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MCTOpVI‘-IeCKVIe n coBpemMeHHbIe KﬂaCCVI(bMKaLIMM BO36yAVITEJ1ﬂ YyMbl

DKVH «Poccutickutl HayuHO-UCCIe008amenbCKull npomusoyymuulil uncmumym « Muxpo6y, Capamos, Poccuiickas @edepayus

B 0030pe mpecTaBiIeHbl JaHHBIE 110 OTEYECTBEHHBIM M 3apy0e:KHBIM (DEHOTUITHYECKUM KITaCCH(UKAIIUSIM ITAMMOB
Yersinia pestis, paspaboranubiM B XX B.; TeHETUYCCKUM Kiaccudukanusam XXI B.; a Takke MO FCHEATOTHH JAPEBHUX
ITaMMOB YYMHOTO MHKPO0a, PEKOHCTPYUPOBAHHOM C ITOMOIIBIO MaICOr€HOMHBIX TeXHOJIOTHH. C MOMEHTa OTKPBITHS
BO30yuTeNns yymsl B 1894 . ObUIM CO37aHBl MHOTHE KIIACCHU(HKAIMN, KOTOPBIE COOTBETCTBOBAIN YPOBHIO PAa3BUTHS
MHUKPOOHOJIOTHH Ha TOT IIEPHOJ BpeMEHHU. B 0CHOBY BHYTPHBHIOBBIX KIIACCH(PHUKAMOHHBIX cXeM XX B. OJIOKEHBI TPU
MpUHIUTA: (PEHOTUIHNYECKHE Pa3Uuns MEXKIY IMTaMMaMH, 0COOCHHOCTH BHIOBOTO COCTaBa HOCHTENEH m reorpadu-
YyecKasi MPUHAICKHOCTh. C pa3BUTHEM MOJICKY/ISIPHOW MUKpoOuoyoruu B Havane XXI B. pa3paboraHa reHETHUCCKAs
HOMEHKJIaTypa BETBEH SBOJIIOLMH BO30YIUTENSI M CO3/IaH psiJ| KilacCH(UKALU, MOCTPOCHHBIX HA aHAIN3E TOMYJISIMOH-
HOU cTpYKTYpHI Y. pestis. Uepe3 mpu3My reHeTHYeCKOro pa3Hoo0pasus MTaMMOB Y. pestis U3 IPUPOIHBIX OYarOB YyMbI
Poccun, crpan OamKHEro M AajgbHETo 3apyOexkbs pa3paboTaHa yCOBEpIICHCTBOBAHHAS KJIACCH(HKAIMS C BBIACICHUECM
CeMH TIOABHIIOB: pestis, tibetica, caucasica, qinghaica, angolica, central asiatica, ulegeica, — xoTopas pa3nenuia mo-
BHJBI IO (PHITOTEHETHYECKOMY IPUHIIHUITY H 10 SITHASMUYECcKOi 3HaunMoCTh. C pa3BUTHEM MaJCOMHKPOONOTIOTHH B Te-
HEaJIorulo Y. pestis BKIHOUEHBI JOUCTOPUUECKUE JIMHUU IBOJIIOLIMH, KOTOPBIE PACIIUPUIIN CBEICHUS 110 BHYTPUBUIOBOMY
pa3Ho0Opa3rio YyMHOTO MUKpOOa.
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Abstract. The review presents the data on domestic and foreign phenotypic classifications of Yersinia pestis strains
developed in the XX century; genetic classifications of the XXI century; as well as on the genealogy of ancient strains
of the plague microbe, reconstructed using paleogenomic technologies. Since the discovery of the plague agent in 1894,
many classifications were created that corresponded to the level of development of microbiology at that time. The in-
traspecific classification schemes of the XX century were based on three principles: phenotypic differences between
strains, features of the species composition of carriers, and geographical affiliation. With the development of molecular
microbiology early on in the XXI century, a genetic nomenclature of the branches of the pathogen evolution was deve-
loped and a number of classifications based on the analysis of the population structure of Y. pestis were created. Through
the prism of the genetic diversity of Y. pestis strains from natural plague foci in Russia, near and far abroad countries, an
improved classification with a division into seven subspecies has been developed: pestis, tibetica, caucasica, qinghaica,
angolica, central asiatica, ulegeica, which allocates the subspecies according to the phylogenetic principle and epidemic
significance. With the advancements in paleomicrobiology, prehistoric lineages of evolution have been included in the
genealogy of Y. pestis, which expand the data on the intraspecific diversity of the plague microbe.
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C momeHTa OTKpbITHS A. MlepceHoM BO30yauTes
yyMbl B 1894 I HEOHOKPATHO MPEANPUHUMAIHCH TIO-
MBITKK Pa3padoTaTh OOBEKTHBHYIO M YIAOOHYIO B HC-
MOJIb30BAaHUH KJIACCH(PHUKAIIUIO IITAMMOB 3TOTO BO3-
Oynutensi. 3a OCHOBY OpaliiCh pa3IMYHbIe KPUTEPHH,
Takie Kak (DEHOTHIUYECKHE pas3iIuyusi, 0COOCHHOCTH
BHJIOBOTO COCTaBa HOCHUTENEH, reorpaduueckoe pac-
[IPOCTPAHEHUE LITAMMOB Yersinia pestis.
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Hcemopuueckue knaccuguxayuu 6030youmens
yymel. TlepBble OTEUECTBEHHBIC KIIACCH(HUKAIINU OBLITH
OCHOBaHbBI Ha BBISBICHUU OTIIMYUN B OMOXMMHUYECKHX
CBOWCTBAX, TAKMX KakK (pepMEHTAIUS TIUICPUHA U JIe-
HUTpUDHUIHPYIOIIas akKTHBHOCTS [ 1, 2]. Ha ocHOBe aTHX
JKE XapaKTePHUCTHUK, & TAKKE C YYETOM HCTOPHYCCKUX
nmaHHbIX R. Devignat (1951) Bergenin Tpu OnoBapa uyM-
HOTO MHKpoOa: Antiqua (aHTHuHBIH), Medievalis (cpen-
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HeBekoBBIN) 1 Orientalis (Boctounsrit) [3]. On mpenrmo-
JOKWJI, 9To O6moBap Antiqua BeI3Ban «HOcTHHHMAHOBY
gymy», Medievalis — «UepHyro cMepTh», a OmoBap
Orientalis cTan TpUYMHONW TPETHEH MAHIACMHHM TYMEI.
Hcmone3yst AOTIOMTHUTENBHBIE KPUTEPUN Kilacchupuka-
IIMH, CBSA3aHHBIC C DKOJIOTHEH BO3OYIUTEINSI, CITOCOOHO-
CTBIO (pEepMEHTHPOBATH PaMHO3y M BUPYIECHTHOCTHIO,
B.M. Tymanckwuii (1957) u M.U. Jlesu (1962) Beimenu-
JU TSTh Pa3HOBHIHOCTEHW BO3OYIUTENSI YyMBI: KPBICH-
Hag (ratti), cycnmukoBas (citelli), cypumnas (marmotae),
necyanounas (gerbilli) u momeBouss (microtii) [4, 5].
B manpueiimem P.C. Muxaiinoa (1968) mpemmoxuia
WCIIONTb30BAaHUE KATETOPUH «ITOIBU TSI BO3OYIUTEIS
YyMbl W BBIIETIIIIA JBa XOPOIIO AU(PPEepeHIInPyeMbIX
nionBuaa: Pasterella pestis pestis u P. pestis semiplenus
(TrraMMBI BO3OYIUTEINS, BBIIEISICMBIE OT OOBIKHOBCH-
HBIX TIOJIEBOK Ha TEPPHUTOPUU 3aKaBKAa3CKOTO HAaro-
pbs) [6]. Teorpadudeckoe NPOUCXOKICHHE M JIAH-
madTHOE CBOEOOpas3ue MPHUPOTHBIX OYaroB YyMbI TIO-
noxkensl JI.A. Tleiicaxuc u B.M. Cremanossim (1975) B
OCHOBY KJIacCH()MKAIINH, BBIJEISABINEH IISITh MTOIBUOB
YyMHOTO MHKpobOa [7]. B kadecTBe MOTOTHHUTEIHHBIX
TecToB s nuddepeHIanuy MOBUIO0B MPEI0KEeHbI
TaK)Ke TeCTHl HATMIHS N30IUTPATINA3HON aKTHBHOCTH,
YyBCTBUTENHHOCTH K ary M1, ocoOeHHOCTH TUTa3MuI-
Horo coctana [8]. M.JI. MaptureBckuii (1969) ucnois-
30BaJI 17151 KJIacCH(PUKAIIIHI YyMHOTO B OJIM3KOPO/ICTBEH-
HBIX €My MUKPOOOB METOJT HyMepHU4IeCKOW TAKCOHOMHU,
C TIOMOIII0 KOTOPOTO BBIZIENIAI TPH OCHOBHBIE TaKCO-
HOMHYECKHE KaTteropuu: A. Yersinia pestis — TATTAIHBIE
mramMmbl 13 CpeTHea3naTCKoro TOPHOTO U MTyCTRIHHBIX
oudaroB, Kuras, MHP, Unmun u Adpuxu; b. Y. pes-
toides — aTUTIMYHBIE MTAMMBI U3 04aroB 3alaiikaibs,
l'oproro Anrast m Manoro Kasxkaza; B. Y. pseudopes-
tis — mTaMMbl BO30ymHMTENs TICeBIOTyOepKyiesa [9].
[lonsTre momBuaa y BO3OYAUTENST YyMBI HAIILIO JAllb-
Helee pasputre B padborax JI.A. Tumodeenoii (1972,
1981 — c coaBT.), IpeUIOKUBIIEH HOBYIO KiacCHU(H-
Kalli0 C BBIJICJICHHEM TpeX TOIBHIIOB: Y. pestis pes-
tis (aBe pachl — KOHTHHEHTaJbHAas M OKeaHWYecKas);
Y. pestis altaica (paMHO30IIONIOKUTEIBHBIE ITAMMBI
n3 [opHoro Anras m Monronun); Y. pestis caucasica
(semiplenus Mich, paMHO30TIOJI0KHUTEIBHBIC IIITAMMBI
¢ KaBkasa) [10, 11].

