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MonekynsapHas aBontouua supyca [1abu (Phenuiviridae:
Bandavirus: Dabie bandavirus) — Bo36yautensa ocTpou
nuxopaaku ¢ TPOMOOLUTONEHUYECKUM CUHAPOMOM

Cusukosa T.E., Ilebenes B.H., bopucesny C.B.

PIrBY «48 LleHTpanbHbIN Hay4HO-MUCCrieqoBaTenbCckuii MHCTUTYT» MuHMcTepcTBa o6opoHbl Poccuiickon denepaumm,
141306, Ceprues NMocan-6, Poccus

Co BpemeHu ngeHtudukauum supyca Jabu (BL; npexHee Ha3BaHue — Bupyc SFTS, SFTSV) (Phenuiviridae: Ban-
davirus: Dabie bandavirus) Bbl3BaHHblE UM 3NMAEMUN OCTPON NINXOPALKM C TPOMOOLMTONEHNYECKM CUHAPOMOM
(severe fever with thrombocytopenia syndrome, SFTS) nponsoLunu B Heckonbkux ctpaHax BoctouHon Asuun. Bbl-
CTpbIN pocT 3a60n1eBaeMoCTU yKkasblBaeT Ha TO, YTO 3TOT MHAEKLMOHHBIN areHT MMeeT NaHAEeMUYECKUA NOTEeHLM-
an v npegcraenset cobon HaaBurakoLLyrcst rmobanbHy yrpo3y Ansi OOLLEeCTBEHHOIO 34paBOOXPaHEHMS.

B HacToswem o63ope npoBedEH aHanM3 MOneKkynspHoOW SBOMLMN BO3OyaUTENss OCTPON NMXopanku ¢ Tpomobo-
LUMTOMEHNYECKMM CMHAPOMOM Ha MaTepuarne ero BapuaHToB, BbiaeneHHbix B Kutarickon HapogHoi Pecny6nuvke
(KHP), AnoHunm n KOxHon Kopee (Pecnybrnivka Kopes). YcTaHOBRMEHbI CKOPOCTb NpoLecca 3BOMLMN U BO3MOXHOE
BpeMmsi nosiBneHuns obLuero npeaka B, a Takke NpoaeMOHCTPUpOBaHa BO3MOXHOCTb €ro peaccopTaLui.
CkopocTb aBontoumMn reHoma B[ oueHeHa kak 2,28 x 10 HykneoTuAHbIX 3aMeH/canT/ron gns S-cerMeHTa,
2,42 x 10* pns M-cermenTta n 1,19 x 10+ 3ameH/cant/rog — onsi L-cermeHTta. B reHome Bupyca onpegeneHsl no-
3ULMUN NONOXUTENBHOW Cenekumnun.

dunoreHeTMHECKUA aHanu3 yctaHosun, 4Yto B[] pasgenéH Ha 2 knanga, cogepxaiwme 6 pasnmnyHbiX reHOTUNOB.
CTpyKTypa dunoreHeTu4eckmx AepesBbeB Ans L-, S- n M-cerMeHTOB yKka3biBaeT Ha NPONCXOXOEHNE BCEX reHOTU-
NMoB OT 0AHOro obLLero npeaka.

Pesynsrathl nccnegoBaHuii CBMAETENBLCTBYIOT O TOM, Y4TO B[] ncnonb3yeT MHOXECTBEHHblE MEXaHW3Mbl Afs Mo-
BbILLEHUS] YPOBHSI U3MEHYMBOCTU. [MOoHNMaHKe hrnoreHeTn4Yecknx akTopoB, OnpeaensoLnX TPAHCMUCCUIO AaH-
HOro natoreHa, UMeeT BaKHOe 3HayeHue AN OLEHKW INMAEMUONIOrMYECKUX XapakTepUCTUK Bbl3bIBAEMOTO UM
3aboneBaHns 1 NPOrHO3a BO3MOXHbIX €r0 BCbILLEK.
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The molecular evolution of Dabie bandavirus (Phenuiviridae:
Bandavirus: Dabie bandavirus), the agent of severe fever
with thrombocytopenia syndrome

Tatiana E. Sizikova, Vitaliy N. Lebedev, Sergey V. Borisevich

FSBI «Central Scientific Research Institute No. 48» of the Ministry of Defense of Russian Federation, 141306, Sergiev
Posad, Russia

Since the Dabie bandavirus (DBV; former SFTS virus, SFTSV) was identified, the epidemics of severe fever with
thrombocytopenic syndrome (SFTS) caused by this virus have occurred in several countries in East Asia. The rapid
increase in incidence indicates that this infectious agent has a pandemic potential and poses an imminent global
public health threat.

The analysis of molecular evolution of SFTS agent that includes its variants isolated in China, Japan and South
Korea was performed in this review. The evolution rate of DBV and the estimated dates of existence of the common
ancestor were ascertained, and the possibility of reassortation was demonstrated.

The evolutionary rates of DBV genome segments were estimated to be 2.28 x 10+ nucleotides/site/year for
S-segment, 2.42 x 10 for M-segment, and 1.19 x 10* for L-segment. The positions of positive selection were
detected in the viral genome.

Phylogenetic analyses showed that virus may be divided into two clades, containing six different genotypes. The
structures of phylogenetic trees for S-, M- and L-segments showed that all genotypes originate from the common
ancestor.

Data of sequence analysis suggest that DBV use several mechanisms to maintain the high level of its genetic
diversity. Understanding the phylogenetic factors that determine the virus transmission is important for assessing
the epidemiological characteristics of the disease and predicting its possible outbreaks.

