«IIpo6aemsl Gorannkn FO:xuoii Cudupun u Monroaum» — XVII MexnynaponHasi HayqHO-IIPaKTHYECKast KOH(PEPEHINS

VYIK 575.1/.8+577.2+58

PoJsib Me:XBH10BOM rMOpUIN3ALMH M NOJHOT€HOMHBIX AYIUIMKALMA B 3BOJIIOLUHN
PaCcTeHMii: B3IVISI] Yepe3 NPUu3My FreHOMHKH

Role of interspecific hybridization and full genome duplication in plant
evolution: a view through the prism of genomics

Ponuonos A. B.!'2, IlTueep B. C.!, I'uytukoB A. A.°, Mypagsenko O. B.4, Jlockyrtos U. I">*

Rodionov A. V.'2, Shneyer V. S.!, Gnutikov A. A.3, Muravenko O. V.4, Loskutov I. G.>?

! Bomanuueckuit uncmunym um. B. JI. Komaposa PAH, 2. Canxm-Ilemep6ype, Poccus. E-mail: avrodionov@mail.ru
2 Canxm-Ilemepoypeckuil 2ocyoapcmeennulil ynusepcumem, 2. Canxm-Ilemepoype, Poccus
3 @UI] «Bcepoccutickuil uncmunym 2enemuyeckux pecypcos pacmenutt PAHy, 2. Canxm-Ilemepoype, Poccus

4 Unemumym monexynapnoi 6uonoeuu um. B. A. Dneenveapoma, 2. Mockea, Poccust

! Komarov Botanical Institute, Saint-Petersburg, Russia
? Saint-Petersburg State University, Saint-Petersburg, Russia
¥N. I Vavilov All-Russian Institute of Plant Genetic Resources, Saint-Petersburg, Russia

“ Moscow, Engelhardt Institute of Molecular Biology RAS, Moscow, Russia

Peghepam. Ctatbst MOCBAIIEHA TEHETHUECKIM TOCIIEACTBHAM MEXKBHUIOBON THOPUAN3AIN 1 0OCYKICHHIO €€ POIIH B
BH1000pa30BaHMH W MOBBIIICHUH T€HETHIECKOTO Pa3HOOOpa3ys PacTeHUH, B TOM YHCIIe Pa3HOOOPa3nu COPTOB M BHIOB
CEJIbCKOXO3SIICTBEHHBIX KYJIBTYP W CaJJOBBIX PACTCHUH.

Summary. In the report, we focus on genetic consequences of interspecific hybridization and also its impact on the
speciation process and genetic diversity of plants including variability within species and cultivars of agricultural crops
and garden plants. The joining of parental genomes having different origins in a single nucleus is typically be accompa-
nied by genomic shock in first-generation hybrids, which results in various genetic and epigenetic changes.

B 1917 . @jvind Winge (Winge, 1917) BbICKa3al TUIIOTE3Y, YTO MOMAPHOE PACIIONIOKEHHE XPOMOCOM
B MeHo3e | — BaykHeHmuii aTamn B )KM3HA PA3MHOXKAFOIINXCS TIOJIOBBIM ITyTeM OpraHu3MoB. OH TPEAITOIOKIII,
YTO 32 BpPEMS COMaTHYECKOH KU3HU B XPOMOCOMAaX HAKAIUIMBAIOTCS MYTalllH, YTPaunBaeTCs 4acTh TeHETHYe-
CKOTO MaTepuaia, HO B Mel03e, BO BpeMsl IIONMapHON KOHBIOTAIIMKA XPOMOCOM OJraroiapsi B3auMOICHCTBHUIO T0O-
MOJIOTOB TIPOMCXO/IUT penapaiusi MyTalyii 10 «HOPMaJIbHOI» KOMUH. ITO YMO3PHUTEIHHOE TIOCTPOCHUE, C OJI-
HOW CTOPOHBI, OOBSCHSIIO HAPYIISHHS TUIOJOBUTOCTH IIPH MHITyXTe (peraparyst HeBO3MOXKHA M3-32 TOTO, YTO
TOMOJIOTH HECYT OJJMHAKOBBIC JIe(DEeKThI) U MPHU OTAAICHHBIX CKPEIIUBAHHIX (XPOMOCOMBI Pa3JIMYHbI, HE MO-
T'YT KOHBIOTHPOBATh U IMIOTOMY pemnaparus He mpoucxoant). OTcroma MOXHO OBLIO CIIENaTh BBIBO, YTO €CIIN
Y OTZIAJCHHOTO THOpHIa IPOU30UIET YABOSHUE XPOMOCOM (TIOIHILIOUTU3AIHS ), TO BOCCTAHOBUTCS KOHBIOTA-
151 TOMOJIOTOB, TTIOSIBUTCS] BOBMOXKHOCTB JIJISl peTiapalii MyTalni, a 3HA4YUT, OTAAJIEHHBINA THOpuI Oynet dep-
TUJIBHBIM — TaK MOTYT BO3HHKAaTh HOBbIE THOpUIOTeHHbIe BUABL. Mnes Winge 0 TOM, 94TO MOJIUTUIONIU3AIIHS
€CTh Iy Th K IIPEOIOJIEHUIO CTEPHUIIBHOCTH OTJAJIEHHBIX THOPUIOB HAllIa OJeCTsIee MMOATBEPKICHHE B pado-
tax [. JI. KapneueHko, moiy4uBIIero rmiogOBUTHIA MEXPOJAOBOI MONUIUIOWAHBIN Tudpun Raphanobrassica
(Karpechenko, 1924).

