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PaccmoTpeHs! aBa roaxona K mpodJieMe MpoUCcXOoXKASHUsI MUKPoOa YyMbl Yersinia pestis: MOJIEKYISIpHO-Te-
HETUYECKUI 1 SKOJOTUYECKU . MOJIeKyIIpHO-TeHETUYEeCKU A TTOAX0 I MTPOKJIAMUPYeT CaIbTAlIMOHHOE BU-
nooOpa3oBaHUe, TIPU KOTOPOM OCHOBHasi ”YHHOBALIMOHHAS POJIb OTBOAUTCS TOPU30HTATILHOMY TIEPEHOCY
T€HOB U I'€HHBIX 0JIOKOB. DKOJIOTUYECKUI CliIeHapUii “AapBUHCKOro” BUIOOOpa30BaHUS O3BOJISIET BhIIS-
JIUTh B TEHOME Y. pestis TeHETUUECKUEe CTPYKTYPhl: UHAANITUBHBIE, YTEPSIBIIIME B TIpOIlecce BUA00Opa3oBa-
HUS GYHKIIUY IPEIKOBOIro ICeBAOTYOepKyJie3HOro MUukpooa Y. pseudotuberculosis O:1b; nmpeananTUBHELIE,
UMELIMECS Y TIPEIKOBOTO MCEeBAOTYOEPKYJIE3HOTO MUKPOOa 11 0OecIieunBIIIMEe TTIepeX0/l B HOBBIE YCJIOBUS
(Heo)aganTUBHBIE, COOPMUPOBABIIIMECS SHAOTEHHO B TIEPEXOAHOI cpeie — mapa3uTapHoO cUCTeMe MOH-
roJibCKuit cypok Marmota sibirica—6noxa Oropsylla silantiewi. DKOJIOTUYECKU1 OAXO MOXET MHKOPTIOPU-
pOBaTh MOJIEKYJISIPHO-TeHETUUECKKE JaHHbIE U alcKBaTHO MHTEPIIPETUPOBATh UX B COOTBETCTBUU C MOJIO-
JKEHUSIMU COBPEMEHHOU CUHTETUYECKON TeOprHU 3BOIIOLMU. B cTaThe mpuBeneHs! 10 mpuMepoB Takoit MH-
TeprpeTaiuu. [lepcriekTBa pacKpbITUS MEXaHU3MOB BUI000PA30BATEIHHOTO Mpoliecca TPOCMaTpUBAETCS B
CUHTE3€ 9KOJIOTUUYECKOTO U MOJIEKYISIPHO-TE€HETUYECKOTO MOIXO/IOB.
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BBEAJEHUWE

B ¢dunorenernke, ¢uioreorpadpum M Bompocax
MPOUCXOXKICHUSI HOBBIX BUIAOB B HACTOSIIIIEE BpeMsl
IOMMUHHUPYET MOJEKyIsIpHO-TeHeTndeckuit (MI)
nonxon. C omHoI cTopoHBI, MI'-MeTOIBI BO MHOTHX
OTHOIIIEHUSIX 00J1afaloT OECCIOPHBIM MpeuMylle-
CTBOM Hepen KinaccudecKumu. C Ipyroii — B BOIIPO-
cax BUIooOpazoBanmst MI'-mogxony IpucyIl SBHBIN
METOMOJIOTUYECKUIA penyKIuoHu3M. MI'-dunoreHe-
TUYECKME IOCTPOSHMUS U CLIecHapny 00pa30BaHUS HO-
BBIX BUIOB, CO3JaHHbBIE HA OCHOBE CPaBHUTEIHLHOIO
aHajn3a OTAEIbHBIX MOJICKYISIPHBIX MapKepOB WJIU
JTaxke MOJTHOTEHOMHOI'O CEKBEHMPOBAHUSI, YaCTO JIM-
IIEHbI OMOJIOTUYECKOTO COAepXKaHUSI 1 UTHOPUPYIOT
MOMYJISIIUOHHBINM U aTaNTAalMOHUCTCKUI MOAXOABI —
JIBA HEOTHEMJIEMBIX aTpuOyTa COBPEMEHHOM CHHTE-
Tdeckoit Teopuu 3omonun (CTD). MonekynsapHas
reHeTUKa — TepCHeKTUBHAs OypHO pa3BUBAIOLIASICS
Hay4JHasl TUCLUILUIMHA, HO B BOIIPOCAX BUA00Opa3oBa-
HUS OHA II0Ka €llle He CTajla BIOJHE CaMOI0CTaTO4-
Hoii. MonekyasipHble 3aKOHOMEPHOCTU BUI000Opa-
30BaTeJIbHBIX IIPOLIECCOB TOJBKO HAUYMHAIOT IIPOSIC-
HATbCSI. MOJIeKyJISIpHBIE TIEPECTPOMKM TE€HOMOB,
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MIPUBOSIIE K BOSHUKHOBEHUIO HOBBIX BUIOB Cpeau
pPa3INYHBIX KUBBIX OPraHM3MOB OT MHMKPOOOB 1O
BBICIIMX JXWBOTHBIX U PACTEHUI, ITOPOI HE HAXOOAT
YAOBJIETBOPUTEILHOTO 3KOJIOTMYECKOTO U (DYHKIINO-
HaJIbHO-aganTallMoOHHOro TojikoBaHus (IlaBiuHOB,
2005a,6; AdopamcoH, 2007; Achtman, 2008; Ragan,
Beiko, 2009). B cBsa3u ¢ pazBuruem MI'-MeTonoB He-
KOTOpBIC aBTOPHI CTAJIM JaXe IPOTUBOIIOCTABIISITH
MPUHLIMUIEL 3BOJIOLUMU IIPOKAPUOT U 3BYKapUOT
(Levin, Bergstrom, 2000).

IIpn m3ydeHMN TIPOMUCXOXKIECHUS UM DBOJIOLINHN
JIOOBIX BUAOB HeoOXoguMa KOHCOJMOALMS Hayk,
M3YyYalolIX KM3Hb Ha Pa3HBIX YPOBHSIX €€ OpTaHn3a-
O OT MOJIEKYJISIPHOTO IO OMOTIeOIeHOTHYECKOTO.
st aToro HyXXHbI yOOOHbBIE aJcKBaTHbIE MOICJIU.
B coBpeMeHHBIX 3BOJIIOLIMOHHBIX MOIEIISIX CTAJIM MC-
MOJb30BaTh MUKPOOPTaHU3MBI, TMCIOIIIIE BO MHOTHX
OTHOILIEHUSIX MMPEUMYIIECTBa (BBICOKAsI YMCJIEHHOCTD,
OBICTpOE Pa3MHOXEHNE) B CPABHEHUM C KAHOHUYECKM -
MU oobekTamMu ucciaenoBanuii (MacLean, 2005). Ho
YIOOHBIX NPUPOAHBIX MUKPOOHBIX MOJEIC, KOTO-
pbie BOCTpeOOBaHbI 3BOJIOLMOHHOI OMOJIOTUEH, 13-
BeCcTHO HeEMHOTO. K 0qHOIT 13 TaK1X MOJIeJIeii MOXHO
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OTHECTHU DKOJOTUIECKUI CLIeHAPUIA IIPOMCXOXKICHUS
BO30yAUTENST UyMbl — MUKpoOa Yersinia pestis (CyH-
mos, 2015, 2016, 2018a; Cynuos, Cynuosa, 2000,
2006). BeiBOABI B OTHOIIEHUU MEXaHU3MOB €TO BU-
noobpa3oBaHUs B 3KojorndyeckoM u MI'-cueHapu-
SIX TIOKa OCTalOTCsI BO MHOTOM HE COBMECTHUMBIMM.
MTI -nogxon IpOKIaMHUPYET MOCI0 CaIbTallMOHHOTO
BUI000pa30BaHUsI, a DKOJOTUYECKUI — ITOCTEIeH-
HOTO rpalyajibHOr0, “napBUHCKOro”. [IpuHLIMIT BHYT-
puBunoBoit MI -cucreMaTukii OpPUEHTHPOBAH Ha
SIMUJIEMUOJOTUYECKYI0 3HAYMMOCTh TakcoHa (Kuc-
JIMYKWHA U 1p., 2019), a 3KOJOrMuyeckoil — Ha UCTO-
puto OpMUPOBAHUS ITapa3UTAPHBIX CUCTEM XO3SIMH—
nepeHoCYnkK—Mukpod uymbl (CyHuos, CyHIIOBa,
2000, 2006). Tem He MeHee, UMEIOTCS YOeTUTETbHBIC
OCHOBAaHMS OJIaraTh, YTO SKOJIOTMIYECKUI ClIeHApUIA
CTaHEeT CBOeOOpa3HOI KaHBOM IJ1sI ”THKOPITIOPUpPOBa-
HUsg MI'-maHHBIX, MHTEPIIPEeTalKsI KOTOPBIX HE IIPO-
TUBOpeunT IonoxeHusasM CTD, m IOJIOXUT Hadamio
9KOJIOTO-MOJIEKYJISIPHO-TEHETUYECKOMY CUHTE3Y He
TOJILKO B IIpOOJIEME IIPOMCXOXICHUSI MUKpOOa 4y-
MBI, HO ¥ BO30yAUTENEH APYTUX YyMOIIOTOOHBIX MH-
deKImit.

MOJEKVIIAPHO-TEHETUYECKHE
CHOEHAPUU ITPONCXOXIEHUWA Y. pestis

CornacHo MI'-maHHBIM, TIPSIMBIM IPEIKOM BO3-
OyauTelIsI YyMBbl SIBJISICTCS MCUXPOMUIbHBII carpo-
300HO3HbBII BHTEPOITATOreHHBIN BO30OYAUTENb TICEBI0-
TyOepKyJie3a TeIUIOKPOBHBIX KMBOTHBIX M Y€JIOBEKA —
MUKPOO Y. pseudotuberculosis. ®opMupoBaHue BUOA
Y. pestis ipol1110 B 3BOJIIOLIMOHHOM MacllTade HeJ1aB-
HO, He 6oJs1ee 30 THIC. JIET Ha3a/, B KOHIIE IIeiicTolie-
Ha—rooneHe (Skurnik et al., 2000; Morelli et al.,
2010). BpIckazaHa uaesi BO3HMKHOBEHUSI MUKpOOa
YyMbl B OCBOEHHOI 4eI0BeKOM nonuHe Huta B 1mo-
OyJISIHIUSIX CUHAHTPOITHBIX H/WJIM TIOJIEBBIX KPBIC
(Achtman et al., 1999). MHorue apyrue clieHapuu He
MOpa3yMeBalOT ydacTHe YeJIOBeKa B IIPOMCXOXIIE-
HUM 9yMBbl. Bynyun reHeTHdecKn OJIM3KUMM, BO30Y-
JIUTEJIN TICeBIOTYOEPKYJie3a U UyMbl UMEIOT PaIuKallb-
HBIE H9KOJIOTMYECKME (STUOJIOTUYECKHE) pas3Imdus.
IlceBmoTybOepKyme3 y 4eJgoBeKa PEIKO 3aBepIIacTCs
JIETAILHBIM MCXOJIOM, B TO BpeMsI Kak yymMa — 0co0o
omnacHoe 3a0ojieBaHMe, 0e3 ONEpPaTUBHOIO JICUCHUS
3aKaHUYMBaeTCI OBICTpoOit cMmepThio. Bozoymurenn
MCEeBIOTYOEPKYJIe3a U YyMbl 3aHUMAIOT paguKaJbHO
paznIuyalonecs 3Kojorndeckue Humu. IlepBoiii —
CaIIPpO300HO3HBIM O0OMTaTEeNb KHUIIEYHOIO TpaKTa
IIMPOKOI0 Kpyra >XMBOTHBIX, IIepeaacTcs aauMeH-
TapHBIM IIyTeM. BTOpoil — 300HO3HBIN OOUTATEIh
JMMGOMUETIONTHOIO KOMILIEKCAa MJICKOITUTAIOIINX,
MIPEUMYILIECTBEHHO T'PhI3YHOB, IepeaaeTcsl IIaBHbIM
00pa3oM TPaHCMUCCUBHBEIM IIyTeM 4Yepe3 YKYChI
0J10X, “OJIOKMPOBAaHHBIX” Pa3MHOXKAIOIINMHUCS B TN -
LeBapUTeJILHOM TpakTe O0Jjioxu O6akTtepusimu. PaHee,
commacHo MTI-ipusHakam (97—99% coBmameHus
HYKJICOTUIHOM TOCIeA0BAaTEIbHOCTU TOMOJIOTHY-
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HBIX T€HOB), OBLUIO IIPEIIOXEHO OTHECTH BO30YIUTE-
Jieii yyMBbl 1 TICEBAOTYOepKyie3a K pa3HbIM MTOABUIAM
onHoro Bupa Y. pseudotuberculosis (Bercovier et al.,
1980), HO B CBSI3U C paAVKaJIbHBIMU PA3INIUIMU (he-
HOTMITMYECKUX TIPU3HAKOB, IPEXIE BCEro HecpaB-
HUMOIT 3IUIeMUOJIOTUYECKOM 3HAUMMOCTBIO, BO30Y-
IUTeNIel 3TUX 0oJe3Hel (hopMaabHO OTHOCIT K pas-
HBIM BuUgaMm popja Yersinia. Ilpm 3TOM, MO OLICHKE
9KOJIOTMYECKUX HUII, MEKBUAOBEIC Pa3IN4MUs TOCTHU-
raloT paHra pPa3HBIX CEMEUCTB (BO30OYIMTENIb UyMBbI
BBI3BIBAeT “KPOBSIHYIO” MHGpEKINIO, HO He KUIIIeY-
HYI0), U BUI0OOpa30BaHWE MUKPOOA YyMbl MOXHO
KBAIM(UIIMPOBaTh KaK MOIMYISIIAOHHO-TeHETUYE-
CKHUii TIpollecC MAaKpO3BOJIOLIMOHHOIO MacliiTaba
(Cynuos, CyHuoBa, 2008). Mukpo0 4yMbl Kak “ma-
pa3uT KpoBU~’ HMMEET YHHKAIBHYIO 3KOJOTMYECKYIO
HUIIY Cpeayd KUIISUHBIX OakTepuii ceMelicTBa
Enterobacteriaceae, 4TO CBUIETENbCTBYET O KaKMX-
TO YHUKAJIBHBIX YCIOBUSX, IIPU KOTOPHIX IIPOXOINII
npoliiecc BUmooopa3oBanusi. MI'-joruka cBsI3bIBaeT
€ro IUBEPreHILIUIO OT BO30OYIUTEIISI TICEBAOTYOEPKY-
JIe3a C TeHeTUYEeCKUMU IIPe00pa30BaHUSIMU MUKPOO-
HBIX KJIOHOB JIM00O B TOHKOM KUIIIEYHUKE I'PbI3yHa-
X03sIMHA, JIMOO B OpraHm3Me OJIOXM-TIIePEHOCYMKA
(Sun et al., 2014; Hinnebusch et al., 2016, 2017). Ipy-
rve BapuaHThl HE paccMarpuBaroTcs. JeicTBUTEb-
HO, OMOJIOTUYECKYIO CyTh pooieMbl MI'-mmogxom He
pPacKpbIBaeT, BBISIBJIEHHE MCKOMBIX YHMKAIbHBIX
yCJIOBUI BUI000OpPAa30BaHUS MUKPOOA YyMBbI B LIEJIOM
He BXOAUT B KoMIteTeHLMI0 MI', 3To mpeporatuBa,
IJ1aBHBIM 00pa3oM, 9KOJIOTHUU.