Key words: severe fever with thrombocytopenia syndrome virus; Dabie bandavirus; genus Bandavirus; family
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BBenenue

Ocrtpast muxopaaka ¢ TPOMOOITUTOIICHIIECKAM CHHIIPO-
MoM (severe fever with thrombocytopenia syndrome, SFTS)
npe/cTaBiser coO00l BUPYCHOE 3a00JIeBaHUE, XapaKTepH-
3yIoIIeecsl TUIEPTEPMUCH, TPOMOOITUTO- U JICHKOTICHUCH,
CHMITTOMAMH TIOPAKCHUS JKEITyTOYHO-KUIIICYHOTO TPaKTa
Y HEPBHOM CHCTEMBI, a TaKXKe IMPOSBICHUAMHU IeMoppa-
THYECKOTO CUHJIpoMA. JIeTalbHOCTh MPH HEH COCTaBIseT
oT 6 10 30% [1-3]. Bo30Oyaurens 3a00meBaHus BO BpeMst
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nepBuyHOro Bhifenenus (B 2009 ) Obu1 OTHECEH K pomy
Phlebovirus cemeiictBa Bunyaviridae W TpeIBapUTEIIb-
Ho Ha3BaH Bupycom SFTS [4, 5]. B Hacrosiiee Bpems
COMIACHO KJaccu(ukarmu MEeKIyHapoOTHOTO KOMHUTETa
no TakcoHomuu BupycoB (ICTV) 3TOT areHT HOCHT Ha-
3panue «Bupyc Jlabw» (BJ]) (Dabie bandavirus, DBV)
1 OTHOCHTCS K pony Bandavirus cemeiictBa Phenuiviridae
nopsiaka Bunyavirales [6]. Ananus uHpopmaruu o SFTS
CBHICTENBCTBYET, YTO JaHHAs HO30JoTrH4eckas (opma
IIpeJICTaBIISIeT MOTEHINAIIBHYIO OMTACHOCTB JUIs OOIIIECTBEH-
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HoTro 3/1paBooxpanenus Poccuiickoit @eneparuu [3, 7-11].
310 00YCIOBIMBACTCS HATMYMEM STHAEMHYECKHX OYaroB
B CONpPEJEIbHBIX C AAIbHEBOCTOYHBIM peruoHoM PO Ttep-
PUTOPHSX, LIMPOKUM apeajioM paclpoCTPaHEHUs KIeulen
(Acari) BunoB Haemaphysalis longicornis u Rhipicephalus
microplus — OCHOBHBIX BEKTOPOB Tepesiaun nHpexkuun (4],
MOBCEMECTHO BcTpevaroiuxcs B Kwuralickoit HapomHoi
Pecrryomike (KHP) n cmexxnbix pernonax [10]. B moms3y
YKa3aHHOTO TOJIOKEHHUS CBUJIETENTCTBYIOT TAKXKE BBICOKAs
JIeTaJIbHOCTB P 3a00JI€BaHHH, CJIOKHOCTh €r0 UIICHTH(H-
KallH 110 KJIMHUYECKOH KapTHHE, a TaKKe OTCyTCTBHE B PD
CpEICTB HE TOJIBKO NMPO(MIAKTUKY U JICYEHHs, HO U JTHa-
THOCTHKH. JIOTIONHUTENIbHBIE TIOTEHIHAIBHBIC MPOOIEeMbI
MOXKET CO3/1aTh YCTaHOBJICHHAs BO3MOXKHOCTh WH(HUIMPO-
BaHUs 4esloBeKa Ipu nepenade Bo3Oyautens SFTS ot 3a-
paxEHHbIX KUBOTHBIX [12]. B Tpancmuccun BJl BakHyrO
POJIb MOXKET UrpaTh aHTPOIIOTeHHAs AESTEILHOCTH (BBIAC
JKUBOTHBIX U Typu3Mm) [13].

Leunbto mpencTaBIeHHOTo 0030pa SIBISETCS aHAIHU3 MO-
neKynspHoii aBorortuy B/l — Bo30yuTesnst ocTpoii mxo-
pajiku ¢ TPOMOOLIMTONEHNYECKUM CHHIPOMOM.

CTpyKTYypHbIE 0c00eHHOCTH BUpYyca Jladu

Crpoenne renoma BJ[ cooTBETCTByeT TakOBOMY JUIS
JIpyTuX TpeactaButenei poga Bandavirus. TeHoMm co-
croutr u3 3 cermentoB (L, M u S) «munyc»-PHK.
L-cermenT Bkitouaet 6368 1.H. ¥ CONEPKUT 1 OTKPHITYIO
paMKy CYMTBIBaHMsI, Koaupytouryr 2084 aMHUHOKHCIIO-
ol (PHK-3aBucumass PHK-mommmepasa). M-cermeHT
coctouT u3 3366 M.H. U CONEPKHUT Takke | OTKPHITYIO
paMKy CUMTBIBaHUS, Koaupyrouryo 1073 aMUHOKUCIOTHI
(mpemmecTBeHHNK TmKonporenHoB Gn u Ge). Haxower,
S-cermenT, conepxaniuii 1744 n.H., iMeeT aMOHUCEHCHYIO
OpraHu3allMIo, KOIUPyeT 0eNoK HykiIeokarcuaa NP B aH-
THUCMBICJIOBOI OpHUEHTAITNH U BUPYCHBIH HECTPYKTYPHBIN
6emok (NSs) — B CMBICTIOBOI opueHTanuu [4, 14].

Bce Boinenennsie Ha npotsokeHun 2009-2010 rr. uzo-
nsTel BJ] 110 HYyKJI€OTHAHOM MTOCIIe10BaTeIbHOCTHA FeHOMa
SIBIISIIOTCSL  OJIM3KOPONICTBEHHBIMHU; YPOBEHH TOMOJIOTHUU
[0 BCEM I'€HOMHBIM CErMEHTaM cocTaBisieT 96%. Kon-
LIEBbI€ YUaCcTKH BceX 3 cerMeHTOB y BJI, kak u y npyrux
npencraBuTeneit cemeiictBa Phenuiviridae, comepikat
KOPOTKHE KOHCEPBATUBHBIC 5’- U 3’-HETpaHCIUpPyEeMbIe
obnacty. Byay4n BEICOKOKOMIUIEMEHTAPHBIMH, OHH (hOp-
MHUPYIOT IETJIEBUAHYIO CTPYKTYypy cermenToB PHK [15].

VkazauHabie 5°- U 3’- KOHLEBBIE 00JIACTU BCEX 3 Cer-
MEHTOB T€HOMAa CXOJHBI ¢ TAaKOBBIMHU JJISI APYTUX BHPY-
coB poma Bandavirus cemeiictBa Phenuiviridae nopsiaka
Bunyavirales [15]. JlaHHbIC OJHOTCHOMHOIO CEKBEHH-
poBaHus nokasanu, uto BJ[ BMecTe ¢ Bupycamu ['yapty
(GTV), Xapmienn (HRTV), Mancyp (MV), Bupycamu
rpynmbl octpoBa Xantep (HIGV) u bxanmka (BHAV)
00pazyroT MOHO(MIIETHYECKYTO TPYIIY B Mpejeax poaa
Bandavirus [16].