Kak gacto BcTpeuaroTcsi THOpUIOreHHbIE TAaKCOHBI B TIpupoe? OnpenennTh, Kakoi BU IIPOU30IIEI B
pesynbTare OTHaIeHHOW THOPHUIU3AIIUN, MOYKHO C TIOMOIIBIO TPYAOEMKOT0, HO 3(h(peKTUBHOTO METOIa TEHOM-
HOTO aHanmn3a, npeaiokeHroro H. Kihara (Kihara, Ono, 1924), uinu ¢ moMOIIbI0 COBPEMEHHBIX METOJIOB KapH-
oreHOMUKH (3eneHuH u ap., 2016). OxgHako B paMKax KaKJOr0 U3 TaKUX MCCIIENOBaHHN yaaeTcs 000CHOBATh
THOPHUIHOE TTPOUCXOKIEHUE TOIBKO OHOTO, JIByX, HECKOJIBKUX BHIOB. [lonokuMcs Ha MHEHHE (IOPUCTOB,
YCTaHABIUBAIOIINX THOPHUTHOE MPOUCXOXKACHNE TOTO WM WHOTO BUA 10 raduTycy. CBOIKA NaHHBIX TIOH00-
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HOTO pona cuenana (Witney et al., 2010): cpemm 37 Thicsta BunoB (mopsl EBponsr, CeB. AMepuku u 9acTu AB-
cTpaiuy, oTHOCSIUXCA K 3212 pomam 282 cemeicTB COCYANCTHIX PaCTeHUH, BUIbI THOPHIHOTO TPOUCXOXK-
nenus 0puTu oTMedeHsl B 40 % cemeiicTB u 16 % pomoB co cpenHel 9acToTol 9 BHIOB THOPUIOTEHHOTO TIPO-
ucxoxaeHus Ha 100 BUIOB HETHOPHUIHOTO TPOUCXOKICHHSI. bOTBIIMHCTBO 3apeTrUCTPUPOBAHHBIX THOPHIOB
OBLTH THOPUIBI MEXKTY BUAAMH OTHOTO POJIa, MEKPOIAOBBIX THOPHUIOB 3aperucTpupoBano 3,5 %. Yare npyrux
ruOpuIbl OTMEYaroTCs B ceMeiicTBax Poaceae, Asteraceae u Orchidaceae.

ITo Winge (1917) u Karpechenko (1924), nepcriekTHBHBIE aKThl MEXKBHIOBOM THOPHIU3AIIMH JIOJKHBI
COTIPOBOXKIATHCA TONMIUIONAN3annel reaoma. [lonpobyem onpenennTh, Kak 4acTO BCTPEYAIOTCS TIOIHIIIION-
Iiel B ipupoe? PasymHublit kpurepuii Obu1 nipeyioked Wood et al. (2009) — onu npeyioKuiIn MOACYUTHIBATH
JTOJTIO TIOJIUTUTOMIHBIX BUIOB TOJIBKO B T€X POJIax, Iie HAOIIOMA0TCS MOMUILIONTHBIE PS/IBI, B TOM YUCIIE U JH-
mionel. Takoit pacueT mokasai, 91o 15 % BUIOB IIBETKOBBIX PACTCHHM — MOTUILIONABL. Y TTAIIOPOTHUKOB JOJISI
MTOJIUTIIIONTOB ObLIa erre Bhimie u gocturana 31 %. B pogax [lokpbITOCeMEHHBIX, OCHOBHOE UHCIIO X Y KOTO-
PBIX OBLII0 HU3KUM (2—7), 101 MOTUIUIONIHBIX BUIOB Bo3pacTtana a0 50 %.