Jsg craHgapTH3alMM CHCTEMBI KJIACCHU(UKAIIH
ITaMMOB BO30yauTess 9ymbl B 1985 1. Ha coBemanuu
10 TAKCOHOMHUHW YyMHOTO MUKpoOa B I. CapaToBe MpHHS-
Ta eIMHAs CUCTEeMaTHIeCKast CXeMa MOJIBUIOBBIX KaTero-
puii 11 BO3OYIUTENs YyMbI, OCHOBaHHAs HA YUCIIEHHOM
aHaimze 60 (peHOTHITMYEeCKUX MPU3HAKOB, BHPYIICHT-
HOCTH TI0 OTHONICHHWIO K JIA0OPaTOPHBIM IKHBOTHBIM,
apeane pacrpocrpanenus. [lomymsmuu Y. pestis, nmp-
Kynupymoiue Ha teppuropun crpad CHI' u Monromnuu,
ObUTH pa3/eeHbl Ha MATh MOABHUIOB: 1) subsp. pestis —
ocHOBHOM noaBu 1 (CpenHea3naTcKuil MyCTHIHHBIN OYar,
Bomnro-Ypansckoe Mexaypedbe, paBHUHHOE 3aKaBKa3be,
[Ipukacnuiickuii crennoit ouar, Taup-lllanb, Anai,
3abaiikanne, Tysa); 2) subsp. altaica — anraiickuii mo-
By (Anralickuil TOpHBIN ouar); 3) subsp. caucasica —

