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®EHOMEH BBLICOKOM YACTOTbBI MYTALIMI B TEHAX 35S pPHK
C-CYBI'EHOMA Y IHOJUINVIOUIHbBIX BUTOB Avena L.
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Hcnonwiys nokyc-cnenubuyHoe JJHK-cekBenupoBanue Ha ruiatopme Roche 454, Mbl u3yumau BHYT-
pUreHOMHBII mojauMopdu3mM omHoro u3 paitoHoB reHa 35S pPHK (dparment 18S pIHK-ITS1—
dparment 5.8S pIHK) y Tpex rekcannonaHbix BunoB Avena ¢ kapuorunom AACCDD u y terparniouna
A. insularis (AACC uiu CCDD). B reHoMax atux noauruiounoB HaiineHsl pJlHK, ronyyeHHsie ot nipen-
KOB-IUITJIOUIOB Kak ¢ A-, Tak u ¢ C-reHoMamu. Y A. insularis BMmecto oxugaeMmbix 50% ITS1 C-tumna 66110
tosibko 3.3%, a y rekcarutonnoB pIHK, monydeHHoit ot rpeakos ¢ C-reHomamu, ToIbKo 1.4—2.4%. I1o-
cnenoBatenbHocTr 18S pIHK, ITS1 1 5.8S p/IHK C-cybreHoMoB 66111 B 10 pa3 6oJiee BapuabebHbI, YeM
Te Xe MmocjienoBaTeJIbHOCTU A-cyoreHoMmoB. HekoToprle 13 nociienoBarenbHocTeil C-cyOreHOMOB coaep-
KaJiu eJieliny, B TOM Yuciie aeelnu B paiioHe, koaupytoiem 18S pPHK. Pesynvrarst FISH ¢ 3oHmamMu
pla71 u pTa794 noareepxnaroT ¢hakT yTpaTsl NoaursonaamMmu 3HaunTenbHoi yactu 35S p AHK u 5S p IHK
cybreHoma, nosiyueHHoro ot nuruionna ¢ kapuorunom CC. IMocnenosarensHoctu ITS1 C-cy6reHomMoB
MOJIUTUIOMAHBIX BUIOB Pa3HOOOPAa3Hbl, HO CPEAN HUX MOXKHO BBIACIUTHL OCHOBHOI (core) BapuaHT, MpH-
MepHO paBHoyaaieHHbIN ot I'TS quninonnos, Hecymux Cv- u Cp-reHombl. Haim pe3ynbrarhl moka3biBa-
10T, yTo yrpara 35S p/IHK C-cybreHoMOB IporcXoauT Ha (poHE HAKOIUIEHUS B 3TUX MOCJIeI0BaTeIbHO-
CTSIX MHOXECTBa OTHOHYKJIEOTHIHBIX 3aMeH (SNPs) u genenuii. B “penpeccupyembix” mokycax 35S pPHK
C-cyOreHOMOB MHOXKECTBEHHOE MYTMpPOBaHUE, TO-BUIMMOMY, HE COMPOBOXIAETCS TOMOTeHU3alueit
pIHK — ecTtb ocHOBaHUs AyMathb, 4TO Tpoliecchl n3oreHusauuu pJIHK v npoiecchl TpaHckpuriimm/caii-
JICHCUHTA — CBSI3aHHBbIE SIBJICHUSI.

Karouesnie cnosa: Aveneae, Poeae, Poaceae, MexxBruIoBasi TMOpUAN3aIINS, AJUIOTIOJIUILIONIBI, DBOJIIOIINS I'e-