Bonpiioe 9ucno moIUIIONIHBIX BHIOB, OCOOCHHO CPEIX PACTEHHH, OOUTAIOMNX B SKCTPEMATbHBIX
YCIIOBUSIX, Ha Kparo apeajioB, MOJKET 03HadaTh, 9YTO UMEHHO C MOJHUILIONIaMHU CBA3aHA TIPOTPECCUBHAS IBO-
JIFOIMS PACTEHUH M OCBOCHUE HOBBIX DKOJIOTUYECKUX HUII. HecKOIbKO 00CTOSATENHCTB CIIOCOOCTBYIOT IITHPO-
KOMY pacipoCTpaHEHHUIO Takoro MHeHHs. [Ipexx/ie Bcero, B COOTBETCTBUU C CHHTETUYECKON TEOpPHEN SBOIIO-
UM, PENPOYKTUBHAS U3OJISIINS SBISIETCSI HENPEMEHHBIM YCIIOBHEM JMBEPreHIInN reHoMOoB (Aifana, Kaprep,
1988), a monMuIIONABI, KaK N3BECTHO, YaCTO PETPOAYKTHBHO M30JIMPOBAHBI OT «poanuTenei» (Segraves, Anne-
berg, 2016). Y monumuion1oB THOPUIHOTO MPOUCXOKICHHS (UTOTIONUIUIONA0B) pa3HOOOpa3ue ajuiesnei Teo-
PETUYECKH JIOJKHO OBITh BBIIIE, YEM Y KaXKIOW U3 POJUTEIBCKUX (DOPM, , 2 3HAUUT OOJIbIIIE MaTepuaa Jyis OT-
Oopa. J{J1s1 aTUTOTIONUILIONHBIX THOPUIOB XapaKTepeH reTepo3uc, MEXaHU3Mbl KOTOPOTO TPeOYIOT U3y4YeHUs,
Y, HAKOHEII, HAJINYe HECKOJIbKUX aJlIeJIeil OTHOTO FeHa B TeHOME Y aJIJIONOIUIUIONIOB CO3/aeT YCIOBUS /IS
JMBEPTEHIIMU TeHOB U MPHOOPETEHMSI UMK HOBBIX (DYHKIIMH, 4TO CYIIECTBEHHO, €CIIM MBI TOBOPUM O TIpOrpec-
cuBHoO 3BoJrOIMH (Soltis et al., 2016).

C npyroii CTOPOHBI, TO, YTO MOJUIUIONIOB B IPUPOAE MHOTO, COBCEM HE 3HAYUT, YTO OHU UTPAIOT BBI-
JTAIONIYIOCS POJIb B IBOJIIOLMH pacTeHHUA. BIioHe BO3MOXKHO, YTO X MHOTO TIOTOMY, YTO OHH JIETKO BO3HHKA-
0T TIPH MEXBHJIOBOH THOPHIM3AIINHT, HO HE JAl0T HHYETO MPUHIMITHAILHO HOBOTO, SIBISISICH TEPMUHAIbBHbI-
MU BETBSIMH, 3TaKUMHU «evolutionary dead-ends» na punorenernueckom japese (Arrigo, Barker, 2012). Ips-
MBIM TMOJITBEPIKICHUEM ITOTO, KaK KaKETCS, SIBISTIOTCS XapaKTePUCTUKN CHHTETUYECKUX aJlIO- U aBTOTOJIH-
TUTOHJIOB, TIONTYYEHHBIX B OKCIIEPUMEHTE, — B OOJILIIMHCTBE CIIy4aeB OHU HE OTINYAIOTCS MPUHIUIIHATIBLHO OT
CBOUX JUIUIOUIHBIX MPEAKOB, HE UMEIOT Tepe]] HuMu penmMytiects (Sotis et al., 2014). Hanmane HeCKOTBKHUX
KOITUI T€HOB B OJTHOM T€HOME JIOJDKHO BECTH K TOMY, YTO MYTalliM B TEHOMAax TOJUIUIONIOB «3a0yhepeHbD)
U HE MOTYT OBITh IOJIXBau€Hbl OTOOPOM — IIO3TOMY Y TIOJIUIUIOH/IOB JIOJKEH OBITh OTpaHMYCHHBIN JBOJIOIIH-
OHHBIN moTeHnrat. OcoO0eHHO HeTIEPCTIEKTUBHEI B TJIAHE 3BOJIIOIIMOHHOTO YCIIEXa aBTOTOIUIIIONIB, TaK KaK
Yy HUX Cepbe3HbIe MPOOJIEMBI C TIPABUIHHBIM PACXOKICHHEM XPOMOCOM B Melo03¢e | n3-3a BRICOKOTO YncIia mo-
JIMBAJIEHTOB.

