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CoBpeMeHHBbIe MoJIeKyIsIpHO-TeHeTuueckue (MI') dunorenuu Bo3oynutesst uyMsl ( Yersinia pestis) mocty-
nupytoT Hasmuue B CpenHeBeKoBbe B TpomexyTke mexay nepBoii (VI—VIII BB. H. 3.) u Bropoii (XIV—
XVIII BB.) naHaeMUSIMU YHUKAJIbHOM MOJIUTOMUM (TPUXOTOMUM ) — OMHOBPEMEHHOTO, “B3pbIiBHOTO” (“Big
Bang”, y3en N07) obpazoBaHus Tpex HOBbIX (hrstoreHeTnueckKux TuHuit (2.ANT, 3.ANT u 4.ANT), ucxo-
NSLIMX U3 0a3alIbHOU runoTeTnyeckoit BeTBu 0, U (MOYTU) CUHXPOHHOE BO3HUKHOBEHUE MPUPOIHBIX OYa-
TOB B TOMYJISILIMSX MOHTOJILCKOTO cypKa (Marmota sibirica) Ha oO1IMPHBIX pocTpaHcTBax LleHTpanbHOi
A3uu B HelaJIeKOM HUCTOpUYECKOM mpoIuioM, okoJio 1000 & 400 et Tomy Ha3an. Kay3aiabHbBIX 00ObSICHEHUIA
3TOMY BbI3bIBAIOIIEMY COMHEHMUSI TIPUPOIHOMY peTpo-heHoMmeHy MT-tionxon He naeT. Kak aibTepHaTuBa,
9KOJIOTUYECKUE TaHHbIE CBUAECTEIbCTBYIOT O BOBHUKHOBEHNH YKa3aHHOM MOJUTOMUY Ha pyOesKe IieiicTo-
IIeHa W TOJIOlieHa BCJENCTBUE CUHXPOHHOTO TOJUTOINHOTO (opMupoBaHUsi reHoBapuaHTOB 2.ANT3,
3.ANT2 u 4.ANT1 Yersinia pestis B Tpex reorpaduyecKux IOMYJISILIUSIX MOHTOJIBCKOIO cypKa (Marmota si-
birica). EcrecTBeHHasi TeppuTOpUAIbHASI SKCITAHCUS MU MUKPOS3BOJIIONUS 3TUX TeHOBAPUAHTOB MTPOXOIMIIA
CaMOCTOSITEIbHBIMU MYTSIMU U COMPOBOXKIATACH MapaylJieTbHbIM (P OPMUPOBAHNEM MHOTOUYUCIIEHHBIX MPO-
U3BOIHBIX TEHOBAPUAHTOB, XapaKTEePU3YIOIINX COBPpEMEHHbBIE MMPUPOIHbIE o4aru YyMbl Asuu. JuiemmMa
BO3HMKHOBEHUS OJIUTOMUM Ha (PUTIOTeHETUYECKOM IepeBe Y. pestis TpeOyeT u3ydeHust B 000X Hampas-

neHuax: MI' 1 5KoJTornyecKoMm.

DOI: 10.31857/50044459621060075

Bo30ynutenb uyMbl — MUKPOO Yersinia pestis — sI1B-
JISIETCSl YHUKAJIbHBIM IIpEACTaBUTEIEM CeMeicTBa
KUIIedyHbIX OakTepmit Enterobacteriaceae m poma
Yersinia. I1o coBpeMeHHBIM olileHKaM Enterobacteri-
aceac HacuuThiBaeT 51 pon m 238 BuUIOB OakTepuii
(Octavia, Lan, 2014). Han6oJiee 3HaUMMBIMU B 3111~
JIeMUOJIOTUYECKOM OTHOIIICHUH SIBJISIFOTCS TIpeIcTa-
Butenu ponoB Escherichia, Salmonella, Shigella,
Klebsiella, Proteus n Yersinia. Jlpyrne sHTepo6aKkTe-
pUM MOTYT BBI3BIBATh OIITOPTYHUCTHUUYECKUE WH-
dexkuun. Pon Yersinia Bkiodaer 18 BumoB, Tpu U3
kotopeix (Y. enterocolitica, Y. pseudotuberculosis,
Y. pestis) OTHOCSIT K TaTOr€HHBIM JIJISI YeJIOBEKA U KU -
BOTHEIX. I[Ipy 3TOM moOKa3aHO, YTO HEIIOCPEACTBEH-
HBIM IPEIKOM YYMHOTO MUKPOO0a SIBIASIETCS BO30OYI1-
TeJIb IIceBAOTYOepKyne3a 1-ro ceporuna (Y. pseudotu-
berculosis  O:1b), a  To4yHee  BO30OyOUTENIb
TaJTbHEBOCTOUYHOM CKapJIATUHOIIONOOHOIM JTMXOopas-
ku (JACJI), uMeonunit 4eTKrue KIMHUYECKUE TTPOsIB-
JeHus1 U reHetudeckme ocobeHHoctn (Fukushima
et al., 1998, 2001; Skurnik et al., 2000; ComoB u ap.,
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2001; Eppinger et al., 2007; McNally et al., 2016). BbI-
COKO€ T€HETHMYECKOEe CXOICTBO IIPEIKOBOTO ICEBIO-
TYOEpKYJIE3HOTO M IIPOU3BOTHOTO YYMHOTO MHUKPO-
0OB yKa3hIBacT Ha MX HEJABHIOIO OBICTPYIO ITHBEpP-
reHuuio (Achtman et al., 1999, 2004; Skurnik et al.,
2000; Morelli et al., 2010).

M3 Bcero MHOTOOOpasust MUKpob6oB ceMm. Entero-
bacteriaceae TOITbKO MUKPOO IyMBI CTAJI BO3OyIUTE-
JIEeM TPaHCMMCCHUBHOI 00JIe3HU U B IIPUPOJIE Iepeaa-
eTCs yepe3 YKYChI 010X. XOTS 10 OMOXUMUYECKUM U
MojeKyiasapHo-TeHeTndeckuM (MI') mpusHakam cu-
CTeMAaTUKU CIIPaBEIJIMBO OTHOCST Y. pestis K KMIIEU-
HBIM MHUKpobaM ceM. Enterobacteriaceae m mpuHM-
MaloT B Ka4eCTBEe HOMEHKJIATYPHOI'O TUIIOBOI'O BUIA
p. Yersinia, baxTmyecK 3TOT BUJI 3aHUMAET IPUHIIN -
MMaJIbHO MHYIO aJallTUBHYIO 30HY U IIPOSIBIISIET CceOsI
KakK BO30yIUTEIb CUCTEMHOH (“KpOBSIHOI ) MH(pEK-
UM, T.€. II0 3KOJOTMYECKUM (ITHOJIOTHMIECKUM)
MpU3HaKaM OH JOCTOWH paHra OTAeJbHOTO poaa WiIn
nIaxe cemelicTBa. B 3BOIIOIIMOHHOM TEOpUH TTEpEX0-
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IIbI B HOBYIO IPUMHIIMIINXAJIBHO MHYIO aIalITUBHYIO 30-
HY paccMaTpUBalOT KaK MPOLECChl MaKPO3BOJIIOLIUU
¢ hopMHUpPOBaHUEM HOBBIX BUAOB 1 HAABUIOBHIX TaK-
coHoB (CumrncoH, 1948). OTo o3HayaeT, YTO BUI
Y. pestis He sABsIETCS TUITUYHBIM UIS p. Yersinia n He
MOXKET IIPENCTaBIISITh TUIIOBOM BuA. IIpouecc mpeo6-
pa30BaHMs NOITYJISIIMHY (KJIOHA) TICEBAOTYOEPKYIE3HO-
ro Mukpoba Y. pseudotuberculosis O:1b B UICXOTHYIO MO~
MYyJISIAI0 YyMHOTO MHUKpoOa ObUI YHUKAJIbHBIM —
OBICTPBIM, “KBAaHTOBBIM, 3aBEPIITMBIIMMCSI MAaKpPO3-
BOJOLIMOHHBIM 3P dekTom (CyHuoB, CyHIloBa,
2008; CyHuos, 2015, 2018a). [ToaTomMy npu peKOH-
CTPYKIIMU (prtoreHun Y. pestis CleayeT IMOIXOIUTh K
Hell Kak K ad hoc 3BOJIIOLIMOHHO-UCTOPUYECKOMY
Ipolieccy.

MI'-MeTogaMu MOKa3aHO, 4YTO BHIO0Opa3oBa-
TENbHBINA Mmpolecc Y. pestis — 3TO PELCHTHBIA NpuU-
ponHbIii (peHOMeH. PasHbie aBTOpPBEI Ha OCHOBAHUM
MTI-gaHHBIX JAaTUPYIOT TMBEPTEHIIMIO TICEBAOTYOEp-
KYJIC3HOTO 1 YYMHOI0 MUKpPOOOB BpemeHeM oT 1500
1o 30000 et Hazanm (Achtman et al., 1999, 2004; Mo-
relli et al., 2010; Cui et al., 2013; Pisarenko et al.,
2021). B 6a3anbHYy10 YacTh (PMIOTreHETUIECKUX JIepe-
BbEB MoMeIaloT “apxeoyiornuyeckyio” JIHK aymHoro
MUKpOOa U “IOJIEBKOBBIE” MOABUABI, TIPEACTABICH-
HEBIe TeHoBapuaHTaMu BeTBU (kitactepa) 0.PE (ouo-
Bap Pestoides), KoTopble cunTaroT HaudoIee IPEBHI-
Mu (Cui et al., 2013; Spyrou et al., 2018; Demeure
et al., 2019; Kucimuukuna u ap., 2019; Sebbane et al.,
2020; Pisarenko et al., 2021). MecToM IIpoucCXOXIe-
HUs1 yyMbl HasbiBaloT Kaskas, Ilamup, LleHTpasb-
Hy1o Asmio, Tuber u/unm paiioHbl, OJIM3KME K HUM
(Achtman et al., 2004; Zhou et al., 2004a, b; Li et al.,
2009; Cui et al., 2013; Pisarenko et al., 2021). Heus-
0EXXHO BO3HMKAIOT BOIIPOCHI: KAKMe IIPUPOIHBIE CO-
OBITHSI, OONBIINE WJIM MaJible, IIPOM30LLIA B A3UN
(WU ¢ MeHblIIell BEpOSITHOCThIO B KAKOM-JIMOO ApYy-
roM paiione Ctaporo CBeTa) B He CTOJIb OTTAJICHHOM
MCTOPUYECKOM IIPOIILIOM, KOTOPBIE IPUBEIU K IIpe-
oOpa3oBaHMIO MONyJsIuUU (KJIOHA) KUIIEYHOTO
IICEeBAOTYOEPKYJIE3HOI0 MMKpOOa B MOIYJISIIAIO
“KpOBSTHOTO” MUKpoOa YyMBI KaKMM-TO YHHWKAaJlb-
HBbIM (MaKpO3BOJIIOLIMOHHBIM) CITOCOOOM; B OMYJISI-
LUSIX KAKOTO BHUIA TEIUIOKPOBHOIO XO3sSMHA U IIPU
KaKNX YHUKAIbHBIX 3KOJOTMYECKUX (OMOreorneHo-
THUYECKUX) OOCTOSITEJICTBAX BOBHUK MCXOMHBIN ouar
qyMbI?