HOMOB.
DOI: 10.31857/S0016675820060090

Bce coBpeMeHHBIE BUABI COCYIMCTBIX PAacTeHUM
MIPOIILIN Yepe3 HECKOJILKO payHIIOB MOJUIIJIONIN3a-
LIUY TeHoMa (MMOJIHOT€HOMHBIX AYIUIMKALIU) — 3TO
BaxKHBIE ATAITBI B IIpolieccax IMPOrpecCUBHOM 3BOIIO-
uuu pacteHuit [1, 2]. [eHOMBI HEONOJUILJIOUIOB U
MNepBbIX MOKOJIECHUI THOPUAOB, KaK MpaBUJIO, HECTA-
OunbHBI. B HMX HAOMI00AI0TCS 3KCOAHCHUS TPaHCIIO-
30HOB, IOTEPsI YaCTU T'€HOB OMTHOTO U3 POOUTEIIEH,
M3MEHEHHUE MaTTepHa TPAaHCKPUIIINU U CIUIAaAICHTa
HEKOTOPHIX M3 IYIUIMIIUPOBAaHHBIX TEHOB. Y THOpuIa
B CPAaBHEHUU C POOUTEIBCKMMHU BUIAMM IIPOUCXOIST
HeaIIuTUBHbIE M3MEHEHUSI T€HOMa, TPAaHCKPUIITO-

# A.B. AmocoBa u JI.M. KpaiiHoBa BHec/iM B paOOTy paBHbIMI
BKJIAJ.

Ma, TIpoTeoMa U MeTaboJioMa — U3MEHEHUsI, HallpaB-
JIEHH€ KOTOPBIX B O0IIIEM KOPPEIMPYET C YKIIOHCHM -
SIMHY B MOP(POJIOTHM THOpHIA B TY MJIM MHYIO CTOPOHY
[2—5]. TTocTeneHHO TeHOM HEOMOJWIUIOWIA Mepe-
CTpaMBaeTCs 3a CYET TPAHCHO3ULIMM, Neaeluil U
TpaHcaokaluii. [TocrerieHHass yrpaTa 4acTu T€eHOB U
XPOMOCOM OAHOIO U3 “pomguTesicil” CTaOWIU3UPYET
TEHOM TMOpHAa, OH IIEPEXOIUT B COCTOSIHUE 3YIIO-
Junonaa [4—6]. Ha aToii cranuu KapuoOTUIT ajllo-
MOJIMTUIONA OTHOCUTEJbHO CTaOWJICH W BBITJISIIUT
KaK KapUOTUIT TUIIMIHOIO IOJIUILIONAA, Y KOTOPOTO
MOXKHO OoJiee MJIM MeHee HanesKHO MASHTUMUIIPO-
BaTb TOMOJIOTMYHBIE Y1 TOMEOJIOTUYHBIC XPOMOCOMBI.
CyIlIecTBEHHO, YTO T€HOM KaXKIIOTO 13 MEXBHUIOBBIX
ruOpra0B U BUOOB, MPOIIEAIINX YE€Pe3 CTaaUIO I10-
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JIIUIOWAN3ALNN, yXKE Yepe3 OMHO MM HECKOJbKO
TTOKOJICHU I TIPEACTaBIIsIET COO0M YHUKAJIbHYIO TeHe-
TUYECKYI0 CUCTEeMY, MPUYYIJIUBYIO MO3auKy B TOM
WM WHOM CTENEHU U3MEHEHHBIX POIUTEIbCKUX Te-
HOMOB, PENUTOMOB, TPAHCKPHUIITOMOB, IPOTEOMOB,
MeTab0JIOMOB, BCErga pa3Hyl B KaxXXIOM KOHKpPET-
HOM ciyvae [2, 7, 8].

Kiaccnueckoe mposiBiieHrMe B3aWMONEHCTBUSI OT-
LIOBCKOTO Y MAaTE€PUMHCKOTO T€HOMOB Y ITOJMILIOMIOB
TMOPUAHOIO MPOMCXOXICHUS (aJUIONOIUIUIONAOB) —
SIOpBIIIKOBOe noMuHUpoBaHue [9]. CyTh sIBIEHUS CO-
CTOUT B TOM, YTO y TUOpHUIA B 3TOM ciiydae paboTaioT
rennl 35S pPHK onHoro m3 poanTeabCKX T€HOMOB.
SnpeimkoBeie opranu3atopsl (SIOP), mmoiryaeHHBIE OT
BTOPOIO POIUTENSI, TPAHCKPUITIMOHHO WHEPTHBHI
W/WJIA B TOM WJIA MHOI cTenieH! yrpadeHsl [ 10—12].