IMomasnsioniee OOJBIIMHCTBO MOCJIeIOBaTECH
MI'-noaxonga IojararoT, 4TO MCXOAHas Haubosee
IpeBHSIS (popMa MOJIUTUIIMYECKOTO BUAA Y. pestis 10
CBOMCTBaM BUPYJICHTHOCTHY U HAaTOTCHHOCTU JOJIKHA
OBITH O0JIee OJIM3KOII K ITpeiKy — MUKPOOY Y. pseudo-
tuberculosis 1-ro ceportuma (O:1b), u M0 Mepe 3Kc-
MaHCUM W3 LEHTPa MPOMCXOXIACHMS B MOMYJISIIUN
JIPYTUX X03sIeB: TeCYaHOK, CYCJIMKOB, CYPKOB — BO3-
pOC YPOBEHb BUPYJIECHTHOCTH U naToreHHOCcTH (Epo-
meHKo u 1p., 2010; Rasmussen et al., 2015; Demeure
et al., 2019). CooTBeTCTBYIOLLIUM 0OpPa30M Ha OCHOBE
MTI'-maHHBIX BBICTPOCHBI (DUJIOTEHETUYECKHE CXe-
MBI, COIJIACHO KOTOPHIM CHavyayia BO3HUKJIA SHAEMU-
yecKasl BeTBb YyMHOT'O MUKpPOOa, MeHee MaToreHHast
JIJIsI 1a00pPaTOPHBIX XKMBOTHBIX, OOJIBIIIMHCTBA BUIIOB
X035I€B-TPBI3YHOB 1 YeJIoOBeKa (MOJICKY/ISIPHBII SKBU-
BaJIeHT — wioreHernyeckast auHus-knactep 0.PE)
(Kucnuukuna u np., 2019). U3 aToit aHLIeCTpajbHOMI
BETBU BBLICIMIMCH 00JIe€ MOJIOAbIC SMUIEMUIECCKIE
BETBU C BBICOKOI BUPYJIEHTHOCTBIO JISI 4eJIOBEKa
0.ANT, 1.ANT, 2.ANT, 3.ANT, 4. ANT, 1.0ORI, 1.IN,
2.MED, nanee nuBeprupoBaBIilrie HA BETBU MEHBIIICTO
MOpsIIKa, XapaKTepU3ylollle KOHKPETHbIE PELeHT-
Hble oyaru yymbl (Morelli et al., 2010; Cuiet al., 2013;
Kutyrev et al., 2018; Demeure et al., 2019). Mexanusm
HapacTaHus BUpyJIeHTHOCTU MI'-noaxon cBsI3bIBaeT
¢ ropusoHTaIbHBIM nepeHocoM reHoB (I'TIT), a Takke ¢
VX MTHAKTUBALUSIMU U OeJICIIUSIMU.
ToM 140
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Haumenspiiteit BHpPYJIEHTHOCTBIO U, COOTBET-
CTBEHHO, HAUOOJIBIINM (PHIOTeHETUYSCKIM BO3pac-
TOM, coriacHo MI'-tipeacTaBieHUsIM, 001a1al0T TaK
Ha3bIBa€Mble BSHACMHMYECKME TIOABUIOBI M OMOBaphl
rpymmbl Pestoides (MomekyssapHbiil akBuBaieHT 0.PE),
KOTOpbIe LMPKYJIUPYIOT B MPUPOAE B MOIMYISILIUSIX
nosieBok Microtinae u nuiyx Ochotona: caucasica,
microtus, qginghaiensis, xilingolensis, hissarica, talassi-
ca, altaica, ulegeica, Pestoides, Angola, Microtus (Ba-
puadenbHOCTh..., 2009; Zhou et al., 2004; Li et al.,
2009; Eppinger et al., 2010; Kutyrev et al., 2018). OTtu
MoABUABI (OMOBaphl) MO psiLy MapKepHbIXx MI-Tipu-
3HAKOB JEMCTBUTEIbHO 3aHUMAIOT MPOMEXYTOUYHOE
MMOJIOKEeHNE MEXKIY CJTa00BUPYICHTHBIM IJIsI JITabopa-
TOPHBIX XXUBOTHBIX (MOPCKHUX CBMHOK) BO30yauTe-
JIeM TICeBOOTYOEepKyae3a U BbICOKOBUPYIEHTHBIMU
mramMMaMu Bo3oynurenst aymbl (Kutyrev et al., 2004).
MecToM BO3HUKHOBEHUSI BO30OYAMTEIST UyMBbl pas-
Hble aBTOpPHI Ha3bIBalOT Kaska3, ropel CpenHeit
Asun, lenrpanpubiii Kuraii, AHrony (3amMeTtuMm, B
Adpuke, BKIOYass AHroiy, HET MOJEBOK, MUIIYX,
CYPKOB U TICEBAOTYOEPKYJISC3HOTO MUKpoOa 1-ro ce-
porumna). Ho cnenyer mpusHath, uTo MI'-gaHHbBIe He
MO3BOJISIIOT 1aTh TOBEPUTEIbHBIN OTBET Ha BOIIPOC, B
MONYJISILIUSIX TPHI3YHOB KAaKoOro BUaa, 001aaalolero
KaKUMHN-TO YHMKAJIbHBIMUA CBOMCTBAMM, HPOXOMMII
BUI000pa30BaTEIbHEIN ITpOIIeCC.

BunoobpaszoBanue Y. pestis MI'-uccienoBarenu
paccMaTpuUBalOT KakK MOCJIeA0BaTeIbHOCTh CajlbTa-
LIMOHHBIX KOMOMHATOPHBIX U3MEHEHWI TreHOMa: aK-
BU3ULIMI, WHCEPLUNA, NEJIEUUN, WMHAKTUBALMU, B
MEHbIlIel Mepe pekoMOuHauii (“add, stir, reduce”)
(Wren, 2003; Cui, Song, 2016; McNally et al., 2016).
ILlentpansayio ponb orBomaT I'TIIN (oTHenbHBIX re-
HOB, OIIEPOHOB, TUIa3MUI, TPAHCIO30HOB, (aros,
OCTPOBOB MMATOT€HHOCTH) U3 BHEIIIHE! Cpeibl MU OT
MUMKPOOOB Ipyrux BUAOB. IIpu a3TOM BCcTpamBaemble
u3BHe uyxue (foreign) mia3Muabl U TeHBI, KaK MoJja-
rajor MI'-uccieqoBarenn, HECIM ITPOCIICKTUBHLIC,
creun¢uIecKrue I YyMHOTO MHUKpoOa (pyHKIINHU,
BOCTpeOOBaHHBIE B OMHAPHOMU cpelie OOUTaHUS TPhI-
3yH—0Jioxa. I'eHbl cafl n ymt GONbIIOK TLIAa3MUIbBI
pFra nomnepxxuBaloT aganTtaiyio, COOTBETCTBEHHO,
K XO3SIMHY U TIepeHOCYUKY. ['eH pla Manoii ria3Muabl
pPst nonaepxxuBaeT aganTalyio K XO35IMHY, a T€HbI
PSt U pim 06ecreyrBaloT BHYTPU- 1 MEXBUIOBYIO pe-
ryassumio (BapuabenbHocTb..., 2009; Rakin et al.,
1996; Zhou, Yang, 2009; Hinnebusch et al., 2016).
YcnenHoe ropu3oHTajlbHOE BCTpaMBaHUE TaKUX
KPYMNHBIX CHEeIMAJIM3UPOBAHHBIX TEHETUUYECKUX
CTPYKTYpP B TEHOM OYyIyIIeTo YyMHOI0O MUKpobOa 00b-
SICHSIIOT MOMEHTAJIbHBIM YCTAHOBJIEHMEM T€HOMHBIX
KOOpAWHALIUA U KOPPEISILUMA 1100 OCHCTBUEM IJIO-
OaJIbHBIX “aHIIECTPATBHBIX IIPOMUCKYUTETHBIX Pery-
JIITOpHBIX cucTteM” (ancestral promiscuous regulatory
system), KOTOpble KOHTPOJIMPYIOT SKCIIPECCUIO BCTPO-
eHHbIX reHoB (Cathelyn et al., 2007; Zhou, Yang, 2009;
McNally et al., 2016).
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B menoM cnemyer mpu3HaTh, YTO Ha HACTOSIIEM
aTare MCCAeNOBaHMM IO mpobyieMe MPOoUCXOXAe-
HUS MUKpoOa 4YyMbl BO MHOTOM IIPOTHMBOPEUYMBEIC
MTI -paHHBIE HE MO3BOJSIOT BHICTPOUTH HANEXKHYIO,
yoenuTeabHylo dusioreHuto Y. pestis. inest canbra-
LIMOHHO 3BOIIOLIMY HE HAXOIUT NOAACPKKI B KJ1ac-
cuyecKkoM sBojronnoHHOM ydyeHuu (MopmaHckmii,
2001). INpoucxoxmeHue reHOB M IJIa3MUJ, CIICIIU-
duyecknx it MUKpOOa YyMbl, HO STKOOBI BCTPOEH-
HBIX M3 KaKOT'0-TO BHEIIHEr0 MCTOYHUKA B IICEBIIO-
TyOepKyje3HbIe, a He KaK1he-JI100 MHbIE MUKPOOHBIC
KJIeTKr, MI'-cueHapuu He oO0bsICHSIOT. MHOTUME ca-
IIPOHO3HBIE U CAIIPO300HO3HBIE OAaKTepUU HMMEIOT
yoOMKBUTapHOE pacrnpocTtpaHeHue. [louemy mMeHHO
IICEeBOOTYOCPKYIe3HbIC KISTKU 1-TO cepoTuIia CTaiu
penummieHTaMu Bugooopasytomero I'TIT? bes aToro
OOBSICHEHUSI peajiIbHOCTh IpemioxkeHHbIXx MI -ciie-
HapueB BbI3bIBAeT IIyOOKOE COMHeHUe. Takum 00-
pazoM, HEOOXOOUMO IIPUBJICYCHME MAHHBIX OPYTUX
KJIAaCCMUYECKMX HayK, KOTOpbI€ ITO3BOJMIU OBl pac-
cMaTpUBaTh M3y4aeMBIil 3BOIIOLIMOHHBIN IIPOIIECC
Ha pa3jIUYHBbIX YPOBHSX OpraHM3aldM XW3HU, TO
€CTb CJICIYET MOMONTU K PEIICHUIO TaHHOTO BOIIpoca
¢ pasHbIX ctopoH (CyHuoB, CyHiioBa, 2009).

BHKOJIOTUYECKMIM KOHTEKCT
BUIAOOBPA30OBAHMUA Y. pestis

CTD paccMaTpuBaeT OBICTPOE TUBEPIEHTHOE BU-
JIooOpa3oBaHUe KakK Tepexoi TMOMNyJsiiiui B HOBYIO
9KOJIOTUYECKYIO HUIILY M/WIN aIallTUBHYIO 30HY, TO
€CTbh U3 OJHOI0 YCTOMYMBOIO COCTOSIHUS B IPYroe ue-
pe3 COCTOSIHME BPEMEHHOM HeCcTaOMJIbHOCTU. TakKum
o0pa3zoM, MeXIy cpeaaMu OOMTaHUS (3KOJIOTHYe-
CKMMM HUIIIAMH) TIPEIKOBOTO M JOYEPHErOo BUIOB
JIOJDKHA CYIIECTBOBAaTh HecTabujbHas (TeTeporeH-
Hasl) IPOMEXYTOYHasI cpea ¢ HeCTaOMIbHBIMU IIPO-
MexxyTouHbiMU (opmamu (CumrmcoH, 1948; Tyou-
HUH, 1966; Maiip, 1974; Bock, 1965). B ocnenHue
MOJITOpa—aBa AECATIICTUS] HAKOIUICH HeOOXOMMMBIIA
M JOCTAaTOYHBII 00beM 3HAHUWH B pa3IMYHBIX HATIPaB-
JICHUSIX MEIULIMHCKUX, OMOJIOTMYECKMX U IPYTUX eCcTe-
CTBEHHBIX HayK, IIPEXIe BCErO B MOJICKYJIIPHOI TeHe-
THKE, DKOJOTUM U MNaJCOKIMMATOJIOTMU, IT03BOJIMB-
LUK CBSI3aTh BUAOOOpasoBaHME MUKpoOa YyMBbl C
KOHKPETHOM ITPpOMEeXYTOUHOI1 cpenoii (puc. 1). Boc-
CO3JIaH BaJIMJHBIN 3KOJOTUYECKUI CLIeHApUiA BUIO-
o0pa3oBaTeJIbHOrO Mpoliecca: MUKPOO UyMEI Y. pestis
JIUBEPrupoBaj OT IICEBIOTYOCpPKYJIe3HOTO MHKpoOa
Y. pseudotuberculosis O:1b B KOHTMHYaJIbHOM T€TEPO-
TeHHOI1 (reTepoTepMHOI U TeTEpOUMMYHHOI) cpeae —
rapa3uTapHOii cucTeMe MOHTOJIBCKMIA CypOK-TapOaraH
(M. sibirica)—6noxa O. silantiewi B yCIOBUSIX ITIOCTIEI-
Hero (capTaHCKOro) MaKCUMaJIbHOTO IOXOJIOJaHMUSI
kmMarta llenTpanbHoil A3um 22—15 TEIC. JIeT Ha3al
(Cynnos, 2014, 2016, 2018a; Cynuos, CyHIIOBa,
2000, 2006). MuKpo6 YyMBI MPOSIBIISIET MPU3HAKKU
YeTKOM amalTaliy K OoIIpeaeIeHHBIM BUaaM (ITOIBU-
J1aM, HECKOJIbKMM OJIM3KUM BHIaM) X03siMHA (HO HE

2020



46 CYHL OB

I 11 11 v \'% VI
[TepexomaHbie (hOPMBbI : -
Y. pstub Y. pstub Y. pstub/ Y. pestis Y. pestis Y. pestis
IMoaroroska PaneBoe MHorokparHasi cMeHa DyTepMHOe TMonynsun
CYPKOB K BHEJIpeHNE COCTOSIHUIi TOpHiopa U COCTOSTHUE CYPKOB, CyC-
CILTIKE, Y. pstub B 9yTepMUU CYpPKOB B CYPKOB- JIMKOB, Mec-
YCTPOMCTBO KpOBb CypKa- MEPUO 3UMHEN CITSTYKA TapbaraHop | 1aHOK, MoJc-
MpooKKu TapbaraHa B BOK, THILLYX
3UMOBOYHOM POTOBOI G
HOPBI OJIOCTU BO » » 37°C
BpeMsI CITSIUKU
=5°C >—>
DKCKPEMEHTBI Kposb KpoBb T'omoiio-
CypKa B HOpE, CIISILIIETO TeTeporepmHOE cocTosiHue AKTUBHOTO TepPMHBbIC U
MaTepual cypka, 5°C cypkoB, 5—37°C cypka, 37°C SyTEPMHbIE
MpooOKH, xo3sieBa, 37°C
0—10°C

Puc. 1. CMeHa MUKPOOHOI cpeabl 00MTaHUs B Mpoliecce Ipeobpa3oBaHusl KioHa Yersinia pseudotuberculosis B Yersinia pestis.
Y. pstub — Y. pseudotuberculosis. | — BHeroctasibHas cpena oouTaHus (BHETOCTaIbHAsI 9KOJIOTMYecKasi CyOHUIIA) TIceBIOTyOep-
KyJie3Horo Mukpoba; Il — TpaBMaTndeckoe 3apaxkeHne KpOBM CypKOB-TapbaraHoB Bo BpeMs cristuku; II1 — cpema oburanust
MCeBAOTYOEPKYIE3HOTO MUKPOOa B XOJIOAHOM KPOBH CIISIIIIUX CYpKOB; IV — rerepoTepMHast (rerTepoMMMYyHHasl) cpeaa oouTa-
HUS IPOMEXYTOUHOM hopmbl Yersinia pseudotuberculosis/pestis; V — roctaibHas cpena OOUTaHUS B TIOITYJISIIIUA aKTUBHBIX Cyp-
KoB-TapbaraHoB; VI — rocranbHas cpena ooutaHus (rocTajibHasi SKOJoTUYecKass CyOHMIIa) MUKPOOa YyMbl B TIOITYJISILIMSIX

rpbI3yHOB U nuiyx (Ochotona).