OTBeTHl Ha BOIMPOCHI, I1e, KOraa, Mpyu Kakux 00-
CTOSITEILCTBAX M KaKMM 00pa30M BO3HUK BO30ydu-
TeIb YYMBI, UMEIOT OE3YCIIOBHBIN TCOPETUISCKUIN N
MnmparMaTu4yeckuii uHTepec. M pelieHue 3TUX 3a1ad,
KaK HaM IIPEJICTaBIISIETCSI, HEITOCPEICTBEHHO CBSI3aHO
C OTBETOM Ha BOIIPOC O MIPOUCXOXICHUN MOJIUTOMUU
YyMHOTO MUKPOOa B MOITYJISILIUSIX MOHTOJILCKOTO CYp-
Ka (Marmota sibirica). Ha ¢puniaoreHeTM4ecKux nepe-
BbSIX, ITOCTPOCHHBLIX Ha ocHoBe MI-meTomoB, Ha
BpeMEHHOM OTpe3Ke UCTOPUU MEXIy NepBoii (“uyyma
KOctuauana”, VI-VIII BB.) m Bropoit (“YepHas
cmepth”’, XIV=XVIII BB.) mangeMusiMu o003HadYeHA
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noauToMust (Tpuxotomus “Big Bang” wiu yzen NO7)
(Cuietal., 2013; Demeure et al., 2019; Sebbane et al.,
2020) (puc. 1). DTy moauToMUIo 00pa3yioT CypoUubH
(ouoBap Antiqua, ANT) ¢uioreHeTMYeCKNEe TUHUN
2.ANT, 3. ANT n 4.ANT, KoTOopble BKITIOYAIOT, ITO-
MUMO TIpOYMX, TpU TeHoBapmanta — 2.ANT3,
3.ANT2 u 4. ANT1, uupKyaupyroIlire B Tpex reorpa-
(pryecKMX MONYJISILIMUSIX MOHIOJIbCKOIO CypKa-TapOa-
raxa: XoHT3MCKOM, XaHTalicKoit n Xapxupa-TypreH-
ckoii coorBeTcTBeHHO (CyH1I0B, 2020). 30ech ciaeny-
er 3aMeTuTh, 4YTo B Konro, Kenwnn, Tanzannm n
Vrannge B Nomy/IsilUsIX TUKOXWUBYIIIUX IPHI3YHOB BHI-
saBlieHa appukaHckasa “cypoubss” muHUS 1. ANT kak
KOMITOHEHT 3TOM Xe MOJIUTOMUM, HO 3Ta JIMHUS M€ -
€T aHTPOIIOT€HHOE IIPOMCXOXICHME, SIBJISIETCS MPO-
M3BOJHOI OT IITAMMOB, 3aBE3€HHBIX YEJIOBEKOM U3
Aszum B Cpenn3eMHOMOpPhE U gajiee AQpUKY B IepH-
on 1-it u/vnm 2-it manaemuii (Achtman et al., 1999;
Haensch, 2010; Namouchia et al., 2018). IIpenie-
CTBEHHMKA MNEPEUYMCICHHBIX JUHUNA U F€eHOBapuaH-
TOB OTHOCAT K ApeBHel muanr 0.ANT, mpencraBurenmn
kotopoii (renoBapuanTel 0.ANTI1, 0.ANT2, 0.ANTS3,
0.ANTS5) xapakTepHBbI I 0O4aroB YyMBI B ITOITYJISILIN -
sx anraiickoro (M. baibacina) n XpacHOro/IJIMHHO-
xBocToro (M. caudata) cypxko (Wang et al., 2006;
Riehm et al., 2012; Cui et al., 2013; KykneBa u ap.,
2015, 2021; Kutyrev et al., 2018; Epomenko u 1p.,
2020). Bo3HuKaT BOIPOCHI, KaKiie MPUPOIHEIEC CO-
OBITUSI TIPUBEJIM K HeAaBHEMY B MUCTOPUYECKOM Mac-
mrade BpemMeHu, 1o MI-Bepcuu TNPUOIU3UTEITBHO
600—1400 ner wHazam, (ITOYTHM) OJHOMOMEHTHOMY
IMMPOHUKHOBEHUIO YYMHOTO MUKPOOa 13 TSIHb-1IaHb-
CKMX CypOUYbMX 0YaroB B TpU reorpadpuvecKue momy-
JISILIUM MOHTOJILCKOTO CypKa-TapbaraHa U Mo4yeMy B
Tpex reorpadryecKuxX MOnyJsiusX cypka-TapbaraHa
chopmupoBanuch Tpu TeHoBapuaHta 2.ANT3,
3.ANT2 u 4.ANT1, Bxoasiiue B OTAeIbHbIE OTHOCHU-
TeAbHO “MoJjioabie” (UJIOreHeTUYSeCKUEe JIMHUU
2.ANT, 3.ANT u 4. ANT, a B pa3HbIX reorpagpuye-
CKUX MOMYJISILIMSX aJITAliCKOTO U KPAaCHOTO CYpPKOB Ha
oOImupHBIX MpocTpaHcTBax JxyHrapuu, Taub-11la-
Hs, [Tamupa, Tunnykyma, Kapakopyma, KyHb-JIyHs
B MHOTOYMCJIEHHBIX oOdYarax 4ymbl MpeacTaBjicHa
TOJBKO onHa “Oosiee apeBHsis1” nuHusS 0.ANT? WMnu
MHaye, KaKoBa MPUYMHA OTHOCUTEJbHOM TeHeTuYe-
CKOf MOHOMOP(MHOCTU BO30OYIMTEJISI YyMbI B TTOMY-
JISILUSIX aJITAliCKOTO U KPacHOTO CYpPKOB U TeTepo-
MOP(HOCTU Ha YPOBHE pa3HbIX (PUIOTeHETUYECKUX
JIMHUI B MOMYJISILUSIX cypKa-TapbaraHa? K tomy ke,
MT-dumoreHnn ykKa3blBalOT TaKXKe Ha HeEIaBHeEe,
TOJIBKO TTociie Havana “YepHoit cmeptu” (1346 1.),
¢dopMuUpoOBaHUE IIPUPOITHBIX 0YArOB YYMbI C TEHOBA-
puantamu 1.IN1 u 1.IN2 (6uoBap Intermedium) B
MOIYJISILIUSAX TUMajaiickoro cypka (M. himalayana)
Ha 6eckpaliHux npoctopax [mmanaes u Tubera, 3a-
HUMAaIOLIMX OTPOMHYIO IJIoans 6osee 2.5 MIH KM?
C BBICOKO Pa3HOOOpa3HBIM peabedOM, PACTUTEIBHO-
CTBIO M XKUBOTHBIM MHPOM, YTO HEM30EXKHO MOPOXK-
JIa€T COMHEHIE B PEaJIbHOCTH HEBEPOSITHO OBICTPOI
Ne 6
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Puc. 1. TunnyHas TOMOJIOTUS MOJIEKYJISIPHO-TEHETUYECKOTO (puitoreHeTu4ecKoro nepesa Y. pestis (mo: Demeure et al., 2019).
* — cpenHeBeKOBast oauTomMus Mukpooa uymsl (NO7, “Big Bang”). Ha pucyHke 0603Hau€HbI HEKOTOPbIE KJITIOU€BbIE MOMEHTHI

HCTOPHMU YYMBI.

U CTOJb IIMPOKON IKCIMAHCUM ATUX “OYEeHb MOJIO-
IBIX” CypO4YbUX ovaroB. J1Jist yTBep>KaeHUsI peaibHO-
CTU TaKOTO CTPEMUTENBLHOTO MPUPOIHOTO COOBITHUS
HeT HaJexXHOH (PaKTOJOTrMYecKOoi (3KOJTOTMYECKOM,
Ouoreorpaduyeckoit, NaJeOHTOIOTUUECKOM, TeOKITH-
MaTUYECKOM, UICTOPUUIECKOMN 1 MHOM) TTONICPKKM.

Borpoc o npunurHe BO3BHUKHOBEHUS TPUXOTOMUN
B Buae y3na NO7 mam “Big Bang” umeer cBolO
npensictoprio. Ha ocHoBe aHanu3a reHeTUYeCcKoit
CTPYKTYPBI BO30OYyIUTENCH YyMbl U3 PA3JIMYHBIX 04Ya-
roB Kuras panee OblJIa BhICKa3aHa uaesl O MPOHUK-
HOBEHMU BO30YIUTEIISI HA TEPPUTOPHUIO 3TOM CTPaHBI
OOHOBPEMEHHO IBYMSI MaplIpyTaMW W3 IIpUIekKa-
mmx paiioHoB CpenHeit A3um u JdanpHero BocToka
(Zhou et al., 2004a, b). DT MapIIPyThl NOPOIWIIA
Tpu duroreHeTndyeckue BeTBU (branch), KoTopbie
cOmmKanmich 1oxkHee ['od6M, ogHAKO He SICHO, CIIMBa-
Jmch gu. Ilpyu 3TOM B CBOIiCTBax IeHOBapUAaHTOB,
c(OPMHUPOBABIIMXCS Ha MapaJUIeIbHBIX MapIIPyTaXx,
MPOSIBJISIIOTCS. YepPThl MapauIeIbHON MUKPOIBOJIIO-
LI, KOTOpasi MOTIJIa UMETh OTHOIIIEHUE K BO3HUKHO-
BEHHMIO TPUXOTOMUM B MOMOYJISIIMSIX MOHIOJBCKOTO
cypka. K coxamennio, B paboTe KMTAlCKMX aBTOPOB
MoHroJus octajiach “0ebM IsiTHOM” . HakoruieHHbIe
3a Tociienytomye rogsl MI-maHHbBIE 0 BO30yOuTeNIE B
MoHrommu, B COBOKYITHOCTH C 9KOJIOTMYECKIMU, T103-
BOJISIIOT KOHCTAaTUPOBATh COINPSIKEHHOCTD IBYX 3BO-
JIIOIIMOHHEIX IIPOLIeCCOB — (DOPMUPOBaHUS Y. pestis
KaK BUJIOBOTO TaKCOHA Y1 BOBHUKHOBEHUE YIIOMSTHY-
Toit BIlIe TpuxoToMuu (NO7, “Big Bang”) B mormys-
LUSIX MOHTOJILCKOTO CypKa-TapOaraHa B MOHroauu
(Cynuos, 2020). Takum 06pa3oM, B BOIIPOCE O IIPHU-
YUHE TPUXOTOMUM B (DMJIOTeHE3e YYMHOTIO MUKpPOOa
HaMeTWJIach KOHCTPYKTMBHas OWIEMMa, KOTopas
MOXKET OBITh pa3pelieHa TOTbKO COBMECTHBIMM YCH-
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JIMSIMU MICCJIEAOBATEJICH, IIPEACTABIISIOIINX 00a IO/~
xoma: MI' n akonornyeckuii. Bzaumnas ouexka ¢pu-
JIOTEHETUYECKUX PEKOHCTPYKUMU Y. pestis, TipoBe-
JeHHbIX MI' M 3KOJIOrMYeCKMMU MeTodamMu, OydeT
CIIOCOOCTBOBAaTh MPOSICHEHUIO peajibHOM (uiiore-
HUU 1 putoreorpadui BO30YIUTEIST YyMBI.

MMOJIMTOMUA B MI-OUJIOTEHETMYECKHX
PEKOHCTPYKLHAX

MTI -Tionxon, MpoKJIaMHUpPYyeT cajJbTallMOHHOE BU-
JI000pa3oBaHUE MUKPOOA YyMbI MyTEM TOPU30HTAIb-
HOTIO BCTpaMBaHUSI B TE€HOM IICEBIOTYOSPKYIE3HOIO
MUKpoOa B HedaJeKoM HCTOPUYECKOM IIPOIILIOM
“qyxux” (foreign) reHOB U3 BHEIIHEN Cpelibl U OT
JIPYIrMX MUKPOOPraHM3MOB M AeJIelNii/MHAKTUBA-
LM TEHOB, yTpaTUBIIMX (PYHKIIMM B HOBOI cpene
oburtanus (Achtman et al., 2004; Morelli et al., 2010).
IIpoucxoxneHune “9yxkux”, HO OKa3aBIINXCS CIIELIN-
duyeckumu(!) ajss 9YYMHOro MUKpoOa reHOB HE Ha-
XOJIUT BHSITHOTO OOBSICHEHMSI, M X TOPU30HTAIbHOE
BCTpauMBaHME M3 HEMU3BECTHOIO MCTOYHUKA II0KA
ocTaeTcss aOCTpakTHBIM yMoO3akKimodeHueM. Ilpm
3TOM 0e30CHOBATEIbHO MPEAIoJaraloT, YTO paHHUE
¢GopMBbI YYMHOTO0 MHMKpOOa BbIMEpJM (II0 HEBBISIC-
HEHHBIM IIPUYMHAM) 1 B HACTOSIIIEE BPEMSI X YIACTCS
oxapaKTepu30BaThb TOJbKO “apxeosornyeckoit” JTHK,
YaCTUYHO COXPAaHMBIIEIICS B CKEJIETHBIX OCTaTKax (B
OCHOBHOM B 3y0aX) OpPEeBHUX 4e108e4ecKUX >KEePTB
yyMHOI uMH(pekuuu. 1o HyKICOTUIHON CTPYKType
HekoTopkle (pparmenTtsl JIHK 01m3ku K nmociemosa-
TEJILHOCTSIM B T€HOME IICEBIOTYOEepPKYJIE3HOTO MUK-
poba, moaTomy “apxeonorndyeckyro” JHK momera-
IOT B KOpHe (puitoreHeTndeckoro aepeBa (Rasmussen
et al., 2015; Spyrou et al., 2018; Demeure et al., 2019;
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Rascovan et al., 2019). TpuxoToMHIO B MOMYJISIIIASX
MOHTOJILCKOTO CypKa-TapbaraHa He CBSI3bIBAIOT C Ha-
YaJIbHBIMU 3TaraMu (pOpMHUPOBAHUSI MUKPOOA YyMbI
Kak Buzaa Y. pestis.