Korma B reHoMe MHOJIUIUIONIA COXPaHSIOTCS
pAHK obonx pommureneit, X MOXHO HMCITOJIb30BaTh
JIJIST OTIpEAEICHUS TIPOUCXOXKICHUS TIPEATIOIaracMoro
ruopuna [11, 13—15]. Coenatb 3TO yaaeTcss He BCEraa.
Taxk, cekBennpoBanue I'TS-mocienoBaTeIpHOCTE TE-
Ha 35S pPHK oBcoB 1o CaHrepy BBISIBIISIIIO Y BCEX TTO-
JIMIUIOUOHBIX BUIOB pona Avena Ttonbko ITS-mocie-
JIOBaTEJIbHOCTU, XapaKTepHbIEe IUII A-CyOreHOMOB;
nocjenoBatebHOCTU C-CyOreHOMOB, HEIIPEMEHHOTO
BJIEMEHTAa KApUOTHUIIOB BCEX ITOJUIUIOMIHBLIX BUIOB
OBCOB, IIp4 3TOM He oOHapyxuBalorcs [16—18]. B ka-
KOI-TO Mepe 3TO comiacyeTcs ¢ JaHHbIMU LIUTOTSHE-
tuku. FISH-rubpumnsanus mokasaja, 4To B Kapuo-
TUTIaX TOJIMTIJIOUIHBIX BUOOB A. insularis, A. sterilis,
A. fatua, A. ludoviciana ocHoBHBIe caiiThl 35S pPHK
(Z10P) nexar Ha xpoMocoMmax A-cyOreHoMa, a Ha
C-cyOreHOMHBIX XpOMOCOMAaX PETUCTPUPYIOTCS TOTHKO
MUHOpHbBIE caiiTel [19—22]. IlpruyeM Henb3sT MCKITIO-
YUTh, YTO B 3TUX MUHOPHBIX CaiiTaxX yxKe JICXKUT “OTpe-
JTaKTUpOBaHHAS’ TIyTeM KOHBEPCHU MJI MHOTO MeXa-
Huszma pAHK, Heormmuumas ot p/IHK A-cyGreHoMOB.
OnnHako kakue-to reHsl pPHK, mpoucxopstmme ot
JUILIOUIHOTO TIpenka ¢ C-reHoMOM, Yy OJHOTO WM
HECKOJIBKMX MOJUIUIOMIHBIX BUJIOB OBCOB, ITIYCTh B
MUHOPHBIX KOJIMYECTBaX, HO ocTaTrhcs Morim. Koc-
BEHHO 00 3TOM CBMAECTEILCTBOBAIM NaHHbIe [1eHra 1
coasrT. [18], cekBeHuposaBiux 113 ki1oHos p/IHK 12
MOJIUIUIONIHBIX BUOAOB Avena W HalleOIINX Cpeau
HHX TOJIBKO Y OOHOro Buma A. fatua m TOJBKO OIHY
rocJjieqoBaTebHOCTh paitoHa ITS C-tuna, 61uU3KyI0
K ITS nurmionnHeix BUnoB A. eriantha n A. clauda.

JJ151 TOrO YTOOBI BEIIBUTH B TeHOMAX ITOJIAILION]T -
HBIX Avena octatouHble Konuu 1TS-nmocnenoBaTesib-
Hocteil C-tuna, Hukonoynakuc nu Kamnuoruc [17] u
Troma ¢ coast. [23] pa3paboranu aBa Habopa IIpaii-
MEPOB, TTO3BOJISIONINX CIISIIMPUIHO aMIUTU(PUITIPO-
Batb ITS C-cybreHoMoB Avena, U TaKuM OOpa3oM
aMIUINPUIIMPOBAIM U CEKBEHUPOBAIM MUHOPHEIC
BapuaHThI ITS-mocnenoBatensHoCcTei C-THIIa U3 re-
HOMa HECKOJIBbKUX ITOJIUIIJIONAHBIX BUI0B. OHU OKa-
3anuck omrxke K ITS A. ventricosa, 9eM K A. clauda n
A. eriantha [15, 17, 23].