MepeHOCYNKa-0JI0XH), U3 ITOTO CJIEAYET, YTO OCHOB-
HbIE MPOLIECCHI afanTalli OCYIIECTBISIMCh BO B3a-
MMOIEUCTBUU MUKPOOA ¢ OPraHU3MOM MEPBUYHOIO
XO3SIMHA, KOIa MEXIY XO3IMHOM U MH(PEKIMOHHBIM
areHToM chopMHpoBajcs GajlaHC CBOWCTB pe3u-
CTCHTHOCTb/BI/IpyflCHTHOCTb M BO3HUKIJIA IIEPBUYHAaA
BMU300TUYECKAsI CUCTEMA YyMBI.

Buyrpusumosbsie (OpMBI  BO30OYyIUTEIS UYYMBI
(mogBuUABI, OMOBapBl, TEHOMOBAPHI, KOBaphl, pu00-
TUIBI) XapaKTePU3YIOTCS MPU3HAKOM IOCTaJIbHOCTU
(host — x03s1H). To ecThb B IPUPOAHBIX OYarax MMUK-
po0 BEIpabOTAJ afanTalluy K HAPKYJISIIUA B TTOMYJISI-
OUSIX XO035IEB OIIPeAe/ICHHBIX BUIOB (IIOIBUIOB)
(Zhou et al., 2004). OTcroga NOHSTHO, 4TO IIpeoOpa-
30BaHUE MCXOMHOrO KJIOHA TICEBIOTYOEepKYIE3HOTO
MUKpOOa B MOMNYJSILIAI0O MUKpoOa YyMbI, HauboJjee
BEPOSITHO, MPOIIIO B IIOIYJISIIUHA KAKOTO-TO OTHOTO
VI HEMHOT'MX BUIOB IPHI3yHOB, OOUTAIOIIMX B Ipa-
HMIIaX apeajia IICeBIOTyOepKyJIe3HOro MUKpoba 1-ro
cepoTuria B KaKOM-TO reorpadruieckoM paiioHe ¢ X0-
JIOMHBIM KJImMaToM. Ha ocHoBe MI'-maHHBIX B Kaye-
CTBe TIEPBUYHBIX X035I€B HAa3bIBAIOT IIPEeACTaBUTEIICIA
noxacemMeiicTBa Microtinae (IOJIeBKOBbIE) WM poja
Marmota (cypxkn) (AHUCUMOB U 1p., 2016; Wang et al.,
2006; Morelli et al., 2010). ITepBble — TOMOMOTEPM-
HBIE, HE 3MMHECIISIINE MEJIKIE IPHI3YHEI C IIOCTOSIH-
Holi Temnepatypoii Tena (7)) okono 37°C. Bropbie —
reTepoTepMHBIC, 3UMYIOIINE OOJBIIMMU CEMbSIMU
XKHMBOTHBIE, ¥ KOTOPBHIX B OCEHHE-3MMHE-BECEHHUIM
nepuoa MHOTOKpAaTHO (2—5 pa3 B MecsIl) MEHSIeTCS
(GU3NOIOTNYECKOE COCTOSIHHUE TOPIIOP/3yTEepMUSI,
npu 3ToM 7, uaMmeHsiercs B nuamnasone 5—37°C u, B
COOTBETCTBMH C Hell, PU3NOTOTNIECKIE M OMOXNMHU -

YCITEXY COBPEMEHHOM BUOJIOTUH

yecKue rnmokaszaTejd OpraHm3Ma: MHTEHCUBHOCTD JIbI-
XaHUS Y KPOBOOOPAIIEHUSI, CBEPTHIBAEMOCTH KPOBH,
CKOPOCTb UMMYHHBIX peaKUnii, THHEKLIIMOHHAS 4yB-
ctButesbHOCTh (Carey et al., 2003; Bouma et al.,
2010). I'erepoTepMHOE 1, COOTBETCTBEHHO, I'e€TE€pO-
MUMMYHHOE COCTOSIHUE 3UMHECTISIIINX TPBI3YHOB, T10
HalllUM MpeACTaBICHUSIM, sIBJisieTcsl (hyHIaMeHTallb-
HBIM FOCTaJIbHBIM CBOMICTBOM, OPTaHU3YIOIIUM TeTe-
POTEHHYIO TIPOMEXYTOUHYIO Cpeay, B KOTOPOil TIpo-
XOOMJI OBICTPHIN Mpolecc “KBaAaHTOBOro” BMA0OOOpa-
3oBaHus Mukpob6a yymbl (CyHuos, 2018a). Ho mpu
MTI'-mogxomne 3To CBOMCTBO HE MIPUHUMAETCSI BO BHU-
MaHUe 1 He 00CYKIaeTcCsl.

CrapToBBIi MEXaHU3M BUIIO00pa30BaHUSI MUKPOOA
YyyMbl ObUI JEHCTBUTEILHO YHUKAJIILHLIM Cpeau
npencraBuTelieli cemelictBa Enterobacteriaceae, He-
aJanTUBHBIM, TpaBMaTU4YecKUM. Takoii Heclenua-
JIMBMPOBAHHBIN MyTh “3apaXkeHus KpOBU™ MaTOreH-
HOIl MuUKpodaopoil (cenTuIeMHuH) y 4YejoBeKa U
KMBOTHBIX BIOJIHE OObIYeH. OH xapakTepeH s
BO30yOUTENIE TpaBMaTUYECKHUX KIIOCTPUIMNO30B
(razoBasl TaHTpeHa, CTOJOHSIK), KOKKOBBIX MH(pEK-
muii (CTaUIOKOKKU, CTPENTOKOKKM), MHMEKIIMIA,
BBI3BIBAEMbBIX DHTEPOOAKTECpUSIMU (KUIISYHAS U CU-
HEeTHOIHAas TaJIOYKH ).

Kak cnenyeT n3 3K0JI0rn4ecKoro cueHapusi, MUK-
po0 9yMBI BO3HUK OJaromapsi YHUKaIbHOMY COBME-
meHuio B LleHTpalbHOM A3MU B KOHIIE ITO3IHETO
IJIeICTOLIeHA JBYX TPUBUAILHBIX aOMOTUYECKMUX
($aKTOPOB: CYXOCTH 1 CYpOBOCTH KimmMara. OToajieH-
HOI MPEeAINoChUIKON TMOCTYXUIa apuau3alust LeH-
TpaJbHO-a3MAaTCKMX JIaHAIIA(pTOB BO BTOPOI I10JIO-
BUHE KalfHO30s1. APUIHBIN KJIMMAT CTaJ ITPUINHOMN
ToM 140
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BUIOCIIEH(PUIECKOTO HOPOCTPOUTEIILHOIO ITOBEIE-
HUS cypKa-TapbaraHa, KOTOpPO€ BbI3BaJIO €ro Macco-
BOEe 3apaxXeHHUE IICEBIOTYOEpPKYJIe30M TPaaULIMOH-
HBIM (DEKaTbHO-OPaAIbHBIM ITYyTEM, HO HE B IIPOIIECCe
MacTOMIIIHOIO MUTAHUSI COYHOI PacTUTEIbHOCTHIO, a
IIpU 3aJIcTAaHUM B CISIYKY IIPU YCTPOMCTBE MPOOKU
3MMOBOYHOI HOpHI. Pe1teHTHO TIpeamoChIIIKON BU-
J1000pa3oBaTeIbHOIO Mpoliecca CTajlo IMO3aHeTIeii-
CTOLICHOBOE MaKCHMaJIbHOE (CapTaHCKOE) ITOXOJIona-
ane B CeBepHoit 1 lleHTpanmbHOIT A3MM, BBI3BaBIIIEE
W3MEHEHHE TIOBEIEeHUSI JTUYMHOK CYpPKOBOI OJioXu
O. silantiewi — Tiepexon B 3UMHUE MeCSLbl U3 MEP3-
JIOIA THE3M0BOI BHICTWJIKM Ha TEJIO CIISIINX CYpPKOB.
DTO cTajo NpuunHO (PaKyJIbTaTUBHOM TreMaToda-
TN IMYUHKU OJIOX CO CTOXaCTUYECKOM 3aKOHOMEP-
HOCTBIO CTAJIM IPOHUKAThH B POTOBYIO ITOJIOCTh U ITH-
TaTbCSl Ha CJAM3UCTOM, co3maBas cKapuduKanuu
(PKosrthIii, INemkos, 1958; Cynios, CyHiosa, 2006).
PaHpl Ha CIM3UCTOI POTOBOM MOJOCTU ITOCTYKMIN
“BXOIHBIMM BOpPOTaMM”’ IS TIPSIMOTO YCTOWUYMBOTO
TpaBMaTUYECKOTO IIPOHUKHOBEHUS IICEBIOTYOCPKY-
JIE3HOTO MHUKpPOOa B TeTePOTEPMHYIO KPOBb CITSIIIIAX
CYPKOB U3 (peKaJTbHBIX YaCTHUIl, COXPAHSIOIIUXCS B
POTOBOIl MOJIOCTU MOCJIE YCTPOMUCTBA 3UMOBOYHOMN
npoOku. TpaBMaTuyecKWii MyTb 3apakKeHUS MOH-
TrOJIbCKOIO CypKa IICeBAOTYOEpKYyJIe30M — 3TO LIEH-
TpaJbHBIII 3KOJOTMYECKUI TIPUHIINUII IS TOHUMA-
HUSI MeXaHW3Ma IIPOUCXOXKICHUS IyMBl!

BaxxHoiT TpeanochIIKOM MPOUCXOXKIASHUST MUK-
poba 4yMEBI ClIeayeT CYUTATh 00pa3 XU3HU MOHTOJIb-
CKOTO CypKa KaK TeTepOTepPMHOTO 3MMHECIISIIETo
JKMBOTHOTO. B momynsiusix reTepoTepMHBIX CYPKOB
MPOXOAVJIN OCHOBHBIE 3KOJIOTHMYECKUE, Te€HETUYe-
CKUe Y MOJIEKYISIPHO-OMOJIOTUYECKHE ITPOLIECCHI BU-
JooOpa3oBaHusl. B omHOM rHe3ne MoXeT 3MMOBaTh
0 22—24 3BepbKOB. B TeueHMe X0JI0OMHOTrO IIepruoaa
roga CypkKu He CHHXPOHHO ITpochitiarorcs 1o 30 pas,
nipu 3ToM T, u3MeHsetcs B nnana3one 5—37°C (Ort-
mann, Heldmaier, 2000). B Takoii reTepoTepMHOI
cpene 6JIOXM MOTYT IlepelaBaTh MUKPOOBI HOBOMY
X035IMHY, UMEIoLleMY JII00y10 3anaHHyto 7, (4, cooT-
BETCTBEHHO, AKTMBHOCTh WMMMYHHOII CUCTEMBI) B
ykazaHHoM nuartazoHe (CyHmoB, 2018B). K ToMy ke
Yy CYPKOB B TOPITUIHOM MUMMYHOICIIPECCUBHOM CO-
CTOSTHUM KPOBb HE CBEPTHIBAETCS, paHbl KPOBOTOYAT
IJIUTEIbHOE BPEMS, UTO MPUIAET BBICOKYIO 3hdeK-
TUBHOCTb PAHEBOMY 3apakeHUIO.

I[MpyHUMOMATBHOE OTIUYME 3SKOJIOTUYECKOTO
cueHapus oTr MI'-ciuieHapueB COCTOUT B TOM, UTO OH
CBSI3bIBACT CTAPTOBBII 3TAIl BUAOOOPA30BaHUS HE C
MPUOPUTETOM CAILTAIIMOHHBIX T€HETUYECKUX CO-
obrTuii (I'TII" 13 moka HEM3BECTHOIO UCTOYHUKA), a
C pealbHBIMU U3MEHEHUSIMU B OMOIeOlieHO3e —
YHUKAJbHBIM TOBENCHUEM MEPBUYHOIO XO3SIMHA
(MOHTOJILCKOTO CypKa) U OCOOCHHOCTSIMU ITOBede-
HUS TIEPBUYHOIO MepeHocuruKa (Cypoubeit 010XM).
TaHgeM >TUX MOBEIEHYECKUX CABUTOB B YCIIOBUSIX
MaKCHUMAaJIbHOT'O capTaHCKOro noxoyionanus B LleH-
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TpaJlbHOM A3UM IIPUBEJ K MAacCOBOMY HeaJalTUB-
HOMY paHE€BOMY MPOHUKHOBEHMIO MCEBIOTYOEPKY-
JIE3HOr0 MHUKpoOa B KpPOBb NEPBUYHOTO XO3SMHA,
CIIeICTBEM KOTOPOTO CTajJ0 Pa3BUTUE MEPBUUHON
OakTepyeMUM B OOIICIIONYISIIMOHHOM MacIiTade,
3aBeplIaoIIeiicss CeIICUCOM 3apaXeHHOTO X03s1MHa.

