sSMHA,
¥ IIpeoOpa3oBalicsd B HOBOTO ITaToreHa?

OBOIOLMOHHAA MOIOAOCTb
BO30yaUTENs Yymbl

CorjacHo KJ1aCCUUYeCKOW BEpPCUU TEOPUU TIPU-
POIHOI OYaroBOCTU YyMHBI €¢ BO30ymuTea b chop-
MMPOBAJICSI B MPOLIECCe KOABOJIOLUU COUYJICHOB
SMU300TUYECKON TpHUAIbl <«IPbI3yH—0JI0OXa—BO3-
OynuTenb» B OTHAJICHHBIE T€OJOTMYECKUE BIOXHU,
oJiuronecHe—IInoneHe, ot 30 mo 5 MJIH JIeT Ha-
3an |5, 7]. [lonaranu, 4To BUgooOpa3zoBaHUE MOIJIO
NpoTH T1MOO B monyJasiuusX necuaHok (Gerbillinae)
B Crapom Csete, BeposiTHO B EBpazuu, aubo
B HoBoMm CBeTe B nonyasilusax cypkoB (Marmotini).
MeXKOHTUHEHTAJIbHOE pacpoCcTpaHCHHE BO30Y-
JUTENs] MOIJIO TIPOXOAUTh MPYU MUTpaLMsIX U pac-
CeJICHUM HOPOBBIX TPBI3YHOB IO MEXKOHTHHEH-
TaJIbHBIM CYXONYTHBEIM MOCTaM, MEePUOINICCKU
BO3HHMKAaBIIINM B reojorundeckoe BpeMs. Ho cospe-
MEHHBIC MCCJIEIOBaHM S, IPOBEICHHBIC HA OCHOBE
MOJICKYJISIPHOI METOM0JIOTU Y, HaAeKHO MoKa3aJiu,
YTO MUKPOO IyMBI SIBJISICTCS 3BOJIOLIMOHHO MOJIO-
IIBIM TTaTOTEHOM. BpeMs ero mosBieHus Ha 3eMie
KaKk BuIa Y. pestis OLICHWUBAeTCSI B AMAIIa30HE
ot 1500 mo 20 000 net Hazan [12, 13] unu He paHee
30 000 et Hazan [21].

CoriacHoO 3KOJIOTMYECKOMY TIOJIXOY, UHIYKTO-
poOM BUI00OpPa30BaHUS CTaJ U3BECTHBINA (DU3NKO-
KJMMaTUYECKU (paKTOp — HACTyIJIeHue B (pHAa-
Jie rieficToueHa 22—15 ThIC. JIeT Ha3al MaKCUMaJlb-
Horo (capraHckoro) mnoxojomaHusi B CeBepHON
u LenTtpanbHoit A3uu u Ha JanbHem Boctoke [11,
34]. B LenTpanbHOit A3UM TPYHT CTaJ IIpoMep3aTh
HarnyouHy 6osee 3 m [23]. [mybokoe mpoMep3aHue
TPYHTA BBI3BAJI0O M3MEHEHME TOBEACHU ST TMIYMHOK
CYPKOBOW OJIOXM: B CUJIy TOJOXUTEIBHOTO Tep-
MOTaKCHCa B XOJOIHBIC MECSIIbI Toma OJOIIMHBIC
JUYUHKHU CTaJIUu TepeMellaThcsl M3 IIpOoMep3aro-
1Iel THE3T0BOM BBICTUJIKM 3UMOBOYHBIX HOP MOH-
TOJILCKOTO CypKa, pacroJjiaralomniuecs Ha TIyonHe
2—2,5M, Ha 00JIee TeTUTBIC TeJla CIISIIIX XKUBOTHBIX
(5...37°C). DTOT (heHOMEH COXpaHMJICS IO HACTOSI-
IIEro BpEMEHU U MOXKET OBITh M3YyYeH aKTyasu-
CTUUYECKNUMH MeTomaMH. JIMYMHKHM CO CTOXacTH-

