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Pe3tome. 3BecTHO, 9TO MPSAMBIM MPETKOM BO3OYIUTENST YyMBI — MUKpOOa
Yersinia pestis — sBisiercst CUXpOPUIBHBINA TICEBAOTYOCPKYIC3HBIH MUKPOO 1-r0
ceporuma (Y. pseudotuberculosis 0:1b) — Bo30OymuTenp AaTbHEBOCTOYHOM
ckapiatuaonogooHo ymxopanku (JICJI) — kumednpld WHPEKIIUKA MTAPOKOTO
Kpyra Oecrno3BOHOYHBIX M IMO3BOHOYHBIX KHUBOTHBIX, OOUTAIOIIUX B XOJOJHBIX
paiioHax CesepHoil u IlenTpanbHoit A3um u JlanpHero Boctoka. OpHako
MeXaHu3M BupooOpa3oBaHusi Y. pestiS ocraercs HE BIOJHE SICHBIM.
MHuorounciensnble (UIOTeHUH BO30YIUTENSI, CO3/IaHHbIE HA OCHOBE MOJIEKYJISIPHO-
reHernueckux (MI') TexHoJIOrMil, BO MHOTOM MPOTUBOPEYUBEI, HE COTJIACYIOTCA C
HAJCKHBIMU (haKTaMH KJIACCMUECKHX €CTECTBEHHOHAYYHBIX HaNpaBICHUN —
HKOJIOTUH, AMHU300TOJOTWH, Ouoreorpaduu, MaATCOHTOJOTUM M JAPYTHUX U HE
COOTBETCTBYIOT  TOJIOKEHUSIM  COBPEMEHHOIO  HBOJIIOMOHHOTO  YYEHHS
(cuHTeTHUYECKOW Teopuu 3BojitonK). Ha Bompockl: e, Korja, KakuMm o0pa3oMm H
IIPH KaKKX O0OCTOSATEIbCTBAX BO3HHUK BHJ Y. Pestis — MI'-1moaxo/1 TOBEpUTEIHHOTO
orBeta He Jgaer. OOHOM W3 TPUYAH CIHOXKMUBIICHCA CUTyalldd BUJNUTCS
HEaJICKBaTHOCTh HCIIOJIb3yeMOl B (QuioreHernke Y. pestiS MoJeKyIspHO#
HBOJIIOLMOHHOW  MOJENH.  3HAHWE  KU3HEHHBIX  IUKIOB  MPEAKOBOrO
MICEBIOTYOEPKYJIE3HOTO M MPOU3BOJHOTO YYMHOTO MHUKPOOOB M MX YHUKAIHHBIX
HKOJIOTUYECKUX  OCOOEHHOCTEH,  MO3BOJISIET  CO3AaTh  JOBEPUTEIIbHYIO
HKOJIOTUYECKYI0 MOJENIb 3BOJIOUMUA YYMHOIO MHKpOOa, Ha OCHOBE KOTOpPOM
CleAyeT OIEHUBATh 3aKOHOMEPHOCTH  MOJIEKYJSIPHOM  U3MEHYMBOCTH U
BBICTPAMBaTh AJICKBATHYI0 MOJIEKYJSIPHYIO MOJIENb, KOTOPYIO MOXKHO OyJer
npuHATh 11 MI-pekOHCTpyKIIMM HUCTOpUM 3Toro mnaroreHa. (CoriiacHO
9KOJIOTHYECKOM Moxenn Bua Y. pestis chopmupoBaics TPUTOMHO (ITOYTH)
OJTHOBPEMEHHO M3 KJIOHOB (momynsiiuil) Bo3Oymutens JICJI B Tpex
reorpapuuecKuX MOMyJISAIHIX MOHTOJIBCKOTO cypka-Tapbarana (Marmota sibirica)
u mnapauthpyromeir Ha Hem Omoxu Oropsylla silantiewi. HWuaykropom
BUJI000pa30BaHUs  MOCIYXKUJIO  TOCJEIHEE  MaKCMMajbHOE  (CapTaHCKOE)

noxosioganue B lleHTpanbHOM A3uM, MMeBlIee MecTo 22—15 ThIC. JeT Hazaj.



[Toxonoganue W TIyOOKOE MpPOMEpP3aHWE TPYHTA CTAO0 NPUYMHON H3MEHCHHS
MOBEJCHHUS JIMYMHOK Cypoubedi OJIOXH — BO3HHUKHOBCHHS (PaKyIbTaTHBHOM
rematodarui, KoTopas, B CBOIO Ouepelb, MNPHBEIAa K YHUKAILHOMY —
TPaBMaTUYECKOMY (HE TPaIUIMOHHOMY aJMMEHTapHOMY) CIIOCOOY 3apaKCHHS
cosmx  cypkoB  JICJI W, Kak CIEACTBHE, K YHHKAJILHOMY CIIOCOOY
BU1000pa3oBanust Y. pestis. MosekynspHass MOJeNb JO/DKHA MPEAyCMaTpUBATh
HEPUIATPUYECKOe  TPUTOMHOE  BHaooOpa3oBanwe Y.  pestis, Hamuuwme
MHOT'OYHCIICHHBIX TapalIeIM3MOB BHYTPHUBHIOBON HM3MEHYHMBOCTH, CBS3aHHOM C
TPUTONHBIM BHI000pa30BaHMEM, W KBAHTOBBIH NPHUHIMII BHI000pa30oBaHUS B
BBICOKOM3MCHUYMBOW T'€TEPOTEPMHON (Ir€TEPOMMMYHHON) CTPECCOBOM TOCTAJIbHO-
BEKTOpHOU cpene cypok—Oioxa (Marmota sibirica — Oropsylla silantiewi) ¢
y4acTHEM CTPeCC-UHIYIIUPOBAHHOIO MyTareHesa. Takas MOJIEKyJspHas MOJCIb
SBOJIIOI[MM MOXET OBITh IMOJIE3HOW [UIS COBEPIICHCTBOBAHMS MOJICKYJISIPHOM
METOAOJIOTHHA  (DHUIIOTEHETHYCCKUX  IOCTPOCHHUH  OPYIMX  MMapasUTHYCCKUX

MUKpPOOPTaHU3MOB.

KimioueBbie caoBa: Yersinia pestis, Yersinia pseudotuberculosis,

810000paszosanue, Qunocenes, I801I0YUOHHbIE MOOEIU, IKOJOSUYECKUL CYESHAPUI.

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 allows to create a reliable ecological model for the plague
microbe evolution to be further used for assessing patterns of molecular 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. pestis 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 variable heterothermic (heteroimmune)
stressful marmot-flea (Marmota sibirica — Oropsylla silantiewi) host-vector
environment 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.