DKOJIOTUIECKHMI TTOIXO0 OTTMCHIBACT BUI000pa30-
BaTeJIbHBIN Tpoliecc KaK TMOCTeNIeHHOe, HO ObICTpoe
peo6pa3oBaHuUe KIIOHA CIa00MaTOre HHOTO TICEBI0-
TyOepKyIe3HOTO MUKPOOa B ITOITYJISIIINIO BRICOKOIIA-
ToreHHoro Bo30yagutest yymbl (CyHuos, 2018a). To
ecThb, B mpoTuBoBec MI'-puaoreHussM, cHavajia BO3-
HUKJIA WCXOIHAsl MOIYJSIIUs YyMHOTO MMKpoba ¢
BBICOKOM BUPYJEHTHOCTBIO JJIsI TAOOPATOPHBIX XKHU-
BOTHBIX M YeJIO0BeKa, a OT Hee 110 Mepe adalTUBHOI
pagualuuy He3aBUCUMO CHOPMUPOBAIMCH JIOKAb-
Hble BHAeMUYecKre (hOPMBbI ¢ U30UpPaATEIbHOI BUPY-
JIEHTHOCTBIO K KOHKPETHBIM BUAAM U ITOMYJISILIUSIM
MoJIeBOK M nuinyx (AHMCUMOB U ap., 2016). UcTuH-
Hble TIepeXoaHble MoJuMopdHbIe PopMbI pseudotu-
berculosis/pestis ObLIN HECTAaOWJILHBIMU U B HACTOSI-
1mee BpeMsI He CyIIecTBYIOT. B mmpoiiecce otbopa oHM
3JIMMUHUPOBAJIUCH KJIETKaMU, 00JIafaloliMu Tpo-
JBUHYTBIM MPU3HAKOM — CIIOCOOHOCTBHIO CUHTE3M-
poBaTh OAKTEpMONMH IIECTULIMH. B CBs3M ¢ HenmaB-
HUM B D3BOJIOLIMOHHOM MacilTabe 3aBepllieHueM
Mpoliecca BUI000pa3oBaHNsI MUKPOO YyMbI, C OTHOI
CTOPOHBI, COXPAaHWJI MHOTHE (PEeHOTUITMYECKUE U Te-
HOTUIUYECKUE MMPU3HAKU CBOETO MpeaKa, C APyroi —
SIBJISIETCSI €r0 0€3YCAOBHBIM aHTATOHUCTOM, aKTUBHO
MOAABISIET IIECTULIMHOM IIPEAKOBOIO IICEBIOTYOep-
KyJIe3HOTO MUKpOOa 1-ro cepoTumna u He yCTOMYMBbIE
K ITIECTULUHY KJIETKU ITPOMEKYTOUHBIX 1 MyTaHTHBIX
¢opm (CrenanoB u ap., 1980).

AJAINITAIMOTEHE3 MUKPOBA YYMBbI

MNHdexnms KUBOTHBEIX U YeJIOBEKa HAYMHAETCS,
KakK MpaBUJIO, C MPEOAO0JICHUsI BO30YIUTEIEM SITUTE-
JiIuajibHOro Oapbepa JIMOO chelraIu3upOBaHHBIM
myTeM (ammapaT KJIETOYHOM aare3nu/uHBa3uun), 1mdo
yepe3 MeXxaHW4YeCcKMe MOBpeXAeHUsT (paHbl, OXKOTH).
INceBnoTy6epKyne3Hast THPEKIMS MISKOTTUTAIOIINX
HayMHaeTcsd MPOHMKHOBEHHWEM BO30YIUTENST B MU~
TeJINi TOHKOTO KUILIEYHUKA IMOCPEICTBOM CITeIUAIN -
3UPOBAHHBIX I€TEPMUHAHT BUPYJIEHTHOCTU. AnanTa-
1M K 3anycky MHGEKIIMOHHOro Mpoliecca COCTOUT
(IIOMMMO MHOTHUX APYTMX MPOSIBJICHUII) BO B3aMMO-
neiictBUM  (hbakKTOPOB BUPYJIEHTHOCTHU: alare3vHa
(Yad), maBazuHa (Inv), Yops-nporeuHoB (Yersinia
outer membrane proteins) 1 “MoJIeKyJISIpHOIO IIIIpuULa”
(T3SS-cucreMmbl) — ¢ aOuUTeINaIbHBIMIU M-KJIETKa-
MU TOHKOTO KullleuHHKa B kuciyioin (pH < 6) cpene.
Hanee K peaiuszaliuv MHQEKIIMOHHOIO Mpoliecca B
Ccy03nuTeNMaabHbIX U 00Jiee TJIyOOKUX TKAHSIX U Op-
raHax IpHUCOeTUHSIETCS CCTeMa BUPYJIEHTHOCTH Ail
(attachment invasion locus), akTMBHast B IIUPOKOM
TeMIepaTypHoM auamnal3oHe (Bartra et al., 2008; Fe-
lek, Krukonis, 2009; Atkinson, Williams, 2016).
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V niceBIOTYOEpKYJIE3HOTO MUKpOOa amarTainm K
BHETOCTAJIbHOU cpejie MPOSIBISIOTCSI B TeTepOTPO(d-
HOM CITOCO0€ MUTAHUSI MEPTBOM OPraHMUKON U B ITO-
IBVDKHOCTH 32 CYET XXTYTUKOB. 3allUTOi OT (haKTo-
POB BHEITHEN Cpeabl CIIYKUT MUKPOOHAsI OMOIUIEHKA, B
CHHTe3e KOTOpOii mpu TeMmepaType < 26°C ygacTBy-
TOT TIpoTeHBI Hms,, KomupyeMble TeHaMM Ams-OTIe-
poHa, pa3MenieHHBIMU Ha XpoMocoMe (Hinnebusch,
2005).

JodyepHuii MUKPOO YyMbI TTepelies B IPYTryIo 9KO-
JIOTMYECKYIO HUIILY, CTaJl BO30yauTeIeM CUCTEMHOM
TpaHCMHUCCUBHOM MH$peknn. Ero amanraiys K nup-
KYJSILUKU B CUCTeME TPbI3yH—OJIoXa IMPOXoausia o
TpeM HamOpaBJIeHUSIM: K JTUM(GOMUEIONTHOMY KOM-
IUIEKCY TEIUIOKPOBHOTIO XO3siIMHA-TPhI3yHa ((haKTOpPhI
BUPYJIEHTHOCTH), K MEPEHOCUUKY-0yi0Xe (hakTophl
TPAaHCMUCCUM) ¥ B3auMoOAamaNnTallid B MUKPOOHOM
coobiecte (pakTopbl KommyHuKanymn) (Hinnebusch,
2005; West et al., 2007; Zhou, Yang, 2009; Diggle,
2010; Connor et al., 2018). ITpu aToM opMupoBaHuEe
CBOMCTB BUPYJIEHTHOCTU Y TPAHCMUCCUBHOCTHU ITPO-
XOJIUJIO MHOXECTBEHHBIMU ITYTSIMM, B TOM YUCJIC
BKJIIOYAJIO TIPUHIIMITI aIIUTUBHOCTH: K IIpeagalThB-
HBIM NpHU3HAKaM, CBOMCTBEHHBIM IICEBIOTYOEpPKY-
JIE3HOMY TIPENKY, JOOABISJINCh HOBBIE Crieluguye-
CKUe IIPU3HAKU. DTHU B3aUMOCBSI3aHHbBIE W B3aHIMO-
0oOyCJIOBJICHHBIC ajanTalluy ObLUIM HaIlpaBJICHBI Ha
JIOCTUKCHUE YPOBHS OaKTepueMuu, rapaHTHUPYIOIIIe-
ro yCIIeIIHOE 3apaxkeHne yKycaMu OJIOX HOBOTO XO-
3sIMHAa, HETIPEPHIBHOCTH 3MMM300TUYECKOTO MpoIecca
Y TIOMYJISIHUOHHO-BUIOBYIO CTaOMIN3aIUI0 HOBOTO
Bunaa Y. pestis.

Daxmopot upyreHMHOCMU

M3BecTHBIE (DaKTOPBI BUPYJIEHTHOCTU (IIPOTEUHBI,
TOKCHHEI, (hepMEHTHI, (PyHKIIMOHAIbLHBIE MOJIEKYJIbI
U Ip.) HalpaBJeHbl HA UHI'MOMPOBAHUE KJIETOYHOTO
U TYMOPaJIbHOTO UMMYHUTETA TEILIOKPOBHOIO X0351-
WHAa U JOCTIDKEHME BRICOKOMHTEHCUBHOI OaKTepue-
MuM. MUKpOO YyMBl BlIaieeT MHOTOYMCICHHBIMH
dakTopamu BUpyiaeHTHocTu (Demeure et al., 2019).
Cpenu HauOoJiee M3YYEeHHBIX — 0a30BBIe (DAKTOPHI
T3SS u Ail, KoTophle TIepelii OT MCEBIOTYOCPKY-
JIE3HOTO MUKPOOAa JINIIb C HEOOJbIIIMMU U3MEHEHUSI -
MU, U aJIMTUBHEBIC Buocnenuuideckmne (hakTopbi-
npoterHbl Cafl (kogupyercs Ha rmiasmune pFra) u Pla
(xonupyetcs Ha Ta3mue pPst/pPla). B MI'-nonxone
IIPUHATO CYUTATh, YTO ILIa3Muabl pFra u pPst mpu-
obpetens! B pe3yabrare I'TIT ussne. [1pn 3TOM 60ITH-
mas miasMmuna pFra, Hapsimy ¢ TeHOM (OIIepOHOM)
BUPYJICHTHOCTH cafl, HeceT TakKKe YHUKAJIbHBIN IS
BO30YIUTENISI YyMbl T€H TPAaHCMUCCUBHOCTU ymit, TO
€CThb YTBEPXKIAeTCs, YTO B TeHOM OyayllIero Mukpooba
YyMbl M3BHE BCTPOMJICSI BHICOKOCTICIIMAIM3UPOBAH-
HBII TeHETUYECKMIT OJIOK, KOOVPYIOLIWIA IBE pa3HbIC
BaxkHeiilme GyHKIIMN, U HECKOJIbKO OPUTMHAIBHBIX
reHOB Xu3HeobecneueHust! To XXe MOXHO cKa3aTb O
MaJioii Tiasmuae pPst, SKoObI BCTpOSHHOI OT Salmo-
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nella typhimurium (Kykinesa, boiiko, 2016; Prentice et al.,
2001). Dta wia3Muga OOHOBPEMEHHO HECET Ha cebe
I'eH BUPYJICHTHOCTHU pla 1 TeHbl KOMMYHUKALIUU pst U
pim. T'eH pst KomUpyeT CUHTE3 ceIn(pUISCKOro s
YYMHOI'0 MUKpo0Oa OakTeproliMHa — IMECTULIMHA, pe-
IyJsgTopa BHYTPU- UM MEXBUIOBBIX OTHOIICHUIA
nMeHHO MUKpo6a ayMsI (Rakin et al., 1996). I'en pim
KoaupyeT QYHKIINIO YCTOMYMBOCTH K TIECTULIMHY U
(GYHKIIMOHAIBHO TECHO CBs3aH c pst. Iloatomy
MTI'-yTBepxKIeHHS O 3aMMCTBOBAaHMM II€JIbHBIX
MJ1a3MU, BBITTOJHSIOIIMX pa3jIMuHbIe CIielIupuIe-
ckue PYHKINU, OTKYIAa-TO U3BHE WX OT IPYTUX Ma-
TOT€HHBIX BUAOB MPEICTABISIOTCS COBEPIISHHO He-
MbIiciuMbIMU. Kak anbTepHaTHBa, 3KOJOTUYECKUA
ClieHapuii IIpeayCMaTpuBaeT IIOCTEHNECHHBIA IO-
STAIHBIMA SHIOLEJUIIONSIPHBIA CUHTE3 OBYX BEIIIE
Ha3BaHHBIX ClenU(pUUECKUX TUIa3MUI B Mpoliecce
amanTanroreHe3a MUKpoOa YyMbl B TeTEpOTEPMHOI
U TeTepOMMMYHHOII cpelie cypoK-TapbaraH—O0Jioxa
O. silantiewi. T1lpu 3TOM I'eH BUPYJIEHTHOCTU pla xa-
paKTepU3yeT MEXaHN3M IPOIBUHYTOM (hOPMbI UyMbI —
O0yOOHHOI1, a TeHbl KOMMYHUKAIIUU pst U pim odectie-
YT XUATYC C MMPEAKOBBIM BUIOM U TOIIEPXKUBAIOT
CcTaTyC HOBOOOpPA30BaHHOTO BUJA B MEXX- U BHYTPU-
BUIOBOI OOpHOE 3a CyIIeCTBOBaHNUE.

Dakmopvt mparncmuccuu

D1 PaKTOPHI XapaKTEepU3YIOT CBSI3b BO30YIUTEIIS
yyMBI ¢ OioxamMu. ba3oBbIM (paKTOpOM TpaHCMMUC-
CUM, MepeliealuM B Majlo U3MEHEHHOM BHIE OT
IIPEIKOBOIO MCEeBIOTYOSPKYIE3HOI0 MUKpPOOAa, SIBJISI-
10Tcs TiporeuHbl Hms,, KonupoBaHHbIE HA XPOMOCO-
Me U (hopMUpPYIOIINE MUKPOOHBIM MaTpUKC, KOTO-
pBIi IpU YyMe y4acTByeT B (DOPMUPOBAHMM OJIOKA
npemkenynka 3apaxkeHHoit omoxu (Kykiesa u mp.,
2011). B nmpouecce aganTanuoreHe3a y MUKpooda uy-
MBI C(OPMUPOBAJICSI ANIUTUBHBLIA MEXaHU3M JIV-
TEJIbHOTO BBDKMBAHMS MUKpPOOa B OpraHu3Me OJIOXU
U TIPOJIOHTMPOBAHHOI OJOKOBOM (IM03mHeda3HOit)
tpancmuccun (Erickson et al., 2006; Eisen, Gage,
2009). B momaepkaHMM 3TOr0 MEXaHN3Ma Y4acTBYET
BUIOCIIEIM(PUIECKU NOpoTerH Ymt (MBIIIMHBIA
TOKCHH), KOOUPOBAHHBIN Ha CreludUUecKOon s
YyMHOT0 MUKpo0a 0ombmIoi mrasmunae pFra. 9xomo-
TMYECKUI CLIEHApMi MTpearoJiaracT 3HI0LE/UTIONSP-
HBII CUHTE3 ym! U He TpeOyeT HMpUBJIICYCHUS ITapa-
murMbl I'TIT mirst o0bsicHeHrsT MeXaHn3Ma TPaHCMIUC-
cuBHoii nepenauu (CyHuos, 20180).

Daxmopvt KOMMYHUKAUUU

KoMMyHUKallMOHHBIE CBSI3U OO0SI3aTE€NIbHBI ISt
JII000ro (OPMUPYIOLIETOCsI U YCTOSIBILIETOCSI MMK-
pooHoro coobiecTBa (West et al., 2007). BodHukHO-
BEHNME MEXKBHUIOBOIO XMaTyca IICEeBIOTYOEPKYJIE3HOTO
1 YYMHOTO MHMKPOOOB M IOAAep:KaHUE BHYTPU- U
MEXBUIOBBIX OTHOIICHUI OOeCHeUYnIn CUHTE3UPO-
BaHHBIC HA 3aKJII0YUTEIBHOM 3Tare BUI00O0pa3oBa-
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HUS TIPOTEUHBI-peTyasaTopsl Pst m Pim, xomupoBaH-
HbIe Ha 00Jiee MOJIoI0M Maioil Ttasmuae pPst.