YeCKOI 3aKOHOMEPHOCTBIO TPOHUKAIOT B POTOBYIO
MOJIOCTh CITSIIIMX KWBOTHBIX, CO3MAlOT Ha CJIH-
3UCTON cKapuduKanuum U MUTAIOTCI KPOBbIO [9].
PaHbl Ha CIM3UCTOI CTaJIu BXOOHBIMU BOpPOTaMU
nasa napexkuuu ICJI, To ecTh 3apakeHue Momyasi-
M1 MOHTOJILCKOTO CypKa B 3UMHUI TIEPUOJ TIPO-
XOOWJIO YHUKAJIBHBIM TpaBMaTUYCCKUM (HE Tpa-
NVIIMOHHBIM MUIIEBbIM!) cCTOCOOOM (TOMHUM, YTO
B 3MMHE-BECEHHUE MecCsllbl B POTOBOM IIOJOCTU
CIISIIIMX CYPKOB BMECTE C JMYMHKAMM OJIOX MPH-
CYTCTBYIOT 3KCKPEMEHTHBI U, COOTBETCTBEHHO, BO3-
oynutenb JCJI). YVHUKaTBHBIN CITOCOO 3apakeHM S
npuBea K GOPMUPOBAHUIO YHUKAJIBHOTO BO30OYAM-
TeJIsI HOBOU MHMEKIIUU.

CornacHo MI' 1 3KoJ10rn4yecKM BbIBOJAM, BU-
Ioobpa3oBaHUe Y. pestis TIPOIIIIO B KOPOTKUU ITPO-
MEXYTOK BpeMeHHU [16]. Dkonormuyeckue @GakThl
AT OCHOBAHUS TojlaraTh, YTO B OBICTPOM «KBaH-
TOBOM» BUA000pa30BaHUU YYMHOIro MUKpoba pe-
MIAIOIIYIO POJIb ChITPAIN ABa MOKa elle cjaadbo n3-
YUYCHHBIX SIBJICHUSI — KUCJIOPOIHBIN «B3PBIB» Ma-
Kpodaros B opraHu3Me r’mOepHUPYIOIINX TeTepO-
TEPMHBIX (FeTEPOMMMYHHBIX) CYPKOB, CO3IaBIIN A
ObICTpO U3MeHstoluecss («in an eye blink» [36])
CTPECCOBBIC YCIIOBUS IJISI IPEIKOBOTO BO30OYIUTE-
g ACJ, n cTpecc-MHAYLIMPOBAHHBII MyTareHes
B 2BOJIIOLIMOHUPYIOIIEd MUKPOOHOI MOMYasILIUH,
Ha TIOPSIIKU YCKOPSIIOIINH M3MEHYUBOCTh U CKO-
poctb 3BOoIMM [30, 32].

TpuTOMHOE NPOUCXOXAEHME
BO30YAMTENS YyMbl

J1J1s1 TOro, 4TOObI MOHSTH, KaK IMMPOXOAMJIO Mpe-
obpazoBaHue KjoHa Bo3oynutenss ACJI B momyns-
LMI0 YYMHOTo MUKpOOa, HEOOXOAUMO UMETh ITpei-
CTaBJICHHE O TePPUTOPHUAIBHON CTPYKTYPE CPeIbl
0o0MTaHUSI YYMHOI'O U IICeBAOTYOEPKYJIE3HOIO MU~
Kpo0OoOB, Mpexae BCEro o CTPYKType apeaia MOH-
TOJIbCKOTO CypKa, C KOTOPBhIM 9KOJOTUYECKU A MO -
XOJI CBSI3bIBAET UICTOKU UYMBl.