IToctpoennsie Ha ocHOBe MI'-mmomxoma MHOTO-
YUCJIEHHbIE (PUJIOTEeHUM YYMHOIO MMKpoOa couep-
KaT IMIPOTUBOPEYMsi, OUYEBUIHBIE IIPA SKOJIOTMIESCKOM
u 6uoreorpadurieckom aHanmse MI-BeIBoIoB. SIBHOI
BUIUTCSI HECOCTOSTENbHOCTh MI-3aKkimoueHuii 00
00pa3oBaHNM IIPUPOIHBIX 04AarOB YYMBI B A31H B pe-
3yJbTaTe ABYX IOCIEIOBATEIbHBIX BOJIH HEJaBHEN B
SBOJIIOIIMOHHOM MaclTabe BpeMEHM BHYTPUBUIO-
BOM IuBepcudUKaALIMM YyMHOIO MUKpoOa (puc. 1).
Comnacao MTI'-nonxony, B Asuu He paHee 30 ThIC. I€T
Ha3ad HEKOTOPBIA KJIOH IICEBIOTYOEPKYJIE3HOTO
MUKpoOa 1-ro ceporumna rnmpeodpazoBaycs (TIpu Moka
HEBBISICHEHHBIX KOJIOTUYECKUX 1 OMOTreOIeHOTUYEe-
CKUX O00CTOSITEJIbCTBAX) B MOIYJISILIUIO aOCTPAKTHOTO
HamboJiee COBPEMEHHOTO OOIIero mpenka (most re-
cent common ancestor, MRCA) ywyMHOro Mukpooa,
3JI0XKUBIIIET0 OCHOBaHME TUIIOTETUYECKOM (putore-
HeTtnyeckoii BeTBu (cTBosa) 0 (Achtman et al., 2004).
HanpHeiimas nuBepreHums BeTBu 0 mpuBeja K CO-
BpeMEHHOMY O00TraTOMy IT'€eHEeTMYeCKOMY pa3HooOpa-
3uto Y. pestis (Li et al., 2009; Morelli et al., 2010; Cui
et al., 2013; Kutyrev et al., 2018). YHuUKaIbHEII MeXa-
HU3M IIpeoO0pa3oBaHMsI CTAPTOBOIO KJIOHA IICEBIOTY-
OepKyJIe3HOTO MUKpOOa B MCXOOHYIO MOITYJISILIAIO
mukpo6a uymbl (MRCA) MI'-nonxom He pacKpbIBaeT
U UCXOTHOTO X03s51MHA MUKpOOa UyMbl HE YKa3bIBaeT.
MRCA, cyns mo MI-moruke, mpeanpuHsI IIUPO-
Kyl0 TIOABUIIOBYIO OMBEpCU(UKAIIMIO, PacIIpoCcTpa-
HWICS B A3UM B HONYJISIHUSIX TyIIKaHINKOB (Dipodi-
dae), moneBok (Cricetidae) u nmuiyx (Ochotonidae) u
MepBoit BOJIHOM 3KCNaHCUX 00pa3oBaj 30HY MepBUY-
HBIX “IpeBHMX’ 04aroB YyMBI C MaJJOBUPYICHTHBIM
JIJISI CypPKOB, CYCJIUKOB, TIECYaHOK U YeJIOBEKa, HO BU-
PYJCHTHBIM I MBIIIEBUIHBIX TI'PHI3yHOB M MOH-
robeKoit nuiyxu (Ochotona pallasi pricei) Bo30ynu-
TeJaeM, Mo HeKoTopbiIM MI' cBoiicTBaM OJIM3KUM K
CBOEMY IICEBIOTYOEpKYyae3HOMY Ipenky. I1pm aTom B
Mpoliecce TeppUTOPUATbLHONM IKCTTAHCUY IO TIPUHLIUITY
“MacJITHOIO MSITHA” IPEBHUM YyMHOM MUKPOO, HamoO
MMOHUMAaTh, WJIX HE IIPOHUKAJ (I10 HEIMTOHSITHBIM TP -
Y1 HAaM) B ITONYJISIIMU CYPKOB, CYCJIMKOB U IIECYaHOK,
CUMITAaTPUYECKHUE C MOMYJISIIUSIMHU TYIIKAHYMKOB,
MOJICBOK U MUIIYX, WX, IPOHMKHYB B HUX, HE 3Me-
HsIJI CBOMCTBO M30MpaTeIbHOI BUPYISHTHOCTH.

“Haubomee npesHue” opMbl (TeorpadpudecKkue
MOMYJISILIMKA) BO3OYIUTEST YyMbl — TE€HOBAapUAHThI
0.PE7,0.PE2, 0.PE3, 0.PE4a, h, t, x, 0.PE4q (= 0.PE10)
u 0.PES, npencrasisioniye TYIIKaHYMKOBBIN, MO-
JIEBKOBbBIE Y MUIILYXOBbIE MOABUIBI U COCTaBJISIIOLINE
“IpeBHION” (QUJIOTeHETUYECKYIO JTMHUIO (KJIacTep)
0.PE, obpa3oBayiu “HauboJjiee npeBHUE” MPUPOIHbIE
oyaru Ha OOIIMPHBIX MpocTpaHcTBax OT KaBkasa
(AHrosbi?) mo Manbuwkypuun u Tubera (puc. 2)
(Achtman et al., 2004; Li et al., 2009; Eppinger et al.,
2010; Morelli et al., 2010; Cui et al., 2013; Kutyrev et al.,
2018; Pisarenko et al., 2021). 0.PE7 u3zonupoBaH ot
cubupckoro tymkaHuuka Allactaga sibirica 1 601b-
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HOTO 4YejioBeKa B BOCTOYHOM Tubere (3TO COMHU-
TEJILHBIN ITOABH, TaK KaK IPUPOTHBIX O4aroB UyMbI
C OCHOBHBIM XO35IMHOM 3TOI'O BUIa B MUPE HE CyIlIe-
crByeT). 0.PE2 uzonupoBaH OT OOBIKHOBEHHOI ITO-
neBku Microtus arvalis Ha KaBkasze. 0.PE3 BbineneH
OT OOJIBHOTO MalreHTa B AHTOJIe (3TO TaKXKe COMHMU -
TEJIbHBI TTOABUI, OH U3BECTEH TOJBKO IO OITHOMY
JUIUTeNbHO XpaHuBieMycs: B my3ee CIIIA mtammy).
0.PE4 — HeoOBIYHBI! IOJUTHUIIMYECKUN “moaBun”
(Y. pestis central asiatica, no: Kutyrev et al., 2018),
BKJTIOYAIOIIMIT HECKOJBKO Pa3pO3HEHHBIX reorpadu-
yeckux nonyssunii/reHoBapruanToB: 0.PE4t oGpasyer
MPUPOIHBIN oyar B MOMYJISIUMU Y3KOUYepermHOM 1mo-
JneBku M. gregalis Ha Tamacckom xpeote, 0.PE4h ot-
MeueH Ha [uccapckoM XpeOTe B MOITYJISLUSIX apye-
Boii moneBku M. carruthersi, 0.PE4a (= 0.PEl) xa-
pakTepeH IJIs MOMYJISIINA MOHTOJBCKOM MUIIYXU B
T'opHoM AJttae 1 BcTpevaeTcs Ha 3amnaae MOHIoIbCKO-
ro Anrast, 0.PE4x (= 0.PE4m, = Y. pestis xilingolensis)
criengmIeH IS oIy aIOnii moaeBkr bpannra La-
siopodomys brandti B 3abaiikaibe, BOCTOUHOIT MOH-
TOTUA W B KHUTAWCKOM TNPOBMHLIMM BHYTpeHHSS
Mouroms. DTo Takke He KOPPEKTHBIN MOIBU, TaK
Kak OH He 00J1aJaeT CBOMCTBOM €OIMHCTBA apeana u
He TPOCJIEXXKNBAETCS €0 MOHOMMIETUYECKOE POUC-
xoxneHue. Ero MecTHble oyaru (reHoBapMaHTHI h, t,
a, X) UMEIOT cjiabble TTapa3uTapHbIe CBSI3U U 00pa3o-
BaJIMCh HA OCHOBE TOTYJISILIAI OCHOBHBIX X0O35I€B, OT-
HOCSIIIIMXCS K pa3HbIM BUAAM, pojaaM, CeMelicTBaM U
naxe K pasHbIM oTpsimaM (Rodentia u Lagomorpha)
wiekonutaomux. 0.PESu (= 0.PE9) uupkynupyet B
MOTYJISILIASIX MOHTOJBCKOM MUIIYXU B LIEHTPATBLHOM
1 BOCTOUYHOM YacTsX ee apeaja Ha MOHIOJIbLCKOM U
T'obuiickom Antae, Ha 3armage MOHTOIBCKOTO ANTast
BUKapUpyeT WIM CHUMIATPUYEH C IeHOBAapHMaHTOM
0.PE4a. 0.PE4q (= 0.PE10, =Y. pestis ginghaiensis)
XapaKTepeH I MOMYyIAUil [IMHXANCKON MOJIEBKA
L. fuscus B BoctrounoMm TubeTe B KUTaliCKOI IPOBUH-
muu Hnaxaii (Qinghai).

Apean “mpeBHMX” TYIIKaHYMKOBOTO, ITOJEBKO-
BBIX M TMHUIIYXOBBIX OYAaroB SIBJISIETCSI CYILECTBEHHO
pasopBaHHBIM. MI'-TI0IX0M, TIpeamnmoiaraeT ero ¢gop-
MUPOBaHWE BO BpeMsI NEpBOM “IpeBHEI” BOJIHBI
nuddepeHIanuy BHyTpUBUAOBBIX (hopM (“mosieB-
KOBbIX” TI0ABUII0B, reHoBapuaHToB 0.PE) mo mapa-
dunernueckomy npuHuuny (KucamuykuHa u np.,
2019). TlomararmoT, 4YTO WCXOAHBIM oOdYar 4YymMbl C
MRCA-B030ynuTesieM U3 paitoHa BUZOOOpa30BaHUS
IIUPOKO PaCHpPOCTpaHUJICS Ha OOIIMPHBIX MPO-
ctpaHcTtBax oT KaBkaza (Anrosbei?) 1o CeBepo-Bo-
ctouHoro Kurtas u BocrouHoro Tuberta, mocjie 4ero
apeajl pacralicsl Ha OTHCSIbHbBIE “TI0JIEBKOBBIE” OYa-
i, pedyruyMbel KOTOPBIX B BUIE COBPEMEHHEBIX ITO-
JIEBKOBBIX 1 MMUIITYXOBBIX OYAaroB MOXXHO HAOJIIOOATh
B Hactosiee BpeMs (Li et al., 2009). [TpuurHbI UH-
Cy/lsIpU3aliiy OOIIMPHOIO JIPEBHETO II0JIEBKOBO-
MMUIIIYXOBOIO odYara 1 JIOTMKa (pOpMHUpOBaHUS pa3-
OpOCaHHBIX Ha a3uaTcKoM (adpo-a3uaTckom?) Impo-
CTPaHCTBE HEOOJBIINX II0 IUIOIIAAXA HM30JMPOBAH-
HBIX B HacTosIIee BpeMs ero pedpyruymon MI'-mmon-
XOJIOM He PacKpbIBAIOTCSI.
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| 0.PE4a, Y. p. altaica !>, === 0.PE4x, Y. p. xilingolensis e )

0.PESu, Y. p. ulegeica

[

0.PEA4q, Y. p. ginghaiensis

9«

Puc. 2. Pa3menienue “npeBHUX
oojiee npeBHUMM cuuTtaioT win 0.PE7, unu 0.PE2.