10

11

12

13

14

15

16

17

18

19

20

21

22

23

24

25

26

27

28

29

BBenenne

Bo30ynurens ayMbl — MEKpOO Yersinia pestis — ObI1 OTKPBIT AJIEKCaHIPOM
ﬁepceHOM B I'onkonre B 1894 r. B Havane 3-i magmemud. C 3TOro MOMEHTa
HAYaJoCch TIyOOKOE€ BCECTOPOHHE H3y4YCHHE BO3OYAMTENS U BBHI3BIBAEMONW UM
Oonesnu. FEimie Ha HayanbHBIX JTanax HCCIEJOBaHUM OBUIO  BBICKA3aHO
MPEANOJI0KEHNE O MPOUCXOKIACHUN YyMHOTO MUKpPOOa OT NICEBIOTYOEPKYJIE3HOTO:
BO30yauTENN STUX OO0JIE3HEH MMEIOT HEKOTOpPBIE CXOAHBIE MOP(OIOTHYECKUE
NpU3HAaKM U OHoOXuMUYecKkue cBoicTBa. Ha pyOexxe HOBOro ThICSYENETUS B
WH(EKTOJIOTUHA CTajy IMHPOKO NPHUMEHSATh MOJIeKysipHO-reHeTndeckue (MI)
METO/Ibl MCCIICIOBAaHUM, KOTOpPhIE BO3BEIM JUATHOCTUKY BO30YIUTENS YyMbl IO
BBICOKOM CTENEHM coOBeplIeHCTBAa. K HacrosmemMy BpEMEHM OIpPEACIICHBI
CTPYKTYpPbl TECHOMOB MOMYJISAIMI YyMHOTO MUKpOOa 13 OOJIBIIIMHCTBA MIPUPOIHBIX
ouaroB Mupa [21]. OGHapyKeHbl W OINHUCaHbl (PparMEeHTHl ‘‘apXe0JIOrH4YecKOomn”
JIHK, u3BnedeHHOW M3 OCTAaHKOB (3yObl, KOCTH) YEJIOBEYECKHUX >KEPTB OBLIBIX
nangemuit [31, 32, 35]. Ilonyyennbie MI'-gaHHble TO3BOJMIN B OOIIMX dYepTax
NPEJCTaBUTh MOJICKYJISIPHYIO 3BOJIIOIIMOHHYIO MOJIeb MUKpoOa Y. pestisS u Ha ee
OCHOBE MPEIOKUTH MOJIEKYJIIPHYIO BEPCUIO HCTOPUU BO3ZHUKHOBEHUSI, BHICKA3ATh
MIPEATNOJI0KEHUS O XPOHOJIOTHH, Teorpaduu U UCTOPUIECKON TMHAMUKE MUPOBOTO
pacnpocTpaHeHUs BO3OYAUTEINsI YyMbl, UHBIMH CJIIOBaMH, PEKOHCTPYHUPOBAThH €TI0
¢unorenuto [21, 22, 29]. Ognako Bce npeioxkeHHble MI'-punorennn BuAsTCS
KpailHe TMPOTHUBOPEUYUBHIMHU, HE MOAJAEPKUBAIOTCS (haKTamH, MPECTABICHHBIMU
KJIACCUYECKUMHU €CTECTBEHHOHAYYHbIMU HaIpaBJIeHUSIMU: HKOJIOTHEH,
AMU300TOJIOTHEH, Ouoreorpadueii, MaTCOHTOJNOTUEH W  JAPYTUMH W HE
COOTBETCTBYIOT  IIOJIOKEHUSIM  COBPEMEHHOIO  HBOJIIOHMOHHOIO  YYEHHS
(cuHTeTHYECKOW Teopuu H3BOJIIONMM). Bo3Hukia mapaaokcanbHas cutyarus. C
omHOM  cTopoHBbl, MI-MeTromonmorust  (UIOTEHETUYECKUX  PEKOHCTPYKITUI
BO30YAMTEI YyMbl XOPOIIO pa3padOTaHa, CO3/IaHbl U aJaNTUPOBAHBI AJITOPUTMBI
U MHOTOYHCIIEHHbIE KOMIIBIOTEPHBIE MPOrpPaMMbl JJI aHaIM3a MOJIEKYJISIPHBIX

IMPHU3HAKOB, HWMCCTCA MPOJABUHYTAd TCXHOJIOTHMYCCKasd 0aza MOJICKYJISIPHBIX
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UCCIICIOBAaHUM, MOJIEKYJSIDHBIE  TEXHOJIOTMM CTald  M3UHCTPUMHBIMH B
¢wmtoreneruke Y. pestis. C mpyroit CTOpOHBI, 32 MPOIICAIINE TIOYTH YSTBEPTh BEKa
UHTEHCUBHbIX Ml -uccnenoBanuii  cuiaMM MHOTMX — CIIEHMAIM3UPOBAHHBIX
JabopaTopuil B Pa3BUTBIX CTPAHAX MHpA CO3/aTh JIOBEPUTENbHBIA CLIEHApUI
IPOUCXOXKIECHNS U MUPOBOM 3KCIAHCHM 3TOr0 MaToreHa Tak W He ynaiock. Ha
TPUBHAJIbHBIE BOIPOCHI: TIA€, KOrjga, KakuM oOpa3oM U TpHU  KaKUX
00CTOATENHCTBAX BO3HHUKIIA YyMa M KaK pacmpocTpaHsiiack B mupe — MI-moaxon
YIIOBJIETBOPUTEIILHOTO OTBETA J1aTh HE B COCTOSIHUM. HackoJIbKO BIEYATISIOUIMMU
SBIISAIOTCA JOoCTKEeHUsT MI'-Tioixoa B IMarHOCTUKE BO30YIUTENS, BBISIBICHUH €T0
TEHETUYECKOT0 U MOJIEKYJIIPHOTO pa3zHoOoOpa3usi, HACTOJBKO YAPYYAIOLIUMHU
BBITJISAST O3BYYEHHbIE 3aKOHOMEPHOCTH MOJIEKYJISIPHOM 3BOJIIOLMU. BbIsiBIEHHOE
BHYTpHBHI0BOe MI -pazHooOpasue Y. pestiS moka He ymaeTrcs PaHKHpPOBATH B
JIOBEPUTENbHBIE 3BOTIOIMOHHBIE TUHUM. Kak npaBuio, paboTel 1o QUIIOreHeTHKe
YyMHOIO  MHKpoOa  3aBeplialoTcd  JEMOHCTpauuend  (DUIOT€HETUYECKHX
JEHAPOrpaMM, MOKa3bIBAIOIINX MOJEKYJISIPHO-CTATUCTUYECKNE B3aUMOOTHOILIEHUS
I€HOBAapHAHTOB (MOABUAOB, TeorpaduuecKuX MOMYJIALNNA), U 3TU OTHOIICHUS HE
NpUBS3aHBl K TPUPOIHBIM W/WIM UCTOpUYECKHM coObiTusiM. K mpumepy, Bce
MOJIEKYJISIpHbIE  (DMIIOTE€HETUYECKUE  JEHAPOrpaMMbl  (PUKCHUPYIOT — HaJIuuue
noautomus (y3en NO7, “Big Bang™), kotopast Bo3HHKIIA B A3UH, SKOObI, HAKAHYHE
2-it mannemun (“Uepnoit cmeptu”, 1346 r.). Ho nmpuymH BO3SHUKHOBEHHS 3TOTO
COBEpIIEHHO HE TPUBHUAJIBHOTO MPUPOJHOTO COOBITUS — HEJAABHEro B
HBOJIIOIIMOHHOM ~ MacmTabe BpPEMEHU TMOYTH OJAHOBPEMEHHOIO, B3PBIBHOTO
BO3HMKHOBEHHSI OCHOBHBIX T'eHeaiorndeckux Bereit Y. pestis (branchs 1-4) — MTI'-

MOJIX0/1 HE HA3bIBAET U JaXKe He Mpemnosaraet (puc. 1).

Pucynoxk 1.