HMrtak, comracHO 3KOJOTMYECKOMY CLEHapUIo,
¢dbopMrpoBaHUE XapaKTEPHBIX AJIsI YyMHOTO MUKpOOa
BUIOCIIEHU(UIECKIX CBOMCTB BUPYJCHTHOCTH U
TPAaHCMHUCCUBHOCTHU MPOIIUIO C y4acTUEM aIJIUTUB-
HbIX TeHeTu4YeckKux HoBaluii. K ¢akropam 6a3oBoii
BUPYJIEHTHOCTHU IIPEIKOBOIO IICEBIOTYOEePKYJIE3HOTO
mukpoba (T3SS, Yops, Ail) nobaBuiica cneuudpude-
CKUi1 MexaHu3M O0yOoHHOI1 uyMbl (cHauana Cafl, ko-
IMpOBaHHBIN Ha mma3zMune pFra, 3atem Pla, kognpo-
BaHHBIN Ha OoJiee MoJionoi mnasmuae pPst). Takum
0o0pa3oM, COBpeMEHHas YyMa HeceT IMPU3HAKU KaK
MIPUMUTUBHOMN CENTUYECKOI (DOPMBI, TaK U IIPU3HA-
KM TIPOABUHYTOI OyOOHHOIT uyMnbl (Sebbane et al.,
2006). K 6a30Boif cmocoGHOCTH 0Opa30BEIBATh 3a-
IIUTHBIA 3KCTPALICJUIOJISIPHBIA MAaTPUKC Y TICEBIO-
TyOepKyne3Horo mukpoba (Hms-pakrop) mobaBu-
JIOCb CBOHCTBO IPOTUBOCTOSATH (hpepMEeHTaTUBHOI
aKTUBHOCTY INHUIIEBAPUTEIbHON CHUCTEMBI OJIOXU U
¢dopmMupoBaTh 3a CUET IKCTPALEUIIOJISIPHOTO Mart-
puKca 0ok mpemxenyaka y 6iox (Ymt-dakTop),
oOecrieyuBIllee BO3ZHMKHOBEHME TPAaHCMUCCHUBHOM
nepenayvu.

I'PAIJALINA NI CAJIBTALIA?

Ilpu cpaBHEeHMM MHOTOYMCICHHBIX (paKTOB, Ha-
KOIUIEHHBIX TTpU MI'- 11 3K0J0rMyecKom Mmoaxonax K
po0GJIeMe IIPOUCXOXKICHMS YyMbl, M1 O3BYYE€HHBIX 13
HUX BBIBOJOB HEM30€XHO BOZHUKAET BOMPOC: KaKOM
MyTh BUA0OOpa3oBaHUS 0OoJjiee TOBEPUTEIbHBIN:
CaJIbTALIMOHHBINA WIM MOCTENEHHBINA rpaayalbHbIi?
IIpuBenem Tpu peHOMEHA, XapaKTePU3YIOIINX BUIO-
0o0pa3oBaTebHbINA MPOLIECC, IKOJIOTUIecKass UHTep-
MpeTaLNs KOTOPBIX CKIIOHSIET B II0JIb3Y IOCTEIIEHHOTO,
HO OBICTPONPOTEKABIIIETO aganTallMoreHe3a — Maes
KBaHTOBOU MOCTENEHHOCTH BUI000pa30BaTEIbHOTO
npouecca (CyHuos, 2018a).

* [lepexon OT MCXOTHOIO CIIELIMAIM3UPOBAHHOTO
(yepe3 M-K1eTK TOHKOTO KMIIIeUHUKa) aTMMEHTap-
HOTO 3apak€HUs MCeBAOTYOEPKYIE30M K CIielaIn-
3MPOBAaHHOMY TPAHCMMCCHUBHOMY 3apakKeHUIO Yyepe3
YKYCHI 010X IpU YyMe IIPOIle, KaK 3TO CJIeAyeT U3
9KOJIOTUYECKOTO CLEHAPHsI, YePE3 CTATANIO HECTIEII-
aJIM3MPOBAaHHOIO PAHEBOIO 3apaK€HMs BCJIEIACTBUE
HapylLIeHUsI CJIU3UCTOM POTOBOM IOJOCTU CHSLIMX
CYpKOB-TapOaraHoB TUYMHKaMu Ooxu O. silantiewi.
JIMYMHOYHEIN apa3uTu3M y 0JIOX — OOBIYHOE SIBJIC-
HUE B yCIOBUSX XojoaHoro kiaumMata (CyHiuoB, CyH-
moBa, 2006). Takoe MexaHMYeCKOe 3apaXkeHHe C TT0-
CJIeayIolIel MepBUYHOM OaKTeprueMueii, BO-IEPBbIX,
He TpeOOoBaIo KaKMX-JI1M00 HOBBIX aganTaliiii K Ipe-
OIOJICHUIO BMIUTENIUANIbHBIX 0apbepoB, BO-BTOPBIX,
MIPUHIINII 3apaXkeHUsI IICEBAOTYOEePKYJIE3HbBIM MUK~
poboM Yepe3 TMIMHOYHBIE CKapudpUKaIul 1 depe3
YKYCBhI 0J10X, IO OOJIBILIOMY CYETYy, CAUHBIIT — paHe-
BOM: JIMUMHKY MPOTPHI3AI0T 3MUTEIUATbHBINA CI0I B
POTOBOI IMOJIOCTU CYPKOB U JOCTUTAIOT KPOBEHOC-
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HBIX KaIlWUIIpOB M JUM(ATUIECKUX COCYIOB, OT-
KpbIBasi BO30YIUTEIIO IIPSIMO TOCTYN B KPOBb 1 Cy0-
SIIUTEIMAIbHBIC TKAHU; B3pOC/bIe OJOXU IIPOCBEP-
JIMBAIOT JIAUMHUSIMH SIUTEINAIBHBIA CIOM C TeMU
Xe MocaeacTBUsIMU. TakuM oGpa3zoM, ¢hopMUpoBa-
HUE TPAaHCMMCCHUBHOTO CIIOCO0a Iepegadyr HavyaloCch
B oy satusax ToprmmHoro (7, = 5°C) cypka-Tapba-
raHa ¢ BOSBHUKHOBEHHEM MacCCOBOI IICEBIOTYOEePKY-
JIe3HOI 6aKTepreMUU KaK paHeBO MHGMEKIINU, UHU-
numpoBaHHOI muuvHKamu O. silantiewi, a B TIpoliecce
amanTaluuu MUKpoba post-pseudotuberculosis K Lup-
KYJISILIAU B TIOMYJISILIUSIX TETEPOTEPMHOTO U AaKTUBHO-
ro cypka-tapbarana (7, = 5—37°C) 3apaxxeHre CTaIn
ocyniecTBIdITh mMaro O. silantiewi XBa3nMpaHEBBIM,
OoJiee crielIMaJIu3upOBaHHBIM CIIOCOOOM.

* DNMU300TUYECKUN IIpoliecC IIPU YyMe BO3MO-
KEH IpU HaIWYUK OaKTepUeMUU MHTEHCUBHOCTBLIO
> 107 kyeToK Ha 1 MJI KPOBU, TIPU KOTOPO# XOTsl Ob
HECKOJBbKO MUKPOOHBIX T€JI MOTYT IIOIIACTh B MHUIIIE-
BapUTEJIbHBINM TPaKT OJ0XM MOCJIE Pa30BOro KPOBO-
cocaHus (Lorange et al., 2005). CooTBeTCTBEHHO, HE
MEHBIIIasi KOHIIEHTpAaIMs B KPOBU JIOJDKHA OBITh U Y
peaKa YyMHOTO MUKpoOa. B opranmnsmMe ToprmmaHOTo
cypka (7, = 5°C) npu HU3KON MHTEHCUBHOCTU UM-
MYHHBIX IIPOLIECCOB TaKasi KOHIIEHTpaLMs MUKPOOHBIX
KJIETOK IIOCJIe PaHEBOIO 3apaKeHHs, Halo IMoJararh,
OOBIYHOE SIBJIEHWE, TaK KaK IICEeBIOTYOepKYJIE3HbIA
MUKPOO MHTEHCHBHO Pa3MHOXACTCS MPU HU3KUX
MOJOKMUTEJILHBIX TeMIlepaTypax B KYJIbType TKaHW,
KYpPUHOM 3MOpHOHE, 0J10XaX, OpraHN3Me UMMYHOCY-
mpeccupoBaHHBIX >XMBOTHBEIX (laiimykoBa u np.,
1975; I'onmoBaueBa, Kosteiit, 1978; Bamenoxk, 1988;
Cnynckuii u ap., 2003; Anisimov et al., 2005; Bouma
et al., 2010; Sun et al., 2014). IlepBuuHas paHeBas
IICEeBOOTYOCPKYyIE3HAasl CENTULIEMMSI TOPIIMIHBIX Cyp-
KOB CTaJla CTapTOBBIM YCJIOBUEM BUA00OPa30BaAHUS
MUKpo6a yymbl. Ho mist BO3HUKHOBEeHUsI OaKTepue-
MUM B OpPraHM3ME NPOCHINAIOIINXCSI M aKTUBHBIX
CYPKOB, Y KOTODBIX C TIOBBIIIIEHUEM 7. UMMYyHHBIE
MpOoLEeCChl MHTEHCU(ULIMPYIOTCS, U, COOTBETCTBEHHO,
MH(EKIIMOHHBIE areHThI 3JIMMUIHUPYIOTCS, IIOTpe0o-
BaJIUCh amanTaluyd K TeTepOMMMYHHOI cpele IIo
TemrepaTtypHoMmy BekTopy 5—37°C. IlposiBneHuemM
9TOI aganTallvy SIBJISIETCS. SHIOLEIUTIOJISIPHBIA CUH-
Te3 crelupuUIecKrX MIa3MuI BUpyJIeHTHocTU pFra
u pPst.

e 3apaxkeHue 4YyMOM uYepe3 YKYChl OJIOX OCYy-
MIECTBJISIETCS ABYMS ITyTSIMU: MHTPAaBACKYJISIDHBIM U
BKCTpaBacKyIsIpHBIM (Sebbane et al., 2006). [1pu 60-
Jiee peIKOM MHTPaBaCKyJIsIpHOM BHEJIPEHUU MUKPOO
BBOJIMTCSI IIPSIMO B IIOJIKOXKHBI KPOBSIHOM KaITWJLISIP
(mogpo6GHO paHEeBOMY 3apaK€HUIO MCEBIOTYOEpPKYyIe-
30M C y4acTHEM JMYMHOK OJIOX) C ITOCIEAyIONIUM
pa3BuUTHEM O0Jiee IIPUMUTUBHON NEPBUYHOM CENTU-
HEeMUYECKOM YyMBI 0e3 OYOOHHBIX HPOSIBIICHUIA.
TkaHeBbIX O0apbepOB B 3TOM cliydyae MH(PEKLUS He
BCTpedaeT, M ajalTalus MUKpoOa K MX IIpeomoie-
HUIO (IIPOSIBJICHUEM KOTOPOM SIBJIsIeTCs OyOOH) HeE
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2Tiss  Coxpamemie dyHKIMM aKTHBHOIO TeHHOTO GloKa  T3SS &
ms ms
s hms = CoxpaHenue GyHKIMU AKTHBHOIO OMEPOHA /1 s
8 ail ~ CoxpaHenue (QyHKLUM aKTUBHOTOTeHa  ail %)_
* iy T WiHaKTupais rena v R
UHTpaLe/UTIONSpHBIIA CUHTE3 TR cof E
TeHOB ¢ HOBbIMU dyHKIMsIMU, T > 5°C ymt )
WHTpane/uonspHblii CUlTes i pst
* T€HOB C HOBBIMY (DyHKIUsIMUZN pla ::E
DKCKpPEMEHTBI Tt > 25°C T pim
B IIpoOKe X
3UMOBOYHOM Kposb Kposb et
HOPBI CypKa, CIISIILIETO leTepoTepMHOE COCTOSTHUE aKTUBHOTO e
0—10°C cypka, 5°C cypkoB, 5—37°C cypka, 37°C coc;c;gglxm,

Puc. 2. AnantauyoreHe3 MUKpoOa YyMbl: MHAKTUBALIUSI He(DYHKIIMOHAJIbHBIX TeHOB (inv, yad), coxpaHeHre QYHKLIMI aKTUB-
HbIx reHoB (T3SS, Ams, ail) » HOBOOOGpa3oBaHUe reHOB BUPYJIeHTHOCTH (cafl, pla), TpaHcMuccuu (ymt) U peryasiTOpOB BHYTPH-
Y MEXBUIIOBBIX OTHOIEHU (pst, pim). [—VI — o6o3HaueHust cMm. puc. 1; XPCM — xpomocoma; riazmunsl: pY V/pCad — Kaib-
uMiisaBUcUMocTH, pFra — kancynonponykuuu; pPst — nectuunHoreHHocTH. 7. — TeMIlepaTtypa Tejla CypKoB. * — Mpesrono-
JKMTEJIbHBIM HYXKHUM TeMITepaTypHBIH MOPOT OKMCIMTENBHOTO B3pbiBa MaKpo(haroB B OpraHU3Me MPOCHINAIOIIMXCS CYyPKOB

npu T, = 20—-25°C.

TpebyeTcsi. BUpyJIeHTHOCTh KakK YyMHOTO, Tak U
MCeBAOTYOEPKYJIE3HOTO MUKPOOOB IPU UHTPABACKY-
JISPHOM 3apaxXeHuU BbIcoKast (Sebbane et al., 2006;
Guinet et al., 2008). ITpu OoJiee 9acTo cirydaromeMcst
9KCTPaBaCKYJISIPHOM BHEIPEHUN BO30YIUTETb YyMbl
pacripocTpaHsieTcs 1o JUM@OUIHON TKaAaHU 10 peru-
OHapHbBIX JUMGATUIECKUX Y3JIOB, U Y XO3s1MHA pa3-
BUBaeTcs OyboHHas (hopma 60Jie3HU, KOTopasi najee
rnepepacTaeT BO BTOpUYHYIO cenTtulieMuyeckyto. Ho
Yy IPeaKOBOTO MCEBIOTYOEPKYIE3HOIO MUKpPOOa 3KC-
TpaBacKyJsIpHOE 3apaxkeHHe He JOCTUTaeT 0yOOHHOI
CTaIuyd U HE MPUBOAUT K BTOPUYHOI CENTULEMUU
(Guinet et al., 2008). To ecTb y 4yMHOro MUKpoba
MOCTENEHHO C(POPMUPOBAIMCH aganTalliu K Tpe-
OIOJIEHUIO MEXKJIETOUYHBIX U MEXTKAaHEBBIX Oapbe-
poB U pa3BuUTHIO OyboHHOI hopmel. [TposiBieHrEM
9TOi amanTaluu sIBISIETCS aKTUBATOP TIa3MUHOTeHa
(Pla), dakTop BUPYJEHTHOCTHU, 3aKOIMPOBAHHbBII Ha
Masioi ttazmuae pPst (Hinnebusch, 2005). Kak Ham
MpeCcTaBsIeTCs], TeHbl 3TOM TJIa3MUIbl CUHTE3UPO-
BaJIMCh Ha OoJiee TTO3IHUX CTAAUsIX afanTaluyoreHe3a —
HaJo0 MoJjaraTb, B HEMOCPEACTBEHHOI CBSI3M U CUH-
XpPOHHO C ajanTaiueil K OKCUIAHTHOMY B3pbIBY
MakpodaroB B OpraHM3Me MPOChINAIOIIETOCs X031~
Ha ripu T, > 20—25°C, Korma MeTaboIndecKue mpo-
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IECCHI B €T0 OpraHU3Me MTPOTEKAIOT YXKe TOCTATOTHO
aktuBHO (CyH110B, 2019) (puc. 2).