Bropas GoJjiee TI03MHSS BOJIHA TEPPUTOPUATBHOM
9KCITAHCMM W BHYTPUBHUIOBOU muddepeHInaAnN
Y. pestis B mpenenax ImpexHero apeaja 1 IO TOMY K€
NPUHIUITY “MacjsSHOro IsITHA” Havajach, COINIACHO
MTI-tionxony, ¢opMHpPOBAaHUEM BBICOKOBUPYJICHT-
Hoit ¢uoreHetndyeckoir BetBU 0.ANT, KoTopyio
CBSI3BIBAIOT C TIOMYJISILMSIMU aJITAlICKOro CypKa Ha
Taun-1lane. Hekotopbelii “ApeBHUII  MOJIEBKO-
BBII/TIMIITYXOBBII” TeHoBapuaHT (Bo3dmoxkHo 0.PE5u,
no: Riehm et al., 2012; Demeure et al., 2019; Sebbane
et al., 2020) mocJie ThICSY JIET CYIIECTBOBAaHMSI HaKa-
HyHe 1-#1 maHgemMun BAPYT NMPOHUK (IIPU HEU3BECT-
HBIX OOCTOSITEIbCTBAX) B MOMYJISIUU alTaiiCKOro
cypka Ha Tanp-IllaHe, 3akpenuicsa B HUX U TIPeoo-
pasoBaiict B reHoBapuaHThl 0.ANTI1, 0.ANT2,
0.ANT3, 0.ANT4(?, “apxeonoruyeckas” HHK wus3
baBapun) u 0.ANTS (1o 3Toro, kak IojiaraioT B
MTI-mogxone, HU OOWH M3 APEBHUX IOJIEBKOBBIX
MOABUAOB HE CMOT IIPOHUKHYTH B IMOITYJISILIAU IPYTUX
HOPOBBIX I'PHI3YHOB: CYPKOB, CYCJIMKOB, II€CYaHOK,
obuTaromux B Azun). OOuH U3 3TUX TeHOBApHUaHTOB,
BeposiTHO 0.ANT3 miu 0.ANT1 (Riehm et al., 2012;
Zhang et al., 2018), pactipoctpanuics ¢ Taub-11lans
yepes J>KyHTrapuio K ceBepy M BOCTOKY B ['opHBI AJT-
Tait, Ha MOHTOJNBCKUIT ANTall M Jajiee Ha BOCTOK B
MoHromMio 1 ceBepo-BOCTOYHBIE paiioHbl Kuras.
IIpu 3TOM B MOMyJISIIMSX MOHTOJIBCKOIO CypKa (Io-
YTU) OMHOBPEMEHHO 00pa30BaJIMCh TPU (DUIIOTeHE-
TUYECKNX BeTBM ¢ reHoBapmaHTamMu 4.ANTI,
3.ANT2 u 2. ANT3, xoTtopsie Ha MI'-pnaoreHeTnye-
CKOM JpeBe 00pa3yioT MOJIMTOMUIO B Buie y31a NO7
unu “Big Bang” (Cui et al., 2013; Demeure et al.,
2019). B pe3ynbTate BTOpMYHOM SKCHAHCUU YYMHOTO
MUKpoOa B A3uu, cormtacHo MI'-tonxony, BO3HUKIIN
OPUPOAHBIE OYaru YyMbl C pa3HbIMU BBICOKOBHUPY-
JIeHTHbIMU OuoBapmaHTamMu (Antiqua, Mediaeva-
lisyMED, Orientalis/ORI, Intermedium) 1 MHoOro-
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MOJICBKOBBIX” TIPMPOIHBIX o4aroB YyMbl (kiiactep reHoBapuaHToB 0.PE) B EBpaszuu. Hau-

YMCJICHHBIMM I'eHOBaprMaHTaM1 Bo30ynuTenss. B Ha-
crosiiee Bpemst  “Oojiee  Mododble” o4aru C
BBICOKOBUPYJICHTHBIMI T€HOBApHMAHTAMU HAaXOISTCS
B CUMIIATPUYECKMX, TTapanaTpUIeCKUX WIX aJUIoONaT-
PUYECKNX OTHOIICHUSX C “IPEeBHUMM ITOJIEBKOBBIMU
oyaramu.

3AMEYAHHWA K MI'-MOJEJIA
BBOJIIOLINUN Y. PESTIS

I1pu peKOHCTPYKIIMU (PUTOTEHUN MUKPOOA UyMBI
aJIeKBaTHOCTb 3BOIIOLIMOHHOI MOAEIN TpeOyeT TIa-
TETbHOTO O0OCHOBaHUSI. BHIOOpP HECOOTBETCTBYIO-
LIei MOAEIM MOXKET ITPUBECTU K HEBEPHBIM (pUJIOTE -
HeTuyeckuM MI-BrIBOIAM.

* [IpsMoit mpenoK YyMHOro MUKpoba — BO30yIu-
tenb JCJI — ncuxpoduabHbBII MUKPOO, JOMUHUPYET
B XOJIONHBIX pailoHax CeBepHoit A3uu u JlanbHero
Boctoka. B paitoHax ¢ yMEpeHHbBIM U TETUJIbIM KJIU-
MaToM, IJe UMPKYJUPYIOT “HauboJjiee ApeBHHUE”
“monieBkoBbie” moaBuabl 0.PE7 (BocTounblil TubGeT)
un 0.PE2 (KaBka3), Bo30ynutens JCJI, kak MacCOBBI
MpeIcTaBUTEIb MaTOTeHHON KMIIEUHOM MUKPOQIIO-
PBI HOPOBBIX I'PbIZYHOB, He OTMeueH. JIormyHo 1oJia-
raTb, YTO paiioH BUA00OPA30BaHUSI MUKPOOA UyMbl
pacroyioXeH B CypOBbIX paiioHax A3UU, U METOI0JIO-
TUYECKUil Toaxon K MI'-peKoOHCTpYyKIMSAM UCTOPUU
YyMHOI'0 MUKpOOa JOIKEH YUUTHIBATh 3TOT (haKTop.

* YymMHOI MUKPOO — MOJIOIOI TaKCOH, OBICTpOE
BUI000Opa30BaHUE IIPOLLIO B HeTaBHEM KMCTOpUYE-
CKOM TIPOIIUIOM HETPUBHAJIBHBIM [JIsI KUIIECYHBIX
MUKPOOOB TpaBMaTUYECKMM IIyTEM M C MaKpO3BO-
JIIOLMOHHBIM 3 deKTOM ObLI OCYILUECTBJIEH
“KBAaHTOBEII” IIEPEXOl M3 XKEJIyIOUYHO-KUIIIEYHOIO
TpakKTa B HOBYIO aJallTUBHYIO 30HY — JIUMGOMUEJIO-
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UIHBIM KOMILUIEKC MOHTOJIbCKOTO CypKa-TapOaraHa.
ITpu 3TOM UMEIOTCSI OCHOBAHUS TOJIaraTh, YTO MpU-
3HAaKM MUKpoOa 3BOTIOLMOHUPOBAJIM HE paBHOMEP-
HO, a B3pbIBONONOOHO, C Y4aCTUEM CTpPECC-UHAYLIU-
poBaHHoro myrtareHe3a (CyHuos, 2018a, 2019). Bro
cjeayer MpUHUMAaTh BO BHUMaHWE B METOIOJIOTUM
dunoreHeTMUEeKUX MocTpoeHuii Y. pestis. B coBpe-
MeHHBIX MI-peKOHCTpYKUUAX (DUIOTeHETUYECKUX
NIepeBbEB Y. pestis UCTIONb3YIOT METO/bl, CO3IaHHbIE
Ha MOJeJIsIX BO30ynuTesei pa3Hblx HGbeKuuii: Esch-
erichia coli, Salmonella enterica, Mycobacterium tuber-
culosis, Bacillus anthracis  1pyrux. DBOJIIOLIMIO 3TUX
KJIOHAJIbHO pa3MHOXaloluxcs O6akTepuii paccMmar-
pMBAIOT KaK MNPUHIUINUAIBHO PaBHOMEPHYIO, ISl
KOTOPOU KOHILIEMIIMSI PaBHOMEPHbBIX MOJEKYJISIPHbBIX
YacoB IpPEACTaBIISIETCS BHOJHE amekBaTHOi (Acht-
man et al., 1999, 2004; Vogler et al., 2016).

* BriBom MI-nogxoma o ABOIHOIT a3uMaTCKOM
9KCIIAaHCUM MUKPO0a YyMBbI B peAenax (II0YTH) OTHOTO
1 TOTO K€ apeajia He TOJIbKO He TIOAIaeTCsl TOBEPU-
TEJIbHOM 3KOJIOTMYEeCKOil 1 OuoreorpaduieckKoii MH-
TepnpeTali, HO ¥ He HAaXOIUT eanHCTBa cpeau MI'-
ucciiemoBaresieil. bonblas IpeBHOCTD “II0JIEBKOBBIX
MOOBUIOB B HEKOTOPBIX pabOTax IOOBEPraeTcs Co-
MHeHMI0. MIMeeTcsl ajbTepHAaTMBHOE MHEHHUE, 4TO
“IT0IeBKOBBIEC” TIONBUIBI SIBJITIOTCSI 00JIee MOJTOIBIMM,
MIPOU3BOTHBIMU OT BEICOKOBHPYJICHTHBIX (popM. Heko-
TOpEIE TTOJICBKOBBIEC TIOABUIbI IIPOSIBIISIIOT 00JIee BEICO-
Kyl0 ayKCcOTpo(hHOCTb, T.e. 0oJiee OTOpPBaHBI OT
BHeIlIHelt abuoTudeckoit cpennl (Zhou et al., 2004b;
Tpyxaues, Jledbenea, 2007; KykneBa u ap., 2013).
ConpsizkeHHOE CyIIeCTBOBaHME IMIPUPOIHBIX 04aroB C
HM3KO- U BBICOKOBHUPYJEHTHBIMU TE€HETUYECKUMU
JIMHUSIMU TIPEACTABIISIETCS KaK CJIENCTBME MECTHOM
MEXBUIOBOI TpaHCMUCCUM Bo3oyautenas (Zhou
et al., 2004a; Achtman, 2012). B TakoMm ciy4yae 3BO-
JIIOLIMOHHBIN BO3pacT HU3KO- U BBICOKOBUPYJIEHT-
HBIX TCHOBApMAHTOB B COIIPSKEHHBIX OUarax, Halpu-
mep, 0.PE7 n 1.IN2 B LlunxaiickoM ovare (99.99° B.11.,
35.60° c.ur.) (Xu et al., 2018) unu 0.PE4a u 4.ANT1 B
T'oprom Antae (bamaxoHnos u ap., 2019), He ToKeH
pa3nuyaThcsl paguKajabHO.

* Bo3HUKHOBEHUE MOJIUTOMUU YYMHOIO MUKpPOOa
B MOIMYJISILUSIX MOHTOJbCKOTO CypKa-TapbaraHa na-
tupyercss CpenHeBekoBbeM, okojio 1000 = 400 et
Hazan (Demeure et al., 2019). Ho B LleHTpanbHOIi
A311 He ONMUCAaHO KaKMX-JI1M0O paguKaabHbIX MPU-
POIHBIX COOBITHI, OTHOCSIIUXCS K 3TOMY ITpoMe-
KYTKY UCTOPHU, C KOTOPHIMU MOXKHO OBLIO ObI CBSI-
3aTh CUHXPOHHOE MTPOHUKHOBEHUE MUKPOOA YyMBbl B
TpU reorpaduyeckre MOMYJSIIUUA CypKa U (TIOYTH)
OIHOBPEMEHHOE 00pa3oBaHUE B HUX TPEX FTeHOBApU-
AHTOB YYyMHOTO MUKp0oOa. OTCYyTCTBYIOT TaK:Ke KaKue-
JIMOO MpU3HAKM BO3MOXHOI HelaBHEl aHTPOIOIeH-
HOI MHTPOMYKIIMW BO3OYAUTENSI YyMbl B MOMYJISIIIMU
cypka-TapbaraHa M aHTPOIIOTeHHOTO BJIUSIHMSI Ha €ro
SKCMAHCHIO.

KYPHAJI OBILIEN BUOJIOTUU

CYHL OB

* BBuany HenaBHell IUBEPreHIMU OECCIIOPHO
YCTAHOBJIEHHOTO MPEIKOBOTO MCEeBAOTYOEPKYIE3HO-
ro MUKpoOa 1-To cepoTuna v MporU3BOJHOTO YYMHO-
ro MUKpo0Oa 1 Mpu MPUHIMUITUATIBHO COXPAHUBIIIUXCS
YCJIOBUSIX BUIOOOPA30BaHNS MOCIEIHETO, B METO/IO-
Jioruu punoreHnu Y. pestis pakToIornIecKu (3K0I0-
rayeckud) Oe30CHOBATENIbHBIM SIBJISIETCSI OTKa3 OT
KOHIIETILIMM COBPEMEHHOTO COCYIIIECTBOBAaHUS TICEB-
JIOTYyOEePKYJIE3HOTO TIPENKA U €ETO HETTOCPEACTBEHHBIX
MOTOMKOB (UTO SIBJISIETCSI OCHOBHBIM TMPUHILIMIIOM
KJIaIMCTUYECKOTO TTOIX0/a).