HN3y4yenne mocienoBareIbHOCTEl TeHOMA
Bupyca Jaou

OUIOreHETUYECKUI aHaIn3, IPOBEAEHHBIN C TOMOILLBIO
olpe/eTIeHHs OJHOPa3MEPHBIX MOcIenoBaresbHOCTeN L-,
M- u S-cermenToB B/l, ycranoBui, 9T0 JaHHBIH BO30YIH-

OB30PbI

TEJIb 3aHUMAET MPOMEKYTOUHOE MONOKEHUE MEKAY 2 Ipy-
TWMH TpyIIiamMu poza Bandavirus cemeiictBa Phenuiviridae
(TpymIia CUIMIMICKOM MOCKHTHOM JIMXOPaJKH, B KOTOPYIO
OMUMO oftHoMMeHHOTro Bupyca (SFSV) BxomsT takxke BU-
pycel muxopaaku goimHbel Pugt (BJIIP, RVFV), [TynTa-To-
po (PTV), Tockana u Maccuna, u rpymmna BUpyca YKyHH-
emu (UUKYV). CrenoBarensHO, paccMarprBaeMblii BUPYC
SIBJISIETCSl TIPOTOTHITHBIM areHTOM TPETheH TPYIIBI poja
Bandavirus. brmzkoponctsennsiMu BJL sBistoTcs BUpYCHI
HRTV, MV wu Bupycsl rpymmsl octpoBa Xantep. OHU BbI-
niesieHs! oT OonbHBIX Jifonei B CLLIA, netyaux mpmeit (Chi-
roptera) B Innuu u xiemmedt B ABctparmu [17-20].

ITo cTpykType renoma BJl HanbOosiee 630K K BUPYCY
YKyHUEMH, YPOBEHb T'OMOJIOTHU C KOTOpbIM 1o L-, M-
u S-cermentam PHK cocraBuser 34, 24 u 29% coorBeT-
CTBEHHO [8]. DTH JaHHBIE HAIIUIA TTOTBEPIKICHHUE B XOJ1€
CPaBHUTEIHHOTO aHAJIM3a AMUHOKHCIOTHBIX ITOCIIEI0Ba-
TeNbHOCTEH CTPYKTypHBIX OenkoB B/l m npyrux mpen-
craButeniel pona Bandavirus cemetictBa Phenuiviridae.
Briasneno, uto PHK-3aBucumas PHK-nonumepasza
u mmkonporenHs! B/l B HaubGonpIeit creneHn OIM3Ko-
POICTBEHHBI COOTBETCTBYIOLIUM BHpYCa YKYHHEMH, OA-
Hako Oenok Hykieokaricuaa B/l Hanbomnee O30k k aHa-
JIOTUYHOMY CTpyKTypHOMY mporeuny BJIJIP (yposens
romonoruu 41,4%). Hanbonee yHuKaabHBIM aMUHOKHC-
JIOTHBIM COCTaBOM XapaKTepU3yeTcs HECTPYKTYypHBIH
6emok NSs, 1151 KOTOPOTO YpOBEHb TOMOJIOTHH € JIPyTH-
MU TIpe/ICTaBUTEIIMU Bandavirus HaXonIuTCsi Ha HU3KOM
yposse (ot 11,2 0 16,0%) [21].

ITomusle mocienoBaTeabHOCTH L-, M- u S-cerMeHTOB
renoma BJI menmonupoBanbl B GenBank (Ne KF358691,
KF358692 n KF358693 cootBercTBeHHO). OHH ABISAIOT-
s IOCTaTOYHO OMTU3KHUMH, YTO CBUIETENBCTBYET O HAJIH-
yuu odmiero npenka [1].

[Ipn anamm3e TEHOMHBIX MOCIEAOBATEIBHOCTEH M30JI-
toB BJI, Beinenennsix B8 KHP B 2009-2011 rr., mepBoHa-
YaJIbHO ObLIIa yCTAHOBJICHA IIUPKYJISILUS 2 JTMHUIA BO30YIH-
tenst. C ya€roMm XapakTepa pa3inauii MexX Ty HUMH Han0o-
Jiee BepOsITHO, YTO JTaHHBIC JIMHUH SIBIISIOTCSA MPOAYKTOM
TOMOJIOTUYHON PEKOMOHMHAIIMY B TIPOIIECCE MOJICKYIISIPHON
sBoironuu Bupyca [6]. [locnenyromue ucciaenoBaHus co-
OOIIMIIN O HAJTMYHMHK 5 TeHOTUNOB B/, IupKynupyromumx Ha
tepputopuun KHP [7, 11, 17, 18]. UccnenoBanue reHOMHOM
CTPYKTYpBI BAPHAHTA, U30JIMPOBAHHOTO B SIOHNM, YKa3bI-
BaeT Ha ero 6mm3koe poxacTso co mramMamu B[ n3 KHP.
[pw sTOM BIIMSIHME TIPOCTPAHCTBEHHBIX W/HIIH BPEMEHHBIX
(haxTOpOB BBIIETEHHS BO3OYAUTENS HA H3MEHEHHE ero Te-
HETHYECKOro MaTrepualia He yCTaHOBIIEeHO [5].

[IpoBenena takke HACHTU(UKALUS W30JSATa BHpYCa,
neTektupoBanHoro B mpoBuHIMKM KanBonmo (FOknas
Kopes). CexBenupoBanue renomuorr PHK BreisiBuiio ero
OJIM3KO€ POACTBO MO OTHOLIEHUIO K IIITAMMaM, BbIE/ICH-
HbIM Ha Tepputopun KHP u fInonun. Yposens romosno-
ruu 1o cermenram L, M u S cocraBui 95,8-99,8, 94,1—
99,9 u 94,8-99,7% coorBeTcTBEHHO [1].