Kak Buaum, bsKojorudeckass WHTEpIpeTaLIMs
TNpUBEIEeHHBIX (e HOMEHOB HE TPeOyeT MPUBJICUCHUS
napagurmsel I'TIT.

NHAJAIITUBHBIE, ITPEAJAITTUBHDBIE
N AJAIITUBHBIE I'EHBI Y. pestis

DBOJTIOLUS OPTaHU3MOB BCETA ITPOTEKAET IO MO-
3aUYHOMY NpUHOUMY. B 3aBUCUMOCTM OT amanTuUB-
HOM LIEHHOCTH B HOBBIX YCJIOBUSIX OJHU IPU3HAKU,
yTepsiBiIve (GYHKINOHATLHYIO 3HAYNMOCTh, UCUYe3a-
FOT WIX MHAKTUBUPYIOTCS, APYTHE, TO3BOJISTIOIINE BULY
3asIKOPUTHCS U IIEPCUCTUPOBATh B HOBOI cpelie, — CO-
XpaHSIIOTCSI B MaJI0 UBMEHEHHOM BUIE, TPETbU, Ha-
IpaBJIeHHBbIE HA TNOJHOLEHHOE OCBOCHUE HOBBIX
yCI0BUI, — (POPMUPYIOTCS 3aHOBO B MIpOLIecce afar-
tanporeHesa (TaxtamxksH, 1966; Tumodeen-Pecos-
cKkuii u ap., 1972). CooTBeTCTBEHHO, T€Hbl U T€HETHU-
YyeCKHe CTPYKTYpbl YYMHOI0 MHKpoOa B 3aBHUCHUMO-
CTU OT aKTYaJIbHOCTU UX (PYHKIUIT XapaKTepU3YIOTCS
KaK MHAIanTUBHbIE, IIpeagalTUBHbIE U (HEO)aaaIllTUB-
Hble. CynpOy 3THMX I'€eHOB U T€HETHYECKMX CTPYKTYP
MOXKHO HAIISITHO MPOCIIEINTh Ha OCHOBE U3JIOXKEH-
HOT'0 3KOJIOTMYECKOTO CHEHApUsi MPOUCXOKIACHUS
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Y. pestis. B kauecTBe WJUTIOCTpAalluy adanTalloreHe3a
Ha MI-ypoBHe (HO He€ cajbTaluu!) paccMOTPUM
cynas0y 10 1OCTaTOYHO XOPOIIO M3Y4eHHBIX TEHOB U
TeHETUIECKUX CTPYKTYP, KOOUPYIOIIX (DaKTOPhI BUPY-
JICHTHOCTH, TPAHCMUCCUU Y KOMMYHUKALIMK (puc. 2).

Hnadanmuervie eeHbl

B reHoMme uymMmHOro Mukpo6a ooHapyxxeHo 298 re-
HOB, TOMOJIOTMYHEIX TeHaM Y. pseudotuberculosis, HO
YTpaTUBIIMX CBOM (PYHKIIMM B HOBOI Cpelie oOMTa-
Hus (Chain et al., 2004). I3 Hux HanboJ€e XOPOoIlIo
W3Y4YeHBI T€HEI inv U yad, Kogupymolre ¢GakTopbl BU-
pyneHTHOCTHU Y. pseudotuberculosis — IpOTeNHBI MH-
BasuH (Inv) u aaresuH (YadA) (Anucumos, 2002).
DTU OPOTEUHBbI B3aUMOICIHCTBYIOT ¢ M-KiIeTKaMu
[1eitepoBBIxX OJISAIIIEK TOHKOTO KUIIIEYHNKA 1 00eCcTIe-
YUBAIOT (PYHKIIMIO MHBA3UU SMUTEINAIBHBIX KJIETOK
M CYOMYKO3HBIX TKaHEil KUIIeUHNKA MJICKOIIMTAlO-
mux (Wren, 2003; Atkinson, Williams, 2016). To ecTb
9TO CIIELMATM3UPOBAHHbIE MPOTEUHBI BO30YIUTEIIS
KMIIIEYHOM IICEeBIOTYOEpPKYIe3HON MHMEKLIUN, U B
CBSI3U CO CMEHOM ITyTH 3apakeH!sI MJICKOITMTAIOIIIX
MpU YyMe, MUHYsI TOHKMI KMIIIEYHUK, 00a TeHa B TeHO-
Me Y. pestis THAKTUBUPOBAHEI, IIepBbIiA — IS-BcTaB-
KOM, BTOpOii — Aenelreil eAMHUYHOTO HYKJIEOTUIA
aneHuHa (Epomienko u ap., 2010). ¥ yyMHOro Muk-
pob6a (YHKIMU WHBa3UM U aAre3uy KOITUPOBAHBI
JIPYTMMH FreHeTUIeCKMMU CTPYKTYpPaMHU, B TOM YHCIIE
TreHOM pla, TOoKaau30BaHHBIM Ha BHOBb CUHTE3UPO-
BaHHOI 11a3mume pPst (Zhou et al., 2006). [Tomo6-
HBIM 00pa30M B IIpoliecce aganTalroreHes3a IIpomu30-
1IU1a yTepss YYMHBIM MUKPOOOM moaBM:KHOCTH, O-aH-
TUI€HA W ypea3HOi aKTUBHOCTU. I1pu 3TOM M3BECTHBI
pesepcun nocienHero npusHaka (Ure~/Ure™) (Bapua-
OeIBLHOCTE..., 2009; Zhou et al., 2006).

CornacHo BBIBOAaM MOJICKYJISIPDHON Te€HETUKMU,
MPUHATO CYUTATh, YTO HAPYIICHUS CTPYKTYPHI OeJI-
KoB YadA u Inv ncxogHo BO3HUKIIM Y OJTHOTO 13 CJIa-
OOBUPYJICHTHBIX IOABUIOB YYMHOIO MUKpPOOa IpyII-
nel  Pestoides, KoTopbkle OTHOCIT K HauboJiee
IpeBHUM (opmaMm Y. pestis 1 OT KOTOPBIX MO3THEE,
SIKOOBI, BOBHUK 00JIee BUPYJICHTHEIN “OCHOBHOM” MO/~
BUI, BBI3BABIIUI Tpu u3BecTHbIe IaHmeMuun (Epo-
IIeHKO U 1p., 2010). Dta MI'-unest He MOXeT 00bsIC-
HUTH YHUKAJIbHBIE 3KOJOrndeckue (0MOreoleHOTH-
yeckue) o0CTOSITeIbCTBA MHAKTUBAIIUU T€HOB yad 1
inv 1 mepexoaa Bo30yaAUTEsT YyMbl K TPAHCMUCCUB-
HOMY IIyTU II€peladyd B IIOIYJISIIMSIX KaKOI0-JIMOO
BHUa TPHI3YHOB B HelaBHEE (B 9BOJIOLIMOHHOM Mac-
mrabe) Bpemsi, He paHee 30 ThIC. JIET Ha3ald, B apUil-
HBIX OMOreoleHO03aX, KOTOphle UMM yXe (ITOYTH)
coBpeMeHHBI 00mK. Ha Bormpoc: Kakne naMmeHeHUs
HeIaBHO MPOU3OLLIN B OpraHU3Me MEPBUYHOTO XO-
3siMHA MUKpPO0Oa YyMBI, KOTOpbIE IMPHUBEIN K CMEHE
criocoba 3apaxenust — MI' He maet orBera. Haobo-
POT, 9KOJIOTUYECKUI CLIeHApUii HATJISIAHO IE€MOHCTPHU -
pyeT IpssMOIi HeamallTUBHBIN ITyTh IPOHUKHOBEHUS
TICEBIOTYOEPKYJIIE3HOTO MUKPOOAa B KPOBH C ITOCTICTY -
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TOIIIMM BO3HUKHOBEHNEM OAKTepUEMIH Y TIEPBUIHO-
IO XO35IMHA, KaK 3TO CIy4aeTcs TpU paHeBbIX UH(MEK-
LUSX.

IIpeadanmueHvie eerHbl

INpeaganTUBHBIE TEHBI M TEHETUYECKHE CTPYKTY-
PBI CBOMCTBEHHEBI TICEBIOTYOCPKYJIC3HOMY MUKPOOY
1 KaK (pyHKIIMOHAJIBHO BaXKHbIE COXPAHWINCH B Te-
HOME€ YyMHOT0o MUKpOoOa B MaJIOU3MEHEHHOM BUJIE.
B reHOMax YyMHOTO 1 TICEBIOTYOEpPKYIE3HOTO MUK-
po6oB obHapyxkeHo Oojiee 300 OOIIMX 'eHOB U I'eH-
HBIX KOMIUIEKCOB, OTBEUAIOIIMX 32 peaiM3aliio 00-
ImeMeTabonMIecKrX KiaeTouyHbx pyHkumii (Willcocks
et al., 2018). [TomuMo 3TOrO, 060MM MUKPOOAM CBOII-
CTBEHHa Tu1a3MuIa Kablinii-3aBucumoctu pY V/pCad —
IeTepMUHAHTa BUPYJICHTHOCTH TIATOTeHHBIX Yersinia.
K xopoiio nm3ydeHHBIM OOIIMM MpHU3HAKaM OTHO-
CATCS paccMaTpUBaeMBle HIKe IBa (haKTopa BUPY-
JICHTHOCTH U (haKTOp TPAaHCMUCCHUH.

T3SS — kpynHEBIi1 JIOKaJIM30BaHHBINM HA TUIa3MUIE
pYV/pCad cekpeTopHBIii armapar-cucremMa Beex Ia-
TOTeHHBIX Yersinia, ©0a30BbIi (PaKTOp BUPYJIEHTHO-
CTH, C TIOMOINBIO KOTOPOIO IIPOTEMHBI BHEIIHEH
MeMOpaHbl MUKpoOa (Yops) TpaHCIIOPTUPYIOTCS He-
MOCPEACTBEHHO B 3YKAPUOTUUECKYIO KJIETKY X035~
Ha (MOJIEKYJISIPHBIN IITIPHII).

ail — XpOMOCOMHBIII JIOKYC, KOOUPYET IOBEPX-
HOCTHBIN TTPOTEerH Ail, perympyrommii mposiBJIeHIe
CBOICTB aiare3ny M MHBa3WU K TKAHEBBLIM KJIETKaM
XO03SIMHA U PE3UCTEHTHOCTh K TYMOpPaJIbHBIM (paKTo-
pam nmMmyHuTeTa (Barta et al., 2008; Felek, Krukonis,
2009; Kolodziejek et al., 2012; Thomson et al., 2019).
dynkiug Ail, obecrieunBalonias B3auMOACHCTBUE
MPEIKOBOTO TICEBIOTYOEPKYJIE3HOIO0 MUKpoda C Ty-
MOpaJIbHBIMU  (paKToOpaMu HMMMYHMUTETa XO3sIMHa,
oKa3ajach Ype3BbIYailHO BaXKHOM M IS JOYEPHETO
BUIa — MUKpPOOA YyMbl, TaK KaK COIJIaCHO 3KOJIOI1-
YEeCKOMY ClLIEHApUIO CTAPTOBBIM YCIIOBUEM €0 BUI0-
o0pazoBaHUs OBLIO IIPSIMOE TTOoNagaHKue ICeBIOTYO0ep-
KyJIE3HOTO MHMKpOOa B KPOBSHYIO CHCTEMY CIISIIIMX
CYpPKOB-Tap0araHoB U TIOCJenylolias TpaBMaTuye-
cKasl TICeBIOTyOepKyJie3Hasl cenTuiieMus. B cBs3u ¢
5TUM CTPYKTYpa KOIMPYIOLLETO TeHa ail y MOCIEIHErO
COXpaHuJach MOYTU B HeudMeHHOM Buie (EpolieH-
Ko u 11p., 2010), a caM TeH clienyeT CUMTaTh IIpeamari-
TUBHOM T€HETUYECKOM CTPYKTYpOI, OOeCIIeUnBIICH
3assKOpUBaHUE TICEBAOTYOCpPKYJIE3HOr0 MUKpoba B
HOBOI cpelie OOMTaHUS, B HallleM CIieHapuu — B I10-
OyJSLASIX MOHTOJIBCKOTO cypka-TapbaraHa. Oco-
OeHHOCThIO Oenika Ail yyMHOro MUKpoOa SIBISETCS
MIpOsIBJICHE AaKTMBHOCTU HE TOJIbKO B OpraHU3Me
TEIUIOKPOBHBIX X035€B, UMEIOIINX TEMIIEpaTypy Tejia
okoJjio 37°C, Ho u Tipu 6osiee HU3KMX (28°C) Temme-
paTypax, 4TO OOBIYHO CBSI3BIBAIOT C YCTOMYMBOCTBIO
MUKpOOa YyMbl K OaKTEpULIMAHBIM (haKTOpaM B IH-
leBapuTesibHOM TpakTe Osoxu (EpolieHko u ap.,
2010). B cooTBETCTBUHU XK€ C SKOJIOTMUYECKUM CIIeHa-
pueM, aKTUBHOCTBL Ail B XOJOIHOM KPOBM XO3STMHA
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MOXHO paccMaTpyBaTh KaK IIpeagaliTUBHOE CBOM-
CTBO TIPOTUBOCTOSIHUSI (paKTOopaM KOMILIEeMEHTa
KPOBH, ITIepelle/iliiee OT MPeIKOBOTO TICEBIOTYOep-
KyJIe3HOTO MUKpPOOa M CTAaOMIN3NPOBABIIIEECs B IIPO-
lecce amanTanyoreHe3a B MOMYJISIINUSIX MCXOTHOTO
rerepoTepMHoro (5—37°C) xo3siuHa MUKpoOa YyMbl —
MOHTOJIBCKOTO CypKa-TapbaraHa — BO BpeMsl 3UMHe
CTISTYKU.