15

kaBka3ckuil monasua (IIpmapakcHHCKHE HU3KOTOPHBIH,
3akaBKka3ckuii 1 Bocrouno-KaBka3ckuil BBICOKOTOp-
HBII ouarn); 4) subsp. hissarica — TUCCAPCKHA TTOBU
(I'mccapckuit u Tanacckuii xpeOThl B Ta/pKUKUCTaHE U
Kupruzum); 5) subsp. ulegeica — ynereickuii nogsun
(Mownronusi) [11]. Hekoropble mcciemoBarenn mpeia-
raJiv BBIICIUTD LITaAMMBI U3 Tanacckoro BBICOKOTOPHOTO
ouyara B OTAENbHBIN, Tanacckuit noasuj [12]. [lTamMmmbl
OCHOBHOTI'0 TO/IBUA HE (DEPMEHTHUPYIOT paMHO3Y H Me-
nONO03y, BUPYJICHTHBI AJis1 Ta0OpaTOPHBIX >KUBOTHBIX,
00J1a1al0T BBICOKOW BUPYJIEHTHOCTBIO JUIA YeJIOBEKa
U BBICOKMM 3MHUAeMHUYecKuM noTeHuuanom. o deno-
TUIMYECKUM XapaKTEPUCTHKAaM IITaMMBI OCHOBHOTO
MOABHJA COOTBETCTBYIOT TpeM OHMOBapam: antiqua, me-
dievalis u orientalis. Anralickuii, KaBKa3CKHii, ruccap-
CKUI M ylereicKuidl MoABUIBI OTHOCST K HEOCHOBHBIM
NOABHMIAM, MU «rectongamy». LlITaMMbl HEOCHOBHBIX
NOABHUIOB (PEPMEHTHPYIOT PAMHO3Y U MEMON03Y, N30u-
paresibHO BUPYJACHTHBI AJIS1 TaOOPAaTOPHBIX >KUBOTHBIX,
SMUIEMUYECKH MaJIO3HAYUMbl, HUKOIIa HE ObUIM CBSI-
3aHbl CO BCHBILKAMH YyMbl U snuaeMusiMu. [lpunsras
B 1985 1. knaccuukanys MOABUAOB SIBISIETCS HALUO-
HaJILHOW M He Obla BKIIOYeHa B MEeXIyHapOAHYIO HO-
MEHKJIATypy OaKkTepui.

Cospemennvle Kaaccuguxkayuu 6030youmens
yymbl. B panpHeileM ¢ pa3BUTHEM MOJIEKYISPHOM
MHUKPOOMOJIOTMM B KaueCTBE OCHOBBI Jisi Kiaccupu-
Kanuii Y. pestis cTajad UCIONb30BaTh FEHETHUECKHUE Xa-
PaKTEpPUCTHKH, 00Jagaroiue OONBIINM pa3pelieHIeM
U HaJIeXKHOCThI0. C MOMOIIBI0 METOJAa MOJIEKYISPHON
rubpuamzanuu [IHK H. Bercovier ef al. (1980) nokasa-
mu, uto romonorust JHK mexny Bo3OyaurensiMu yymbl
U niceBIoTyOepKyne3a cocraiser 6onee 90 %, uto mo-
Ka3bIBACT MX MPUHAMJICKHOCTH K omHOMy Bumy [13].
ITozxe npu cpaBHenun renoB pPHK ycranosieno, 4ro
00e OaKTepuy MMEIOT MOJHOCThIO MJCHTUYHBIC TOCIIE-
nosaresnbHOCTH reHa 16S pPHK u tonbko onHO pasznu-
4yre OCHOBaHMH B BBICOKOBapHaOeNbHON 00JIaCTH I'eHa
23S pPHK, uTo Takke n0Ka3blBaeT HX IPHUHAJIECK-
HOCTh K ogHomy Buay [14]. Ilpemioxkeno oObeqUHUTH
9TH OaKTepuH B OAMH BHJ C BBIJCICHUEM JIBYX IO/BHU-
noB: Y. pseudotuberculosis subsp. pseudotuberculosis
u Y. pseudotuberculosis subsp. pestis COOTBETCTBCH-
HO [13]. OaHako M3-3a BO3MOXKHBIX OIIMOOK B JHATHO-
CTHKE 3TUX JBYX OJM3KOPOJCTBEHHBIX, HO CYILECTBEH-
HO OTIMYAIOIINUXCA MO BUPYIEHTHOCTH HEPCHUHUI, 3TO
NpeAIoKeHre ObUIO KPUTHYECKH BOCHPUHITO MEAMKa-
MU ¥ OOJIBIIMHCTBOM HCCIIEAOBATENCH, 3aHUMAIOIINXCS
n3ydeHneM Bo3OyauTesss yyMbl. OHO OBIJIO OTKJIOHEHO
IOpuanueckoii komuccueit MexayHapoJHOTO KOMUTETA
CHCTEMaTHYECKON OaKTEPHOIOTHH.

B nanpHelimneM, mpoBeas CpaBHUTEIBHOE H3Y-
YeHHe TEHOB JOMAIIHEro XO3siCcTBa M PECTPUKIU-
oHHBIX (parmentoB xpomocomuoir JIHK Y. pestis
u Y pseudotuberculosis, M. Achtman et al. (1999)
MOKa3ajl, YTO TICEBAOTYOEpKYyJIEe3HBI MHKPOO siB-
JSeTCSl  SBOJIIOLIMOHHBIM  TIPEAIIECTBEHHUKOM  BO3-
Oyautenst yymbl. [lpeamonoxkeHo, YTO AMBEPreHLUS
Y pestis ot Y. pseudotuberculosis npousolia OKOJIO
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1500-20000 ner mazax [15, 16]. [nsg obnerdyeHus mepe-
X0lla MEXIy TPaJIWIIMOHHBIMA O0O3HAYEeHUSMH OHOBa-
POB ¥ BBIABICHHBIMH (DHIIOTEHETHYECKUMHU TPYTIIIaMu
pa3paboTaHa reHeTHYeCcKass HOMEHKIIaTypa BETBEH, KO-
TOopas 00beAMHIIIA HOMepa (DHITOTEHETHICCKUX BETBEH
JiepeBa dBONIOIMA BO30YAUTENS YyMbI U TPAIUIIHOHHBIE
Ha3BaHUSA OHWOBApOB B COKPAIICHHBIX O00O03HAYCHUSX:
0.PE — necrouapl, ANT — antuunsii, MED — cpeane-
BekoBEIl, ORI — BOCTOUHEIH.

D. Zhou et al. (2004) Ha OCHOBaHHUH HUCCIICTOBAHUS
IITAMMOB YyMHOTO MHKpPO0Oa M3 TOJIEBOYBHX OYaroB B
Kwutae mpeniouin BEIACIUTS HOBBIH OMOBap — micro-
tus (TIHIEPUHITO3UTHBHBIN, apaOMHO30HETAaTUBHBIN M
HUTpPATHETATHBHBIN) C YHUKAJILHBIM TPOQUIEM ITOTEPH
TEHOB U pacnpenenaeHus nceaoreHos [17]. C oTkpsITh-
€M HOBBIX (puoreorpadudecKux MOMyIsuuil Y. pestis
TeHeTHYecKas HOMEHKIJIaTypa BeTBeH ObLIa pacuimpeHa
B paborax [18, 19] (puc. 1).