POAMOHOB wu ap.

Llens manHOII pabOTHI — MCCIIENOBAaTh BHYTPUTIE-
HOMHoOe€ pa3HooOpa3ue I'TS-nocnenoBaTeibHOCTEH ¥
yeTbIpeX TOJUIUIOUAHBbIX BUAOB Avena, A. insularis
(renomHas ¢opmyna AACC wiu CCDD — [21]),
A. fatua, A. ludoviciana n A. sterilis (AACCDD), uc-
MOJIb3Ys METO, JIOKYC-CITeIM(PMIYHOI0 CEKBEHUPOBa-
Hud Ha rmatdopMe 454. 'eromer A n C pa3nngarorcs
Mo TIOJIOXEHUSIM 1eHTpoMepbl 1 SIOP Ha xpoMoco-
Max, IaTTepHY MUKPOCATEIUIMTOB U 110 TuddepeHIIN -
anmpHOMy C-okpammBaHuio [19—22, 24, 25]. durmio-
WIIHBIE BUIBI C KapruoTUnaMu AA moapasaesisiioTcs Ha
rpymbl ¢ Kapuotunamu AsAs, AlAl; AdAd, AcAc,
ApAp, paszmyaroniecs o YrCIy aKpOLEHTPUIECKIX
xpomMocoM [25]. dutuiongHble BUABI C KapUOTHUIIAMU
CC takke oapasae/sIioTCsl Ha rpyIbl. PazmiyaroT ka-
puotuiel CvCyv (A. ventricosa, A. bruhnsiana) u CpCp
(A. pilosa, A. clauda). Ilpu3Hak, KOTOPBI OTIMYAET
Cp-reHoMm ot Cv-TeHOMa — 3TO YMCJIO CITyTHHYHBIX
XpoMocoM: B reHoMax Cp-TuIia IBe CITlyTHUYHEBIE XPO-
MOCOMBI, C OOJIBIIMM M MaJIbIM CIIYTHUKOM, B Cv —
OHa Tapa XpOMOCOM C MaJIbIM CITyTHUKOM [25]. ¥
TeTpamIoOuAHOIO BHAa A. macrostachya KapuOTHUII
CmCmCmCm [16, 22]. 'eHoM D y IUIIJIONIHBIX BU-
JIOB HEe HaiiileH, OH €CTh TOJIBKO B COCTaBE ITOJIMILIO-
WIHBIX TeHOMOB. CunTaeTcs, 4To 3TO AepuBaT A-Te-
Howma [19, 21].

M3yyas B xone HacTosIIe paboThl BHYyTPUTEHOM-
HbI1 onmuMopdusM pJIHK momumionmHbIX BUIOB
Avena, mbl oOoHapyxwian, 9To mmorepsa pAHK C-cy6-
T€HOMOB TIOJIMIIJIOMIHBIX OBCOB MPOUCXOAUT Ha ¢ho-
He BbICOKOTO pa3zHooOpasus ux pJIHK. Kaxmas u3
BBISIBJICHHBIX HaMu ItocjiegoBateiabHocTeil pAHK
C-cybreHOMOB HecJla MHOXKECTBEHHBIE YHUKAJIbHBIE
OIHOHYKJIeOTHAHbIE 3aMeHbI (SNPs), HeKoTopbie 13
9TUX IIOCIEOOBATEILHOCTE WMMEIN IIPOTSDKEHHEIS
JIeJIelI1, B TOM YHMCJIe TaK1e, KOTOphbIe 3aXBaThIBaIu
U paitonsl, Konupytoimue 18S pPHK. O1o o3Hauaer,
yto B “ucuesaroniux”’ JOP C-cybreHoMOB He UAYT
npouecchl romorenn3anuu pJAHK. Bo3mozkHo, ro-
moreHu3auus pJAHK mpoucxoauTt ToabKo B TpaHC-
KpUOMPYEMBIX KOIIUSIX PUOOCOMHBIX T€HOB.