Pe3ynbrarhl MOJTHOTEHOMHOTO CEKBEHHPOBAaHUS T€HOMOB IPECTaBUTENCH BCEX OCHOBHBIX BETBEU
[[BETKOBBIX PAaCTEHHI pa3BesIi COMHEHHUS B TOW POJIH, KAKyHO ChIPAIIU MOJHOTCHOMHBIC JIYTITHKAIUH TeHO-
MOB B IIPOTPECCUBHON BOJIOIMH I[BETKOBBIX pacTeHni. OKa3aloch, YTO BCE IIBETKOBBIE PACTEHHS MPOILTH
yepe3 OJIMH WM HECKOJIBKO PayHAO0B AYIUIMKALMK T€HOMOB, AYTUTMKAIINY AJIJIOMOIUIUIONTHOW MITH aBTOTIONH-
wionaHo# (Spoelhof et al., 2017; Van de Peer et al., 2017). Bpemsi, koria uMesiid MECTO MHOTHE M3 3apETUCTPHU-
POBaHHBIX aKTOB IMOJIUTILIONAU3AIMY T€HOMA B Pa3HBIX (DUIIOTEHETHYECKHUX BETBIX PACTCHUH, TIPUMEPHO COOT-
BETCTBYET TPaHMIIE MEJIOBOTO TMEepHoa U MajieoreHa. BeposaTHo, 3T0 03HAYaET, YTO aJIOMIOIUILIONIBI UMENTH
0oJIBIIIe ITAHCOB BBIKUTH B M3MEHHUBIINXCS dKosorndeckux ycnoBusx (Van de Peer et al., 2017). Ha Baxxnoe
oOcTosiTenbeTBO 00paTuin BHUManue Schranz et al. (2012). Onu nokasanu, u nanpHeiimue pacuers! (Tank et
al., 2015; Clark, Donoghue, 2017; Clarkson et al., 2017) moaTBepauiiv BX yMO3aKIJIIOUCHUE, YTO [IEPHUOJI, KOTIIa
B (DMIIOTEHETUYECKHUX BETBSX MPOUCXOMIIN TTOJTHOTCHOMHBIC YTUTHKAI[MH TeHOMa, KaK MPaBUIIO, OTCTOUT OT
JTarna cajbTalliOHHOTO BU1000pa3oBaHus (IMBEPCUPHUKAIIMN) HA HECKOJIBKO ACCSITKOB MHJUTMOHOB JIET.

B noxmaze OyayT paccCMOTPEHBI T€ TeHETHUYECKHE M ITUTOJIOTHYECKHE TPOIIECCh, KOTOPBIE COMPOBO-
JKAAIOT TIPOIECCH TOJTHOTEHOMHOMN MYTUIMKAIIUH (TTOJUTUIONIN3AIlMN) TEHOMOB PacTeHUH, IPOIIECChl, KOTO-

432



«IIpo6aemsl Gorannkn FO:xuoii Cudupun u Monroaum» — XVII MexnynaponHasi HayqHO-IIPaKTHYECKast KOH(PEPEHINS