YeraHoB/IeHHE 3AaKOHOMEPHOCTElH MOJIEKYJISIPHOI
3BoJIIOIMM BHpyca [[a0u

C 1enblo XapakTEepPUCTUKH MOJICKYJISIPHOM 3BOJIIO-
i B/l ® 30MJIeMHOIOTHU BBI3BIBAEMOTO WM  3a00-
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JICBAHHWS BBIMOJIHGH JCTAIBHBIA  (PHUIIOTEHETHYCCKUN
aHasin3 uzonsatoB u3 KHP, IOxnoit Kopen u fnonun
[13]. IIpoananu3upoBaHo 125 mocnenoBarenbHOCTER S-
cermenra, 100 mocnenoBareasHOCTEH M-cermenTa u 99 —
L-cermenra. @uioreHeTHYECKUE I€PEBbS ISl BCEX CEr-
MeHTOB reHoMHON PHK mnocrtpoensl ¢ npumeHeHuem
METOZa MAaKCHUMaJIbHOTO TPaBAoNono0us (maximum
likelihood) B mporpammuom obGecrieuenun MEGA v.5.
OuUIoAMHAMUYECKUN aHAJIU3 OCYLIECTBIEH C UCIOJbB30-
BanueM moxeian BSP (Bayesian skyline pilot) mpu mo-
Mot nporpammel BEAST (Bepcus 1.8.2). [Ipu pacuére
BpPEMEHH PAaCXOXKICHHS pa3In4HbIX JTUHUH B/] oT 0011iero
MpeaKa CpaBHUBAIN 00IIEe COOTHOIIICHUE YHCIIa HECUHO-
HAMUYECKUX U CHHOHUMHUYECKUX HYKJICOTUIHBIX 3aMEH
111 renoB OenkoB L, M, NP u NSs. Hanuuue cenekTus-
Horo oroopa s L- u M-cermentoB PHK, a Takke reHoB
O0emxoB NSs u NP moaTBepkaanu ¢ MOMOIIBIO METoa
MIPSIMOM IBOJIOIHIH OETKOBOH MOCIEI0BATEIBHOCTH [22].

duioreHeTHUECKUE AepeBbs i cermeHToB L, M u S,
MTOCTPOCHHBIE COTIACHO METOIYy 0aileCOBCKOTO aHaN3a,
HMEIM CXOAHYIO TOIOJOTMYECKYIO0 CTpYKTypy. IlocTpo-
€HHOE TPW aHajIu3e TEeHOMHBIX IOCJIEe0BATEILHOCTEN
cerMenTa S (PUIOreHeTHIEeCKOe IEPEBO MPEICTABICHO Ha
PHCYHKe.

0.020

B xome ¢uioreHeruueckoro aHaianMza, IMPOBEAEHHO-
r0 0 KaXJIOMy cerMeHTy reHoma juisi 122 mrammos BJI,
BIIeTeHHBIX Mexay 2010 u 2014 rr, B T.u. 108 mrammoB
n3 KHP (61 u3 mpoBuHIMU X3HaHb, 21 W3 NMPOBUHIIUU
zsancy, 8 — u3 npoBuHuuu laneayH, 7 U3 IpOBHHIMU
JIsonuH, 4 13 IPOBUHIMHU Xy0di, 4 13 MPOBUHIMU AHBXOMH
1 3 — u3 npoBUHIMK WKAIBSAH), 8 mTaMMoB U3 SMoHUM
u 6 — u3 FOxHo# Kopeu, ycTaHOBIIEHO HalM4YMe 5 T€HOTH-
noB (muanu A, B, C, D, E). Jluaust A conep>Xut HanOob-
1ee 4ucio mrTaMMoB Bupyca (55). Bece onu, 3a uckirode-
HueM 1 BoienenHoro B FOxnoit Kopee mramma Gangwon,
n3onupoBansl Ha Tepputopun KHP. Tam sxe nerexkrupoBaHsl
BCE IITAMMBI, BXOSIIHIE B IUHUIO B (mpoBuHImMy X3HaHb,
Lzsncy, Hlansnyn, Aasxoit, JIsiornn). Jluaus C Brmoda-
et Takke 2 mramma 3 KHP, BeigeneHHble B MPOBUHIIN-
sx Ilanpayn u [3sacy (KHP); GOabIIMHCTBO HITaMMOB
mvarn D m3omposanst B KHP u 1 (KASJH) — B FOxHo#
Kopee. Hakoner, x muanu E oTHeCEHBI Bce 8 IITaMMOB, BbI-
JeneHHble B Snonuy, 3 mramma U3 apxunenara Yxoyanb
B Bocrouno-Kuraiickom Mope u 4 — ¢ 0. Yemxyno (FOxuas
Kopes). CnenoBarensro, mrrammbl B/l 3 KHP npencrasmne-
HBI BO BCEX reHOTHIIax, mrammMel 13 FOxHoi#t Kopen Bxoast
BJmHUH A, D 1 E, B TO Bpemst kak mtamMM u3 SIoHuM OTHO-
curcs k muand E [24].
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0018 737s Jz37s

—{ oo
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Puc. ®unorenernyeckoe aepeBo Bupyca /labu, moctpoeHHOe NpH aHanm3e S-cermenTa renoMHoi PHK [23].

Ilpy moctpoeHnH JepeBa HCIOIb30BaHbI MOCIEIOBAaTENbHOCTH S-cermeHta remomuoit PHK mrrammoB SD24 (nomep mocnenoBarensHoctH B GenBank
HMS802205.1), SD4 (HM802204.1), JS4 (HQ141606.1), AH12 (HQ141591), LN2 (HQ141609.1), HN6 (HQ141597.1), JS2012-tick01 (KC473542.1), LN3
(HQ141612.1), JS3 (HQ141603), HL (KF791952.1), HN13 (HQ141600.1), AH15 (HQ141594.1), HB29 (HM745932), Z37 (AF187082.1), L99 (AF288299.1),
710 (EF533944.1) n HTV (U37768.1).
IMpumeyanue. KpacHbIMU TOUKaMKU 0003HAYEHBI IITAMMBI, BEIOPaHHbBIE JUISl CPABHEHHUS.

Fig. The phylogenetic tree based on S-segment of Dabie bandavirus genomic RNA [22].

The sequences of S-segment of genomic RNA of strains SD24 (sequence number in GenBank HM802205.1), SD4 (HM802204.1), JS4 (HQ141606.1), AH12
(HQ141591), LN2 (HQ141609.1), HN6 (HQ141597.1), JS2012-tick01 (KC473542.1), LN3 (HQ141612.1), JS3 (HQ141603), HL (KF791952.1), HN13
(HQ141600.1), AH15 (HQ141594.1), HB29 (HM745932), Z37 (AF187082.1), L99 (AF288299.1), Z10 (EF533944.1), and HTV (U37768.1) are used.
Note. The red dots indicate the strains selected for comparison.
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B nanmpHelinieM BBISBICHO, YTO (HIOTCHETHYECKHE
nepeBbst uis cerMeHToB L m M conmepxkar 6 pasnuu-
HBIX T€HOTHUIIOB, 0003HaYeHHbIX Kak A, B, C, D, E u F,
a S-CEerMEHT BKIJIIOYAeT 5 I€HOTHUIOB (32 HUCKIIOUECHUEM
reHotuna JuHUU D). Pe3ymbrarsl, momydeHHBIE TO3XKeE,
yKa3bIBAIOT HA MPHUCYTCTBUE 2 CyOT€HOTHUIIOB B T€HOTH-
ne F, KoTopblii 00pa3yroT IIaBHBIM 00pa3oM IITaMMBbI
u3 SAnonun u KHP [19]. IIpu aToM 2 mitamMma, BbIJIEIEeH-
Hbele B mpoBuHIMH WxorssH (KHP) [23], dopmupytor
cyorenorun I rernorumna F.