MATEPUHAJIBI U METObI

B pabote ncnonb3oBaiuCh CEMEHa BUIOB OBCa 13
KoJuiekiiuu Bcepoccuiickoro MHCTUTYTa TeHeTHuYe-
cKux pecypcoB pacteHuit um. H.1. BaBunosa: 1) Av-
ena insularis Ladiz (VIR 2067), mpoucxoxueHue o0-
pasua — Cumnus; 2) Avena fatua L. (VIR30) — Tyna
(nBa pactreHust); 3) Avena Iludoviciana Durieu
(VIR389) — BeHecyana (aBa pacteHusi); 4) Avena
sterilis L. (VIR511) — U3pauinsb (1Ba pacTeHus).

JHK Boigensan CTAB-metonom [26]. Jdasa uc-
cJIeIOBaHUSI BHYTPUTEHOMHOIO ToJauMopdumMa
paiiona 18S pHK (dparment)—ITS1-5.8S pAHK
(¢pparMeHT) MBI HCITOIb30BaJIM ITOIXO0, IIPEATOKEH-
HbIf Matuaiiek u coapT. [11]. Mcciaenyemslit paiioH
aMIUINpUILIMPOBAJICS C ITOMOIIBIO npaiimepoB ITS1P
[27] mau ITSS5A [28] m ITS2 [29] ¢ aganTepamMu mist
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454-cexkBenupoBanus. CeKBeHUpPOBAHME IO TEXHO-
noruu 454 Life Sciences BBIITOJHSIJIM HA CEKBEHATOPE
Junior GC (Roche) na 6a3e LIKIT BHUMUM cenbcko-
XO3STACTBEHHOI MUKpobOuonoruu. Ha riepBom atare
aHa/IM3a NOJYyYeHHBIX JaHHBIX IIPOBOIMIIACH TEXHM-
yeckast (prIbTpalvs JaHHBIX CTAHOAPTHLIMU METO-
JaMu ¢ ucnoojib3oBaHueM ImporpamMMm  FastQC
(http://www.bioinformatics.babraham.ac.uk/projects/
fastqc/), Trimmomatic [30] u Fastq-join [31]. Janb-
Helimasa ¢GuibTpalusl TaHHBIX Oojiee CIOXHa, TO-
CcKOJIbKY aHanM3 SNPs B tTaHHOM citydae TpOBOIUTCS
Ha OCHOBe 0e3pedepeHCHOTO BhIpaBHMBAHUS. AJITO-
PUTM OEWCTBUIA ObLI ClIemyloIInM: 1) KOHCEHCYyCHas
¢dunpTpanys (MCKIIOYEeHNE U3 aHaJM3a 3aBEIOMO HE
BBIDAaBHMBAEMbIX BapMAaHTOB — OYEBMIHBLIX KOHTa-
MUHAHTOB); 2) C HCIIOJIb30BaHUEM IIPOTPAMMBI
COUNT paccunrtbiBazach 4aCTOTa KaXX10Io BapraH-
Ta IOCJIeIOBATEIbHOCTA B BHIOOPKE — OOMHAKOBBIE
TaruIOTUITLI MIPEICTaBACHBI B JaJIbHEUIIIEM aHAaJIn3e
OIHOM IMOCJIeIOBAaTEIbHOCTBIO C MHIEKCOM — YacTO-
Ta TOBTOpsieMOCTH. s ToacueTra 4acTOT U COPTU-
POBKHU TaIlJIOTUIIOB HCIIOJIb30BaU aJrOPUTMBI T10-
MMapHOro CpaBHEHWUSI U ITy3bIPbKOBOI COPTUPOBKU;
3) majee UCHOJIB30BAIM MpOTpaMMHOE obecIieueHre
UGENE [32] um MEGAY7 [33]. CpaBHUBaJIu CEKBEHM -
poBaHHBIe BapuaHTHI I'TS ¢ cekBeHMpOBaHHBIMU T1O
Coanrepy ITS-nociaenoBaTeTbHOCTIMM, XapaKTEPHBIMUA
111 C- 1 A-TeHOMOB JUTUIOMIHBIX BUIOB OBCOB [16—
18, 23], v BRIIBIISUIN CPEIN HUX TOCJISTOBATESIIBHOCTHA
ITS C-cybreHoMOB, HeCylIMX paHee MICHTU(PUIIN-
pOBaHHbBIE HAMM YHUKAJIBHbBIEC OEJIEIINH, ITI0 KOTOPHIM
nocienosareabHocT ITS1 C- 1 A-TEHOMOB OBCOB
pasmyaoTcsi. B reHoMe ImomruionaoB oOHapyKUBa-
FOTCSI B OOJIBIIIEM WJIM MEHBIIIEM KOJIMYECTBE TarIOTH -
bl Om3kue, HO He uaeHTudHble pJAIHK HBIHE cyie-
CTBYIOIIUX TUTUIOUIHBIX BUAOB, TIOCEI0OBATEILHOCTEI
ITS A-tuna mHoro, ITS C-tuna — enuHu4YHbIe. Jdanb-
HEHIITYI0 00padOTKY MOJMYYESHHBIX JaHHBIX BBITTIOTHSIIU
¢ ucnonws3oBanueM anroputMa TCS [34]. Anroputm
TCS mo3BossieTr omnpenensiTh BEPOSTHOCTh CBSI3U
MEXIYy BCEMM TrarjloTMIaMU C MHAMKALIMEH Jucia
MYTallWii, 110 KOTOPBIM pPa3IndaloTCs HCCIIeIyeMble
rarroTuttel. PesymbsraTel TCS-pacueToB najiee odpa-
b6arbpiBanuch B mporpamme tcsBU [35].