SIBHBIM HecooTBeTcTBUEM MI -BBIBOJOB KJIACCUYECKUM IOJIOKCHUSIM

OIMHU300TOJIOI'MH BUIUTCA IMpOoKJIaMUpycMasi L\%18 -IIOJAXOJ0OM  JIBYXBOJIHOBAsd
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HKCIAHCHUS BO30YIUTENS YyMbl U3 pailoHa BU0- opMooOpazoBanus B Aszui [14].
[Tonaratot, 4To CHavana BOSHHUKIM “TiosieBKOBBIe” (Microtinae) mpupoabie ovaru
B Asum — win Ha KaBkaze [29], i Ha [{uaxaiickoM miato (BocTouHblil TuGeT)
[21], xoTOpBIE OUYEHb OBICTPO, B TEUCHHE COTEH WU HECKOJIBKHX THICSY JET,
HIMPOKO PAaCHpPOCTPAHWINCH HA TUTAHTCKOM MO IUIOLIAAN TeppUuTOpuu B EBpazun —
oT Manbpwkypun 1 BoctouHoro Tubeta Ha BocToke 10 IIpenkaBkasps u biamkuero
Boctoka Ha 3amage u oT 3alaiikanbs u ceBepHoro Ilpukacnusi Ha ceBepe 10
['mmanaeB Ha tore — oOpa3oBaB 30HY MEPBUYHBIX MPUPOIHBIX ‘‘TIOJEBKOBBIX
ouaroB (puc. 1). TlomarairoT, 4Yro BO30yIUTENb B JTUX oOuarax ObLI
CJIa0OBUPYJIEHTHBIM WM aBUPYJEHTHBIM JUISl CYCIIMKOB, CYpPKOB, IECUAHOK U
4eJloBeKa, HE HMeJ IOJHOLEHHOro Habopa (akTOpOB BHUPYJIEHTHOCTU. 3aTeM
Yyepe3 THICSUHU JIET CYIIECTBOBAHMS HEKOTOPBIN CIIa00BUPYIEHTHBIN ““TIOJIEBKOBBINA™
noasua  (Bo3moxkHO Y. pestis ssp. ulegeica, 0.PES, uwupkynupyromnmii B
MOMYJISIIIUSAX MOHTOJIbCKON TMUIYyXW Ha AnTae, UUT. 1mo [22]) mpu HEU3BECTHBIX
oOcrosiTenbcTBaX “‘MUrpupoBasl” M3 Mounromuun Ha Tsaup-lllans B momynsuu
anrtaiickoro cypka (Marmota baibacina), mnpuoOpen CBOWCTBO BBICOKOM
BUPYJIEHTHOCTA M BTOPOM BOJHOW pPacpOCTPAHWIICA B MpEaesax ‘“moJIEBKOBBIX
o4aroB, Takxke NpoHUK Ha MHmocran m bmwkaui Bocrok. Tak, cormacHo MI'-
NOAXOMY, B JIBa J3Tala BO3HUKIHM CYLIECTBYIOUIME HBIHE CUMIIATPUYHBIE,
CEeMHUCUMIIATPUYHBIC (CMEXKHBIC) U AJJIONATPUYHBIC PUPOIHBIC ovaru EBpasuu co
cl1ab0- ¥ BBICOKONATOICHHBIMU BO3OYAMUTEISIMU. DTa MOJEKYJspHas cXxema JABYX
BOJIH A3MAaTCKOM OKCMAHCUM MPUPOJHBIX OYAaroB YyMbl HE MOJJAETCS
AMU300TOJIOTUYECKOM M Ouoreorpauyeckoil JOrumke: B MpPUPOAE 4YyMa
pacrpoCTpaHsieTcs MOCIEA0BATEIbHO 10 NPUHLMMOY “‘MACISIHOTO MATHA TMpPH
BHYTPHU- M MEXKIOMYJSLIMOHHBIX M BHYTPH- M MEXBHUIOBBIX Iapa3uTapHBIX
KOHTaKTaxX dYepe3 YKYChl OJOX-TIEPEHOCUMKOB; OJMH BHI Y. PeStiS He MoxkeT
dbopMHpoBaTH OJMH M TOT € TIEPBUYHBIA MPUPOIHBIN apean ABaXAbl, B
MPOTUBHOM CJIy4ae TaKO€ YHUKAJIbHOE SBICHHUE JOJKHO MUMETh JIOBEPUTEIHHOE

oOwsicHenue [ 14].
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Jpyrum Ka3yCHBIM MPUMEPOM MOXET CIYKUTh 000CHOBaHWE MOHO(DUIHH
BHOBB MpeuIockeHHOro moasuaa Y. pestis central-asiatica Tombko cxomcTBoM
MOJIGKYJIIPHBIX ~ MapkepoB  [25]. OTOT  mOABHJ  BKJIIOYAET,  SIKOOBI,
omuskopojcTBenHbie  OunoBapbl hissarica (0.PE4h), talassica (0.PE4t), altaica
(0.PE4a) u microtus (0.PE4m), nupkymupyromye B pa3feICHHBIX OTPOMHBIMH
paccTosTHUSIMU MPUPOAHBIX ouarax yymbl Ha ['uccape, Tanace, B ['opHom Antae u
Ha X3HT?¢ U BO BHyTpenneir Mounronuu (Kurait). Ha ocHoBanum cxonactsa SNP-
MapKepoB 0JIaraoT, 4TO NepeUnCICHHbIC OHroBapHI o0pa3zyior
roJIOQUICTHIECKYIO Tpymmy (T.e. peanbHbId moaBum). [Ipu 3TOM W3BECTHO, YTO
OCHOBHBIMHU X035I€BaMU MH(EKIUU B 3TUX PA3PO3HEHHBIX, IUPOKO Pa3OpPOCaHHBIX
Ha a3MaTCKUX MPOCTPAHCTBAX ouyarax SBJSIOTCS MIICKOMUTAIONIUE, OTHOCSIIUECS K
pasHBIM BHJIaM, pojam, Jaxe K pasHeiM oTpsigam (Rodentia m Lagomorpha). C
HKOJIOTHYECKUX M OMOTeorpapuuecKux MO3UIMN YyTBEpKACHUE OJU3KOr0 pOACTBA
BBIIIIE MEPEUYHCIECHHBIX OMOBApOB M UX MOHOQUIETHYECKOE (TOI0(PUIETUYECKOE)
MPOUCXOXKJICHUE TOJBKO IO  CXOJACTBY  HYKIeOoTHAHBIX  SNP-mapkepos
MPEICTABIISIOTCS JJOTHYECKUM HOHCEHCOM.

KoppekTHOCTh pe3yNnbTaToB JII0OOT0 (PUIOr€HETUYECKOTO aHaanu3a 3aBUCHUT
OT BeIOOpa aJ€KBATHOMN ABOIIOIIMOHHONW MOJICIH, Han0oJIee TOUYHO OIMMCHIBAOIICH
uccienyembie 00bekThl. Cynsa 1mo oueBUIHBIM B MI'-(unorenernyeckux cxemax
MIPOTUBOPEYHAM, TIPUMEHIEMBIC JIJIT PEKOHCTPYKIMH (PUIOTeHE3a MUKPOOa TyMBI
HBOJIIOIIMOHHBIE MOJIETTM HE cpabarpiBaroT. HampammBaercs Bompoc — modemy?
OTBer, MO HameMy MPEACTABICHHUIO, CIEAyeT UCKATh B 3BOJIOLUOHHOM
YHUKAJIBHOCTH YYMHOTO MHKpoOa. OJTOT TMaToreH 3aHMMAaeT YHUKAIbHOE
cucTeMaTudeckoe mnoyioxkeHue. [1o MOoNeKyIapHO-TeHETUUECKUM IpU3HAKaM OH
OTHOCHUTCSI K CEMEHCTBY BO30yAMTENCH KUIIeUHbIX MHQeKImii Enterobacteriaceae
U K pomy Yersinia. B To e Bpems MO 3KOJOTHYECKHM (3THOJIOTHMYCCKHM,
KIIMHUYECKUM) CBOMCTBAM OH SIBJISICTCS BO30yAUTENEM CUCTEMHON (‘“KpOBSIHOMN)
uHpekuu. T.e. 3TOT MAaTOreH 3aHUMAaET OTIWYHYH) OT KHIICYHBIX OaKTepuit

HKOJIOTUYECKYIO HUIIY U aJalTUBHYIO 30HY. MHKpPOO 4yMbl — €IMHCTBEHHBIN
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cpenu KHIIIEYHBIX BO30yIUTEIICH cemeicTBa Enterobacteriaceae,
HacuuThIBaromiero 6onee 250 BuaoB [27], KOTOPBIH mepenaeTcss TPAHCMUCCUBHBIM
(He nwumeBbM!) crmocoOoM. YHHUKaIBHOCTh IOJOKEHHS YYMHOTO MHKpoOa B
CEMEWCTBE KUIICUYHBIX MHUKPOOPTaHU3MOB MPEANHCHIBACT Pa3padoTKy s Hero ad
hoc MonekysipHO# SBOIOIIMOHHONM MoJeNu. Takas MOJelIb MOXET ObITh CO3/aHa
Ha OCHOBE HKOJOTMYECKUX 3HAHUN O MKU3HEHHBIX IHKJIAX MUKpPOOA YyMbl U €ro
MIPEAKOBOM (POPMBI — TICEBIOTYOSPKYIE3HOTO MUKPOOA.