Kak 6b110 Toka3zano [11, 34], TpurrepomM BUIO-
obpa3oBaHUs Y. pestis TOCIYXUJIO MaKCUMaJIbHOE
capTaHckoe roxojonaHue B LleHTpanbHOI A3uu,
oxBaruBlIee (MOYTU) OJHOBPEMEHHO BECh apeas
MOHTOJIBCKOTO CypKa. ApeaJl 3TOro BHUIa BKIJIIO-
YyaeT TPU OTHOCHUTEIBHO M3O0JMPOBAHHBIE TIEO-
rpacduyecKkue MOMYJSILUU, TIPeACTaBJICHHbBIE OT-
neaxbHBIMU TonBuaaMu. [lonsun M. sibirica sibirica
obuTaeT B BOCTOYHOU 4yacTu apeaja, Ha X3HTDE,
B 3abaiikanbe, MaHBUXYpUU U B KHUTAWCKON
npoBuHUUKU BHyTpeHHsiss MoHronus. M. sibirica
caliginosus 3acensieT XaHralickoe TIOpHOE€ I1JIaTo
B LIEHTpaJibHbIX paitioHax MoxHroauu. B 3aman-
Hoit MoHroauu u B TeiBe Ha Xapxupa-TypreH-
MouryH-TaiiTMHCKOM TOPHOM TIOAHSITUU OOUTA-
eT TMoKa He OnucaHHbIi noaBua M. sibirica ssp. [2,
15]. Cypoubu oyaru 4yMbl UMEIOTCS BO BCEX TPeX
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MHdekumns n uMmyHuTeT

Ta6nuua. HekoTopble napameTpbl MOJIEKY/ISIPHOI U 3KOJIOrM4eCcKoi 3BOIOLMOHHBIX Moaenei Yersinia pestis
Table. Some parameters of molecular and ecological Yersinia pestis evolutionary models

MapameTpbl
Parameters

Jkonoruyeckas mogernb
Ecological model

MonekynapHas Mmoaenb
Molecular model

BasoBas mopenb
Baseline model

Mogaenb NnporpeccuBHO 3BONIOLUN.
AHanuaupyiloTcs aganTuBHbIe
reHeTMYecKue 1 aKonoruyeckme
nNpuU3HaKu

Model of progressive evolution.
Adaptive genetic and ecological traits
are analyzed

Mopenb HeTpanbHON 3BONIOLMN.
AHanu3upyloTca HelTpanbHbie MyTaLun
HYKN€O0TUAHbIX NPU3HAKOB-MapKepoB
Model of neutral evolution. Neutral
mutations of nucleotide traits-markers
are analyzed

MpepkoBasi(-bie) popma(-bi)
MMUKpPOOGa YyMbl
Ancestral form(s) of plague microbe

Y. pseudotuberculosis 0:1b.

Tpv reHoBapuaHTa (nonynsiuum)
Bo30yauTena 1CJ1 Ha XaHT3e,
Xanrae u Xapxupa-TypreH-MoHryH-
TaliruHCKOM rOpHOM NOAHATUMN

Y. pseudotuberculosis 0:1b. Three
FESLF genovariants (populations)

in Khentei, Khangai and Kharhira-
Turgen-Mongun-Taiginsky mountain
uplift

Y. pseudotuberculosis 0:1b. MRCA (most
recent common ancestor) — aGcTpakTHas
cTaTUCTUYECKU 060CHOBaHHAA
npeakoBas popma Y. pestis

Y. pseudotuberculosis 0:1b. MRCA (most
recent common ancestor) is a putative
statistically justified ancestral form

of Y. pestis

Cnoco0 euaooGpa3oBaHus
Method of speciation

Mepunatpuyeckoe. «Murpaums»
Bo30yauTensa [CJ1 B KpoBb
MOHI0JIbCKOrO CypKa B Tpex
reorpaduyeckux nonynaumnsax.
ABTOHOMHOE NOCTENEHHOE TPUTONHOE
nonynsiLMOHHO-reHeTuYeckoe
npeo6pa3oBaHue KJIOHOB-
OCHoBarteneim

Peripatric. «Migration» of FESLF

into circulation of Mongolian marmot

in three geographical populations.
Autonomous gradual tritope population-
genetic transformation of founder
clones

FeHeTUyeckas canbTaums.
FopU30HTaNbHbI NEePEHOC FEeHHbIX
CTPYKTYpP OT APYrYX MMKPOOPraHu3MoB
VNN U3 BHELWHeW cpeabl, aeneuum