INpemaparsr st FISH roroBuim B COOTBETCTBUM
CO CTaHIAPTHBIM MPOTOKOIOM [36, 37]. Paitonsr 35S
pAHK BrIsiBIsIN ¢ TOMOLIBIO T1a3Muabl pla7l, co-
nIepxaiieil nmociaenoBaTeabHOCTh 18S p/IHK (dpar-
MeHT)—5.8S pIHK—26S pAHK (¢pparmenr) [38], re-
HEI 5S pPHK — ¢ nomosio minasmunsl pla794, co-
nepxameit JHK-nociaemoBaTeIbHOCTh  T€HOMA
reHuLb! iaruHoi 420 mH [39]. AHK pTa71 u pTa794
METHJIM METOJIOM HMK-TpaHCIIIuM biotin-16-dUTP
(Roche Diagnostics, Mannheim, Germany) u digoxi-
genin-11-dUTP (Roche Diagnostics, Mannheim,
Germany). IIpouenypa FISH onucana panee [40].
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PE3YJIBTATBI 1 OBCYXIEHHUE

ITo pesynbrataM 454-nupoceKBEeHUPOBAHUS Obl-
JIa oIlpedesieHa MOCJIeNOBaTeIbHOCTh HYKJICOTUIOB
5637 “npoureHuit” paiiona 18S pIHK (¢pparmeHnr)—
ITS1-5.8S pIHK (dbparmenT) rena 35S pPHK snep-
HOT'0 TeHOMa CEMU PACTEHMI, OTHOCSIIINXCS K YEThI-
peM MOJUTIJIONIHBIM BUaaM poaa Avena. Y 9actn us
HUX ObLIM BBISIBJICHBI XapakTepHble 111 C-TeHOMOB
nHgenn [16—18, 23], mpu 3ToM abCcomoTHOE GOIb-
mmHcTBO ITS1 B reHOMax McciaemoBaHHBIX ITOTUTLIO-
UOO0B OTHOCHUJIOCH K ceMeicTBy ITS1, xapakrepHOMy
mist A-reHomoB. Hamm ObBLIO paccuMTaHo, Kakas
qyactb pAHK momururonnoB Hecer B ITS1 menmennn,
xapakTepHble 11 C-reHomoB. HamoMHuM, 4TO y
A. fatua, A. ludoviciana n A. sterilis reaoMHast popmy-
na kapuotuiia AACCDD [25, 41]. 'enomMHas popmy-
Jla KapuoTuIla TeTparuiouna A. insularis — npeaMer
IucKyccuii: monararmot, 4To 310 AACC umn CCDD
[23, 24, 41]. MoxXHO nyMaTh, 9YTO Y aJUTOTETpaIIOnIa
A. insularis, B MOMEHT €ro BO3HMKHOBEHMUS, OBLIO
npuMepHo paBHoe KoaudectBo pJlHK, mpumrenimx
OT IUILIOMAHOTO Ipeaka ¢ C-TeHOMOM U Ipeaka ¢
A-renoMoM. B kapmotumnax rekcaronnos AACCDD
ToabKOo okKojo Tpetu pAHK Morio oTHocuUThCS K
C-tuny. Ha nene nonst ITS1 C-tuna oxkasanach 3.2%
y A. insularis n 1.4—2.4% y rexcaruionnos (Ta6i. 1).