* DKojiornyecku (a, COOTBETCTBEHHO, U 3BOJIIO-
LIIOHHO) MaJIO TH(GOPMATUBHOM SIBJISICTCS MPpUHSTAsI
MTI-HOMeHKJIaTypa aOCTpaKTHBIX (puioreHeTu4e-
CKUX BeTBell Y. pestis: 6a30Boii BeTBU (), T7TaBHBIX BET-
Beii 1—4 u cyosetBeit 0.PE, 0.ANT, 1.ANT, 1.IN,
1.ORI u mpouunx. be3nukoili 1 MPUHLUIINAILHO HE
aHAJIM3UPYEeMOI ocTaeTcsl OMOJIorMYecKasi CyIHOCTb
9TUX BETBEM, X OMoreorpaduyeckass UICTOpUsI, Tmapa-
3UTApHBIC CBSI3U. Takasi UCKIIIOYNUTETFHO CTaTUCTAYE-
CKU O0OOCHOBaHHasi HOMEHKJIaTypa He OTpaXaeT Tro-
CTIbHBII aCIEKT BO30YAUTENSI UyMBbI, B TO BpeMsI Kak
OCHOBHOI1 €TMHUIIEH 3BOTIOINU SIBIASIETCS TTOMYJIsI-
1I1$1, Y TOJIBKO TIOMYJISILIMS /TEHOBApUAHT Y. pestis MO-
JKET TIOJIHOLIEHHO XapaKTepu30BaTh KaXXIyl0 KOH-
KpEeTHYI0 (UIIOTeHEeTUYEeCKYl0 BeTBb (CTBOJ, CyO-
BETBb).

MMOJIMTOIMTHOE BUJOOBPA3OBAHUE
Y. PESTIS

AJlbTepHAaTUBHOE BUJEHUE ITTpollecca BUIooOpa-
30BaHUS U a3MaTCKOI TeppUTOPUATBLHOMN 3KCITAHCUU
YYMHOTO MUKpOOa JaeT 3KOJIOTMYECKUN TOAXOI, B
KOTOpPOM IIpeoOpa3oBaHUE KJIOHA IICEBIOTYOEPKY-
JIE3HOTO MUKPOOa B MOMYJISILINIO BO30YIUTENIST UyMbI
MpeACTaBlIeHO KaK CJEACTBUE IMOCIeI0BaTeIbHOCTH
KaNHO30MCKMNX OUOreOLlEHOTUYECKUX COOBITUIl B
A3UM U KaK YHUKQJIbHBIN “KBAaHTOBBIN”~ TTOMYJISIIIM -
OHHO-TEHETUYECKNIA MaKpOMacCIITaOHBIN IIpoIecc,
WMEBIIUI MECTO B ITOIYJISILIMSIX MOHTOJIBCKOTO Cyp-
Ka-TapbaraHa Ha py0exe IuieficTolieHa U roJiolieHa B
LentpanbHoii A3uu (CyHuos, 2018a). OTnaneHHbIM
WHIYKTOPOM BHUI000pa30BaTEeILHOTO Ipoliecca Mo-
CITy>X1JIa KOHCTEJUISIIMSI BO BTOPOIi MOJIOBUHE Kaii-
HO3051 (PU3UKO-KIIMMATUUYECKUX SIBJIEHUI, 00ycCJIO-
BUBIINX popMupoBaHue B lleHTpanbHOI A3UN yiIb-
TpaKOHTUHEHTaJIbHOro KiamMmarta. Ho coOGcTBeHHO
BO3HMKHOBEHUE BUOa Y. pestis cieayeT CBSI3BIBAThb C
OoJiee IIO3THUM BpeMEeHEM — pyOesKoM TUIeHCTOIeHA
1 rojoueHa. HactyrmieHue nmociegHero MakcuMaib-
HOro (capTaHCKOro) IoxojogaHus B lleHTpaibHOI
Azum 22—15 ThIC. €T Ha3a/d BHI3BAJIO INIYOOKOE TIpO-
Mep3aHue TpyHTa, 1o 3—4 M (Owen et al., 1998), u,
COOTBETCTBEHHO, IIOJIHOE€ IIpOMEp3aHrE 3UMOBOY-
HBIX HOP CypKa, pacroJjiaraloiiuxcs oObIYHO Ha Ty~
oune 1.5—3.0 m. Temmeparypa rpyHTa B 3UMHE-Be-
CEeHHUE MecCsI1Ibl Ha TJIyOMHe THe3. B HacTosiee (00-
Jiee TeIUIOE, YeM B capTaHCKOE) BPEMSI OITyCKaeTCsI 10
—3...—8°C (CyHnuos, Cynuosna, 2006). U3meHeHune
Ne 6
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MOBEAeHMS JIMUMHOK cypoubeil Oyioxu Oropsylla si-
lantiewi (TIepexon B CUJIY ITOJOKUTEIbHOIO TEPMO-
Takcuca OT JAeTpuTodaruv B TPaBSHOU BBICTUJIKE
THE3/ B TEIUIble MecsLbl ToJa K (pakyJIbTaTUBHOU Te-
MaTodaruu Ha TeJjie CISIIINX CYPKOB B 3MMHE-BECEH-
Hee BpeMsl) CTajo MPUUYMHON YHUKAJIbHOTO MacCOBO-
ro TPaBMaTUYECKOrO 3apakeHWsl CHSIIIUX CYypKOB
TCEBIOTYOEPKYJIE30M 1 Mepexo/ia ero BO30yauTes B
NPUHIUINAAIBFHO HOBYIO Cpeay OOMTaHUS — JTUMM@PO-
MUEJIOMIHBIN KOMIIJIEKC 9TUX XMBOTHBIX WU, UHbI-
MM CJIOBaMU, B HOBYIO 9KOJIOTMUYECKYIO HUIILY U aiar-
TuBHYI0 30HY (CyHuos, CyHuoBa, 2006; CyHILOB,
20186). McTOYHMKOM MacCOBOII TpaBMaTHYECKOM
MH(EKINU CTaId COOCTBEHHBIE 3KCKPEMEHTHI Cyp-
KOB, OOJIUTaTHO MOIMaaalole B pOTOBYIO MOJOCTh B
Mpoliecce YCTpoicTBa “TIpoOKM” B 3MMOBOYHOI HO-
pe oceHsblo. [lceBnoTybepKyIe3HbIE MUKPOOBI, TPO-
HUKaloIMe U3 YKCKPEMEHTOB uepe3 JIMYUHOUYHbBIE
cKapudUKaly Ha CIU3UCTOM, BBI3bIBAIM “3apaxke-
Hue kpoBu’ u Oaxkrtepuemuio (CyHmoB, CyHIIOBa,
2006; CyHnuos, 2017).

Kak ynmomMmsiHyTO BBIIIIE, apeal MOHTOJILCKOTO CYyp-
Ka-TapbaraHa BKJIIOYAeT 10 MEHbIIIeit Mepe TpU reo-
rpacuyeckre TIOIMyJsIlMU, TMpeacTaBICHHbIE IO
MEHBIIIe Mepe TpeMs nonBuaamu. M. sibirica sibirica
o0HnTaeT B BOCTOYHOI YacTH apeajia B 3abaiikaiibe, Ha
XaHT3e u Bo BHyTpeHHeit Monronuu (Kuraii). M. si-
birica caliginosus ¢ BBICOKOM YMCIIEHHOCTBIO 3aCeIsieT
MOHTOJIbCKMI XaHraii. B 3amamHoit MoHronuu u
TeiBe Ha Xapxupa-TypreHckoM 1 MoHryH-TaliruH-
CKOM TOPHBIX MOJHSATUSIX OOMTAET MOKA HE ONUCAH-
HEI1 TTonBun M. sibirica ssp. (Ha MoHroJIbckoMm 1 ['0-
Oulickom AJTae TakXe HE HCKIIOYEHO OoOuTaHue
npyrux mnoasunoB) (banHukoB, 1954; Brandler,
2018). Bce Tpu reorpadudeckue MOMYJISIHUA MOH-
TOJILCKOTO CypKa B MEpPUO CapTaHCKOIO IOXOJI01a-
HUS OKa3aJIMCh B OOLIMPHOI 30HE 1IEeHTpaJIbHO-a3M-
aTCKOTO aHTUIIMKJIOHA U TIYOOKOTro MpOoMep3aHus
rpyHta (Owen et al., 1998). Takum ob6pa3zoM, MOXKHO
rnoJiaraTb, 4YTo (hakyabTaTMBHas reMaTodarvs JTU4m-
HOK CypOubeil 0JI0X1 BO BCceX reorpauyeckux nomy-
JISIMSX CypKa BO3HMKJIA TPUOJIM3UTENHLHO B OIHO
BpeMs1. Tak KaKk MTHIYKTOPOM BHUJI000pPAa30BaTEIbHO-
ro mpoiiecca Bo BCeX reorpadruuecKux MOmyJIsiusix
CTaJl OIUH U TOT Xke (pakTop — OOLIMPHOE CApTAaHCKOE
MOXOJIOJJaHWE, BhI3BABIIIEE OTHOCUTEIBHO CUHXPOH-
HEII TIepexo/1 IMYNHOK cypoubeii 0ioxu O. silantiewi
K aKyJIbTaTUBHOI reMaTodarum, To Mpoiecc BUI0-
oOpa3oBaHUs Y. pestis BO BceX reorpaduieckux mo-
MYJISILIMSIX MOHTOJIBCKOTO CypKa C OOJIBILION BEPOSIT-
HOCTBIO Hayascsl MpUOJU3UTETBHO B OIHO BpeMS.
CxonHasi peakiys TMONyJsiliMii Ha CXOIHbIE YCIOBUS
cpedbl U mapajjielibHOe BMI00Opa3oBaHUE — €CTe-
CTBEHHOE JJIs Tpupobl siBieHue. [eorpaduueckas
TeTepOTeHHOCTh TICEBIOTYOCPKYJIC3HOTO MMKpOO0a,
Ipeii TeHOB TNMpPU MPOHUKHOBEHUN HEMHOTOYMC-
JIEHHBIX MCEBIOTYOEPKYJIE3HbIX KJIETOK B XOJOAHYIO
KpPOBb CITSIIIIUX CYPKOB M HEKOTOpbIE pa3addus To-
CTaJIbHO-BEKTOPHBIX YCJIOBUI OINpeneauiu, 1o Ha-
LLIUM TIpECTaBIEHUSIM, GOPMUPOBAHUE PA3TTUIUUNA Y
T€eHOBapHMaHTOB UYMHOIO MMKpobOa B Tpex pas3HbIX
reorpacuyeckux NOMyasIUsIX MOHTOJILCKOTO CypKa.
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Ha MTI'-puroreHeTM9eCcKNX IepEeBhIX 3TOT PeHOMEH
nposiBuiicss B Bume Tpuxoromuu NO7 unm “Big
Bang”. DkcnaHcus reorpadpuiyeckux popM 4yMHOTO
MuKpoba (reHoBapuaHToB 2.ANT3, 3.ANT2 u
4.ANT1) npoxoaujia caMOCTOSTEIbLHBIMU IIyTSIMU,
Ha KOTOPBIX TOCPEICTBOM MEXBUIIOBBIX TapasuTap-
HBIX KOHTAKTOB (h)OPMUPOBATUCH “TOJIEBKOBbIE” (TOY-
Hee MOJIEBKOBbIE 1 MUIIYXOBble) ouaru. Bo3oynureneii
B 9THX o4arax OTHocAT K equHomy kiacrepy 0.PE, Ho
cocrapisome ero reHopapuaHTel 0.PE2—0.PE10
HE CBsSI3aHbl HEMOCPEACTBEHHBIM POJICTBOM, HE CO-
CTaBJISIIOT TeHEAJIOTHMYECKYylO0 JIMHUIO (BETBb), T.C.
MPUMEHEHVE KO BCEM 3TUM reHOBapuaHTaM eIMHOM
ab6pesuatypsl 0.PE B ee reHeaiornueckom rmoHuMa-
HUU He BIIOJIHE KOPPEKTHO (puc. 3).