Bueapenne MI'-meTononoruii B HCCleNOBaHUS BO30OyauTeNeld YymMbl U
NCEBIOTYOEpKyJie3a B TMOCIEOHUE JBa JIeCATKAa JIET NpPHUBEIO K JBYM
Kpac€yroJbHbIM  OTKPBITHSM,  I[O3BOJIMBIIUM  TEPECMOTPETh  IMOJOXKECHUS
KJIACCUYECKON TEOPUHU MPHUPOAHON OYarOBOCTH YyMbl U MPUOIUZUBIINM pPEIICHUE
npoOJieMbl TMPOUCXOXKJCHUS W MHPOBOM SKcnaHcuu H3Tol wuHpekuuu. B
npearaéMoM 0030pe OMHMCAaHbl HEKOTOPBIE MapaMeTpPhl SKOJIOIMUECKONH MOJAETU
(cuenapus) BHIOOOpa30BaHHUS M MHUPOBOM SKCHAHCUU BO30YIUTENS YyMbl H
IPUBEACHO CPABHEHUE €€ MapaMeTpoB C NapamMeTpaMH MOJIEKYJISPHOU MOJEIH.
CpaBHUTENBHBIA aHANU3 JBYX MOJIEJEH MO3BOJUT HAMETUTh MYTH CO3JaHUS
aJICKBAaTHOM MOJIEKYJISIPHOU MOJIEINH.

IIpsimoii npeoK BO30yANTE ISl YyMBbI.

I'eneTnueckumu UCCIIEIOBAHUSIMU O-aHTHreHa YYMHOT'O u
MCEeBAOTYOEPKYJIE3HOr0 MHUKPOOOB OBIJIO YCTAHOBJICHO, YTO MPSMBIM MPEIKOM
BO30OYAMTEINS YyMbl SBJISIETCS BO30yIUTENh TICEBIOTYOepKye3a 1-ro ceporuna Y.
pseudotuberculosis 0:1b, BeI3pIBarOIINil JATEHEBOCTOYHYIO CKapIaTHHOIIOA00HYIO
muxopaaky (ACJI) — kumiedynyro WHQEKIHI0, HIUPOKO PACTPOCTPAHCHHYIO B
xonoaHbIX paitoHax CeBepHoil u LlentpansHoii A3un u JlanbHero Bocroka [8, 23,
24, 34]. Takum o6pa3oM, ObLT HAJACKHO ONPEACIICH KOPEHb (PUIOTeHETHYECKOTO
nepesa Y. pestis, 4To C y4eTOM IKOJOTHYECKOM (PaKTOIIOTHH CIETaI0 U30BITOUHBIM
B (DUIOT€HETUYECKOW METOAOJIOTUU CIOXHBIM MOJEKYJISIPHO-CTaTUCTUYECKUI
MOUCK a0CTpakTHOM aHuecTpaibHOM (opmbl uymHoro mukpoba MRCA. Dto

OTKPBITUC MHUIHUHUPOBAJIO ACAYKTHBHYIO IICPCOUCHKY M3BCCTHBLIX JKOJIOTHUYCCKUX
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(GakToB, Ha KOTOPHIX BBICTPAUBAINCH TUIOTE3bI O (uuIoreHe3e BO3OYyAWTENS B
KJIACCUYECKOM BEPCUM TEOPHH MPUPOJHOM O4aroBOCTH YyMbl. BO3HHK Bompoc —
KakuM o0pa3oM M TMpU KaKUX YHHUKAJIbHBIX OOCTOSITENBCTBAX MMPOU3OIIEI
IBOMIOLMOHHBIA miepexoa Bo3Oyaurtensa JCJI w3 numeBapuTenbHOro TpakTa B
OPUHIMIUAIBHO HWHYI0 Cpely OOUTaHusi — KpPOBb TEIUJIOKPOBHBIX XO35€B-
IPBI3YyHOB?

OTBeT Ha ATOT BOMPOC OBLI MOJYYEH 3KOJIOTHYECKHUMHU HUCCIEAOBAHUSIMU
npupoiHbIX o4yaroB B LleHtpanbHoit A3um [15, 16]. beuto mokaszano, uto Bua Y.
pestis chopmupoBaiicss u3 kioHa (romyssaiuu) Bo3oyaurens ACJI B momysmusx
MOHTI'OJIbCKOTO Ccypka-TapOarana (Marmota sibirica) u mapasutupyromieii Ha HeM
onmoxu Oropsylla silantiewi. BumooOpa3oBaTenbHBIN IpOIECC NPOXOAWUT B
MOMYJISIIIUSX MOHTOJIbCKOTO CypKa, HaXOASAIIErocsi B COCTOSTHUM 3UMHEN crisiuku. B
TEUEHHE CIAYKM CYPKHM B 3UMOBOYHOM THE3/I€ PEryJsipHo mpockimatorcs. C
OKTSAOPS MO ampesib COCTOSTHUE TITyOOKOro cHa (Topropa) 10 15-20 pa3 cMensieTcs
cocTosiHueM OonpcTBOBaHUs (3yrepMmun). Bo Bpemsi Topmopa temmeparypa Tena
3UMOCIISIIIIUX TPHIZYHOB (CYpPKOB, CYCIIUKOB, OypyHIyKkoB) coctaBisger 2—10 °C, u
MMMYHHBIC TIpOIIECChl TOAaBieHbl. Bo Bpems syrepMum TeMmieparypa Tela
BO3Bpamjaerca K HopMe, okoiio 37 °C, U aKTMBHOCTb MMMYHHBIX OTBETOB
Hopmanuzyetrca [19, 30]. Beixog U3 TOPHOPHOrO COCTOSIHUSL Y CYPKOB IPOXOIUT
JIOCTAaTOYHO OBICTPO, B TeUeHHE 3—6 yacoB. T.e. B TeUEHHE ITUX HECKOJIBKUX YaCOB
BO3OyauTeNnd WHQEKIM, OKa3aBIIMECS B KPOBU CYPKOB, TOJBEPTarOTCs
KOJIOCCAJIbHOMY  TEMIIEpAaTypHO-UMMYHHOMY cTpeccy. Ho kak KwuIleuHbIN
Bo30Oyautens JICJI okazancs B KpOBU CIISIIIIUX MOHTOJBCKMX CYPKOB B 3UMHUUN
nepuoi, Korga cypku He nutatorcs? OIHO3HAYHBIM OTBET HA 3TOT BONPOC AAIOT
AKOJIOTHYeCKre HaOmoaenus [15, 16].