B To Bpems Kak cpenu nocienoBareabHocTeil ITS
A-Tuma ObIIM TaKUe, KOTOPbIe MOBTOPEHBI COTHU U
IIECATKH pas3, Bce TocieaoBareibHocT C-CyoreHOMOB
y TIOJIUTUIOUIOB, BBHISABISIEMbIC TIPU CEKBEHUPOBAHUU
454, 0BT YHUKAJIbHBI, BCE COMEPKAIU OTHOHYKIICO-
TUOHbIE MyTallUW, ACJICLIMA U BCTABKU, OTIMYAOIIE
UX JIPYT OT Apyra 1 oT pedepeHCc-MocIe10BaTeIbHOCTU
ITS1 Avena. Ob6pamiaer Ha ceOs1 BHUMaHUE, YTO YacTh
rnocjenoBareiibHocTell C-CyOreHOMOB copepsKaia Je-
neumn, umeromuye pmHy 30 u 34 1H, Jexaliue Ha
5'-rpanuiie ITS1 u 3axBateiBaroiue 18S pPHK (puc. 1).
Hx pons coctaBmwia 6—8% ot yuciaa ITS1 C-tuna.
O06a BapuaHTa aejelinii HaliIeHbl Y TpeX reKCcarion-
OB, y TeTpamionaa A. insularis BBISIBJICH TOJIBKO Ba-
pYaHT gejienny 34 1mH.

HecmoTtpst Ha TO 4TO 00pa3bl BUOOB, B3SIThIC B
HWcCceIoBaHNe, TTOyYeHBI U3 pa3HBIX MecT (A. insu-
laris — Cuumnus, A. ludoviciana — BeHecyana, A. fat-
ua — TyBa, A. sterilis — VI3paniib), B HeJaBHEM IIPO-
IIUIOM, C TOYKM 3PEHHUS arpoCTOJIOTOB, 3TU BUIIBI
UMEIOT oOlllee TpoucxoxaeHue. Tak, AUKOpacTy-
I CUIMINACKUNA TeTpaIUIOUIHBIN oBec A. insularis
SIBJISIETCSI HanOoJiee BEPOSITHBIM, B CPAaBHEHUU C IPY-
TMMU TeTparuiougaMu, TpeIKOM reKcarjJoOuIHbIX OB-
coB [22, 42, 43]. W3 rexcarIONIHBIX OBCOB IpeBHEI-
mieit popmoit siisieTcs A. sterilis, BOSHUKIIINN B a3U-
aTCKOM lIEHTpe IPOUCXOXIeHUs1 oBcoB [44, 45]. B
mnpolecce pacupocTpaHeHus Ha 3amnan A. sterilis, 11o-
BUIMMOMY, IPUOOPEJ MyTallIO TUIA fatua, YTO IpU-
BeJIO K TOsIBIIeHUIO A. fatua. 3atem A. sterilis ctan
I depeHIMPOBaThCI U IPpUOOpes bojiee amanTUB-
HBIE MEJIKOCEeMEHHBIE (DOPMBI, XapaKTepHBIC s
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Taomma 1. AGCOMIOTHOE U OTHOCUTENIbHOE cofepkanune C- 1 A-TeHoMCIeMMUIHBIX MOCIe0BaTeTbHOCTEM B 0Opasiax