“OKOJIOTNYECKAA”
OUIIOTEHUA Y. PESTIS

Kak orMmeueHo BhIlIe, BULI Y. pestis IBASICTCS YHU-
KaJIbHBIM B CEMEMCTBE KUIIEUHBIX MUKPOOOB U 3BO-
JIIOLMOHHO MOJoabiM. MI-MeTogaMu HalIexXHO
YCTaHOBIJIEH €T0 IIPSIMOii IIPEOOK — IICUXPOMIILHBIN
Bo3oynutenab JCJI, pacripocTpaHEHHBIN B XOJIOTHBIX
paiionax Cubupu, JansHero Bocroka u lleHTpaib-
Hoit A3um. BaxHo 3ametuTts, yTo Bo30ymuTenb JCJI
He OTMEYCH B OoJjIee TeIIbIX pernoHax — Ha KaBkase,
Taun-1llane, Tubere, ¢ KoTopeiMu B MI'-mogxonme
CBSI3BIBAIOT MPOUCXOXKICHNE YYMHOTO MUKpPOOa. X0-
poOIlIO0 M3ydeHa MpHUpOoJa IIO3MHEro IUIecTolleHa U
rojoleHa 3TUX paiioHOB, ¢ayHa, IKOJIOTUSI U OMO-
reorpadust MeJIKUX HOPOBBIX MJIEKOITUTAIOLINX — XO-
3g¢B YYMHOTO MHWKpo0a M OJI0X-TIepEHOCUYMKOB.
HMMeroTcsl TTONMHOLIEHHBIE CBEACHUSI O BHYTPU- U
MEXIIOIMYJISILIUOHHBIX M BHYTPH- 1 MEXKBUIOBBIX I1a-
pa3uTapHBIX KOHTAKTaX X03se€B BO30YIUTEISI YyMbI B
MIPUPOMHBIX odyarax. PazpadboTaHHas ellie B cEpeInHe
MIPOIIIOrO BeKa TeOpysi IPUPOTHON O4arOBOCTH Uy-
MBI COASPKUT OOTraThlil (paKTOJTOTMYECKUIT MaTepuall
0 3aKOHOMEPHOCTSIX PacIIpOCTPaHECHMS BO30OYIUTEIST
YyyMbl B MUpE€ M O MeXaHU3MaX €ro LUMPKY/ISILUU B
npupone. OnurcaHbl B OOJIbIIEI MJIM MEHbBIIIEH Mepe
TeHOBapuaHThl MUKpoOa U3 MOJABJSIOIIETO YKciia
MIPUPOAHBLIX OYArOoB MHUpa. DBOJIOLMOHHAS MOJIO-
JIOCTh MUKpOOa YyMbI M OTCYTCTBUE yOSIUTEIbHBIX
CBUIETEIbCTB BRIMUPAHUS “apXeOoJOrn4ecKux’ BeT-
Beil CO3MAIOT IIPENITOCHUIKM IS JOCTATOYHO ITOJI-
HOM, B JeTaJisIX, PEKOHCTPYKIMU €ro (ujioreHesa.
HakonieHHbIE K HACTOSIIIIEMY BPEMEHU 3KOJIOTUYE-
CKre, OMOreoleHOTHYeCcKue, Omoreorpaduieckue,
3IMU300TOJIOTUYECKIME, MCTOpUUYECKHE HdaHHBIE CO-
CTaBJISTIOT OTPOMHBIN MH(pOPMAIIMOHHBIN 0araxk, Ko-
TOPBII HEJIb3sl UTHOPUPOBATh B MTO3HAHUM MCTOPUU
yyMbl. Bce 3T0 mo3BosseT, napajieabHo ¢ MI-mmoa-
XOJIOM, UCHOJb3YS €ro TOCTUXKEHUSI, BOCCO3AaTh MC-
TOPUIO YYMHOI'O MHKpPOOa 0oJjiee IMPOCTHIM CITOCO-
OoM, “BpyYHYIO” IT0 OUYEBUIHBLIM adalITUBHBIM TIPH-
3HaKaM B  COOTBETCTBUU C TPagULMOHHBIM
TFeKKEJIEBCKMM 3MITMPUKO-UHTYUTUBHBIM IIOIXOIOM
(JIyxtanos, 2010, 2013). ITpu TpaauIMOHHOM MOAXO-
JIe HeT HeoOXoOWMOCTU IpuBieKaTb MI-KoHIIeI-
LIAI0 BHEIIHEH TI'PYMIIbl M BBIBOIAUTH aOCTPAKTHYIO
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Puc. 3. ABroHoMHOe (hopmupoBaHue “rosieBKoBbIX” oyaroB uymsbl (0.PE) Ha MapiipyTax sKCrIaHCUUY TPeX UCXOIHbIX TeHOBA-
puaHToB MUKpo6a 2.ANT3, 3.ANT2 u 4. ANT1 u3 tpex reorpacdu4ecKrx MOMyJsSnii MOHTOJILCKOTO cypKa-TapbaraHa. / —
0.PE4x, 2— 0.PE5u, 3— 0.PE4a, 4 — 0.PE4q, 5— 0.PE7, 6 — 0.PE4t, 7— 0.PE4h, § — 0.PE2. B ouarax 9u /0, pacrojoXeHHbIX
B IOHHaHU B Tonynsnusx nojieBku Fothenomys miletus, TMPKYIMPYIOT He “TI0JIEBKOBBIe” (Cypo4Ybr) TeHOBapraHThI BeTBU 1.IN

(Zhang et al., 2009; Wang et al., 2018; Shi et al., 2021).

AHILECTPAILHYIO 9KOJOTMYECKU HE UHTEPIIpETUpPYE-
My10 (popmy uymMmHOro Mmukpoda MRCA: 6eccriopHbIM
MPEIKOM BO30YIUTEIST YyMbI SIBISIETCSI BO3OYIUTEb
ACJI u3 LleHTpanbHOU A31U, a TpEeMsI IPSIMBbIMU IO~
ToMmkamu Bo3oyautesist JICJI ctajiu Bo30yauTean uy-
MBI U3 TpeX reorpapuyecKux IOyl MOHTOJIb-
CKOTO cypKa-TapOaraHa. BrmoaHe o4eBUIOHOI IIpel-
CTaBJISIETCS. MOJSIPHOCTH NPHM3HAKOB, KOTOpas
3aJaeTcsl HaIlpaBISHUSIMU MapIIpyTOB TEPPUTOPHU-
QIbHOM €CTECTBEHHOU Y aHTPOMOTEHHOM 3KCIAaHCU U
(Cynios, 2020). C no3uiiny amanranyoreHe3a Haxo-
IUT BIOJHE MPaBIONOA00HOE OMOJIOTMIecKoe 00b-
SICHEHNE BO3HUKHOBEHUE MOJIUTOMUM B OITYJISIIIASIX
MOHTOJILCKOTO Ccypka. PydyHas mas3i-MeTOmoJIOTUs
COCTOUT B THIATEJIHHOM ITI0O0OpE CBSI3aHHBIX IIPU-
3HAKOB, KOTJA KaXAblii MOCJEAYIOLIMI 1Iar peKOH-
CTPYKIIMHU TIpearojiaraeT Moadop KaXXAO0ro HOBOTO
MpU3HaKa B COOTBETCTBUM C (PUIOTEHETUYECKUMU
MPE3yMILMSIMUA  TPaAUILIMOHHON  (DUIOTeHETUKU
(PacHuusiy, 2002; JIyxtanos, 2010, 2013). Pe3ynbrat
PEKOHCTPYKIIUY HadYadbHOTrO 3Tana (hopMUPOBaAHUS
BHYTPUBHUIIOBOTO pa3HOOOpa3usi MHUKpoba YyMbl
“py4HBIM” CIIOCOOOM TIpeaCcTaB/ieH Ha puc. 4.

NEPCITEKTHWBbBI PEKOHCTPYKLIMA
OUIIOTEHE3A Y. PESTIS

Htak, HecooTBeTCTBUE (UIOTeHUIT Y. pestis, TO-
CTPOEHHBIX Ha OCHOBE MOJIEKYJISIPHOTO U DKOJIOTH-
YECKOTO TIOAXOAO0B, COBEPIIEHHO OYEBUIHO, B TO
BpeMsI KaK MICTOPHS 3TOTO MaToreHa OMHO3HAYHO UH-
BapMaHTHa. BaxkHO MOHSATH MPUYUHY 3TOTO HECOOT-
BETCTBUSI.

KYPHAJI OBILIEN BUOJIOTUU

DKOJOTMYECKU TToaXo K MpodjieMe ITPOUCXOXK-
JIeHNs MUKpoOa YyMbI, ITPOaHAJIN3NPOBAHHBIA W3-
BecTHBIM sBomounoHucToM A.C. CeBepLOBEIM
(2007), HEe MeeT OUYEeBUAHBIX U3bSTHOB C TOUKU 3pe-
HUS NOJIOXKEHUI CUHTETUYECKOM TEOPUU SBOJIIOLIUU
1 METOIOJIOTUHU SKOJIOTUYECKUX, 300JI0T0-I1apa3nuTo-
JIOTUYECKUX U OroreorpaduyecKux uccjiegoBaHuA.

B MI-nionxome ¢dmioreHMn BBICTpaWBAIOTCS Ha
OCHOBE aHaJI3a MOJIEKYJISIPHEIX MapKepoB, T.¢. (paK-
TUYECKU KOHCTPYMPYIOTCSI He (PUIIOTeHE3HI (MCTOPUSI
OpraHM3MOB, TaKCOHOB), a CEMOIeHe3bl (MCTOPHUS
npusHakoB, MapkepoB) (IlasaunoB, 2005, 2006;
Jlyxranos, 2010, 2013). ITo cyTtu, co3garoTcs He aepe-
Bbsl TAKCOHOB (peajibHble (PUIIOTeHNN), a IePEBbs Te-
HOB/MapKepoB, W 3TU IEPEBbsI TUITOTCTUYECKN CHUHO-
HYUMU3UPYIOTCS C IepEeBbsIMU TAKCOHOB. B TO ke Bpems
M3BECTHO, YTO CEMOIreHE3bl HE BCEraa MOTYT MOJI-
HOLICHHO OTpaxaTh WCTUHHBIE (UIOTEHE3HI.
B coMHUTENBHBIX ClIy4yasiXx, IOJOOHBIX HAallleMy 00b-
eKTy MCCJIeIOBaHWI ¢ “B3pBIBHOII” 3BOJIONNCH, B
¢dunoreHeTMYECKOE MCCICAOBAHUE CIEAYET BKIIIO-
yaTh KaK MOXHO OOJIbIIIe caMbIX Pa3HOOOpa3HBIX
MPU3HAKOB/MAapKepOB M MCIIOJIb30BaTh Pa3IUYHbBIC
MOAXOOBI U METOHOJIOTHU. B ciiydae pelieHTHOTO BU-
JI000pa30BaHUsI M TEPPUTOPUATIBHOI BSKCHAHCUU
MUKpoOa YyMbl 2KOJOrMYecKue (IKcTpacoMaThye-
CKHUe) TMpU3HAKM, XapaKTepU3YIOIle B3aMMOOTHO-
IIEHUS TIPEIKOBOTO M IIPOU3BOJHOI0 MUKPOOOB CO
cpegaMu UX OOUTaHUs, IIPEICTABISIOTCS KpaiiHe Mo-
JIE3HBIMU U BEICOKO MH(MOPMATUBHBIMMU.