M UHaKTUBALIUU FE€HOB, YyTPATUBLUMX
¢yHKUMM B HOBOI cpeae

Genetic saltation. Horizontal transfer
of gene structures from other
microorganisms or from the external
environment, deletion and inactivation
of genes, which lost their functions

in the new environment

SBONIOLMOHHbIN BO3pacT
B030yauTens 4ymsl
Evolutionary age of the plague
pathogen

OBOJIIOLMOHHO MOJIOA0M,
chopmupoBancsa nog BAUgHUEM
nocnegHero MakCumMaJsibHoOro
(capTaHcKOro) noxonogaHus

B LleHTpanbHoii A3un 22-15 TeiC. net
Hasapg,

Evolutionarily young, it was formed
under the influence of the last maximum
(Sartan) cooling in Central Asia occurred
22-15 thousand years ago

OBOJIIOLMOHHO MOJIOA0M, «reHeTUYECKOoe»
BMUA000pa3oBaHune NPoLLIO He paHee

30 TbiC. neT Ha3ap,

Evolutionarily young, “genetic” speciation
occurred as few as 30 thousand years ago

CkopocTb BUA006pa3oBaHus
Speciation rate

BeicTpoe, kBaHTOBOE, NOCTENEHHOE
(HecanbTauuMoHHoe) popmupoBaHme
nonynsiuuu Y. pestis ¢ ysactuem
KMUCJIOPOJHOro B3pbiBa Makpodaros
B OPraHu3me UCXOLHOro X03siMHa —
MOHIOJIbCKOr0 CypKa, U CTpecc-
VMHAYLMPOBAHHOIO MyTareHesa
npeakoBoro Bo36yautena ACJ

n nepexoaHbix popm

Rapid, quantum, gradual (non-saltation)
formation of a Y. pestis population
involving macrophage oxidative

burst in the original host species,

the Mongolian marmot, and stress-
induced mutagenesis of the ancestral
FESLF pathogen and its transitional
forms

BbicTpoe, canbTaumoHHoe
BUA000pa3oBaHMue NyTeM HEeCKOJIbKO
reHeTu4eCKux akToB aKBI/I3VIL|,MVI,
neneuun un UHaKTUBauun

Rapid, saltational speciation via several
genetic rounds of acquisition, deletion
and inactivation
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MapameTpbl
Parameters

Jdkonornyeckas mogenb
Ecological model

MonekynsipHaa mogenb
Molecular model

PaiioH BugooGpa3oBaHus
Region of speciation

OpHOBpeMEHHOe TPUTONHOE
BuaooOpa3oBaHue B LleHTpanbHol
A3umn (MoHronum): Ha XaHT3e,

Xanrae n Xapxupa-TypreH-MoHryH-
TalirMHCKOM ropHOM KOMIIeKce
Simultaneous tritopic speciation

in Central Asia (Mongolia): on Khentei,
Khangai and Kharhira-Turgen-Mongun-
Taiginsky mountain massive

He onpepneneH. NMpepgnonoxurensHo
Kaeka3s unu BocTouHblit Tubet
(Limuxanckoe nnato)

Not determined. Presumably the Caucasus
or Eastern Tibet (Qinghai Plateau)

WcxopHblit X03IMH MUKPOGa YyMbl

Original host species for plague
microbe

MoHronbckuii cypok Marmota sibirica
Mongolian marmot Marmota sibirica

He onpepeneH. NMpeanonoXxutenbHo
cubupckuii Tywkanuuk Allactaga sibirica
(Llmuxaiickoe nnaTto), 00bIKHOBEHHas
noneska Microtus arvalis (KaBka3) nnu
Kakoii-nnb6o BuA cypka

Not determined. Presumably Siberian
jerboa Allactaga sibirica (Qinghai Plateau),
common vole Microtus arvalis (Caucasus),
or some kind of marmot

PopcTBEHHbIE OTHOLIEHUS B BUA,0BOA
rpynne Y. pestis

Relationships in the Y. pestis species
group

Tpu camocTONATENIbHBIX
ronoguneTnyecKux rpynrbl

Three independent holophyletic groups

EnvHas moHoduneTnyeckas
(ronodpuneTtnyeckas) rpynna
A single monophyletic (holophyletic) group