hms — COBOKYITHOCTb XpPOMOCOMHBIX T€HOB (OIIe-
pOH), Koaupylolux nporeuHbsl Hms,, OTBETCTBEH-
Hble 3a CHUHTE3 3KCTpalEe/UTIONSIPHOTO MaTpHKCa,
¢dopMupylomero OMOIJIEHKY y IICEBIOTYyOepKyJIe3-
HOT'O ¥ YYyMHOTO MUKPOOOB IIpu TeMreparype < 26°C
(Hinnebusch, 2005). V¥ 1nceBoTyOepKyJI€3HOIO0 MUK-
poba 3TOT OHepoOH — MOJIEKYJISIPHO-TeHEeTUIeCKas
OCHOBa ajanTaluy K KOJOHHAJIbHOMY OOMTaHUIO BO
BHEIIIHE HEXXWBOI opraHukKe, 60raToil KOHKYpUpY-
IOIIMMHU IIPOKAPUOTHBIMU BUIaMU. MaTpUKC SIBIISI-
ercsd (pMBMKO-XMMNYECKUM CpPEeICTBOM OOpHOBLI 3a
CYIIIECTBOBAaHME B MYJbTUMUKPOOHOM COOOIIECTBE.
Y MuKpo6a 9yMbl 3KCTpale/UIIOISPHBIM MaTPHUKC
BBITIOJTHSIET HECKOJIBKO MHYI0 GyHKIIMI0. OH yJacT-
BYET B (popMHpPOBaHUM OJIOKA MpeaKeayaKa 0JIoXu-
IIEpeHOCYNKa M, TaKUM 00pa3oM, CrIeHudUIecKoi
TpaHCMMCCUBHOI TIepenaun. B mpoiiecce Bmmpooobpa-
30BaHUs Y. pestis OJIOK IIpeaxeayaka 0Joxu odecrie-
Y1BaJl IPOJIOHTMPOBAaHHOE ITepeKMBaHNUE ITPOMEXY-
TOUYHOII (hopMoii pseudotuberculosis/pestis JeTHETO
Meproaa B MOMYISILIUSIX OJI0X (HO HEe B TTOMYJISILIUSIX
CYPKOB), TaK KaK JIETOM aKTHUBHBIC CYpKH1 00J1a1aioT
MOJIHOLIECHHBIM MMMYHUTETOM U HepeXoaHbie ¢hop-
Mbl MHMKpOOA B HX OpraHU3Me 3SJIMMUHUPYIOTCS
(Cyniios, 2018a).

(Heo)adanmueHnuvie eerHot

I'ennl, cmHTE3MpPOBAaHHEBIE B IIPOIIECCE BUAOOOPa30-
BaHUS 1 crieluu(UUHbIe 111 MUKPOOa YyMbl, CemyeT
paccMaTpuBaTh Kak (Heo)amanTUBHBIC. [leTaabHBIi
TeHOMHBIN aHanu3 Y. pestis u Y. pseudotuberculosis
BBISIBUI JBE crieliuudyecKue 11 YyMHOTO MUKpoOa
turasMuasl pFra u pPst u, Mo MeHbIIIE Mepe, IecThb
XPOMOCOMHBIX PETMOHOB, KOTOPKIE SIBJISTIOTCS YHU-
KaJIbHBIMU [IJISI MUKpoOa 4YyMbl W MPEACTaBISIOT
BHOBb ITIpMOOPETEHHBIN TeHETMYECKUI MaTepuail
(Chain et al., 2004). K Hau6osee HarjassAHBIM HOBBIM
(GeHOTUNIMYECKUM MpU3HAKaAM YYMHOTO MMKpoOa
CJIeIyeT OTHEeCTH oOpa3oBaHne 6yOOHa U TpaHCMUC-
CHMBHYIO TIepenavyy 4epe3 YKyChl OJIOX.

cafl xonupyet Ha 60JibIION TUIa3Mune pFra cuH-
Te3 KarcyiabHoro antureHa F1, KoTopwrii THTHOMPY-
eT darouTo3 MUKpoba MakpodaraMu U SIBISETCS
aJIMTUBHBIM K 0a30BbIM (DaKTOpaM BUPYJIEHTHOCTHU
Ail m T3SS. Aaturen Cafl mHrnbupyet paroirmros ¢
MMOMOIIbIO MHOTO MeXaHu3Ma, Hexxenu T3SS u Hapsi-
1y ¢ Pla yuactByet B ¢opmupoBanuu 0yooHa (Zhou,
Yang, 2009).

YCITEXY COBPEMEHHOM BUOJIOTUH

ymt JIOKaJU30BaH TakKxe Ha OOJIbILION ILIa3MUIE
pFra u KonupyeT cMHTe3 TOKCMHA Ymt — ¢akTopa
TPAaHCMUCCUHU, afAUTUBHOTO K 6azoBoMy Hms-paxk-
Topy. OH moamep>kuBacT IIpoandepalinio MUKpoda B
MUIIEBAPUTEIbHOM TpaKTe OJ0X U ONTUMM3UPYET
npouecc OjokoodOpaszoBaHus (Hinnebusch, 2005;
Eisen, Gage, 2009; Sun et al., 2014). Kak Ham npen-
cTaBisieTcsl, (OopMHpoBaHUE OJIOKa TMpeIKeayaKa
010X Ha paHHMX OJTallaX aJanTalloreHe3a CTajlo
amanranueil mepexomHoil (opmbl pseudotuberculo-
Sis/pestis K TIPOJIOHTUPOBAHHOI TTIEPCUCTEHIINU B TI0-
nyiasuusx oimoxu O. silantiewi B Te4eHUE Ce30HA Ha-
3€MHOI1 aKTUBHOCTH CypKa-TapOaraHa (ampejb—CeH-
T10pb), koraa 7T, 3BepbKOB cocTaBisieT okoiio 37°C u
WCXOIHBIN MCUXPOMPUILHBINA BO30YyIUTEb TOTATbHO
SJIIMMHUHUPYETCS MeXaHN3MaM1 UMMYHUTETa aKTUB-
HBIX >KUBOTHBIX.

pla xomupyeT aktuBatop Iuta3MuHoreHa (Pla) —
crieudeckuit (hakTop BUPYJIEHTHOCTU, Obecreun-
BalOIIWM TTPEoI0IeHe MUKPOOOM YyMbl, UHTPOILYLIU-
pOBaHHBIM HMHTpPaAepMaIbHO (HO HE MHTPABEHO3HO),
MEXKJIETOUHBIX U TKaHEBBIX OapbepoB, (hopMUpOBa-
Hue OyOOHa U NTMCCEMUHALIMIO OpraHM3Ma 3apakeH-
Horo xo3s1MHa (Sebbane et al., 2006; Guinet et al.,
2008). Ha paHHuX cTanusx mpeoopa3soBaHUsI TICEBIO-
TYyOepKyIe3HOTO MUKPOOAa B BO3OYIUTEIISI YyMBI 3a-
paxXeHue CIISIIIEero MepBUYHOIO Xo3sMHa (Cypka-
tapbaraHa, 7, = 5°C), corjacHO 3KOJOTMYECKOMY
CLIEHapUIo, MPOXOAWUJIO HHTPABEHO3HO pPaHEBBIM
criocoboM. bosee mo3gHMIT CMHTE3 TeHa B CTPYKTYpE
MaJloii TJIa3MUAbl CTal CJEACTBMEM MOCTENeHHO
amanrauuu (Ho He I'TII!) Mukpo6a YyMBI K IUPKYJISI-
IIMW B MOMYJSIIIMU aKTUBHBIX cypKoB (7T, = 37°C) B
TETUTbIN TTIEpUo rofa. 3aBeplleHrne CUHTe3a pla mpu-
BEJIO K OyaJIMCTUYECKOMY TIPOSIBJIEHUIO YyMbl — B
IPUMUTUBHOM CETITUYECKOM 1 TPOIBUHYTOM OyOOH-
HOW bopme.

pSt KOOUPYeT CUHTE3 OaKTEpUOLMHA ITeCTUL[MHA
(Pst). Pst — pakTop KOMMyHUKaMu — 3PPEKTUBHO
MOJABJISIET POCT CBOETO TPSIMOTO MpeAaKa, OYUIAeT
MOITYJISILIAIO OT 00JIee IPUMUTUBHBIX KJIETOK C IIpE/I-
KOBBIMU CBOMCTBaAMU. DBOJIOLMOHHAS (PYHKIIUS T1e-
CTUIIMHA COCTOSIJIA B CO3AaHUU MEXBUIOBOIO XHUAaTyca
MeXIy MpeaKoBbIM Y. pseudotuberculosis 1 noYepHUM
Y. pestis BunaMu Ha GoJiee TTO3AHEI cTagny aganTa-
nuoreHe3a. MI' He paccMaTpuBaeT OMOJIOTMYECKYIO
pOJIb MECTULIMHA KaK MHAYKTOpa MEXBUIOBOIO X1a-
Tyca, mpeAriojlaraeTcst ero pojib B OOMeHe Xeje3a U
¢dbopMHPOBAHUM CBOMCTBA BUPYJICHTHOCTU K XO3SIUHY
(BapuabenbHOCTb..., 2009).

pim OYHKIMOHAJIbHO TECHO CBSI3aH C T€HOM pst.
OH KOJIUPYET YYBCTBUTEJIBHOCTD K IECTULIMHY U peE-
TYJIMPYET MpOoLieCChl BHYTPUBUIOBOI OOPHOBI 3a Cy-
11IECTBOBaHUE, 0OECIIeunBaeT OTOOP pst-CUHTE3UPY-
romx Kierok (BapuabensHocTs..., 2009; Rakin et al.,
1996). dyHKIIMY TEHOB pst U pim Y NX B3aUMOCBSI3U C
TeHOM pla, pa3MellleHHbIM Ha TOH Xe ruiazmue pPst,
MOKa OCTalOTCSl HEAOCTATOYHO M3YyYEHHBIMM, XOTS
ToM 140
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OHHU B OOJIBIION Mepe XapaKTEePU3YIOT 3BOJIOLIOH-
HbI€ KOJUTM3UU BO3OyAUTEe YyMbl U TICEBAOTYOEp-
KyJe3a.

Cnenyer OTMETUTh, UTO (PYHKIMU crienrdude-
CKUX MJIa3Mu 9yyMHoro Mukpo6a pFra u pPst 6pu1
a0COJIIOTHO BOCTPEOOBaHbI TOJILKO B ITPOIiecce BUIO-
obpaszoBanHus. [1pu manpHeNIIe afanTUBHOM paau-
alyu B Mpoliecce TePPUTOPUATBHON 3KCMAHCUU U3
MOMYJISILIAIT MOHTOJICKOTO CypKa OHM MOTJIW 2JIU-
MUHUPOBATbCS WM WHaKTuBUpoBaThcs (KaBkas,
INpubanxaibe) 6e3 yrepu oOIIEro CBOMCTBA BUPY-
nentHocTU (BapuabenbHOCTS..., 2009).

HMrtak, MOXHO BUIIETh, YTO cynbba 10 onmrcaHHBIX
T€HOB YYMHOT'O MUKPO0Oa HaXOIUTCS B IIOJTHOM COOT-
BETCTBUU C TPAAYATUCTAYCCKUM U TTOMYJISTIMOHHBIM
nonxonamu CTD.

MEPCITEKTHBbI CUHTE3A
MOJIEKVJIAPHOU T’EHETUKH N BKOJIOT'NHU

JlaBnHOOOpAa3HO HapacTaloIMil B MOCASIHUE ABa
necaTuiaeTust o0o0beM MI'-maHHBIX O CTPYKTYype TeHO-
MOB IIC€BOOTYOEPKYIE3HOI0 M YyMHOTO MHKPOOOB
JlaeT OoraThlii MaTepua I U3YyYEeHUST X U3MEHYM -
BOCTU, B TOM UYMCJI€ HACJIECACTBEHHO, — OJHOIO U3
[JIaBHBIX (bakTOpoB 3Boyouuu. PaspaboraHo MHO-
XectBo MI'-MeTooB, ITO3BOJISIOIIMX Ha OCHOBE
CpaBHEHUSI TEHETUUYECKUX CTPYKTYp BBICTpauBaTh
¢dunorennu pona Yersinia n Buna Y. pestis. Ho mmoiHo-
LHEeHHBIMU U yoenuTenbHeIMU MTI'-puiaoreHum Mmoryr
OBITH JIMIIIb B TOM CJIy4ae, €CJIM OHU COTJIACYIOTCS C
MAHHBIMU NPYTUX €CTECTBEHHBIX HAYK, W3YYarOIIX
KU3Hb, U TIpeKae Bcero akoyiorun (Achtman, 2008).

JIBa ompemenMBIIMXCS B HACTOSIIEE BpeMsl OC-
HOBHBIX ITOIX0a K IIPO0IeMe ITPOUCXOXKIECHUS MUK-
po6a yymMbl — MI' M 93KOJIOTMYECKUIT — OIUPAIOTCS Ha
pa3HbIe 3BOJIOLMOHHBIE Maeonorun. MI'-mogxom B
BOIIPOCaX BUI000Opa30BaHUS CACIYET UASSIM CalbTa-
nuonusma u I'TIT'. Dkojorudyeckuii moaxon cienyeT
HUIesIM rpagyaaniMa 1 “BepTUKaIbHOro” HacjeIoBa-
HHS TIpU3HAKOB, omnmpaeTcsg Ha mojoxeHus CTD.
ITosTOMYy BIIOJIHE HaJeXKHbIE 1 JOCTOBEPHbBIC (DAKTHI,
JIaHHBbIE M 3aKOHOMEPHOCTHU, ITOJIyYeHHBIE KaXKIbIM
M3 3TUX ITOJIXOAO0B, HAXOAAT Pa3IMYHbIC BOJIIOIIMOH-
HBIC TOJIKOBaHUS U IIPUBOJSIT K pa3HbIM BBLIBOIAM,
Yero npu 0ObEKTUBHOM aHaIN3€ He JOJLKHO OBITh.

Tak, Bce MI'-clieHapuu CBSI3BIBAIOT IIPOUCXOXK]IE -
HY€ MUKpOOa YyMEBI OT IICEBIOTYOEPKYJIE3HOIO IpeIKa
C BCTparMBaHUEM M3BHE IBYX CHEHU(PUICCKUX TI1a3-
mug pFra u pPst, konupyoiux (akTopbl BUPYJIEHT-
HOCTH, TPAHCMUCCUU Y1 KOMMYHUKAIIUY, CBOMCTBEH-
HBIE UCKIIOYNTEIBHO BO30OYIMTENIO YyMEI. TO ecTh,
MI'-cueHapuu MPOKJIAMUPYIOT HAJIMUKE B IIPUPOIE
BHE MONYJISIIUI BO30YIUTEIISI YyMBI CJIOKHBIX TeHe-
TUYECKUX CTPYKTYp, 00JIamaloninX IPOCIIEKTUBHBI-
MU JJISI TOr0 MUKpOoOa YHUKaJTbHBIMY CBOMICTBAMMU.
MexaH13M IIPOUCXOKIEHUS TAKUX IIPOCIIEKTUBHBIX
TeHEeTUYECKUX CTPYKTYp B mpupoae MI'-moaxom He
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OOBICHSIET Y YCIOBUI, MHIYLUPYIOIINX UX TOPU-
30HTAJIbHOE BCTpauBaHUE B MCEBIOTYOCPKYIE3HYIO
KJIETKY, HEe pacKpHBIBacT. M 3TOT OTPHIB OT peabHOI
IpUPOILI BBI3BIBAET TIIyOOKOe HemoBepue K MI -
GUITOTeHUSIM.