MeitHcTpuMHast Metogojioruss MI'-gunoreHeTu-
YECKUX TOCTPOeHUil B ciyuyae Y. pestis, oxoxe, He
Ne 6

TOM 82 2021



IMTOJIMTOMHOE BUAOOBPASOBAHUE MUKPOBGA YYMbI

439

Yersinia pseudouberculosis 0:1b

Xapxupa-Typren

Xanrait

X3HT3i1

Yersinia pestis

Yersinia pestis

Yersinia pestis

NO7 4.ANTI 3.ANT2 2.ANT3
v N 4
0.ANT3  0.PE4a 0.PESu  2.MED3 0.PE4m 2.ANT3

/0

AnanTuBHas paguamnus

/

Puc. 4. [Toiuromust (TpuxoTomusi) MukpooOa Y. pestis (y3en NO7 wiu “Big Bang”), BbI3BaHHAast HOJUTOIHBIM (TPUTOMTHBIM) BU -
JI000pa3oBaHMEM, M CTAPTOBBIN 3TAll BHYTPUBUIOBOW afanTUBHON pamnaunu. O603HaUYeHUs TeHOBapraHTOB AaHbI 11o: Cui

et al., 2013; Kutyrev et al., 2018; Demeure et al., 2019.

cpabaTbhIBaeT, TaK KaK He YUYUTHIBACT YHUKAIbHOCTD
o0BeKTa ucciaeasoBaHui. s peKOHCTPYKILIMHM €ro
WCTOPUM 3aMMCTBYIOTCSI TPagIUILIMOHHBIE 3BOJIIOIIN-
OHHBbIE MoJeau (0OllMe U YaCTHbIE) U YHUBEPCaJIb-
Hble MI'-MeTonbI, pa3paboTaHHBIC U TIPUMEHSIEMBIC
IUIST BO30OyOUTesIeil IIMPOKOIO Kpyra KMIIEYHBIX U
WHBIX MHOeKuii. B To e BpeMsi mpu BbIOOpE 3BO-
JIIOLIMOHHOM MOJIEJIM aHAJIU3UPYEMBbIX TPU3HAKOB U
aleKBaTHBIX UM METOMIOB IJISI PEKOHCTPYKIMU U~
JIoTeHe3a MMKpoOa YyMbl clieIyeT YYUTHIBATb €ro
SBOJIIOIIMOHHYIO MOJIOIOCTh, “KBAHTOBBINA~, MakK-
POABOIIOLMOHHEIN 1 MOJUTOIIHBINA XapaKTep IIpe-
oOpa3oBaHUsl  LEHTpaJbHOA3MATCKUX  KJOHOB
Y. pseudotuberculosis 0:1b B monynsuuu Y. pestis, a
TaKKe HAJIMIME PETMOHAJIBHBIX TEHETUYECKNX OCOOEH-
HOCTE TICeBIOTYOEePKYJIE3HOTO TIpeIKa, MHOKECTBEH-
HBIX TApaJICIN3MOB U “OYTBIJIOYHBLIX TOPJIBIIEK’ B
MUKPO3BOJIOLMOHHBIX IIpolieccax IIpU agallTUBHOM
panuamnuu Mpou3BOAHOTO YyyMHoro notomka (CyH-
nos, CyHnosa, 2008; Cynmos, 2015, 2018a, 2020; Ep-
pinger et al., 2007). Tak, ¢ adpdpexkToM OyTHELIIOYHOTO
TOpJIBIIIKA CJAEAYeT CBSI3bIBATh yTEPIO YyMHBIM MUK-
poOOM IUIa3MUI BUPYJAEHTHOCTU IIPU 3SKCIAHCUU
mukpoba u3 LlenTpanbHO A3umn — paiioHa BUI000-
pazoBaHus — B [Ipubanxaibe 1 Ha KaBkas.

DduaoreHeTUYECKNUE CXEMBI Y. pestis, TTOCTPOCH-
HBbIE pa3HBIMU ITOIYISIpHBEIMU MI'-MeTomamMu ¢ mc-
nons3oBaHneM IS, DFR, VNTR, CRISPR, SNP n
JIPYTUX MapKepOB, SIBJSIIOTCS BITOJIHE COMTOCTABUMBbI -
mu (Vogler et al., 2016; Baraiickast u ap., 2019; Kuc-
JIMYKWHA U 1p., 2019), uTo mpumaeT yBepeHHOCTb B UX
aJieKBaTHOCTU PeaIbHBIM (DUJIOTEeHETUYECKUM Jepe-
BbsiIM. HO MOJIHOLIEHHBIM pe3yJabTaTOM W3YYEeHUS
¢dunoreHNn J1II0OOTO TAKCOHA SIBJISIETCSI ITOCTPOCHME
JiepeBa, WITIOCTPUPYIOIIET0 BCEOOBEeMITIONINI Clie-
HapMid 3BOJIOLIMY 3TOTO TAKCOHA C YBI3KOM U MpPU-
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BSI3KOI KO BCEM OOCTYMHOI OMOJOrMYecKoit, maje-
OHTOJIOTUYECKOI, reorpaduyeckoii, OMoOXUMUYE-
ckoit, MI' u npyroii peneBaHTHOI MH(popMaluu. B
OTHOLLIECHUU BOS6YILI/ITCJ19[ YyMBbI CO3JaHME TaKOIo a¢c-
peBa BITOJIHE pealibHO. Ero yHUKaabHOE TPUTOITHOE
¢opMuUpoOBaHUE KaK CaMOCTOSITEJIbHOTO BMAa MpPO-
1IJTO B HEJAJIEKOM UCTOPUYECKOM MPOIILJIOM, U Cpeaa
OOUTaHUSI B 3HAUYUTEIBbHOW MEpEe COXpaHWIa CBOM
OBLIBIC YEPTHI, TIO3TOMY IPU PEKOHCTPYKIIMU PUJIIO-
reHe3a MOTYT OBITh MCIOJb30BaHbI He TONbKO MI™ n
¢deHoTUIIMUEeCKHE  (OMOXMMHUYECKHME) IIPU3HAKU
MHUKpOOa, HO M 3KCTpacoMaTH4yecKHre (3KOJIormye-
ckue, buoreorpaduieckue, 300J0ro-napa3uToaoru-
YyecKue, najeo-KIMMaTu4eckue, MICTOpUIecKue), xa-
paKTEPU3YIOIIMe CTPYKTYPY U AMHAMUKY CPElbl 00U -
TaHUs YYMHOTO MUKpPOOa — Tapa3uTapHble CUCTEMBbI
TPBI3YH/TINIIYyXa—010Xa 1 HeJbHbIe OMOTeOLICHO3HI,
a Takxke cpelbl OOUTaHUS €ro MpsSIMOro IMpenka —
MCEeBAOTYOEpPKYJIe3HOro MuKpoba 1-ro cepotuia.
Pa3zHooOpa3ue cpen oOuTaHUsS IICEBOOTYOEpKYJIE3-
HOTO M YYMHOTO MUKPOOOB IMO3BOJISIET BbISIBUTH U
MPOCEANUTh WX DBOJIOLMOHHbIE TeHAeHLUU. Hc-
MOJIb30BaHUE XapaKTePUCTUK Cpeibl OOUTAHUS STUX
MaTOreHOB JIJIS1 PEKOHCTPYKLUU (husioreHesa Y. pestis
CTaJl0 BO3MOXHBIM Ojiaromapsi OOCTKeHUusIM MI.
KioueBboiMM (hakTOpamMu IjIs1 POXKIAEHUSI HOBOTO
B3IJIsIa HA UCTOPUIO YyMBbl OBLIIU: a) OTKPBITUE TIPSi-
MOTO TpelKa YyMHOIo MUKpoba (MM oKa3ajicsl BO3-
oynutenb A CJI; Skurnik et al., 2000) u 6) BeIsIBJIeHUE
€ro 3BOJIIOLIMOHHONK Mojogoctu (Achtman et al.,
1999, 2004) (ky1accuyeckast Teopus IIPUPOIHOIL oUua-
TOBOCTH YyMbl JaTUpOBaja MPOUCXOXIAEHHE BO30Y-
IUTeNs oiauroueHoM-InoneHoMm; Kydepyk, 1965;
Pamnb, 1965). To ectb MI'-mocTrKeHUS TTO3BOJIUIN
YETKO ONpeJeSUuTh U XapaKTepu3oBaTb KOpeHb (pu-
JIOTEHETUYECKOTO JepeBa, a (hakTosorus Kjiaccuye-
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Puc. 5. Torosnorust punoreHeTUYECKUX NIEPEBLEB Y. pestis: a — MOJEKYJISIPHO-TeHETUYECKU A TTOIXO/T, O HA rojioduieTuyeckast
rpynna; 6 — 3KOJOTUYECKHU A TTOIXOM, TPU TOJIO(DUIETUYECKUX IPYIIIbL. * — nuBepcuduKalus GuIioreHeTU4eCKX BeTBei, 1mo-
Ka3aHbl TOJIbKO JOMUHAHTHBIE TeHOBapuaHThl. BeTBb 4. ANT, cortacHO 3KOJOTMYECKOM BEPCUHU, CTajla OCHOBHBIM UCTOUYHU -
KOM T€HETUYECKOTo pa3HOo0Opa3ust MUKpOOa YyMbI B TIPUPOIHBIX oyarax A3 U B MUpE.

CKOI TeOpUM MPUPOTHON OYAaTOBOCTU YyMbI YKa3bI-
BaeT NoJjisipHoCTh MI' 1 1pyrux mpu3HaKOB, KOTOpasi
COOTBETCTBYET HaNpaBJICHUSIM aJallTUBHON paaua-
MU UCXOOHBIX TeHoBapuaHTOB 2. ANT3, 3. ANT2 u
4. ANT1 u3 reorpacduyeckux MOMyJISIIUA UCXOTHOTO
xo3simHa. [ToHnMaHue napajieabHO MUKPOIBOIIO-
OUM HCXOOHBIX T€HOBAapMAaHTOB, B CBOIO OYepenb,
TO3BOJISIET 3a1aTh TOMOJIOTUIO (PMUIOTEHETUYECKOTO
nepeBa Y. pestis ¢ TpeMsI CAaMOCTOSITEIbHBIMU T'OJIO-
duiIeTn4eCKUMM TpyIIIaMH, BMECTO OMHOM IIpu
MTI-ntonxone. To ecTb TpUXOTOMUS Ha (pUTOTEHE-
TUUYECKOM AepeBe Y. pestis, TI0 HAILIMM IIpeACTaBIe-
HUSM, OTpaxaeT IepUITaTpUISCKUl 1 TTOJTUTOITHBIA
crioco6 BUA0OOpa3oBaHUsI MUKpoOa YyMbl U T1apa-
GUIIETUYECKYIO CTPYKTYPY BUIOBOTO TaKcoHa. Takas
cuTyanusi He SIBJISIETCS YHUKAJIbHOI IS 4yMHOTO
MUKPOOa, MapajuieIbHbI€ 3BOTIOLIMOHHBIE ITPOIIECCHI
OOBIYHBI B Ipuponae. Tpu ncxomHele pUIIOTeHETHUYE -
ckue opMbl 9yMHOro Mukpo6a 2.ANT3, 3.ANT2 u
4. ANT1 B panbHEWIIEeM HMEJIU CaMOCTOSITEIbHbIE
IMyTH KCIaHCuu. B 30HaX cuMnaTpuu ¢ MOy~
MU HOBBIX HOPOBBIX X035€B-MJIEKOIIUTAIOIINX OHU
MOPOXIaJIu Uppagurpylolue U napajieabHble Qu-
JIOTEHETUYECKME JIMHUM C MHOXKECTBOM IIPOM3BO/I-
HBIX TOCTaJIbHBIX reHoBapuaHTOB (6moBapbel ANT,
MED, PE, IN, ORI), xapakTepu3ylomnmx KOHKpPET-
HbI€ MECTHBIE IPUPOTHBIC O4aru YyMbl A3um (puc. 5).

DKOJOTMYECKUM MOAX0d MPEANUCHIBAET B HEKO-
TOPOM CMBEICTIE 0OpaTHOE MIPOUYTEHUE UCTOPUM pac-
MIpOCTPaHEeHUSI MUKpoOa 4YyMbl B MUpE U3 pailoHa
MPOUCXOXIeHUs, Hexenmnm MI-tonmxon, T.e. MMeeT
OTJIMYHOE BUAECHUE OTHOIICHUI MPeaoK—IOTOMOK,
JIPEeBHUII—MOJIONOM, aeleuuu—uHcepuuu. Eciu B
MTI'-punoreHusIX mosgBiIeHE “OoJiee IpeBHETO” Te-
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"HoBapuaHnta 0.ANT3 (0.ANT1?) mpenirecTBoBajo
BO3HUKHOBeHUIO TpuxoTomumu (Riehm et al., 2012;
Demeure et al., 2019; Sebbane et al., 2020), To “3K0-
Jiornueckasi” (UJIOTeHUsI CBUIETELCTBYET B MOJIb3Y
MepBUYHOCTU TpuxoToMuu u auHuM 4.ANT, Bo3-
HUKIIENH B MOMYJSIIMSIX MOHTOJIBCKOTO CypKa Ha 3a-
nmajge MOHToJUY ¥ TOPOAUBILIEi Oojiee MOJIOAYIO M-
Huio 0.ANT, chopmMupoBaBiiylocs B Ipoliecce pac-
MPOCTPAaHEHUST MUKpoOOa 4YymMbl U3 pailoHOB
Mounroubckoro u I'opHoro Antas Ha TsaHb-1llaHp 1
ITamup (Cynuos, 2020). To ke MOXXHO cKa3aTh O re-
HoBapmaHTax BeTBu 2.MED, B KoTOpOIf 6a30BBIM 1
HauboJsiee APEBHUM T€HOBAapUMAHTOM CUUTAIOT KaB-
kazckuii 2.MEDO (HocoB u ap., 2016; Pisarenko
et al., 2021). ITo aKoJloTMYECKOIi BEPCUM 3TOT I€HO-
BapuaHT HauboJjiee yaajeH OT paiioHa BUI00Opa3o-
BaHUSI MUKpoOa yyMbl B LleHTpaibHOU A3uM, 4TO B
COOTBETCTBUU C MOJIEIbIO TEPPUTOPUATIBHOM 3KCIaH-
CHMU MO IIPUHIUINY “MacisSHOIO MSITHA” IT03BOJISIET
CUMTaTh €ro HauboJjiee MoJoAbIM. TakuM 00pa3oMm,
HaJIM4Ke TPUXOTOMUU B MOIMYJISILIMSIX MOHIOJIBCKOTO Cyp-
Ka-TapOaraHa, o0o3Ha4yeHHOil Ha MI-¢uioreHeTruue-
CKUX nepeBbsix Kak y3ea NO7 unu “Big Bang”, Haxo-
JIUT BIOJIHE MPaBAOINOJ00HOE KOJOTMYECKOE HC-
TOJIKOBaHUe.