CTpyKTYypa 3BOJIIOLUOHHOIO
npouecca Y. pestis

Pattern of Y. pestis evolutionary
process

naTHa»

Bupoo6pa3oBaHue 1 TeppuTopuanbHas
9KCMaHCUS — NPUHLMNNANBHO pasHblie
npoueccsl. Bugoo6pasosaHue —
TPUTOMHbIN «KBAHTOBBI» NPOLECC,
9KCMaHCUS — OTHOCUTEJNIbHO
paBHOMepHOe TepPUTOpPUaJIbHOE
pacceneHue no NPUHLUNY «MaCNISHOrO

Speciation and territorial expansion

are fundamentally different processes.
Speciation is a tritopic “quantum”
process, expansion is a relatively
uniform territorial distribution according
to the “oil spot” strategy

EAuHbIN OTHOCUTENIBHO paBHOMEPHbIN
npouecc BuaooopasosaHus
nnocneaylowen aMBepreHLmm,
COBEepLUAIOLMIACS NO eAUHOMY
3BOJIIOLUOHHOMY NPUHLMUNY —
HaKOMNNEHUIO HeMTPasbHbIX MyTaunin
A single relatively uniform process

of speciation and subsequent divergence
occurring according to a single
evolutionary principle — accumulation
of neutral mutations

reorpadr4ecKMX MONYJSALMAX, U B KaXIOM oya-
re LUPKYJUPYET CBOW OMNpENeJeHHbI TreHoBa-
puaHT (moaBua) Bo3oyautensi: 2. ANT3, 3.ANT2
n 4 ANTI1 coorBercTtBeHHO [1, 3, 4, 6, 20, 28].
Tak kak MakcuMaJlbHOE MOXOJOAAaHWE OXBATUJIO
Bce reorpadryeckure MOMYyJSIUU MOHTOJIbCKOTO
cypka (Mo4yTu) OAHOBpeMeHHO [23], MOXHO Mo-
JjlaraTh, 4YTO BUJI000Opa30BaHUE YYMHOIO MUKPO-
6a u3 kyoHoB Bo3oynutens JCJI mpouiio (mouatn)
OOHOBPEMEHHO BO BCEX TPEX IOITYISIIHNSIX CypKa.
JlanpHelIIast TeppUTOpPHUAIbHASI DKCHAHCHUS TPEX
TeHOBapUaHTOB (TTOABHMIOB) BO30yIUTENsSI CYpO-
Yybeil YyMBI ITPOXOIMJIA CAMOCTOSTCIBHBIMU IIa-
pannenbHbIMU MapurpyTamu [33] (puc. 2). B takom
clyyae TPM HMCXOOHBIX TeHOoBapuaHTa (IOIBUIA)
yyMHoro Mukpo6a 2. ANT3, 3.ANT2u4.ANTI 00-
pa3oBaii TPU CAMOCTOSITEIbHBIX FojlouIeTUYeC-
KUX TPYIIbl, UMEIOIINE pa3Hble SBOJIOLIMOHHBIE
CyabObl. DTOT (paKT MPUHLUNUATBHO BaXeH Mpu
CO3JaHUU DBOJIIOLIMOHHON Moaeau Y. pestis: CXOM-
Hble MPU3HAKU F'€HOBAPUAHTOB U3 Pa3HbIX (HUJIO-
TeHETUYECKUX JIMHUU (TOT0GhUIETUYSCKUX TPYTIM)
MOT'YT OBITh TOMOILJIA3USIMU, KOTOPBIE CIAEAYET UC-
KJI0YaTh U3 GUIOreHeTUIYECKOro aHaIu3a.