pble MPEAMECTBYIOT H/WIN CITIOCOOCTBYIOT CAJIbTAIIMOHHOMY BHI000pa3oBanmto y pacreHuid. [Tokazano, uto
TEHOMBI W KaPHOTHUITHI HEOTIOJIHUILIONIOB KpaliHe HecTaOMIbHBI. B HUX YacTo MPOUCXOAMUT DKCIIAHCHS TPaHC-
MO30HOB, TOTEPsI 3HAYUTEIHLHON YacTH T€HOB, M3MEHEHHS aKTHBHOCTH I'€HOB, U3MEHEHHE IMaTTepHa CIUIai-
CUHTa HEKOTOPBIX M3 JIYIUIMIUPOBAHHBIX T€HOB, TPAHCIOKAIMH MEX]y CyOreHOMaMH, XpPOMOCOMBI OJTHOTO
W3 POAMTENEH MOTYT TEPSIThCA WIM 3aMEIaThCsl TOMEOIIOTUIHBIMU XpOMOcoMaMu apyroro poautens. [Tocre-
TIEHHO KapHOTHUIT HEOTIOIHIIIION A IEPeCTpanBaeTC s 3a CUET JAeTIeINA U TPAHCIOKALUH, HO TaK, YTOOBI IS OT-
JIEbHBIX KOMIUIEKCOB T€HOB COXPAHSIIOCH MPABIIBHOE YHCICHHOE COUeTaHHe, COOMI0NaIach «/103a TeHOBY.
B ruOpuioreHHOM reHoMe TIOJIUILION/Ia IPOUCXOAST HEea IMTHBHbIC H3MEHEHHSI TPAHCKPHUIITOMA, TIPOTEOMa
1 MeTabosioMa B CPAaBHEHUH C POJUTEILCKAMH BUAMH, M3MEHEHUS, HAIPaBJICHUE KOTOPBIX, B 00IIeM, Koppe-
JUPYET C YKIOHEHUSIMHU B Mopdosorny Tuépua B Ty WM HHYIO CTOpoHY (0030psl: Pognonos, 2013; Soltis et
al., 2014, 2016; Segraves, Anneberg, 2016; Spoelhoh et al., 2017). [TocteneHHas yrparta 4aCTH T€HOB M 4aCTH
XPOMOCOM OJIHOTO M3 CyOT€HOMOB HEOIOIHUILION1a CTAa0MIN3NpyeT reHoM rudpuna. Ha aToit ctaann kapuo-
THUT aJUTOTIOJMITIION A BRIIISANT, KaK KapHOTHUI THITMYHOTO TMOJUIUION 1A, Y KOTOPOTO MOXKHO OoJiee Wik Me-
Hee HaJIe)KHO WICHTH(UIIMPOBATh TOMOJOTHYHBIE U TOMEOJIOTHYHBIE XPOMOCOMBI. MBI Ha3bIBaeM TaKue Ka-
puotuns! synonuruionaaMu (Poanonos u ap., 2010). Y synonumuionioB pasHsie cynp0sl. HekoTopsie n3 HuX
MOTYT y4acTBOBATh B CIEIYIONIMX aKTaX OTJAAJICHHBIX CKPEUIMBAHUM, COMPOBOKIAIONINXCS TOTHOTEHOMHOMN
JYTUTHKAIFel BTOPOTO M CICAYIOUIMX TOPSIKOB, KaK 3TO MPOU30IILIO, HAPUMEp, IPU (HOPMUPOBAHHUU T€HO-
Ma Triticum aestivum (2n =42, x = 7) niau MPOUCXOAMIIO U TIPOUCXOIUT C TEHOMaMH BUIOB pojia Brassica. Ho
BO3MOXKHA M MHAs cyab0a synonummionia. Co BpeMeHEM HEKOTOpPbhIe XPOMOCOMBI SYTIOJIMILION/1a BOBJIEKAIOT-
csl B XpPOMOCOMHBIE TIEPEeCTPOHKH (TPAHCIOKAIMU U MHBepcuH). [locTenenHo mim caiabTalMoOHHO, HO 3a CYET
TPaHCJIOKAINK ¥ WHBEPCHH KApUOTHIT NIEPECTPANBACTCS, UICT PEAYKIHS YHCIa XpOMOCOM. [IpHu 3TOM B reHo-
M€ MOYKHO BBIJICITUTH TOPSTYME TOYKH XPOMOCOMHBIX TIEPECTPOCK B IIEHTPOMEPHBIX H CyOTEIIOMEpHBIX paiio-
HaX W TaKue paroHbl, TJe TPYIIIbI cleIieHus (TeHOMHbIe OJIOKH) OTHOCHTENILHO KOHCTaHTHBI. Hanbosee ya-
CTBI TPAHCIIOKAIIMH, 3aXBaTHIBAIOIIHE LIET0€ TUIEY0 XPOMOCOMBI M MHCEPITUH IIETIBIX XPOMOCOM B IIEHTPOMED-