Cypku 3UMYIOT ceMbsMH, BKIIoUatomuMu 10 20 u 6omnee 3BepbkoB. [lepen
3aJIeTAHUEM B CIITUYKY BXOJbl 3MMOBOYHOM HOpPBI, KPOME OJIHOTO, 3aChIMAIOT
CHapY>XKM PacTUTEILHON BETOIIbIO, MEJIKO3EMOM, 1IeOHeM U KaMHAMH. [TocieaHuit

Ja3 3aKphIBAIOT “TPOOKON” H3HYTPH. MOHTOIBCKUI CYpOK OOMTaeT B
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[entpanbHoii A3un — apuaHOM pailoHe, T/I€ BbINAJAET MaJ0 OCAJKOB U IOYBa
cyxas. “IIpoOka”, M3rOTOBJIEHHAsA W3 CyXUX CHIMYYUX MaTEpHUajOoB HEMpOYHas,
MOKET OBITh JIETKO pacKolaHa XUIIHUKAMU — CTEHHBIM XOPbKOM U KOpcakom. B
CBSI3M C 3TUM Y MOHIOJIbCKOTO CypKa BBIpAOOTaHO CHeUU(PUUHOE 3aAIIUTHOE
NMOBEJCHUE — HUCIMOJb30BAaHUE I M3TOTOBIEHUS MPOOKH COOCTBEHHOM
MeTabonnyeckol Bonbl. HakanyHe yxoja B CHSUYKY CYpKH B OTHOPKaX-yOOPHBIX
HAKaIUIUBAIOT CTPOUTEIbHBIN MaTepHUal U SKCKPEMEHTBI, KOTOPbIE HUCIIOJIb3YKOTCS
B KaueCTBE LIEMEHTUPYIOIIETO COCTAaBA CYXOW CBHIIIy4E€ll CTPOUTENIbHOU cMmecHu. B
MPOIIECCe yCTPOMCTBA MPOOKM KaMHH, OOBAJITHHBIE B SKCKPEMEHTAxX, CypKU W3
OTHOPKOB-yOOpHBIX NepeMenatoT B 3y0aX. TakuMm HEOOBIUHBIM CHOCOOOM C
¢examusmu  Bo30yautens JICJI B Macce mnomagaeT B POTOBYIO IOJIOCTh
TOTOBSIIUXCS K CHSYKE CYpKOB. IIpu 3TOM Cypku mepen CHsYKOM HE MUTAroTCA,
B030yautenb JICJI He mpoHUKaeT B TOHKMM KHUIIEYHUK W MOMYJISIUS CYpKOB HE
unpuuupyercs JCJI. OnucanHoe Bugocnenupuyeckoe HOPOCTPOUTEIHHOE
MOBEJEHUE MOHTOJBCKOTO CypKa CJIOXKWJIOCh B TEUYEHHE BTOPOM IOJOBHHBI
KallHO30s1 KaK IOBEJEHYECKas ajanTalus K OOMTaHHWIO B apHUIHBIX YCIOBMSX
entpanbaoii A3uu. Ho kak kumeunslii Bo30yaurens JCJI u3 potoBoii monoctu
CYPKOB 53BOJIOLMOHHBIM IYTEM TMPOHUK B JUM(O-MHUEIOUIHBII KOMILJIEKC
KUBOTHBIX, TIPEOJOJIEB Oapbep MEXIy NHIIEBAPUTEIbHON U KPOBEHOCHOU
(iumbo-MuenTonaHON) CUCTeMaMu TEIUIOKPOBHOT'O XO35MHA, U MPeoOpa3oBajcs B

HOBOTrO maroreHa?

IBOJTIOIMOHHAS MOJIOIOCTH BO30YAUTEJISI YyMBbl.

CornacHo KJIaCCMYECKOM BEPCHUU TEOPHUU MPHPOTHON OYaroBOCTH YyMbI €€
BO30yauTeNnb  chopMuUpoBalics B IpPOIECCe  KODBOJIOIMU  COYJICHOB
AMU300THYECKOW  TpUAABbl  TPBI3YH—OJI0Xa—BO3OYIUTEh B  OTJAJICHHBIC
re0JIOTHYECKHUE AMOXH, OJIUTroleHe—IIrMoneHe, oT 30 10 5 muH. jet Hazaj [5, 7].
[Tonaranu, 4yTo BUA000pa3OBaHUE MOTJIO MPOUTH JIMOO B MOMYJAIUSAX MECYaHOK

(Gerbillinae) 8 Crapom Csete, BepostHo B EBpasuu, mu6o B HoBom Csere B
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nomyysnusix  cypkoB  (Marmotini). MeXKOHTHHEHTAILHOE —PaclpoOCTpaHCHUE
BO30OYIUTENE MOIJVIO MPOXOJAUTh IMPU MUTPAlUAX U PACCEJICHUU HOPOBBIX
IPBI3YHOB IO MEXKOHTHHEHTAJIbHBIM CYXOIIyTHBIM MOCTaM, HEPUOJHYECKH
BO3HUKABIIUM B Teoyiorndeckoe BpeMsa. Ho coBpeMeHHble HCCleI0BaHus,
MIPOBEJCHHBIE HA OCHOBE MOJIEKYJISIPHOM METOMOJIOTUM, HAJIEKHO MOKA3aJIu, YTO
MUKPOO YyMbl SBJISIETCS SBOJIOIMOHHO MOJIOABIM maToreHoM. Bpems ero
nosiBJcHUSA Ha 3emie Kak Buaa Y. pestiS omeHmBaceTcs B amama3oHe ot 1500 mo
20000 ner Hazan [17, 18] unu He panee 30000 net Hazan [26].

CornacHo 5KOJIOTMYECKOMY IMOJX0y, UHAYKTOPOM BHUI000pa30BaHUs CTaj
U3BECTHBIM  (U3BHKO-KIMMATHYECKUH (QakTop — HaACcTyiuieHue B (unHaie
rieiictouena 22—15 Thic. JIeT Ha3aJl MAaKCUMAJILHOTO (CapTaHCKOTO0) MOXOJI0IaHus
B Ceepnoit u llenTpansHoii As3um u Ha [anmeHem Boctoke [15, 16]. B
[lenTpanbHOl A3uM TPYyHT cCTal mpomep3aTh Ha MIyOuHy Oosee 3 M [28].
['mybokoe mpomep3aHUe TpPYHTA BBI3BAIIO HU3MEHEHUE TMOBEACHUS JIMYMHOK
CYpKOBOHM OJIOXU: B CHJIy TOJIOKUTEIBHOTO TEPMOTAKCUCA B XOJOJAHBIC MECSIIbI
rojia OJIONIMHBIE JUYMHKUA CTAJIM TEPEMEIIaThCsl W3 MPOMeEp3aroliedl THe310BOM
BBICTWJIKM 3UMOBOYHBIX HOP MOHTOJILCKOTO CypKa, pacroJjiararoliimnecs: Ha TIyOuHe
2-2,5 M, Ha 0ojee TeIIble Tena cusamux KUBOTHBIX (5... 37°C). OtoT peHomMeH
COXpaHWICS JIO HACTOSIIETO BPEMEHH U MOXKET ObITh M3yUeH aKTyaIUCTUYECKUMHU
MeTtogaMu. JIMUMHKKA CO CTOXAaCTHYECKOM 3aKOHOMEPHOCTHIO TPOHUKAIOT B
POTOBYIO TOJIOCTh CIAIIMX YKUBOTHBIX, CO3/Ial0T HA CIWU3UCTON CKapuUKAIUU U
nutaroTcsi KpoBblo [10]. Panbl Ha cnu3ucTON CTanu BXOJHBIMM BOPOTaMH IS
unpexuu JCJI, T.e. 3apakeHHe TOMYJSIMA MOHTOJIbCKOTO CypKa B 3UMHHUUN
NEepPUOJl TMPOXOAWIO YHUKAJIBHBIM TpPaBMATUUECKUM (HE  TPaJUIIMOHHBIM
MUIIEeBbIM!) CcMOCOOOM (TTIOMHUM, YTO B 3UMHE-BECEHHHE MECAIbl B POTOBOM
MOJIOCTH CIIAIIMX CYpPKOB BMECTE C JIMUMHKAMH OJIOX IPUCYTCTBYIOT 3KCKPEMEHTHI
U, COOTBETCTBEHHO, Bo30yauTenb JJCJI). YHUKaIBHBIN cIOCO0 3apa)KeHus MPUBEI