B ocHoBanmm (unmoreneTndeckoro jaepeBa pac-
MTOJIOKEH BO3OYIUTENh TCEBAOTYOEpKYie3a — DBOIO-
LIMOHHBIA MpenmecTBeHHUK Y. pestis. OT HEro OTXOIUT
0azoBast BeTBb «0», OT KOTOPOH MOCIIEIOBATEIHHO -
BeprupoBaiu apesHue BeTBu nectougo 0.PE7, 0.PE2,
0.PE3, 0.PE4, a 3atem — BeTBH aHTHYHOTO OHOBapa
0.ANT1, 0.ANT2, 0.ANT3. Brmme, B TOUke Tak Ha-
3piBaeMoro «bobimoro B3peBay (Big Bang), xoTopsrit
MIPOU30IIIEN, TI0 JaHHBIM MOJICKYJSPHBIX YacOB 3BO-
JIFOLUHU, OPUEHTHPOBOYHO OKOJIO THICSYH JIET Ha3ad, OT
cTBOJa «0» OTHOBPEMEHHO OTIEIHINCH YETHIPE JIMHUU
aaTruHoro Owoapa: 1.ANT, 2.ANT, 3.ANT, 4.ANT.
Dutorenetnueckas nuaua 1.ANT crana >BOJIIOIMOH-
HBIM TIPEIKOM BOCTOYHOTO OmoBapa — jwHHU 1.ORI,
a muaus 2. ANT — nipeakoM cpemHeBeKOBOro OnoBapa —
nuHun 2.MED. B cocTtaBe pa3HbIX JHUHHM aHTUYHOTO,
CPEIHEBEKOBOTO M BOCTOYHOTO OHMOBApOB, IECTOH/IOB
BBIJICTISIOTCS (PHIIOTEHETUYECKUE BETBH U (DIITOTPYIITIHI.
Hanpumep, muaus 2.MED cpeaneBekoBoro OmoBapa
Britouaet Beteu 2.MED1, 2.MED2, 2.MED3, kotopslie
nensarcs no (usoreorpaduveckoMy npuHIUIy. B pado-
Tax 3apyOeKHBIX HCCIeNoBareiel MmoIpoOHO HUCCIIen0-

BaHO IeHETHYECKOe pazHooOpasue Y. pestis n ompene-
JICHO PAacHpOCTpaHEHUE PA3IUUHBIX (uioreorpaduye-
CKUX MOMYJSIIMI B o4arax 4ymsl B Mupe. OfHako paspa-
OoTaHHas reHeTUYeCcKasi HOMEHKJIaTypa JIMIIb YACTHIHO
YUUTBIBAJIA TIOMYJISIUNHU Y. pestis N3 IPUPOAHBIX 0YaroB
yyMmbl Poccuiickoit @enepanuu u apyrux crpan CHI
MOCKOJIbKY CBE/ICHUSI O HUX B JIUTEPAType ObLIM OrpaHu-
yeHbl. [IpoBeneHHbIC B MOCIEAHEE BpeMsl MacIITaOHbIE
MOJIEKYJISIPHO-TEHETUUECKUE HCCIIEIOBAHUS M II0JIHO-
TEeHOMHOE CEKBEHHUPOBAHUE OOJIBIIOTO YMCIIa ITAMMOB
u3 ouaroB uymbl PO, crpan CHI" u conpenenbHbIX ro-
CYIapCTB BBIIBIJIN 3HAYUTEIBHOE FEHETHYECKOE Pa3Ho-
oOpasue mraMMOB Y. pestis Ha TeppuTopuu BocTouHoi
EBponsl u HenrpansHoit Azuu [20]. C ux yyeToM mio-
OanbHAs TNOMYJSLMOHHAs CTPYKTypa Buia Y. pestis
BKJIIOYA€T CEMb OTAENbHBIX (PMIOTCHETHYECKUX IPYIIT
(puc. 2).

Ha nenpporpamme Ha puc.2 otaensHas OOJb-
mrast rpynmna (I, kenTelil ©BeT) cocTaBieHa MITaAMMaMHU
Y. pestis OCHOBHOTO NMOJABHUA, BHYTPHU IPYIIIbI LITAMMBI
JeNsITCsl Ha 4eThipe OMoBapa: aHTHYHBIM, CPEIHEBEKO-
BBIf, BOCTOUHBIA, WHTepMenauyM. Jlpyrue ¢unorene-
TUYECKHE TPYMIbI COCTOAT U3 IUTAMMOB HEOCHOBHBIX
noaBuA0B. OTIENBHO pacloioKeHa Ha JIEHIPOTrpaMMe
rpymnmna ITaMMoB KaBkaszckoro mnozasuaa (II, Guprozo-
BBIN 1IBET), ellle JBe APYyrue HeOOJbIINe, HO IBOJIIOLH-
OHHO OTJMYAIOIIUECS TPYIIIbI COCTABISAIOT IITAMMBbI U3
Huuxait-Tuderckoro miato B Kurae (11 u IV, 3emenbrit
u (uonetosrrif). lameko oT Apyrux Quiuorpymnm pac-
MOJIOKEH EAMHCTBCHHBIH HW3BECTHBIM MITaMM AHrosa
HeocHOBHOTO ToziBUaa (V, po3oBbIil BeT) U3 Adpukw,
a TaKke MmrTaMMbl yreredickoro noasuna (VI, ceetio-
KOPUYHEBEIN) 13 MoHronnu. B To e BpeMs IITamMMbl
aNTalCKOro M TMCCapCcKOro MOJIBUI0B OKa3alnuch Onu3-
KW JpYT APYTY M COCTaBWJIM OJHY TPYIILy, B KOTOPYIO
TaKe BOLLIM MITaMMBbI U3 Tanacckoro BBICOKOTOPHOTO
ouara B Kuprusckoii PecnyOnmuke u mrammbl microtus
u3 Kuras u Monromuu (VII, rony6oi niset). Ha ocHOoBe
BBISIBJICHHOW MOMYJISIHUOHHON CTPYKTYpBI, OTpakaro-
el MUpOBOE pa3HoOOpasue Bo30yauTes, paspadboTana
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Puc. 1. IlonynsauuonHas cTpykrypa Y. pestis,
BBISBJICHHAs ¢ noMouibio aHanusa SNP ko-
poBoro remoma. MST-mepeBo, OocHOBaHHOE
Ha 2298 SNPs Y. pestis. BerBu 0603HaueHBI
CHMBOJIAMH Pa3IHIHON (HOPMBI, a TOMYIIALUN
BHYTPH BETBEH pa3nu4atoTCs BETOM E,l 9]