Takum o0Opa3oMm, B pesyibrare (QHUIOTEHETHYECKOTO
aHalM3a YCTaHOBIIEHO, uTo BJl Moxer ObITh pa3nenéH
Ha 2 knaija, comepxkamue 6 reHorumnos [9, 15, 16, 25].
CrpykTypa (QuIOTeHeTHYeCKuX JepeBbeB i L-, S-
U M-CerMeHToB 3THUX Te€HOTHUIIOB YyKa3blBaeT HA TO, YTO
BCE OHH IPOUCXOIAT OT OIHOTO OOILIero mpeaka. JTo,
B CBOIO OdYepeqb, CIYXHT CBUAETEIHCTBOM HAJIMYUSL
KOLIMPKYJSIUY Pa3UYHbIX BapUaHTOB BUpPYyCa, B OCO-
OCHHOCTH OTHOCSIINXCS K OJHOMY TeHoTuiy. LlTammbr
13 Pa3HBIX MECT BBIICTICHNUS, OTHOCSIIHECS K OHOMY Te-
HOTHITY, UIMEIOT BBIPAXKEHHOE POACTBO, 32 UCKIIOUEHNEM
retotuna D, comepikamiero Toiapko 1 mramm. C apyroit
CTOpPOHBI, B TIpe/esiaXx OJHOTO M TOTO K€ TeHOTHIIA IPo-
CTpaHCTBEHHBIE (DAKTOPHI IBOJIOIMHM MOTYT HE HMETh
onpenestomiero 3Hadenus [13]. Lltammel, u3oaupoBaH-
weie B Slnonnu u FOxHoU Kopee, sIBIsitoTCST OMHM3KOPOI-
CTBEHHBIMHU I10 OTHOIICHHIO K TakoBbIM 13 KHP [5, 9, 25].
B uactHOCTH, BBIIEJCHHBIE Ha TeppuTopuu HOxHON
Kopen, xak u mupkyaupyromuye B MIpOBUHIUU AHBXOH
(KHP), mrrammMe! oTHeceHs! k reHoTuiy A. [lltammer B/,
BBIJICJICHHBIC OT KJIELIEH U APYyrux >KUBOTHBIX (A TaKKe
0T OONBHBIX JIFOZICH ), PACIIPENICIICHBI TI0 YBOJIOIIMOHHBIM
BETBSIM (PHIIOTEHETHUECKOTO0 JiepeBa. B To xe BpeMs u30-
JUPOBAHHBIC HA OAHON M TOH kK€ TEPPUTOPHUU LITAMMBI
TaKXK€ MOTYT OTHOCHTHCS K pa3lWYHBIM BETBAM, T.€.
BIIMsIHUE Teorpaduueckoro GakTopa He BCEra sSBIIETCs
npeobanatomum [9, 15, 16, 25].

A. Li u coaBrt. [16] mpoBenu ucciiegoBanue 72 1oJ-
HOreHoMHbIX nocnenosarenbHocreit PHK BJI. Pesynb-
TaThl MO3BOJIWIN JOTOIHUTh yXKE UMECIOILUECS TaHHbIE;
ObUTM TIOJTyYeHBI B TOM YHCIIE OTCYTCTBOBABIIHE CBEJIe-
HHS O MocJenoBarenbHOCTIX reHoMHolM PHK mramMoB,
BBIICJICHHBIX B KIIIOUEBBIX ASMUAEMUYECCKUX PETHOHAX,
BKuttouas mposuHnmy Llansays, Jisonun n Xy6oii (KHP)
[13,21].

YceraHoBIIeHUE SIBJICHUSI PEacCOPTALMH LISl BUpYyca
Haou

Y B/l, kak 1 y Apyrux BUPYCOB, TEHOM KOTOPBIX MPE-
CTaBJICH CErMeHTHpOoBaHHOM «MuHyc»-PHK, BbIABICHO
Hasmuue peHoMeHa peaccoprauuu [17, 26, 27]. Pons nan-
Horo npouecca B 3Bomonuu PHK-conepxanmx Bupycos
xopouio u3BectHa [28-33]. OH sBrsieTcs BaXKHOU AeTep-
MUHAHTOW BHPYCHOTO BBDKMBAHMS U IUBEPCUDUKAIHH.
Hanpumep, peaccopraiusi Bupyca IpHuIna MOKET IIpHUBe-
CTH K TIOSIBJICHUIO HOBBIX TIAHJIEMHYECKUX IMTaMMOB [34].

Jnsa peaccoprauuu HEOOXOAUMO, YTOOBI TEHOM BHUPY-
ca COCTOSUT KaK MUHUMYM U3 2 cermeHToB. Korna 2 umu
Ooree BUpyca OTHOBPEMEHHO MHQUIMPYIOT OIHY KIIET-
Ky, pacupeieicHie TeHOMHBIX CErMEHTOB B ITOTOMCTBE

OB30PbI

MIPOMCXOJUT CITy4aiHbIM 0Opa3oM. CiefoBarenbHo, Mo-
TOMCTBO MOKET WMETh JIaHHBIE CErMEHTHI Oojee deM
OT OJTHOTO POJUTEJIS, U B PE3yJIbTaTe X CMEIIEHHS TTOBBI-
[IaeTCs TeHeTUYecKasi BapHaOeIbHOCTh. 3HAYEHUE 3TOTO
mporecca JUIsl BEDKUBAHUS W JWBEPCU(HUKAINU BHpyca
JIEMOHCTPHUPYET AHTHUTeHHBIH Jpeiid, oObryHO HalIro-
JaeMblil y BHUpyca rpummna. Peaccopramust MOXET Mpu-
BOJUTH K BO3PACTAaHHIO NMAaTOTEHHOCTH W CHOCOOHOCTH
K TPAaHCMHUCCHHU Pa3IMYHBIMHU BekTopamu [35]. ¥V mpen-
cTaBUTENIeH ceMelicTBa Bunyaviridae B X01e peaccopra-
MU OOBITHO MPOUCXOTUT OOMEH CerMEHTOB M TeHOM-
ot PHK. /lna B/l nepBoHauansHO Oblila ycTaHOBIIEHA
peaccopranus npy ydyactuu S-cermenTa [15, 29] u numb
3areM — M- u L-cermenroB [13]. IlpogykTsl reHoB L-
U S-CerMeHTOB WrparoT OOJNBINYI0O pOJNb B IpoIeccax
BUPYCHOM TpaHCKPUIILMU U periukanuu. HecMotps Ha
TO YTO ypOBEHb WAEHTHYHOCTH 3TUX CETMEHTOB y paz-
JIMYHBIX TE€HOTHUIIOB BBICOKHH, YCTAHOBJIEHO BO3MOXKHOE
BIIMSIHUE X PEaccOpTalliy Ha CTENECHb PEIUIMKALIMY U T1a-
TOreHHOCTh BHpyca [13]. CnenoBarennbHO, OOHAPYKECHHE
paccMaTpuBaeMoro sIBICHHS MMeeT OOJbIIoe 3HaYeHne
nist morutopunra SFTS.