K (pOpMUPOBAHUIO YHUKATIBLHOTO BO30YIUTENSI HOBOM MH(PEKIIUH.
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Cormacho MI' m 3KONOrMYecKMM BBIBOJAM, BHUa0OOpazoBaHue Y. pestis
MPOIIJIO B KOPOTKUI MPOMEXKYTOK BpeMeH: [21]. Dkonormdeckue (GakThl TarOT
OCHOBaHMsI TOJlaraTh, YTO B OBICTPOM “KBAaHTOBOM™ BHJI000pPa30BAHUM YYMHOTO
MHUKpOOa pelaroly0 pojb ChIIPaIM J1BA MOKA €Ile cl1ab0 U3yYEHHBIX SIBJICHUS —
KUCJIOPOAHBIM  “B3pbIB”  MakpodaroB B  OpraHu3Me THOCpHHUPYIOIIHUX
reTepOTEPMHBIX (TE€TEPOMMMYHHBIX) CYPKOB, CO3/IaBIIMNA OBICTPO M3MEHSIOMINECS
(“in an eye blink” [36]) ctpeccoBbie ycmoBus i npeakoBoro Bo3oyautes JJCJI,
U CTpeCcC-UHAYLIMPOBAHHBIA MyTareHe3 B JBOJIIOIMOHHUPYIOUIEH MUKPOOHOM

NOMYJISIUMN, Ha TOPSAAKA YCKOPSIOIIMA U3MEHUYMBOCTh U CKOPOCTH 3BOJIOLHH [9,

11].

TpuTonHoe MPOUCXO0KIEHHE BO30OYIUTENST TYMBbI

s Toro, 4YTOOBI TOHATH, KaK MPOXOIWIO TpeoOpa3oBaHUE KIIOHA
Bo3Oynutens JICJI B momynsiiiuio 4yMHOTO MHKpoOa, HEOOXOIUMO HMETh
NPEJCTABICHHE O TEPPUTOPHAIBLHOM CTPYKTYpe Cpelbl OOMTaHWS YYMHOTO H
NICEBAOTYOCPKYJIE3HOTO MHKpPOOOB, TIPEXKIE BCErO O CTPYKType apeana
MOHT'OJIbCKOTO CYpKa, C KOTOPBIM 3KOJOTHYCCKHHA IOJXOJ[ CBS3BIBACT HMCTOKH
qYMBI.

Kak Obuto mokaszano [15, 16], Tpurrepom BumooOpa3oBanus Y. pestis
MOCIYKUJI0 MAaKCUMAJIBHOE CapTaHCKoe Tmoxosonanue B LlenTpanpHOl A3uu,
OoXBaTuBIIEe (MOYTH) OJHOBPEMEHHO BECh apeajl MOHTOJIbCKOIO Cypka. Apeain
3TOr0 BHUAA BKIIOYACT TPH OTHOCHTEIHHO W30JIMPOBAHHBIC Teorpaduueckue
HOMYJISAIKMK, TPEACTaBICHHbIE OTAEAbHBIMU moaBumamu. IlomsBua M. sibirica
sibirica oOuTaer B BOCTOYHOH YacTH apeana, Ha XdOHTIE, B 3abailKkaibe,
MaHpwKypund W B KHTalCKoW TpoBHHIMU BryTpenHss Monronus. M. sibirica
caliginosus 3acensier Xanraifickoe TOpHOE IUTATO B IICHTPAIbHBIX paioHax
Monronuu. B 3amagnont Monrosmu u B TeiBe Ha Xapxupa-TypreH-MoHTyH-
TaliruHCKOM TOpPHOM MOIHATHH OOMTAET MOKa He onucaHHbIA moasua M. sibirica

ssp. [2, 20]. CypoubH oOdYard 4ymbl HMEIOTCS BO BCEX TpeX TreorpaduuecKux



261

262

263

264

265

266

267

268

269

270

271

272

273

274

275

276

277

278

279

280

281

282

283

284

285

286

287

288

289

MOMYJISIIUAX, M B KAKIOM OYare [UPKYJIUPYET CBOM ONpPEEICHHbBI T€HOBAPUAHT
(mogBun) Bo3Oyautens: 2. ANT3, 3.ANT2 u 4. ANT1, coorBerctBenHo [1, 3, 4, 6,
25, 33]. Tak kKak MakKCUMaJbHOE IOXOJIOJaHUE OXBATHUJIO BCe Teorpaduyueckue
MOMYJISIIIUA MOHTOJILCKOTO CypKa (IOYTH) OJJHOBPEMEHHO [28], MOXKHO MOJiaraTh,
4YTO BU000pa3oBaHUEe YYMHOI0 MUKpoOa u3 kioHOB Bo3Oyautens JCJI npomuio
(Mo4YTH) OJHOBPEMEHHO BO BCEX TpeX MNOMyJsAIusAX cypka. JlanbHeilmas
TEpPpUTOpUANbHAS JKCHAHCHS TPEeX TEeHOBapUaHTOB (MOJIBUIOB) BO30YIUTEIs
CYypOUbei 4YyMbl MPOXOAMUJIA CAMOCTOATEIBHBIMHU MapauIeIbHBIMU MaplIpyTaMu
[13] (puc. 2). B Takom ciiydae, TpU UCXOAHBIX T€HOBapUaHTa (MOABUIA) YYMHOIO
mukpoba 2. ANT3, 3.ANT2 u 4.ANTI o0OpazoBaiu TpU CaMOCTOSTEIbHBIX
rojao(UIeTUYECKUX TPYMIbI, UMEIOIINE pa3Hble SBOJIOIMOHHBIE CYyAbOBI. DTOT
(baKT TPUHIUNHAIBGHO BAXXEH NPU CO3AaHUU DBOJIONHOHHOW Mojenw Y. pestis:
CXOJHBIC TIPU3HAKM TEHOBAPHUAHTOB W3 PAa3HbIX (DUIOTEHETUYECKUX JIMHUM
(ronodusieTHYecKux Trpynmn) MOTyT ObITh TOMOIUIA3UAMH, KOTOPBIE CIEIYET
UCKJIIOYATh U3 (PUIOT€HETUYECKOTO aHAIH3a.

Pucynok 2.

ITapameTpsl 3BOJIOLUOHHBIX MOJeJIel

[IpuBeneHHOE BBINIE YAaCTUYHOE ONUCAHUE JKU3HEHHBIX IUKIOB U
DKOJIOTMYECKUX  OCOOCHHOCTEH  MPEIKOBOTO  ICEBAOTYOEpPKYJIE3HOTO U
MIPOU3BOJIHOTO YyMHOTO MHUKPOOOB IMO3BOJISIET CPABHUTH HEKOTOPBIE TMapaMeTphl
JKOJIOTUYECKON U MOJIEKYJIIPHOW MOJEJEH 3BOJIOLIMU, KOTOPBIE UCIIOIB3YIOTCS B
PEKOHCTPYKINH (uIoreHe3a Bo30yaAuTeNs 4yMbl (Tabauma).