Fig. 1. Population structure of Y. pestis de-
termined through SNP analysis of the core
genome. MST tree based on 2298 Y. pestis
NPs. The branches are marked with symbols
of various shapes, and the IE)Oé)ulations within
the branches are distinguished by color [19]
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Puc. 2. CopemenHast MomyIsUMOHHAs CTPYKTYpa BUA Y. pestis 10 TaHHBIM MOTHOTEHOMHOTO aHANN3a, 0OCHOBAHHOTO Ha 2413 kopoBex SNPs
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Y. pestis. Maximum parsimony tree, mporpamma Bionumerics 7.6 [20

Fig. 2. Modern population structure of the Y. pestis species according to whole-genome analysis based on 2413 core SNPs of 39 genomes of
strains of various phylogenetic lineages and branches of evolution. Improvement of the subspecies classification of Y. pestis. Maximum parsi-

mony tree, Bionumerics 7.6 software [20]

HOBas MOJBHJIOBasi Kiaccupukanus uga Y. pestis. OHa
BKIIIOYAeT CEMb TMOJIBHJOB: OCHOBHOH subsp. pestis
(aHTUYHBIN, CPEAHEBEKOBBIH, BOCTOUHBIM OHOBApHl U
OuoBap intermedium) W 1IECTh HEOCHOBHBIX TIOJIBHU-
noB — subsp. tibetica Tu6erckuit 0.PE7 (Kuraii), subsp.
caucasica xaBkazckuii 0.PE2 (Kapka3), aHrombckuit
subsp. angolica 0.PE3 (Adpuka), subsp. central asiatica
nenTpanbHoazuarckuii 0.PE4 ¢ yeTsippMs OnoBapamu —
anraiickuii 0.PE4a (Poccusi, Monronusi), ruccapckuit
0.PE4h (Tamxuxucran), Tanacckuii 0.PE4t (Kuprususi),
microtus 0.PE4m (Kwuraii, Monromnus), subsp. ulegeica
yaereifickuéi  0.PE5 (Mowuronus), subsp. ginghaica
muaxaiickuii 0.PE10 (Kutait) (puc. 2). HoBas kiaccu-
(bukanus paccMOTpeHa M YTBEp)KICHAa Ha COBEIaHUHU
KoopauHanimoHHOTO HAay4YHOTO COBETa IO CAaHUTAPHO-
SMUJAEMHUOJOTMYECKON 0XpaHe TeppuTopuu Poccuiickoit
Oeneparuu B 2019 . [21]. DTa ycoBepIeHCTBOBaHHAS
knaccuukanys 00beKTUBHA, TOCKOJIBKY MMOCTPOEHA Ha
MOJIEKYJISIPHO-TeHETUYECKUX JaHHBIX W YYUTBHIBAET CO-
BPEMEHHYIO II00AIbHYIO MOMYJISIHOHHYIO CTPYKTYpPY
Buaa Y. pestis. Enie olHO MpEeMMYyIIECTBO 3aKJIIOUAET-
CS B TOM, YTO OHA JEJIUT TOABH/BI MO SMHAEMUYECKOI
3HAYMMOCTH, YTO UMEET CYLIECTBEHHOE 3HAYCHUE IS
MPaKTUKU. BBICOKOBUPYICHTHBIMH W JIUAEMUYECKU
3HAUUMBIMH SIBJSIFOTCSI IITAMMBI OCHOBHOTO ITOJIBU/IA
subsp. pestis. llITaMMBI 3TOTO TOJIBUIa MOTYT BBI3bIBATH
BCIIBIIIKK, SMUJAEMUA U TaHIeMud 4YyMmbl. [lITammbr
OOJBIIMHCTBA HEOCHOBHBIX IOABHAOB (KaBKa3CKHM,
AHTOJILCKUH, THOCTCKUMA, ITUHXANCKUIT) NMEIOT HU3KYIO
SMUIEMUYECKYI0 3HAYUMOCTb, TOCKOIBKY MOTYT BBI3BI-
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BaTh JIMIIb CIUMHUYHBIC CIIydau YyMbl y Jroneit. 1, nako-
HEIl, HE OMUCaHbI CIy4Yau 4yMbl, BBI3BAHHBIC aJITAHCKUM,
THUCCApCKMM, TaJacCKUM M microtus OMoBapaMu IIeH-
TPaJIbHOA3UATCKOTO TOJBH/A. BUPYJICHTHOCTh IITaM-
MOB Y. pestis HEOOXOAMMO YYUTBIBAThH MTPH MPOBEIACHUU
paliOHMPOBaHUS TEPPUTOPUI IPUPOIHBIX OYATOB UyMbl
MO dMUIEMIUYecKoi 3HaunMocTH. L{enecooOpa3nbiM, Ha
HAIll B3IVISI, SIBJISICTCSI BKJIIOUCHUE B HAa3BAHUS MPUPO/I-
HBIX 04aroB I'€HETUYECKOro 0003HAYCHHMS IUPKYIUPYIO-
e B HeM (puiorpynisl, HanpumMep: Bosro-Ypansckuit
necuanblii, 2.MED1; Boctouno-KaBka3ckuii BBICOKO-
ropusiii, 0.PE2; 3abaiikansckuii cremnoit ouar, 2. ANT3;
Tsup-1ansckuit Beicokoropublii 0.ANT, — mockombKy
PHUCKH 3apa)XCHUsT YyMOW 4YeJO0BEKa OINPEICIISFOTCS HE
BUJIOM OCHOBHOTO HOCHTEJS B OdYare, a CBOWCTBAMHU
mTaMMoB Y. pestis.