JlokazaTenpcTBOM Halnuus (pEHOMEHa PeaccopTaIluy
B/l ciykuT ycTaHOBJIEHHBIN (DaKT MOTEHIHAIBHON MTPH-
HAJJICKHOCTU OTAEIBHBIX CETMEHTOB OIHOTO U TOTO K€
mTamMMa K pasfiMyHbiM reHotunam. Tak, mrtamm AHL
Mo pe3yabraraM aHaju3a L-cerMeHTa OTHECEH K TeHO-
tuny E, mo gaHHpIM u3ydyeHuss M-cermMeHTa — K TEHO-
tunty B u S-cermenrta — x renotuny D [22]. Pesynbrars
L. Liu u coaBT. yka3pIBaloT Ha 2 ciy4asl peaccopTaluu
JUISl M3YYEHHBIX HYKJICOTHUAHBIX MOCIEAOBATEIbHOCTEN
mramMMoB. L- u S-cermenthl mrammo LN2012 41,
LN2012 42, LN2012 12 u LN2012 34 npunamiexar
K TeHOTHUITy B, B TO Bpemst Kak ux e M-CerMeHThl — K Te-
Hotumy A. Y mramma LN2012 58 M- u S-cerMeHThI 0T-
HOCATCS K TeHOTUITY A, a L-cermeHT — k renotumry B [13].

B nporecce ananu3a noJHOr€HOMHBIX MOCTIEI0BATEb-
Hoctew 122 mrammoB B/I, Beigenennsix B KHP, Slnonun
u FOxuoit Kopee, ycranoBneHo, 4to 14 u3 HUX SBISIOTCS
peaccoprantamu. Peaccoprariust M- 1 S-cerMEHTOB BBISIB-
nenay 9 mrammos: HL/Injected, HL/Egg/G2, HL/Larvae/
G2, HL/Nymph/G2, HL/Adult/G2, HN13, 2012YXX1,
HN 278 u LN2012-58. V 5 mrammoB — LN2012-14,
LN2012-34, LN2012-41, LN2012-42 u AHL — oGnapy-
JKeHa peaccopTanus B S-cermMeHTe. TakuM oOpa3om, mo-
Jy4yeHHbIE JAHHBIC CBUJETEIBCTBYIOT O TOM, 4TO 151 BJ]
HaJIMYHE PEeacCOPTAaHTHBIX BAPHAHTOB SBISETCS YaCTHIM
coObITreM [24].

A. Li ¢ coaBr., mpoaHaJu3upoBaB 72 MOJHOTC€HOMHBIX
mocnegoBarenbHocTern PHK, 292 mocnemoBarennHO-
ctu L-cermenta, 302 mocienoBarebHOCTH M-cerMeH-
Ta u 502 — S-cermeHTa, BbISBUIU 37 MpearoaraeMbix
MOCJICAICTBHIA TEeHETHYECKOW pexomOmHanuu. Hambois-
masi gactora pexomounanuu (5,1%) yctaHoBieHa ams
L-cermenra; mis M- U S-CerMEHTOB ATOT IOKa3aTeib
coctaBuna 3,6 u 0,8% cooTBeTCTBEHHO. BEBISBICHO TaK-
ke 12 peaccoprantoB BJl, 6 U3 KOTOpPBIX MPEACTaBIAIOT
BHOBb WieHTH(UIMpoBanHble Gopmbl. Kpome Toro, my-
TAllMOHHBIN aHAIN3 YCTAaHOBUJ HAJIM4Me 7 CaliTOB MyTa-
U, KOTOpBIE MOTEHIINAIBHO MOTYT OBITh HCIOIb30BaHbI
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REVIEWS

IJIs1 KIacCU(UKAMU TEHOTHUIOB. SIBICHHSI peKoMOuHa-
nuu u peaccoprauuu renomuoit PHK B/l npogemoncTpu-
poBaHbI B Mpodax u3 kiemeit [16].

H3zyuenue ocodeHHocTel IBoonuu Bupyca Jladu

OtHOcuTenpHO BpeMeHHu nosBieHus B/l B muteparype
MIPUBOJIATCS pa3IMuHbIE BpeMeHHBIE HHTepBalibl. Corac-
HO pe3yJibTaraM 0alieCOBCKOTO aHAIM3a, 0a3UPYIOIIETrocs
Ha JJAHHBIX I10 OTJEIbHBIM CETMEHTAaM I'€HOMa, STOT BO3-
Oynutenb BO3HUK 50-225 neT Hazaj, BIEPBBIC MOSBUB-
IIUCh, BEPOITHO, B poBuHIMK Xyasarmad (KHP) [13].
ITo mHeHuro xe npyrux uccienosarenei, Bl mosBui-
cs1 50150 ner Hazan [2]. B cOOTBETCTBUM C TaHHBIMH A.
Li u coaBT., MOTy9eHHBIMA C TIOMOIIIBIO0 KOAJIECIIECHTHOTO
aHaiu3a, BUpyC Bo3HMK B Hadasne XVIII B. Ha Teppuro-
pHYU KATaWCKOH MPOBUHIIMK YKAI35H, IPU ATOM T€HOTHIT
F 6v11 HAanbonee panauM [16].

CxopocTh »Bomtonuu renoma B/l orenena kak 2,28
x 104, 2,42 x 10* u 1,19 x 10* HyKJICOTUAHBIX 3aMEH/
caiir/ron misg S-, M- u L-cerMeHTOB reHoMa COOTBET-
cTBeHHO. CIIe10BaTENbHO, CKOPOCTH BOJIOLUN CETMEH-
toB reHoma PHK B/l paznuyna, Oyaydu MakcUMaibHOM
JUIst cerMeHTa M 1 MuHUManbHOM — 1y1st L [24].