Taoauna 1

CpaBHEHHME  MapaMeTpOB  MOJEJNEW  MO3BOJSET  3aKIOYHUTh,  YTO
HKOJIOTUYECKUN CLEHApPUI MPOUCXOXKIEHUS U MUPOBOW SKCIAHCUHM BO30YAMTENS
YyMBI SIBJII€TCS O0Jiee JOBEpUTEIbHBIM, 00JIe€ OUEBUIHBIM, TaK KaK COTJIACYETCs C

ITUPOKUM KPYTOM TIPUPOJTHBIX COOBITHH, MPOU3OIIEANINX B MO3THEM IICHCTOIICHE



290

201

292

293

294

295

296

297

298

299

300

301

302

303

304

305

306

307

308

309

310

311

312

313

314

315

316

317

318

U TOJIOIICHE M OMHMCAaHHBIX B HaydHbIX myOmukamusx [9-16]. B takom ciyuae,
IKOJIOTUYECKUN CIEHApUi MOXKET ObITh NPUHAT 3a BepOajdbHYIO MOJENb, Ha
KOTOPYIO CIIElyeT OPUEHTHUPOBATHCSA MPHU pa3pabOTKE MOJEKYJISIPHOM MOJEIH U
JUISL OLIEHKU JTOCTOBEPHOCTH BBIBOJOB M 3aKJIFOUYECHHH, KOTOpbIEC cieaytoT u3 MI -
dbunoreHeTnyekoro anaiausza [12].

3akioueHue

DKOJIOTMUECKHI CIIEHapuii B HACTOSILEE BpeMsl SBISETCA ITyTEBOAHOU
“HUTHIO ApuagHbl” B MPOoOJIeMe MPOUCXOXKICHUS U MUPOBOM SKCITAHCUU YyMbI U
CTUMYJIOM JIJIsl CO3[IaHus aJIeKBATHOM MOJEIIH MOJIEKYJISIPHOU 3BOJIFOIIMM YYMHOTO
MUKpoOa M METOAOJOTHUH (PUIOTEHETUYECKOW PEKOHCTPYKIMH, B LEJIOM.
YCTaHOBUTH OTHOILIEHUS POJCTBA WM (DPUIOTEHETUYECKHE B3aUMOOTHOIICHUS
MEXIy TAKCOHAMU U TPYIIIAMH KUBBIX OPTaHU3MOB MOYXHO TOJIbKO B TOM CITy4ae,
€CJIM U3BECTEH MPSAMON OOIIHI NpeloK u3ydyaeMbix 00bekToB. B MI'-nonxone npu
U3YyYeHUU BO30yIWTENs 4YyMbl OOHIMM MPEJKOM BCEro  pa3sHOOOpa3us
BHYTPUBHIOBBIX popm Y. pestiS Ha3bIBarOT aOCTPAKTHYIO, TOIBKO CTATHCTUYCCKU
obocHoBaHHYIO TipeakoByo dopmy MRCA, a COBOKYMHOCTh BHYTPHBHJIOBBIX
dbopm (reHoBapuaHTOB, MOABHUIOB, OHOBapoB) 0€3 KaKUX-TMOO OOOCHOBAHUM
WHTYUTHBHO pPaccMaTpUBAIOT KaK MOHOMDUIETUYECKYIO (TOJIO(UIECTHIECKYIO)
rpynmy  OJM3KOPOJCTBEHHBIX  MHUKPOOPTaHU3MOB.  JKOJOTMYECKHe  (aKThl
YKa3bIBalOT Ha OLIMOOYHOCTH BbICTpauBaHusi MI -(unoreHeTnyeckoi cxembl MO
MoHOmIeTHYecKoMy  (rosiodunerndeckomy)  mpuHIuny.  COBOKYITHOCTh
BHYTPUBHIOBBIX (opMm Y. pestis oOpazoBaHa HE OJHOW, a TpeMms
roJo(puIeTUUYECKUMHU TpyImnaMu. POICTBO T'€HOBApHMAHTOB, BXOJSIIMX B pa3HbIC
rojao(uaeTHuYecKue rpyHibl, OMOCPENYETCS IMCEBAOTYOECpPKYIE3HBIMU MPEIKAMU.
DTO cneAyeT YYUThIBaTh MpPH CO3JAaHUU (PUIOTE€HETHYECKOW HSBOJIIOLIMOHHON
mozenu Y. pestis. MonekynsipHas MOJEb JOJDKHA MPEIyCMAaTPUBATh TPUTOITHOE
BUj000pa3oBanue Y. pestiS, HamuyhMe MHOTOYHCJICHHBIX MapauICIIu3MOB
BHYTPUBUIOBOW M3MEHUMBOCTHU, CBA3aHHOW C TPUTOMHBIM BHUJ000pA30BaHUEM, U

KBaHTOBBIM TPHUHIMI BHI000pa30BaHMS B BBHICOKOM3MEHUMBOW TE€TEPOTEPMHOMN
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(reTepOMMMYHHOI) roCTaIbHO-BEKTOPHOU cpene cypok—bioxa (Marmota sibirica
— Oropsylla silantiewi) ¢ yaactreM cTpecc-uHIYIIUPOBAHHOTO MyTarcHes3a.
DKOJIOTUYECKHI  CLICHApPUH TPOMCXOXKACHUS W MHPOBOM  SKCIAHCHH
BO30yAMTENs] YyMbl PACKPBIBACT IIAHOPaMy MPHPOIHBIX COOBITHH, Ha (OHE
KOTOPBIX pa3BopauMBajach “MOJIEKYJISIpHas” WMCTOPHS YyMbl W C KOTOPOWi
MOJIEKYJIAPHBIA CIICHApUii HE JOJDKEH HMETh KaKUX-JIMOO TMPOTHBOPEUYHU.
AHanuTuyeckas OICHKAa MOJIEKYJISIPHBIX  CIICHAPHEB 10 OTHOLICHHIO K
9KOJIOTMYECKOMY TIOMOXKET BBIIBUTH 3aKOHOMEPHOCTH MOJICKYIIIPHOM 9BOJIIOIMH U
COCTaBHUT BaYKHBIN BKJIAJ B Pa3BHUTHE TCOPUU MOJCKYJISIPHON 3BOIOIHMUA TYMHOIO
natoreHa. [locie Toro kak OyayT BBISBICHBI MOJICKYJISIPHBIC 3aKOHOMEPHOCTH
9BOJIIOI[MM, KOHIPYIHTHBIC ¢ MHOTOYMCJICHHBIMH (hakTaMu U (aKTopaMH APYTrUX
CCTeCTBCHHOHAYYHBIX HAIPABICHHA, MOKHO OyAeT 3asBHUTh O POXKICHUU
MOJTHOIICHHON TEOpHHM MOJICKYJISIpHOW 3BoJronMM Y. pestis, oOmamaromieit

IMPOTrHOCTUYCCKUMU CBOMCTBaAMHM.



Taoauma 1.

Hekotopsie

TABJINIbI

napameTpbl

HBOJIIOIMOHHBIX Mojeici Yersinia pestis

MOJIEKYJISIDHOU |

YKOJIOTUYECKOM

Table 1. Some parameters of molecular and ecological Yersinia pestis evolutionary

models

[TapameTpsl

Parameters

DKojornyeckas MOIeb

ecological model

MonekynsipHast MOJIEIIb

Molecular model

bazoBsas mozeinn

Baseline model

Monens nporpeccuBHON
3BOJIIOLHNA. AHAM3UPYIOTCA
aJalTUBHBIE TEHETUYECKHE U
9KOJIOTUYECKHE NTPU3HAKHU.

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

Monens HeUTpabHOU
ABOJIIOLIMU. AHAIU3UPYIOTCS
HEWUTpaJlbHbIE MyTallUU
HYKJICOTHIHBIX IIPU3HAKOB-
MapKepoB.

Model of neutral evolution.
Neutral mutations of
nucleotide traits-markers are
analyzed.

[IpenkoBas(bie) popma(bl)
MHUKpOOa 4yMbl

Ancestral form(s) of plague
microbe

Y. pseudotuberculosis 0:1b.
Tpu renoBapuanTa
(momynsium) Bo30yAUTENS
JCJI na XsHT3€, XaHrae u
Xapxupa-Typren-MoHTryH-
TalruHCKOM TOPHOM
TOTHSITH Y.