VYcTaHOBIEHO, YTO IITaMMbl M3 o4aroB Poccun u
COTIpeAICNbHBIX TOCYAPCTB MPUHAIICKAT K (PUIIOTeHe-
tuueckuM BeTBIM: 0.ANT3, 0.ANTS, 2.ANT3, 4 ANT
anTngHOTO OMoBapa; 2.MEDO, 2.MED1, 2.MED4 cpen-
HeBekoBoro Omomapa; 0.PE2, 0.PE4a. 0.PE4h, 0.PE4t
HEOCHOBHBIX TOABHAOB. OTMpeneneHsl apeanbl J3THX
(hUIOTeHeTUYECKUX TOMYJISIUH B odarax 4ymbl P®
W COMpEeNeNbHBIX TocyaapcTB (puc. 3). YCTaHOBIEHO,
9TO B OOJBIMMHCTBE MPUPOTHBIX o4daroB ctpan CHI
IUPOKO pactpocTpaneHa BeTBb 2.MEDI1 cpennese-
KOBOTO OmoOBapa ocHoBHOro TomBuma. OHa ITUPKYITH-
pyet B 33 u3 45 ouaroB uymsl ctpad CHI' u 3annMma-
et 93,3 % »THX 04aroB. JTO BBICOKOBHPYJICHTHBIE U
SMUIEMUYECKH OTNAacHBbIE MTaMMBI. Takke AMuaeMu-
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Fig. 3. Phylogenetic appurtenance of Y. pestis strains from plaﬁue foci in Russia, other CIS countries and neighboring states. The numbers cor-

respond to the classification of foci adopted in the Russian Fe

YEeCKYI0 3HAYMMOCTh UMEIOT IITaMMBbI (PHIIOTeHETHYEe-
ckoii muann 4.ANT (T'opusiit Antait u Tysa) u 2.ANT3
(3abaiikanbe) aHTHYHOTO OMOBapa OCHOBHOTO MOJBU/IA.
B 2014-2016 rr. mrammbl 4. ANT BbI3BaM TPH CiIydas
3a00JIeBaHuUs YyMOi UyenoBeka B [opHO-AJITaliCKOM BBI-
COKOTOPHOM Ouare.

OnuaeMuyeckoe OCJIOKHEHHEe [0 dYyMe IIo-
Cle IIUTENBHOrO mepepbiBa mpomsonuio B 2013 T B
CapblKa3cKOM BBHICOKOTOPHOM odare B cocTaBe TsHb-
[ITanbckoro BbICOKOropHOTo ouara B Kwuprusckoit
PecnyOnuke, rae oT 4yymbl yMep MOJAPOCTOK, 3apa3uB-
mHiics OT Ccypka NIpH HE3aKOHHOM OXOTIPOMBICIIE.
[IpoBenenHoe HaMu HccaeaOBaHuEe 65 MITaAMMOB, paHEE
BBIJIEJICHHBIX Ha 3TOH TeppuTtopuu B mepuon c¢ 1945
no 1982 rox, a Takke COBMECTHOE C COTPYIHUKAMHU
PecnyGnmkaHCcKoOTO IEHTpa KapaHTUHHBIX U 0C000 omac-
HBIX nHpeKkmi Kuprusckoit PecryGniku koMIuiekcHOe
n3ydeHue cBorcTB 23 mrammoB Y. pestis 2012-2020 rr.
yCTaHOBWIH, 4TO B TsHb-II[aHBCKOM BBICOKOIOPHOM
oyYare pacrpocTpaHeHbI IITaMMBI ApeBHEN GuioreHeTu-
yeckoit TuHUM 0.ANT. DT0 BBICOKOBUPYJIEHTHBIE U 31U~
JNEMUYECKH 3HAYUMBIC ITaMMbI [22—24]. YCTaHOBIICHO,
yro B Capbypka3ckoM UM BepXHeHapbIHCKOM ouarax
MIPENMYIIECTBEHHO PACIpPOCTPAHEHBI IITaMMBI paHee
HEM3BECTHOW (DMIIOTEHETUYECKON BETBU, 0003HAYCHHON
Hamu kak 0.ANTS. B eme onHOM aBTOHOMHOM o4are
Tanp-Ilans — AkcaliCkoM BBICOKOTOPHOM — U Ha CMEX-
HOM Tepputopun Kwurtas BbIsBI€Ha NPEUMYIIECTBEH-
Hasl [HUPKYJSIUS ITaMMOB (DHIIOTCHETHYECKOH BETBU
0.ANT3. B orporax Tsus-lllans B Kurae pacnpoctpa-
HeHsl Apyrue npesHue BeTBu: 0.ANT1 u 0.ANT2.
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eration and the CIS countries

Ilaneozenomusle uccnedosanua u Kiaccuguka-
UUA WMAMMO8 Ooucmopuyeckoil yymsl. B HacTos-
mee BpeMs C COBEPIICHCTBOBAHMEM MOJIEKYIISPHO-
TeHETUYECKUX W CEKBEHAIIMOHHBIX TEXHOJIIOTUH BCE
OompIlice pa3BUTHE TOIYYaeT Hayka MaJIecOMHUKpPOOHO-
morusi. MeromamMu TIAI€OMHUKPOOHMOIIOTHN  JTOKa3aHo,
YTO YyMa 3apakaeT JIOAEeH ¢ JOMCTOPHUYECKHAX BpeMeH
u 49T0 Y. pestis ObuIa 3THOJOTHYECKHM areHTOM BCEX
TpeX pa3pylINTENbHBIX MMaHJAEMHH, MOPa3UBIINX Hace-
nenne EBpOITBI 1 IpyTUX KOHTHHEHTOB B COBPEMEHHYTO
apy [25-28]. IlepBas manmeMus 9yMbl Ha9aIach ¢ IyMbI
IOctuamana (541-543 1T H.3.), YHeCIa MIJIIHOHBI Ye-
JIOBEYECKUX JKM3HEH W MPONOIDKAllach C MepepblBaMHU
1o 750 . IIpoBeneHHAast pEKOHCTPYKLUS reHoMa Y. pestis
Tepro/ia MEePBOH MaHAEMUN YyMBI IIOKa3ajia, 9To ITaMM
oTHOcHTCS K (hrumoreHeTHdeckold BeTBU 0.ANT4, Hau-
Oomee OMM3KON K KOTOPOH SIBIISICTCS BBIABICHHAS HaMHU
BeTBb 0.ANTS5 wu3 Taub-lIlaHECKOTO BBICOKOTOPHOTO
ouara [23, 29]. DTo mOCTY>KHUIIO OCHOBAaHHEM JUIS TIPE]I-
MOJIOXKEHUS, YTO TPEAIIECTBEHHUK TEPBON MaHIEMUHU
yyMbl MpoUCXoAUT U3 ovaroB Tsaub-lllans, uyro momy-
YWJIO TIOATBEPXKJICHUE B pAJie PadOT MO PEKOHCTPYKIIUU
JIPEBHUX T€HOMOB M3 pa3InuHbIX Touek EBpazuu. ['eHOM
Y. pestis u3 octaHkoB koueBHUKa U3 rop Tsub-11lans, na-
tupyembiit 180 . H.3., (PHUIOTEHETHYECKH TIPEIIIIECTBY-
€T PEKOHCTPYHUpPOBaHHBIM reHoMaM «HOcTHHHAaHOBOM
gymbD» [30].