Yro KacaeTcs B 1LIEJIOM IIPOOIEMBI IIPONCXOXKIE-
HMSI YyMbl, TO 3KOJOTUYECKUI CLIeHApU CBUICTEIb-
CTBYeT B TIIOJIb3y MPEICTAaBJICHUN O HaMOOJIbIICH
JIPEBHOCTU CyPOYbMX T€HOBAPUAHTOB YYMHOI'O MUK~
poba 6uoBapa Antiqua (ANT) u o romoruiasuitHoM
cxonctBe MI'-mpn3HaKOB MOJIEBKOBBIX TeHOBapMaH-
TOB Y. pestis, HO He 00 MX HEIOCPEICTBEHHOM POI-
CTB€ U HAJIMYUM €IUHOMU NPEBHE reHeasorn4ecKom
BetBu 0.PE. MHBIMU cTOBaMU, peaTbHOM TeHea 0T -
Ne 6
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YeCcKoii BeTBU 1moJieBKOBBIX ITonBuaoB 0.PE me cyme-
cTByeT, a kiactep 0.PE He siBisieTcst punoreHeTnye-
CKOM KaTeropueil (roJiopuaeTUYeCcKon TpyIiioi) u
HE MOXET XapaKTepu30BaTh (PHIOTeHETUUYECKOe
€OIUHCTBO “II0JIEBKOBBIX” ITOIBUIOB.

IIpunsaras B MI'-mogxone KoHLEMLUsI abCTpaKT-
HBIX putoreHeTndeckmx BetBeii 0, 1, 2, 3 1 4 ¢ 3Ko-
JIOTMYECKOM TOUYKHU 3pEHUS SIBJISIETCS MaJIo CoAepKa-
TenbHOIi. AOcTpakTHas1 BeTBb (cTBOJ) 0 1 ee UCTOU-
HnK MRCA oxapakTtepn3oBaHBl MOJEKYJISIPHBIMHA
MIpU3HAKAMHU TOJBKO CTaTUCTUYECKU, SKOJIOTUICCKI
3Ta BETBb HE MHTEPIPETUPYETCS, B TO BpeMsl KakK
KJIOH TICEBIOTYOEpPKyIe3HOTO MUKpoba mpeodpas3o-
BaJICSI B MICXOOHBIE ITOITYJISILIMY MUKPOOA YyMbl, KO-
TOPBIE JOJKHBI ObITh OTHECEHBI K OIIpeIeJICHHBIM I'ec-
HOBapuaHTaM C ONpeleJeHHbBIMU cBoiicTBaMu. [1pu
STOM IIPEOIIOJIOKEHUSI O BO3MOXKXHOM BBIMUPaHUU
HWCXOJHBIX TEHOBApUAHTOB, COCTaBISIBIINX cTBO 0,
HE UMEIOT KaKoM-T1n00 (PaKTOJIOTUUECKOM TTOIIEPXK-
ku. ['ononeHoBas ucropusi, 6uoreorpadust 1 3KOJI0-
TSI OCHOBHBIX X035IEB MUKPOOa YyMbl JOCTATOUYHO
nIyOOKO m3ydeHBI. To Xe caMoe ciiemyeT OTHECTH K
JIPYTM BETBSIM M CyOBETBSIM.

Xots puyioreHeTHYecKue aepeBbsi mpu M1 1 3Ko-
JIOTMYECKOM TIOIX0aX B OOJBIIION Mepe pa3IndaroTCs,
00a momxoda IPeceayoT OMHY Ledb — BBIICHEHUE
ucropuu Y. pestis, KoTopasi UHBapuaHTHa. [ToaToMy
JIOJDKHO CYIIIECTBOBAaTh KOHCEHCYCHOE PEIlIeHUE 3TO-
ro Bompoca. boiee 6oraroe GMOIOrMUIECKOE COOEP-
JKaHNE KOJIOTMYECKOro MoaXoAa 1 ero HaIISAHOCTh
MO3BOJISIIOT TIPUHSITH 3KOJOTUYECKUI CLIeHAapUii KaK
HYJIb-TUIIOTE3Y IJIsi OYIYIIEeTO SKOJI0r0-MOJIEKYJISIP-
HO-TEHETUYECKOIO CMHTE3a B IIPOOIeMe IIPOUCXOXK-
JIEHUS U 3BOJIIOIIMY BO30ynuTesl YyMbl. MIMetolue-
CsI B HACTOSIIIIee BPeMsI MOJIEKYJISIpHbIE (DMIOTeHU 1
JIaHHBbIE O cpeaax OOMTaHUS YYMHOTO U IICEBIOTY-
OEpKyJIe3HOTO MHUKPOOOB ITO3BOJISTIOT PEKOHCTPYM-
pOBaTh 3BOJIIOLUOHHYIO NCTOPUIO YYMHOI'O MUKPOOa
COBMEIIICHUEM METOHOB TPAIUIIMOHHOM (“pydHOi1”)
1 KOMIIBIOTePHOU (PUIJIOTEHETUKU U CO31IaTh OoJjiee
HaIISIIHBINA, O0Jiee HOBEPUTEIbHBIN, OMOJIOTNYeCKN
HACBIIIEHHbIA WHTETPAaTUBHBIA CLEHApUA TMPOUC-
XOXIEHUS W amalTUBHOMW paaualiiu BO30ymIUTENs
qyMBI. HeKoTopsIit OIBIT ITOMOOHBIX (DMJIOTEHETHYE-
CKUX PEKOHCTPYKLIWII HAKOIUIEH B DHTOMOJIOTHYEC-
ckux ucciepoBanusx (Pacaunpin, 2002).

HeobOxonmMo mMeTh YEeTKOE TIpencTaBiIeHHE 00
YHUKAJIbHOM TPaBMaTHMYECKOM CIOCOOE MacCOBOIO
3apakeHus nceBaoTyoepkKysezom (I CJI) momyasiumii
CcypKa-TapbaraHa IIpy OMOreolIeHOTUYECKIX 00CTOS -
TEJIbCTBaX, cloXuBIIMXCcsS B LleHTpanbHOI A3um B
capTaHCKoOe BpeMsl Ha pyOexe TjieicTolieHa U ToJIo-
neHa. BumoobpaszoBanne 9yMHOTO MHUKpPOOa ITPOX0-
IWJIO B TETEPOTEPMHOI, reTepOMMMYHHOIi, BEICOKO
CTPECCOBOI cpelle — TMOIYJSLUSIX THOEPHUPYIOIINX
CYpPKOB-Tap0araHoB, TeMIepaTypa Teja KOTOPBIX W,
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COOTBETCTBEHHO, AKTMBHOCTb MMMYHHBIX OTBETOB
paguKaabHO U OBICTPO, B TeUeHUe 1—35 4, MeHseTCs
MIpU PeryasipHoii cMeHe (U3UOJIOTMIECKUX COCTOSI-
HHUI 3yTepMUSI—TOPIIOP. DTO MPEAIINCHIBACT pa3-
paboTKy U IpUMEHEeHUE s Y. pestis yHUKaAJIbHOM
ad hoc Molenu 3BOJIOIUU IPU3HAKOB, IIPeAyCcMar -
puBaromieit “kBaHToBoe” (OBICTPOE, HO HE CaJIbTaIlM -
OHHOE, a MOCTEINECHHOE, IOIYISLMOHHO-TeHEeTNYe-
cKoe) T1peobpa3oBaHUEe TIIepeXOdHON  (opMEbI
Y. pseudotuberculosis/Y. pestis B mepexomHOIi TeTepO-
TEepPMHOIT M TeTepOMMMYHHOI1 cpene. Takke HE0OX0-
1Mo 60siee AETATbHO U3YYUTh U BHECTU B MEXKIIyHa-
ponnyto 6a3y naHnHbix NCBI GenBank reHoMBbI TICeB-
JIOTYOEepKYJIE3HOTO M UYyMHOTO MUKPOOOB, MIpExXIe
BCETO0 M3 MO cypKa-TapbaraHa, OOMTaIoOIIero
B llenTpaibHOli A3uu, B pailoHE IPOMCXOXICHUS
YyMbl. DTO J1aCT BO3MOXHOCTh 00Jiee KOPPEKTHOTIO
BBIOOpa pedepeHCc-IITaMMa U aaeKBaTHOM, OJIMKaii -
meii K Y. pestis, BHeIIHe rpynirsl npu MI'-duiore-
HETUYECKHNX PEKOHCTPYKILMUSIX 3TOr0 YHUKAJIHHOTO
MHQPEKIIMOHHOrOo areHTa. B momaBasionieM Oo0JIb-
mumHcTBe MI'-pabor 1o ¢punorenun Y. pestis B Kaue-
cTBe  pedepeHc-muTamMmma  ucnoabdytor  CO92
(1.ORI1), u3oaupoBaHHBI OT OOJBHOTO YeJIOBEKA U
cekBeHupoBaHHEI B CIIIA, a B KadecTBe BHEITHEH
rpynnsl — Y. pseudotuberculosis 0:1b 1P32953, uzonu-
pOBaHHBIN OT 60IbHOTO YesioBeKa Bo @paHuun. Me-
TOIOJIOTMYECKN HamexXHee pedepeHc-IITaMM U’
MpEeACTaBUTESI BHEILIHEI I'PYIITbl BEIOpaTh 13 LleH-
TpaJIbHOM A3UN.
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Polytopic speciation of the plague microbe Yersinia pestis as the cause of the trichotomy
in the geographic populations of Mongolian marmot-tarbagan (Marmota sibirica)

V. V. Suntsov*

Severtsov Institute of Ecology and Evolution, RAS
Leninsky pr., 33, Moscow, 119071 Russia

*e-mail: vvsuntsov@rambler.ru

Modern phylogeny of the plague pathogen (Yersinia pestis), built on using molecular-genetic (MG) methods,
postulates the emergence in the Middle Ages, between the first (6—8'" century) and the second (14—18" cen-
tury) pandemics, of a unique polytomy (trichotomy) — simultaneous “explosive” (“Big Bang”) formation in
Central Asia in the populations of Mongolian marmot-tarbagan (Marmota sibirica) of three new phylogenetic
lines of Y. pestis (genovariants 2.ANT3, 3.ANT2, and 4.ANT1), emanating from the basal hypothetical
branch 0. These genovariants founded numerous natural plague foci in populations of Mongolian marmot
during very short historical time, about 1000 = 400 y.a. The MG approach does not offer an adequate expla-
nation of this declared questionable natural retro-phenomenon. As an alternative, environmental data show
the formation of the specified polytomy in the process of the origin of polytopic genovariants 2.ANT3,
3.ANT2 and 4.ANT1 at the turn of the Pleistocene and the Holocene in the three geographical populations
of the Mongolian marmot. Further adaptive radiation and microevolution of the genovariants followed sep-
arate paths and were accompanied by the parallel formation of numerous derivative genovariants, character-
izing the modern natural plague foci in Asia. The dilemma of the emergence of polytomy on the phylogenetic
tree of Y. pestis requires studying based on both approaches, MG and environmental.
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