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) — abctpakTHast
CTaTUCTHYECKH 000CHOBAHHAs
npenkoas popma Y. pestis.

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

Crnioco6 Bug000pa3oBaHus

Method of speciation

[Tepunarpudaeckoe.
“Murpanus’ Bo30yauTens
JACJI B KpOBb MOHT'OJIBCKOTO
CypKa B Tpex reorpauyeckux
MOMYJSIUAX. ABTOHOMHOE

I'eneTnueckas canpTanus.
I'opu3oHTanBHBIM EPEHOC
TEHHBIX CTPYKTYpP OT APYTUX
MHUKPOOPIraHU3MOB WIH U3
BHEIIIHEU Cpeabl, ACIICHHUN U




MOCTETIEHHOE TPUTOITHOE
MOMYJIAIUOHHO-TCHCTUYCCKOC
npeodpa3zoBaHne KIOHOB-
OCHOBATEJICH.

Peripatric. “Migration” of
FESLF into circulation of
Mongolian marmot in three
geographical populations.
Autonomous gradual tritope
population-genetic
transformation of founder
clones.

HWHaKTHUBalluu IrCHOB,
yTpaTuBIINX (QYHKINU B
HOBOU cpee.

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.

DBOJIIOIIMOHHBIN BO3pACT
BO30YIUTEINS YyMbI

Evolutionary age of the
plague pathogen

DBOJIOIMOHHO MOJIOJIOMN,
chopMupoBacs MO
BIIUSTHUEM TIOCJICTHETO
MaKCHMAaJIbHOTO
(capTaHCKOro0) MOXO0JIOAAHUS B
HentpansHoit A3uu 22-15
TBIC. JIET Ha3a]l.

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

OBOJIFOIIUOHHO MOJIOAOM,
“remeruyeckoe”
BHUJI000pa30BaHKE MIPOLLIO HE
panee 30 TeIc. €T Ha3al.

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

CkopocTb BU1000pa3oBaHus

Speciation rate

BricTpoe, kBaHTOBOE,
MOCTENIEHHOE (HE
CaIbTAIMOHHOEC)
(hopmupoBaHue MOMYJISIUN Y.
Pestis ¢ yuactuem
KHCIIOPOJTHOTO B3phIBA
MakpodaroB B OpraHu3mMe
HCXOJHOTO X035MHA —
MOHTOJIbCKOTO CypKa U
CTpecCc-UHAYIIUPOBAHHOTO
MyTareHe3a mpeIKoBOTO
Bo3OymuTenst JICJI u
MepPEXO0IHBIX (hopM.

Rapid, quantum, gradual (non-
saltation) formation of a Y.

bricTpoe, canpranimonHoe
BUJI000pa3oBaHue MyTeM
HECKOJBKO T'€HETHUCCKUX
aKTOB aKBU3UIIUN, ASIICIIUN 1
WHAKTHBAIIHH.

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




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.

Paiion Buoo6pazoBanust

Region of speciation

OnHOBpEMEHHOE TPUTOITHOE
BHUJI000pa30BaHUE B
HenTpanbHoil A3un
(Monrosmm): Ha X9HT?e,
Xanrae u Xapxupa-Typren-
MoHnryH-TalrMHCKOM FOpHOM
KOMILJIEKCE.

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

He onpenenen.
[Ipennonoxurensno KaBkas
WJIM BOCTOYHBIN Tuber
(Ilmaxaiickoe 1iaro).

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

HcxomHplii X035MH MUKpOOa
YyMBbI

Original host species for
plague microbe

MOHIronbCKUM CypOK
Marmota sibirica.

Mongolian marmot Marmota
sibirica.

He onpenenen.
[IpenmnonoxuTensHo
CUOMPCKUN TYITKaHYHK
Allactaga sibirica
(Lmaxaiickoe miaro),
OOBIKHOBEHHAsI TIOJIEBKA
Microtus arvalis (KaBka3),
WJTU KaKoM-TM0O BHJI CypKa.

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

PoncrBenHbIe OTHOMICHUS B
Bu0BOM rpymre Y. Pestis

Relationships in the Y. pestis
species group

TpI/I CaMOCTOATCIIbHBIX
POJIO(I)I/IJ'IGTI/IHCCKI/IX T'pYIIIIBI.

Three independent
holophyletic groups.

Enunas moHodunernueckas
(ronounernyeckas) rpymnma.

A single monophyletic
(holophyletic) group.

CTpyKTypa 3BOJIIOLIMOHHOTO

Bunoobpa3zoBanue u

EauHbIN OTHOCUTEIBEHO




nporecca Y. Pestis

Pattern of Y. pestis
evolutionary process

TEPPUTOPUAIIbHAS SKCTIAHCHS
— NPUHLIUITHAIEHO Pa3HbIE
nporecchl. BunooOpasoBanue
— TPUTOIIHBIN “KBAaHTOBBIN
poriecc, SKCIaHCHs —
OTHOCHUTEIJIBHO PAaBHOMEPHOE
TEPPUTOPUAIBHOE pacceeHne
0 MPUHIMNY “‘MacisHOTO

nsaTHa”.

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.

PaBHOMEPHBIN IIPOLECC
BUJ1000pa30BaHUS U
MOCIEAYIOLIEH TUBEPTCHIUH,
COBEPIUAIOIIMICS 10 €AUHOMY
SBOJIIOLIUOHHOMY IIPUHIUITY —
HAaKOIUICHUIO HEUTPAJIbHBIX
MyTalHM.

A single relatively uniform
process of speciation and
subsequent divergence
occurring according to a single
evolutionary principle -
accumulation of neutral
mutations.




PUCYHKHA

Pucynok 1. Tunuunas MoJIeKy/IsipHas GUIOreHeTHYEeCKas IeHaporpamma Yersinia
pestis, co3ganHas Ha ocHOBe aHaim3a MoJIeKy sipHeIXx SNP Mapkepos [21]. MRCA
(most recent common ancestor) — aOCTpakTHBIH HanOoOJee COBPEMEHHBI
CTaTHCTUYECKH 00OCHOBaHHBIM mpemok Buma Y. pestis. NO7 — y3en moauToMuun
(branches 1-4), BosHukmwmii mepea HavainoM 2-W maHgemun dymbl (“UepHoi
cmepTtr”’). OBaJIoM BBbIACNIEHBI “TOJIeBKOBBIE” reHoBapuaHThl 0.PE (momBuabl)
BO30yIUTENS YyMbl, 00pa30BaBIlIMe 30HY HanOoiee JPEBHUX MPUPOIHBIX OYaroB B
EBpazuu.

Figure 1. A typical molecular phylogenetic dendrogram of Yersinia pestis based
on the molecular SNP marker analysis [21]. 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.




Pucynok 2. TpuronHoe NpoOUCXOKIEHUE TPEX T€HOBAPUAHTOB (IIOJBHUJIOB)
gyymHoro MukpoOa Yersinia pestis 2.ANT3, 3.ANT2 u 4.ANT1 B Tpex
reorpaduyeckux MOMyJIAIUSAX MOHTOJIbCKOTO cypka Marmota sibirica sibirica (1),
M. sibirica caliginosus (II) u M. sibirica ssp. (Ill) u Tpu caMOCTOATEIBHBIX
MapupyTa HMX TEPPUTOPHATIBHOM SKCHaHCUU. [IyHKTHpHAs JMHHUSA OYEPUYUBAET
I0’KHYIO TPaHMILY 30HBI TTTyOOKOTO MPOMEpP3aHUs TPyHTA.

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 (I1) and M. sibirica ssp. (I11) and three independent routes of
relevant territorial expansion. Dottedline outlines the southern boundary of the

zone of soil deep freezing.
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