MNapamMeTpbl 3BOIOLUMOHHBIX MOAENEN

IIpuBeneHHOE BBIIIE YaCTUYHOE OITHUCAHUE
JKU3HECHHBIX IIUKJIOB 1 9KOJIOTUICCKUX OCOOCHHO-
CTeil MPeAKOBOTO IICEBIOTYOEPKYIEC3HOTO U ITPOU3-
BOIHOTO YYMHOI'O MUKPOOOB ITO3BOJISICT CPAaBHUTH
HEKOTOPBIC MapaMeTPhl 3KOJIOTUICCKOU 1 MOJIEKY-
JISIPHOIT MOIEJIC SBOJIOLNH, KOTOPBIE MCIOIb3Y-
FOTCSI B PEKOHCTPYKIIMU (DUIOreHe3a BO30OYIUTEIIST
qyMBHI (Ta0JI.).

CpaBHEHHME ITapaMETpPOB MOJEJCH TMO3BOJISICT
3aKJIIOUYUTh, YTO SKOJIOTUYECKUMN CLIEHAPUU ITPO-
MCXOXJICHUSI 1 MUPOBOI SKCHAHCUU BO3OYIUTEIIS
YyMBI SIBJISIETCS O0Jiee JOBEpUTEIbHBIM, O0Jiee oUe-
BUIHBIM, TaK KaK COTJIaCyeTCs C ITUPOKUM KPYTOM
NPUPOAHBIX COOBITUM, TPOU3OLIEAIINX B TIO3THEM
TJIEMICTOIIEHE U TOJIOIEHE U OITMCAHHBIX B HAYYHBIX
nyonukanusax [9, 10, 11, 30, 31, 32, 33, 34]. B takom
ciyJyae, 9KOJIOTUYECKU CleHapuii MOXeT ObITh
NPUHSAT 32 BepOaIbHYIO MOAEJb, HA KOTOPYIO CJie-
JIyeT OPUEHTUPOBAThCS MpPU pa3paboTKe MOJEKY-
JISIPHOI MOJIEN 1 IJIST OEHKM JIOCTOBEPHOCTH BBI-
BOIOB M 3aKJIIOUYCHUI, KOTOPHIE clienyloT u3 MI-
duoreHeTMUYEeKOTO aHaiamn3a [31].
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DKOJIOTUYECKU T CLIeHapU il B HACTOsIIIee BpeMsI
SBJISICTCS «HUTBIO ApUaIHB» B MPoOJIeMe MPOUC-
XOXJICHUSI U1 MHUPOBOM SKCITAaHCHUM YYMBI M CTHU-
MYJIOM [IJIsl CO3MaHUsI aAeKBaTHOW MOAEIU MoJie-
KYJSIpHO# 3BOJIIOIMUA YYMHOTO MHKpoba U Me-
TOMAOJOTUM (PUTOTEHETUYECKON PEKOHCTPYKIIMU
B IICJIOM. YCTAaHOBUTH OTHOIICHUSI POACTBA WU
¢duIoreHeTUYEeCKMEe B3aMMOOTHOIICHUS MEXIY
TAaKCOHAMU Y IPYIIIIAMHU KU BBIX OPTaHMU3MOB MOX-
HO TOJIBKO B TOM CJIydae, €CJIM U3BECTCH ITPSIMOii 00-
Ui MpeaoK udydyaeMbix 00bekToB. B MI-rtogxone
IpY U3YUYEHUU BO3OYOMTEIISI YYMBI OOIIMM IIpe-
KOM BCEro pazHooOpa3usi BHYTPUBUIOBLIX (HOPM
Y. pestis HaszpIBalOT aOCTpPaKTHYIO, TOJbKO CTa-
TUCTUYSCKN OOOCHOBAHHYIO IIPEIKOBYIO (opmy
MRCA, a COBOKYMHOCTb BHYTPUBUIOBBLIX (HOPM
(reHOBapMaHTOB, MOABUI0B, OMOBApPOB) 0€3 KaKM1X-
100 00OCHOBAaHUIT MHTYUTUBHO paccMaTpPUBAIOT
Kak MOHO(pUJIeTUYeCKYI0 (rojlopuieTudecKyto)
TpymIry OIM3KOPOACTBEHHBIX MHUKPOOPTaHU3MOB.
DKosiornyeckre ¢akThl yKa3blBalOT Ha OIIMO0Y-
HOCTh BbICTpauBaHusi MI-puioreHeTuyeckom
CXeMBI TT0 MOHO(UIETUYECKOMY (ToohuIeTuYeC-
Komy) mpuHInNy. COBOKYITHOCTh BHYTPUBUIOBBIX
dopmMm Y. pestis obpazoBaHa HEe OJHOI, a TpeMsI TO-
JoduiieTuyecKUMU rpyrmnamu. PoacTBo reHona-
PUaHTOB, BXOISIIWX B pa3HBIe ToJlopuIeTHYeC-
KWe TPYIMIIbl, OIOCPEAYeTCs IICeBIOTYOepKYyJie3-
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WnniocTpauum k ctatbe «9K0OJIOrM4ecKuii cueHapuii Buaooo6pa3oBaHua Mukpo6a yymsl Yersinia pestis
KaK OCHOBa af,eKBaTHOW MOJIEKYJIIPHOW 3BOJIIOLLMOHHOW Mmoaenu» (aBTop: B.B. CyHuoB) (c. 809-818)
lllustrations for the article “Ecological scenario of the plague microbe Yersinia pestis speciation underlying adequate
molecular evolutionary model” (author: Suntsov V.V.) (pp. 809-818)
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PucyHok 1. TunnyHaa monekynsipHas
dunnoreHeTuyeckasa peHgporpamma Yersinia
pestis, co3paHHasa Ha OCHOBe aHan3a
monekynspHbix SNP-mapkepos [16]