L. Liu u coaBr. mpu aHanu3ze 3Toro mapamerpa BJI
YCTAaHOBWJIM, YTO OOIIHMHA MTPEIOK IS €T0 Pa3TUIHbIX Te-
HOTHUIIOB BO3HUK ~182—-194 rona nazaz. [lannblii mH)pEK-
IIMOHHBIN areHT nosBuics 42 (95% noBepUTENbHBIN WH-
tepBa, [, 20-87) rona nazan B ropHoit mectnoctu Jabu
(LlenTpanbuelii Kurait), roe pacnonararorcsi IpoOBHHINU
XoHanb, Xy0o#, Anbxoi, Lzancy. Oxomno 37 (I, 8-77) ner
Ha3aJ BUPYC NPOHUK B TpoBuHIMIO [1lanbnyn n3 XoHaHb
u 33 (I95 16—67) roma Hazan — u3 L[3sHCY B MPOBHUHIINIO
JIsonun Ha CeBepo-Bocroke Kuras. 3arem BJl pacmpo-
cTpaHwics Ha apxumnenar Yxoymanb B Bocrouno-Ku-
TaiickoM Mope, 0. Yemkyno (FOxnas Kopest) u Slnonuto
npubau3uTeabHo 31 (I95 13—61) ron Hazan, cTaB SHIe-
MHYHBIM JIJI JaHHBIX oOmactei [13].

Hauano pacxoxxaeHus ot 0011ero mpeaka s Bcex S Iu-
Huii orHoeures K 1972 1. (I, 1927-1992 rr.): nst nmanuu
A - 1987 r. (I, 1962-2003 rr.), nyist uamm B — 1977 .
(Iys 1937-1996 rr.), s D — 1981 1. (I,, 1947-1998 rr.)
v juist anun E — 1983 1. (I, 1953-2001 rr).

Jlunmu A wu C juBeprupoBanu Jpyr OT JApyra
B 1978 1. (I, 1940-1996 rr). B 1976 r. (I,, 1930-1995
IT.) TuHUsA D, B CBOIO ouepenpb, TUBEprupoBaia OT JUHUN
A u C. Paznenenue nmunuii B u E npousonuio B 1974 1.

JBOJIOLHOHHBIEC XaPAKTEePHCTHKH I'eHOTHIIOB BHpYyca /la0u, ocHOBaHHbIe HA pe3yabTaTax aHaiau3a L-, M- 1 S-cerMeHTOB reHomMa (JaHHbIe

L. Liu u coasr. [13])

The evolutionary characteristics of Dabie bandavirus genotypes based on the results of the analysis of L-, M- and S- genome segments

(according to Liu L. et al. [13])

Bpemst pacxoxeHust reHOTHIIOB Bupyca Jlabu ot obmiero npeska, Jet
CerMeHT FeHOMa TeHoTHI The time of Dabie bandavirus genotype divergence from a common ancestor, years
Genome segment Genotype CpesiHee 3HaeHme .
Average value 95
A 92,7 27,3-211,4
B 170,0 50,3-391,8
L C 10,0 4,5-26,8
D 214,9 76,2-606,1
E 90,5 29,5-228,0
F 230,6 68,8-548,3
A 50,8 20,4-102,7
B 78,6 31,6-160,3
M C 10,8 4,8-20,3
D 118,1 45,0-227,8
E 45,9 18,9-92,4
F 111,9 43,9-228,2
A 67,4 17,2-117,9
B 111,9 27,6-200,7
C 12,2 3,6-21,6
S
D nd nd
E 56,2 14,5-100,9
F 1573 37,5-281,4

IMpumeuanue. 195 — 95% noBepUTENBHBIH HHTEPBAJ; H.J. — OTCYTCTBHE JaHHbIX.

Note. 195, 95% confidence interval; n.d., no data.
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(I,s 1932-1994 rr.). Bpemst pacxoknenus renotunos B/l
OT OOIIero mpenka COCTaBISIET IO pe3yJbraTaM aHad-
3a S-cermenTa 191 (I95 51-381) rox Hazan; 1Mo JaHHBIM
usyuenns M-cermenta 182 (I 73-353) roma nHasan;
10 pe3yJbrataMm aHaiu3a L-cerMeHTa — 3HaYMTeNbHO pa-
nee, 294 (I, 82-681) rona nazan [20]. [annbie no xusep-
TeHIIMHU JIJIs KaXK/I0TO TeHOTHUIIA ITPEJICTABICHBI B TA0/IUIIE.

AHaJIOTHYHBIC TTOKA3aTesu JIJIsl 9THX 6 TEHOTHIIOB I10-
Jy4EeHBI C TIOMOIIBI0 0aiieCOBCKOTO KOATECIIEHTHOTO aHa-
nu3a. YCTaHOBIEHO, YTO L- U S-cerMeHThl reHoTUIoB B
u F crapmie, 4eM COOTBETCTBYIONINE CETMEHTHI JIPYTHX
TCHOTHIIOB, OIHAKO PEe3yJAbTaThl aHamu3a M-cerMeHTa
MOKasbIBaloT, yTo reHotunsl D u F panee mpousonuin
ot obmrero npenka [13]. OtHocuTensHo renotumna C naH-
HbIE, OCHOBaHHBIC Ha aHaiu3e L-, M- u S-cermenToB B/,
CBUJICTEIHCTBYIOT O €r0 HeJJaBHEM BO3HUKHOBEHHWH, BO3-
MOXHO, BO BTopoM gecsatuietun XXI B. [13].

YcraHoBJIeHNE TTOJIOKUTEILHON CeJIeKIMU BUpYyca
Jaou

JlaHHBIE OTHOCHUTEIBHO CKOPOCTH DBOJIOIMU M BpEeMs
pacxoxaenus: reHotunioB BJl ot o0rmiero mpeaka ykasbl-
BalOT HA TO, YTO OCHOBHBIM (DAKTOPOM MPUPOIHOTO Ce-
JICKTUBHOTO JIaBJICHUS SIBIISICTCS €CTECTBEHHBIH OTOOp
[7, 17]. Tloka3aTenb CEIECKTHMBHOTO AABJICHUS Ha 3TOT
BHpYyC ompenensiiu 1o cootHomennto dN/dS (otHorme-
HHUE KOJIMYEeCTBA HECMHOHMMHYECKHX 3aMeH K CHHOHH-
MHYECKUM) C TIOMOIIBIO mporpaMMHoro makera HyPhy
Ha Oase cepepa Datamonkey (http://www.datamonkey.
org/). B cimyuae M-cermenTa sta Benuuuna (0,14) Obuia
OTHOCHUTEJILHO BbIIIe, YeM i1 L-cermeHnTa u reHOB NP
u NSs, kogupyeMbIx S-cerMeHTOM. Y TeHa 6enka NP 3Ha-
yenue mokaszarenst AN/dS (0,089) okazanock GONBIIMM,
geMm y reHa Oenka NSs (0,0371). Bemmunna dN/AS ms
rena 6enka L 6puta paBroit 0,048 [13].