DKOJIOTUYECKUI TTOIX0I BUIUTCS MEHEEe IIPOTUBO-
pEUYUBBIM U O0Jiee HATJISIIHBIM, XOTSI He JIMIIIEH Orpe-
JIeJICHHBIX HEOOCTATKOB U IOKa HE MpUBJIEKAET ISt
aHAIMUTUYECKUX TTIOCTpOeHUiT Bech apceHan MI-mo-
CTVDKEHUI. DKOJIOTUUECKUH ClieHapUii yOeIUTeIbHO
YBSI3bIBACT YHUKAJILHOCTh BUIOO0Opa30BaHUSI MUKpPOOa
YyMbl C MAaCCOBBIM 3apaXK€HMEM IICEBIOTYyOepKyJie-
30M MOHTOJILCKOTO CypKa-TapbaraHa TpUBUaJIbHbIM
TpaBMaTU4eCcKUM crocodboM. K MaccoBomy 3apaxe-
HUIO TIPUBEJIM CIBUTY B MOBEASHUHU CypKa-TapbaraHa
U TIapa3suTUPYIOLIMX Ha HeM Ojox. Moaudukauuu
MOBEACHUSI MOHTOJILCKOIO CypKa U €ro crieudude-
CKOIi 6JI0XM OBLIN BbI3BaHBI YHUKAJIBHBIM COBMEIIIE-
HueM B LleHTpasibHOM A3uM IBYX INI0OAbHBIX a0MO-
TUYECKUX SIBICHMUA — IIOCTEIIEHHBIM JIMTEIILHBIM
YCHJIEHHMEM KOHTMHEHTAJbHOCTU KJIMMAaTa B KalHO-
306 U OTHOCUTEIBHO OBICTPBIM HACTYILUICHUEM
MaKCHUMaJILHOTO (CapTaHCKOTO) ITIOXOJIOJaHUS Ha Py-
oexe mieicroueHa u rojoneHa (CyHioB, CyHIIOBa,
2006). ArresuIsIuys K 3TUM IBYM HNPUPOIHBIM 0GCTO-
SATEIbCTBAM IMO3BOJISIET JIOTUYHO BIIMCATh IIPOLIECC
BUI000pa3oBaHUsI MUKPOOA YyMBI B KAaHBY M3BECT-
HBIX OMOTreOLICHOTUYECKUX U DBOJIOLIMOHHbBIX COObI-
THUIA, TIPOU3OILISAIINX B ITpupoae LleHTpanbHoit A3un
B TedyeHHe YeTBepTMYHOIO mepuoia W ToJIoleHa, B
YaCTHOCTH.

M Bce-Taku, HECMOTpsI HA HECOBEPIIIEHCTBO 1 pa-
3UTEJIbHOE HECXOACTBO 3KoJlornueckoii u MI'-¢puno-
TeHUA MUKpOOa YyMBI, MEXIY SKOJOTMYECKUM U
MTI'-nmogxogaMu B BOIIpoOcax MPOUCXOKICHUS YyMbBI
HEeT HeIpeoaoJMMOIi mpornactu. bojee Toro, Kak u
JIOJDKHO OBITh, IPOCMAaTPUBaETCsI HEU30E€KHEIN OyIy-
LM KOHCEHCYC. DKOJOTMYECKUIA ClIeHap1ii OTKPhIBa-
€T BO3MOXKXHOCTU [JIsI MHTepnperauunu MI'-¢gakToB ¢
no3uumnii CTD. Cnenysa noruke CTD, Hamo mpu-
3HaTh, YTO II€PEXO] MCEBAOTYOSPKYIE3HOIO MUKPO-
0a B paguKaJbHO HOBYIO cpedy OOMTaHUs C 00pa3o-
BaHMEM HOBOIO Bua Y. pestis IpOXOIMII ITOCTEIICHHO,
rpagyajibHO B KOHKPETHOE I'€0JIOrMYecKoe BpeMsi, B
KOHKPETHOM TeorpauyeckoM pailoHe 3emid, a
MMEHHO, B YCJIOBUSIX IICMXpOapUIHOTO KJIMMaTa
HenTpanbHoii A3un Ha pyOexe IIeiicTolieHa 1 TO-
JIOLICHA B MOIYJISILUSX OJHOTO KOHKPETHOIO XO3511-
Ha 1 eT0 CrieHupUIeCcKoii 010X IPpU SKCKIIIO3MBHOM
CTEYEHUHN DSKOJIOTMYECKUX OOCTOSATEIBbCTB. Takske
MOCTeINeHHO, 0e3 yyacTusl ckaukoobpasHoro I'TIT, B
KOHTUHYaAJIbHOM MPOMEXYTOYHOM reTepOTEPMHOMN U
TeTepOMMMYHHOM Cpele MpOoTeKaau BUI000pas3yio-
I1Me MONyJSLMOHHO-TeHETUYEeCKUEe IPOLISCChl, U3-
MEHSUIUCh MUKPOOHBbIE MI'-IpM3HaKK, NOCTEIIEHHO
SJIMMUHUPOBAIMCh WJIM MHAKTUBUPOBAJIMCH TEHBI
npeakoBoro Mukpoba Y. pseudotuberculosis O:1b, Te-
psiBiIMe GPYyHKIMOHAIBHYIO 3HAYUMMOCTh B IPOMEXY -
TOYHOI cpesie 00UTaHUSsI, M SHAOTEHHO (3HAOLIEILIIO-
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JISIPHO) CUHTE3UPOBAJIMCh HOBBIE TeHbI, OOeCIIeUYrBa-
Io1IMe BUAOCTIeMGpUYECKUE ananTaluu Y. pestis.
Cynp0y 10 reHOB-IIPU3HAKOB MBI IPOWJLIIOCTPUPO-
BaJIi B HACTOSIIEN paboTe. YCIIelIHass MHKOPIIOpa-
LM B TIPEIJIOXEHHBI 5KOJOTUYECKUI CLEeHapuii
JIPYTUX, YK€ BBISIBICHHBIX (DYHKIIMOHAJIILHO 3HAYM-
MBIX MI'- 1 HagMOJIEKyIsIpHBIX IPU3HAKOB, U TeEX,
YTO OYAYT BBISIBISITHCS IO MEPE PEILICHUS TTPOOJIEMBI,
JIOJDKHA IPUBECTH K 3KOJIOTO-MOJICKYJISIPHO-TEHETH -
YeCKOMY CUHTE3Y B PaCCMOTPEHHMHU IIPOOIIEMBI IIPO-
HNCXOXIECHUST MUKpOOa YyMmbl. Takoi MeKIUCIIUTLIN-
HapHBIIA CUHTE3 CTAHET OCHOBOI JOCTATOYHO IIPOCTOM
¥ HaIJISIOHOM IMAAKTUYECKON MOAEIN OBICTPOTO BU-
JTI000pa30BaHMSI YYMOIIOJOOHBIX MATOT€HHBIX IMPO-
KapHOT, IO3BOJIUT pa3paboTaTh COBPEMEHHbBIE METO-
JIbl UX UICKYCCTBEHHOM CeJIEKIIMU B HAyYHbIX U Mpar-
MaTUYECKUX MLEeJIsIX, a TakKXe OTKpPOeT IIMPOKUE
MEPCIEKTUBLI B IPOTUBOAINACMUYECKOI IPAKTUKE,
COBEPIIIEHCTBOBAHNY CHCTEMBbI OMOJIormdyeckoii (0ak-
TePUOJIOTUUECKOIA ) O€30ITaCHOCTU 1 CO3IaHUHU TIEPEI0-
BBIX 0AKTEpHOJIOTTYSCKIX TEXHOIOTUIA.

SAKIIIOYEHHME

I[IIupoko wucCrob3yeMbIM B HACTOsIIIee BpeMsl B
dusioreHeTUKE MOJIEKYJIIPHO-TEHETUUECKOMY U 9KO-
JIOTO-MOP(OJOTMYECKOMY TOAXOaM CBOMCTBEHHBI
KakK MpeuMyllecTBa, TaKk U HeaocTaTku (AOpPaMCOH,
2013). OnuH M3 TIaBHBIX HemocTaTkoB MI-mogxona
COCTOUT B TOM, YTO OH HE JaeT colepKaTeJbHOMN O1O-
JIOTMYECKOM (9KOJIOTUYECKOM) MHTepHpeTaluu Gpu-
JJoreHeTn4deckmx cxeMm. BeiBogsr o MI'-dpuirorene3ax
TaKCOHOB, ClleJIJaHHbIe MPU UCITOJIb30BAHUU PAa3HBIX
METOIOB U [IJIs1 pa3HbIX MapKEPOB, MOPOI yapyydaroliie
HE COOTBETCTBYIOT BbIBO/IAM KJIACCUYECKUX UCCIIEN0-
BaHU1. YTO KacaeTcst mpoOaeMbl UyMbl, TO OUCBU/I-
HbIM HegocTaTKOM MI'-MeTO10B SIBJISIETCSI HEHAIeXK-
HOCTb CYXJ€HU O TOPU30OHTAJbHOM BCTpavBaHUU
OTKyJa-TO W3BHE cHeluduIecKux Mmisi YyMHOTO
Mukpo6Oa masmug pFra u pPst B iceBooTy0epKyne3-
HYIO KJIETKY C MocjaeayomuM (GopMupoBaHieM HO-
BOTO BHJa — MUKpobOa yyMbl. JIpyruM OOJIBIINM He-
JIOCTaTKOM SIBJISIETCS] HEHAIeXKHOCTb TaTUPOBOK (hU-
JIOTEHETUYECKUX COOBITU 110 MOJIEKYJISIPHBIM Yacawm,
XOJI KOTOPBIX JajieK OT paBHOMepHoro. C Apyroii cTopo-
Hbl, MI'-maHHble TIO3BOJIMJU OTHICKATh TIPSIMOTO
npeaka yyMHoOro Mmkpo6a. UM okasasncs BO30ymu-
TeJb MCEeBIOTYOepKyae3a 1-ro ceporuna. Hdpyrumu,
NeCTBUTEILHO PEBOJIOLIMOHHBIMU JTOCTUXEHUSIMU
MTI'-nccaenoBaHmnii, cTaan M OECCIIOpHOE HOKa3a-
TEJIbCTBO 9BOJIIOLIMOHHON MOJIOIOCTH MUKPOOA YyMbI
(KJaccuueckre 1aTUPOBKU BOZHUKHOBEHUSI MUKPO-
0a YyMbl OTHOCWJIUCHh K OJUTOLEHY—IUIMOILIEHY), U
JIOBEICHHAsI 10 COBEPIICHCTBA AMAarHOCTUKA BHYT-
puBUIOBBIX (popMm Y. pestis. Dtn MI'-mocTrkeHUs
MO3BOJIWJIN TIEPECMOTPETh paHee HAKOTJIEHHbIE 1aH-
Hble KJIAaCCUYECKUX WCCACIOBAaHUM IO TpobJeme
MPOUCXOXKIAEHNS YyMbl U CO3aTh ClIEHapUii, coria-
CYIOLIMI MOJIEKYJISIPHO-TEHETUUECKUI U 3KOJIOTHU-
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YEeCKMI ITOIXOAbl, 4 MHOTOYMCJIEHHBIEC TUIIOTE3hI O
MPOMCXOXIEHUM YYMbI, OTpaXKkalollue OTAeIbHbIC
acIleKThl IpOOJIeMbl, HAIIpaBUTh B PYCJIO Pa3BUTUSI
eIMHOKM KOHCOJIMINPOBAHHONM Teopuu. Bpems mpo-
THUBOMNOCTABJIEHUS 3KOJOTUYECKOM U MOJIEKYJISIPHOM
dunoreHnit MuKpooba Y. pestis 3aBepiiaercsi. Takue
MaJIOKOHCTPYKTUBHBIE IIPOTUBOIIOCTABICHMS TOJKHBI
CMEHMTBCSI CKPYITYJIE€3HBIM aHaJM30M BO3MOXHBIX
MIPUYMH NPOTUBOPEUYMIA, TEXHUIECKUX U METOINYC-
CKMX OrpaHMYEHUIA M BO3MOXHOCTEH KaXXOOro u3
noaxonoB. IlepcriekTrBa peleHus Bopoca o Qpuio-
TeHUY U BHYTPUBUIOBOM CUCTEME YYMHOI'O MUKpOOa
COCTOMT B cMHTeTH4YecKoM noaxoae (CyHmos, 201806,
2019) c 06s13aTeIbHBIM INTYOOKMM aHAIN30M KaK 3KO-
JIOTMYECKHMX (B CAMOM IMPOKOM IUIaHe), TaK U MOJIe-
KYJISIPHBIX TAHHBIX C IIEPEKPECTHOM O1LIEHKOI BHIBOIOB.

KOH®JIMKT MHTEPECOB

ABTOD TOATBEPKIAeT OTCYTCTBUE KOH(MIMKTA (hUHAH-
COBBIX/He(UHAHCOBBIX MHTEPECOB, CBI3aHHBIX C HAITMCA-
HUEM CTaTbU.

COBJIIIOJEHUE OTUYECKUNX CTAHIAPTOB

Hacrosimas cratbsg He COmepXUT KaKUX-JIM0O MCCIIe-
JIOBAaHUI C yJacTHEM JIIOJei U JKMBOTHBIX B KaUeCTBE 00b-
€KTOB HMCCJIETOBAHMIA.
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This review discusses two approaches to the problem of the recent origin of the plague microbe Yersinia pestis:
molecular-genetic (MG) and ecological. MG-approach proclaims uneven speciation (saltation), and hori-
zontal gene transfer is considered as the main factor of speciation. The ecological scenario of “Darwinian”
speciation includes in the genome of Y. pestis three types of genetic structures: 1) nonadaptive, which lost
functions of the ancestral microbe Y. pseudotuberculosis O:1b during speciation, 2) preadaptive, supported
transition into a new environment, and 3) (neo)adaptive, formed endogenously during speciation in the tran-
sition environment — a host-parasite system of Mongolian marmot—flea (Marmota sibirica—Oropsylla silan-
tiewi). The ecological approach can integrate molecular genetic data and adequately interpret them in accor-
dance with the postulates of the modern synthetic theory of evolution. The prospect of disclosure mecha-
nisms of the speciation process is seen in the synthesis of ecological and molecular genetic approaches.

Keywords: Marmota sibirica, Yersinia pseudotuberculosis, Yersinia pestis, speciation, molecular genetic ap-

proach, ecological approach
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