Figure 1. A typical molecular phylogenetic dendrogram
of Yersinia pestis based on the molecular SNP marker
analysis [16]

Mpumeyanue. MRCA (most recent common ancestor) —
abCcTpakTHbIN Hanboiee COBPEMEHHbIV CTAaTUCTUYECKNM
060CHOBaHH®I Npenok Buaa Y. pestis. NO7 — ysen
nonutomun (branches 1-4), BO3HUKLLNIA Nepes Havanom
2-1A naHgemMunm Yymel («4epHast cMepTb»). OBaNOM BblAENEHI
«MofeBkoBble» reHoBapuaHTel 0.PE (noasuabl) Bo36yamTens
4yyMmbl, 06pa30BaBLUME 30HY Hanbonee APEBHUX NPUPOLHbIX
o4aros B EBpasun.

Note. MRCA (most recent common ancestor) is a putative
most recent statistically justified ancestor of the species

Y. pestis. NO7 is a polytomy node (branches 1-4) that arose
before the onset of the second plague pandemic (the “Black
Death”). The oval highlights the “vole” genovariantes 0.PE
(subspecies) of the plague causative agent, which formed
the zone of most ancient natural foci in Eurasia.

PucyHok 2. TpMTONHOE NPOUCXOXAEHUNE TPEX
reHoBapuaHToB (MOABUAOB) YYMHOro MUKpoGa
Yersinia pestis 2.ANT3, 3.ANT2 n 4.ANT1

B Tpex reorpaduyeckux nonynsumax
MOHroJsibCKoro cypka Marmota sibirica sibirica (1),
M. sibirica caliginosus (11) n M. sibirica ssp. (lll)

M TPU CaMOCTOSITE/IbHbIX MapLUpyTa UxX
TeppuUTOpMranibHOM 3KCMaHCUn

Figure 2. The tritopic origin of the three geneovariantes
(subspecies) for the plague microbe Yersinia pestis
2.ANT3, 3.ANT2 and 4.ANT1 in the three geographic
populations of the Mongolian marmot Marmota sibirica
sibirica (1), M. sibirica caliginosus (Il) and M. sibirica
ssp. (lll) and three independent routes of relevant
territorial expansion

Mpumevanue. [yHKTUPHAA NMMHUSA O4EPHMBAET OXHYIO
rpaHuLLy 30HbI F1y60KOro NpoMep3aHus rpyHTa.

Note. Dottedline outlines the southern boundary of the zone
of soil deep freezing.
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