BbIsiBIICHHE IONIOXKUTEITBHON M OTPULIATEIIBHOMN CEJICKIINH
mpoBeaeHo metomamu FEL (fixed effects likelihood), IFEL
(internal branch fixed-effects likelihood), FUBAR (fast un-
constrained Bayesian approximation) 1 MEME (mixed-ef-
fects model of evolution; multiple EM for motif elicitation)
n3 maketa nporpamM HyPhy [13]. Ilpu momomm merona
IFEL onpeneneno, uro nmo3uimu 243 u 1353 L-cermenra,
aTaioke yyactku 36 u 500 M-cermeHTa sIBIISIIOTCS pe3yJibTa-
TOM TONOXKHUTENBHON cenekimn. C momomtpio Metona FEL
MOKa3aHa TIOJIOKUTENbHAS CeNeKIMs Mo3uimu 322 cer-
MeHTa M. Hapsimy ¢ aTuM ¢ mpuMeHeHneM 000UX METOIOB
HE YCTaHOBIICHA TIOJIOKUTEIBHAS CENICKITHS B TCHAX OCITKOB
NC umm NSs [13].

ITpu ucnons3oBanuu Merona FUBAR nponemonctpu-
poBaHo, 4To B reHax OenmkoB L, M, NSs, NP comepKuT-
cs OT 26 10 56% MO3UIHMA, TPEACTABIAIONIUX PE3yIbTaT
OTPUIIATEITHHON CENEKIINU. DTOT MOKa3aTeh ObLT BBIIIC
st L-cermenta (56%) u Himke — anst M-cerMeHTa U re-
Ha N (47 u 39% cootBeTcTBeHHO). Jls rena 6emnka NSs
YCTAaHOBJICHO HAaWMECHBIICE 3HAUCHHE CPEIU CpaBHHUBAC-
MBIX TeHOB — 26%. [lomoxutenpHas MO3UIMS B CENEK-
MM WACHTHUIMpOBaHA Jniib y M-cermeHTa (103u-
muu 322 u 641).

B nensix BbIABICHMS (PUKCHPOBAHHBIX M Ooree cirydaii-
HBIX IOJIOKUTENBHBIX TO3UIUIA CENEKIIMH HMCIONb30BaH

OB30PbI

Metoq MEME. C ero momoripio 00Hapy»KeHbI 5 TO3UINI
B L-cermente (20, 243, 1653, 1656 u 1749) u 9 — B M-cer-
MenTe (rmo3ummu 323, 384, 553, 638, 641, 650, 925 u 1032).
Tonbko 1 aHamornyHas HO3ULKS MOIOKUTEIbHON CENEKIUU
(228) 3aperncrpupoBana B rene Oemnka NSs. AHanM3 cenek-
TUBHOTO JaBieHus Ha B/ meMOHCTpHpYeT, 9TO TO3UTHBHAS
CEJICKIIHS 110 TeHOMHBIM cerMeHTam L, M u reny Oenka NSs
BhIsiBIIeHA Y 4 TeHOTHTIOB (A, C, D, E) 113 6 m3yuennbix [13].

IIpu onpenenenuu ckopoctu »Boarouun B/l u Bpeme-
HU TIPOUCXOXK/CHHS T'€HOTUIIOB JAHHOTO BO30YyIUTENs
OT 00IIIeTo MpeIKa yCTaHOBICHO, YTO IBOJIIOIHS paccMa-
TPUBAEMOT0 BHpyca MPOUCXOANT B 2—4 pasa MeiJIeHHee
o cpaBHeHuro ¢ BJIJIP. Dtor dakt moaTBepkmaaeT Tou-
Ky 3peHus, cornacHo koropoir PHK-conepkaiue Bupy-
CBI, BEKTOpPAMH MEpeaadydl KOTOPBIX SBISIOTCS KOMapbl
(Culicidae), >BOMOIIMOHUPYIOT O0Jice OBICTPO B CpaBHE-
HUU C BUPYCAMHM TOT'O K€ CEMEMCTBa, 1J11 KOTOPBIX BEKTO-
pamu miepesiauu ciy>xat kiemu [13].

3akiouenue

Takum o6pa3om, A ONpeneneHHus SMUAEMHOIOTH-
geckux Xapaktepuctuk SFTS u mporHo3a BO3MOXKHBIX
SMHUEMUYECKUX BCIIBIIIEK KIIIOYEBOE 3HAYCHHE HMEEeT
MOHUMaHHe (PUIIOTEHEeTHYECKUX (PaKTOPOB, ONMPEEIIsIo-
KX TpaHCMHUCCHUIO Bo30ynutens uadexauu. C MoMeHTa
nnenTudukanun BJ] BbI3BaHHBIE MM SIUAEMHH TPOH-
30LUIM B HECKOJIBKMX cTpaHax Bocrounoit Asuu. bbi-
cTphlil poct 3aboseBaemoctr SFTS ykaspiBaet Ha TO, 4TO
paccMaTpuBaeMblil TTaTOTEH MMeEET JITHIEMHUYECKUH TMo-
TEHIMAJI W MPEACTaBIAET CO00il peasbHyI0 OIAaCHOCTh
IUTs OOIIIECTBEHHOTO 3ApaBooxpaHeHus [36—38].

AHanu3 3Bomonuy reHomMa BJ[ mo3Boams ycTaHOBUTH
BEPOSITHOE BpeMs IMPOMCXOXKAEHUS OT OOIIero mpeska,
BBISIBUTH (DEHOMEHBI PEAcCOPTaLUM M IOJOKUTEIbHON
ceneknuy. VmMeromuecs: TaHHBIE TTO3BOJISIOT MPEATIONO-
JKUTh, YTO 3TOT MH(EKIMOHHBIH areHT MOTEHIHAJIbHO
CHOCOOEH HCIOIB30BaTh MHO)KECTBEHHBIE MEXaHU3MBbI
JUTS TIOBBIIIIEHNST YPOBHS H3MEHYHNBOCTH.
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