Bropas mammemMus 4yMbl Ha4yanach C JIHIEMHH
«Yepnas cmeptb» (1348-1354 1) m ynecna ot 30 mo
50 % nacenenns Espomnsl. Ilocienyromue BCHBIIKH
nponosmkanuck 10 koHua XVIII B. Panee cymectBoBa-
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JI0 MHEHHE, YTO BTOpas MaH/IeMHUs YyMbl OblIa BHI3BaHA
CpeIHeBEKOBBIM OnoBapoM Y. pestis. OqHAKO TIPOBEICH-
Hasl PEKOHCTPYKITHSI TEHOMOB TITAMMOB Pa3HBIX TEPHO-
JIOB BTOPOW TaH/IEMHUH TMOKa3aja, YTO OHa Takke Oblia
BBI3BaHA JIMHWEH aHTHYHOTO OMoBapa, KOTOpas Tpes-
mectBoBaja 1.ANT Ha 3BONIOLIMOHHOM JiepeBe Y. pes-
tis. PEeKOHCTpYKIIMSI TE€HOMA IITaMMa M3 3aXOPOHEHUH
XIV B. (1338-1339 1T.) B OKpecTHOCTSAX 03epa Mcchik-
Kyne B Kuprusckoii PecryOnuke mokasasa, 9To OH SIB-
niseTcsl HanOoJiee HEAaBHUM OOIUM TIpeANIeCTBEHHH-
koM (MRCA, ot anmi. most recent common ancestor)
IITAMMOB BTOPOH aHIEMUHU YyMBI, KOTOPBIH 3aTeM ObLT
3aHECEH M0 TOPTOBBIM MyTsM B EBporry [31].

B npanpuenmem wu3 jmaun 1.ANT adtuyHoro
OmoBapa BO3HHUKJIA JApyras JUHHUS OCHOBHOTO TOJBH-
nma — 1.0ORI BocTouHOTO OHOBapa, BBEI3BABINAS TPETHIO
nanjaeMuro uymsl. [Tlangemus Hayanacs B 1855 1. B ipo-
BuHIMY KOHBHAHP U OTTYaA Yepe3 [ OHKOHT uyma Oblia
pa3HeceHa TOPTOBBIME KOPAOIISIMU IO BCEMY MUPY, BBI-
3BaB CEPHUIO SMUAEMHI W BCIBIIIEK, TIPOIOIKABIIHXCS
BIUIOTH 110 cepeauHbl XX B. JluHamuKka pacrpocrtpa-
HeHusI BoctouHoro OmoBapa 1.ORI Bo BpeMms TpeTheit
MaHJeMHUH XapaKTepH30Ballach €IMHUYHBIMHU CITydasi-
MH HHTPOIYKIIMH, 32 KOTOPBIMHU CllefoBaja ObIcTpas
OKCMIAHCHUSI W pacCeleHre B MECTHBIX pe3epByapax
T'PBI3yHOB. DTO 00BACHIET HabIIOMaeMoe pasHooOpas3ue
BetBeit 1.ORI BocTounoro 6mosapa (1.0RI1, 1.ORI2 u
1.ORI3) B pa3snu4HBIX perHoHaxX MUpa, KaKaas U3 KO-
TOPBIX TPEICTABISIET OTAEIHHYIO BOJHY paclpocTpa-
HeHus Y. pestis [18].

Mertonamu naneomukpoOuonorun npessss JJHK
YyMbI OOHapYKEHA Y JIFOJIEH, JKUBIIIHX eIIle B TTOXY MO3/1-

Hero HeonuTa 1 Opon3oBoro Beka (5000-3700 rr. 1o H.3.)
B pasiMuHBIX pernoHax Epasum: B CkaHauHaBuH,
[Ipubantuke, 3anannoii, LlenTpansHoit 1 Bocrounoit
Esporne, FOxHoi#t Poccun, Ha Ypane, B Cubupu, SAxytun.
UYacroe mpucyrcreue JHK Y. pestis B uenoBeueckux
OCTAaHKaX 5I0XM HEOJIUTa MO3BOJIET MPEANOIOKUThH
CYIIECTBOBAaHHE JOMCTOPHUYCCKUX IaHAEMHUH UyMbl
[25, 27]. CexBenupoanue apesneit JJTHK nokasaino, yto
9TH IITAMMBbI ObLIM 0a3aJIbHBIMU 10 OTHOIIEHHUIO KO BCEM
W3BECTHBIM JUHUAM Y. pestis. IlpeacraBurenu npeBHel
LNBA (ot anrn. Late Neolithic and Bronze Age) Bert-
BU OBUIM paccesiHbl IO TeppUTOpUM Beeld EBpasum, uto
CBUJICTEIILCTBYET 00 MHTEHCUBHBIX U PETYISPHBIX KOH-
TaKTax MEX.Iy rpyNIaMH JIIOICH B 3Ty JOMCTOPUUYECKYIO
am0xy [28, 32]. PekoHCTpyKLUA ABYX IPEBHUX T€HOMOB,
MOJTY4EHHBIX U3 KypraHHbIX 3aXOopoHeHul B CaMapckoi
obnactu Poccum m patupyeMbIX MO3AHUM IMEPHOIOM
oponzooro Beka (~3800 rT. 70 H.3.), TO3BOJIMIIA UICH-
TU(UIUPOBATH €Il OIHY JUHHI0, 0003HaYeHHy0 LBA
(ot anr. Late Bronze Age) (puc. 4).