HBIEe palloHBI Ipyrux xpomocoM (Salse, 2016). IloctenenHas WM calbTalldOHHAS TUTUIOWIH3AINS TeHOMA
9YTIONUIUION/IA 32 CUET TPAHCIOKAIMI W WHCEPUUH MPEeBpaIlaeT ero B KapuOTHIl, C KAPHOJIOTHUECKONW TOUKU
3peHUs] HEe OTIIMYMMBIN OT JIUTUIOMIHOTO, ¢ HEKOTOPBIM, XapaKTePHBIM JIJIsl POJIa, OTHOCHTEIBHO HU3KUM Oa-
3MCHBIM OCHOBHBIM YHCIIOM XpOMOCcOM. CMOTpSI Ha TaKOH KapHOTHII, HAITPUMED, Ha TUITHYHBIH JIJIs 37IaKOB Ka-
puotun Avena longiglumis ¢ 2n = 14, x = 7, na xkapuorun Deschampsia ¢ 2n = 26, 52, x = 13 wim KapuoTum
Zingeria biebersteiniana ¢ 2n = 4, x = 2, TpyaAHO ce0e MPEACTaBUTh, YTO TEHOMBI BCEX 3THUX BUOB MPOILIH
gepe3 4-5 coObITHI IOJTHOTEHOMHBIX yTIIHKanui. [ToaumuioniHas nmpupoia Takux KapuOTHIIOB MOKET OBIThH
BBISIBIICHA TOJILKO B CPABHUTEIBHBIX T€HOMHBIX HCCIICIOBAHUSAX. TaKkue TeHOMBI M TaKue KapUOTHIThI HAa3bIBa-
0T TaJICOTIONIMTUIOUAHBIMHE. JlOCTHUTIIINE YPOBHS 3yNOIHIIION A UM YPOBHS IMaJICOMOIUILION 1A TPYIIIBI POJI-
CTBa BHOBb BCTYIAIOT B THOPHIU3AINIO, H IIUKII MOXET IIOBTOPUTHCSI BHOBB. [10 Bcell BUIMMOCTH, BCIIECK
W3MEHYMBOCTH B TIEPUOJI TEHOMHOTO IIOKA SIBJISIETCSI TEM 3TAIlOM, Ha KOTOPOM BO3HHKAIOT T€ HOBBIE COCTOSI-
HUSI TEHOMA U KapUOTHIIA, KOTOPBIE OTPEJEIISIOT, 00pEUeHBI JIM HOCUTEIN KIMEHHO 3TUX TEHOMOB B CKJIJIbIBa-
IOIIMXCSl DKOJIOTHYECKUX YCIOBHSAX HA CYIb0Y IBOIIOIMOHHO-CTA3UCHOHN (HIIIOTCHETHYECKON BETBU WK Cpe-
JI1 UX IOTOMKOB TIOHIyT aKTHBHBIE MTPOIIECChI aIalITHBHON paiialii H TaKCOHOO0Opa3oBaHus. MOXKHO JOITy-
CTHTb, YTO B YaCTH CIly4yacB UMEHHO BTOPUYHAS JHUIIOWJIN3AINI TeHOMA U KAPHOTHIIA SBISIETCS ITyCKOBBIM
MEXaHU3MOM BHJ000pa30BaHUA, C HEKOTOPOIl BEPOSATHOCTHIO CBSI3AHHOTO C JOCTIDKEHHEM MPHUHIUITHAIBHO
HOBOTO COCTOsTHUS (heHOTHIIA (Crenn(UIEeCKOro KOMIUIEKca MOPGOJIOTHIeCKHX U (GU3UOIOTHIECKHUX MTPHU3HA-
KOB, XapaKTepHBIX, CKaXKeM, JUIs ceMeiicTBa). B qpyrom ciiydae XpoMOCOMHEBIE pachl, Oojee Wil MEHee BBI-
COKHE TIOJIUIUIONIBI, OYIyT JAaBaTh HOBBIE (POPMBI, 3aCIy)KHBAIOIINE CTATyCa HOBBIX BHJIOB, TIOJIBUIOB MU
(opM, HO B TEUEHHE JECATKOB MUJLTMOHOB JIET COXPAHSIIOMNX (PEHOTHUIIBI 6€3 OY€BUIHBIX MPU3HAKOB YBOJIIO-
LUK, UMEHYEMOU IPOrpecCUBHOM.

Bbaaronapuoctu. Padora BemonaeHa o rpaatram POOU Ne 18-04-01040, 17-00-00340, 17-00-00337,

a Taoke B pamkax [ocymnapcrBennoro 3aganust Ne0126-2014-0028 «Kapuonoruueckoe 1 MOJIEKYISIPHO-(HHII0-
FEHETUYECKOE UCCIIEIOBAHNUE IMBEPTEHIIMM TAKCOHOB IIBETKOBBIX PACTEHUI.
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