l'mnoreTnyeckast cxema »HBONIOUMU APEBHEH W
COBPEMEHHOM YyMBl, MO-BUIAMMOMY, IPOUCTEKasa
B cienymomeil nocnenosarenbHocTd. [laneoreHomHbIE
UCCIICIOBaHMSl TI0Ka3ajH, YTO CYIIECTBOBAaJU [IBE
BBIMEpPILUE HBbIHE JIMHUM YyMHOTO MHKpoOa mepuona
Heonuta u OponzoBoro Beka: Gok2 m LNBA, — xo-
TOpble mpeamecTByoT auHun «0» [25]. [locne stux
JIBYX BBIMEPILMX JIMHUI OT CTBOJIa 3BOJIIOLUU Y. pes-
tis orouuin BetBu 0.PE7 u 0.PE2 HeoCHOBHBIX mOn-
BHUJIOB, COXpaHUBIIUXCS A0 cux mop [25, 26]. Ilocae
Gok2, LNBA, 0.PE2 u 0.PE7 ot cTBOIa 3BOJIOLHUU
Y. pestis oTomIO OTBETBICHHE, KOTOPOE A0 HAa4ajo

MRCA
Y. pseudotuberculosis 204 LNBA (Bronze Age)
e pFra/pMT1— 5303 — 0.PE7  (ssp. tibetica)
we. pPla/pPCP1 T 0.PE2a,b (ssp. caucasica)
QO pde3? ymt sss phia/PCP RT5 (Bronze Age)
Q@ ureD <3700 0.PE3  (ssp. angolica)
8"2"5'42 Por— 2739 0.PE10 (ssp. ginghaica)
pde w=— pla — 0.PEda (o
2 L lo61a p. central
O fihD Q@ pde3 i D.REAbRES o
L_Lae7s 0.PE4c Microtus) Branch 0
0.PE5 (ssp. ulegeica)

e : Acquisition
O : Mutation

i :Lloss

0.ANT2

4.ANT1 n IBranch 4

3.ANT1,2 IBranch 3

[ 2.MEDO,1,2,3 - 2.ANT1,2,3 IBranch 2

| Black Death (2" Pandemic)
1.ANT

~‘ —— 1.IN1,2,3
51— 1,0RI1
—E 1.0RI2

1.0RI3

Branch 1

3rd Pandemic

Puc. 4. Cxema reneanoruu Y. pestis. YkazaHsl 9Tarsl nprodpereHus (acquisition), nHakTuBanuu (mutation) u norepu (loss) reHos B mporecce

sBomonu Y. pestis u3 Y. pseudotuberculosis [32]

Fig. 4. Diagram of Y. pestis genealogy. The stages of acquisition, inactivation (mutation), and loss of genes during the evolution of Y. pestis

from Y. pseudotuberculosis are presented [32]
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BBIMEpITICH JTUHUU TTO3THET0 OpoH30BOTO Beka LBA u
JUHUSAM, COXPAHUBIINMCS 10 HAIIWX JHEH: HEOCHOB-
weiM nogsugaMm 0.PE3, 0.PE10. 0.PE4, 0.PES, a tak-
)K€ Pa3IWYHBIM JTUHUSAM, BBI3BABIINM BCE W3BECTHBIE
mangemMun 9ymbl [28]. CtBon «0» meperien B JIMHHUIO
0.ANT 0oCHOBHOTO TIOIBHIA, OT KOTOPOH OTICITIIINCH
BeTBU 0.ANT1 1 0.ANT2 (Kurait), 0.ANT3 (Kupruzus,
Kwurait) n 0.ANTS (Kuprusus, Kazaxcran) [15, 16, 18,
19, 22, 33, 34]. ®unorenernyeckas suanus 0.ANT sBu-
J1ach MPUYWHON TIepBOM maHaeMun — «HOcTHHHaHOBOM
yyMbI». B TOuke nmojauToMuu 1eHTpaibHoro y3ina NO7 —
Big Bang («bounboii B3pbIB») — OT QrIOTeHETHIECKOI
muann 0.ANT anTHgHOTO OHMOBapa OTAEIUIUCH DBO-
moronnble TuHUU 1.ANT (Llentpansnas Adpuka),
2.ANT (ouarn Kuras u 3abalikaabCKui CTCITHOW MpH-
ponubiit ogar uymsel), 3.ANT (Kuraii, Monromus) u
4. ANT (I'opusiii Antait u Tysa; Poccusi, Monromnus).
OTH JIMHUW aHTUYHOTO OWOBapa W WX MPOU3BOJHBIC
cpenaeBexoBoro (2.MED) u Boctounoro (1.ORI) 6mo-
BapOB COXPAHMIIUCH B HACTOSAIIEE BPEMS U CITYXKaT MpH-
YUHOMW BCIIBIIIIEK M CITy9aeB YyMbl B O4arax Ha pasjind-
HBIX KOHTHHEHTAaX.

[Ipomuecc sBomrortuu Y. pestis 3 Y. pseudotubercu-
losis corpoBoKIaNCS TPUOOPETEeHNEM JNIBYX TLTA3MHUJI
BupyneHTHoctu pFra, pPla u rena ymt B cocraBe mnasz-
MuIbel pFra, a Takke MHAKTUBHPOBAHHEM TEHOB: pde3
(MyTamus B mpomorope), ureD, rcsA, flhD, pde2 [32].
[TocnenacTBus 3THX MONEKYISPHBIX H3MEHEHUH TTPUBEITH
K Pa3BHUTHIO TPAHCMHUCCHUBHOTO IyTH Tiepenadu Y. pestis
C TIOMOTIBIO0 OJIOX M K CIIOCOOHOCTH BBI3BIBATH OyOOH-
Hyto uyymy [33]. Taxxe npuobperena mytamnus [259T B
KITFOYE€BOM (haKTOpe BUPYIEHTHOCTH — aKTHBATOPE TIIa3-
muHoreHa (Pla), oTBeTcTBEHHOM 3a (YyIPMHUHAHTHYIO
JIETOYHYI0 MH(PEKINIO0, ciennGuIHyt0 1Iis Y. pestis.

COBOKYITHOCTh TTONyYEHHBIX JaHHBIX JOKa3bIBa-
€T, YTO DBONIONHS BO30YAWTENs] YyMbI OblIa CIOKHOM
W CBf3aHA CO 3HAYMTEIHHBIMH W3MEHEHHSIMH TeHOMa:
MpHOOpETeHNEeM W WHAKTHBHPOBAHWEM T€HOB, BHYTpPH-
TeHOMHBIMH TIepecTpoiikamMu. M3ydeHne coBpeMeHHBIX
U HCTOPUYECKUX TEHETHYECKHX JaHHBIX HEOOXOAMMO
JUTSL BBISICHEHHSI ITyTeH 9BONIOLIUU Y. pestis, a TakKe T0-
HUMaHHsI TOTO, YTO OKHUJATh OT ATOM OAKTEpPHH B Jallb-
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