OO11iee yuciao
Bun 1 reHOMHBII cOCTaB KapuOTHUIIA MOy CHHBIX . | C-reHomcrnieunuyHble | A-reHoMcrneuuduIHbIe
nocJyienoBaTeIbHOCTEM
ITS1
Avena insularis, AACC nnu CCDD 828 27 801
100% 3.26% 96.74%
A. ludoviciana, pactenue 1, AACCDD 791 11 780
100% 1.39% 98.61%
A. ludoviciana, pacteaue 2, AACCDD 758 12 746
100% 1.58% 98.42%
A. fatua, pactenue 1, AACCDD 873 21 852
100% 2.41% 97.59%
A. fatua, pacrenue 2, AACCDD 776 17 759
100% 2.19% 97.81%
A. sterilis, pactenue 1, AACCDD 785 12 773
100% 1.53% 98.47%
A. sterilis, pactenue 2, AACCDD 828 13 815
100% 1.57% 98.42%

A. ludoviciana, KOTOPBIiA 4aCTO paccMaTPUBAETCS KaK
nonsun A. sterilis [45].

Haiinennsie HaMM y BceX YEThIpeX N3YUYEHHBIX BU-
JIOB MUHOpHBIe BapruaHThI reHoB 35S pPHK c nenenuei,
zaxBateiBawomeit JIHK, kogupyronryio 3'-koHel Mo-
snexkyabl 18S pPHK (puc. 1), KocBeHHO IToATBepXKaa-
IOT TUIOTE3y 00 OOIIEeM ITPOMCXOXICHUMN 3TUX BU-
JIOB, IIpUYEM BapHUaHT Aejienu ¢ ajauHoi 30 ITH Mo-
XKeT OBITh BO3HHMK yXe IIOCJIE TOTO, KaK IOSIBUJICS
rexkcaruionn A. sterilis.

MBI paccunTanu cpegHue p-paccTtossHus (p-dis-
tance) oTaebHO IS TPeX BhIOOPOK: MOCIIeN0BATEb-
Hoctu 18S (dbparmenT), 5.8S pPHK (dbparmeHT) u mo-
crnenoBaTeabHOCTU ITS1 mst C-cybreHoMoB 1 A-cy0-
T€HOMOB TOJIMIJIOUIHBIX BUAOB Avena. Pe3ynbrarhbl
pacueToB IpuBeAeHBI B Ta0. 2. Bo Bcex cinydyasx cpen-
Hee p-pacCTosiHUEe, U3MEPsSieMOoe KakK M0Jsl pa3induii
B HYKJIEOTHIAX MEXIy MOIMapHO CpaBHUBaeMbIMU
MOCJIeNOBATEIbHOCTSIMU, JJIsI MIOCIEA0BATEILHOCTEM
18S pIHK (xopoTkmii pparMeHT mjimHOM 34—51 ITH),
ITS1 (226—250 H) u 5.8S p/IHK (xopotkuii ¢par-

Consensus

Deletion 34 TCCGTAGGT —————-—-------

Deletion 30 TCCGTAGGTGAAC ——————--—-

MeHT ginHoi 10—34 nmH) B C-cybreHomax OBLIIO Ha
MOpSIIOK BEINIE, yeM B A-cyoreHomax. Ilpm sTom
BHYTpUTeHOMHBI rmoiumopdu3m o SNPs B ITS1 Bo
BCeX cydyasix ObL BbIllIe, YeM B M3Y4YeHHBIX (hpar-
menTax 18S n 5.8S p/IHK, HO pa3Huiia B ypoBHE I10-
JuMopdu3Ma MexXay “CMBICIOBBIMU” ydacTKaMU Te-
Ha 35S pPHK u cneiicepom st C-cyOreHOMOB BO
BCEeX cCiydJasx Oblla HIKE, 4eM B A-cyOreHomax
(Tab6. 2). BeposITHO, 3TO €CTh CISACTBUE CTAOMIU3H -
pyloirero orbopa B padoraromux reHax 35S pPHK
A-cybreHoMOB 1 ociabieHusT (BO3MOXHO, IO TTOJI-
HOT'0 OTCYTCTBUSI) BIUSIHUSI OTOOpa B “pernpeccupye-
MbIx” teHax 35S pPHK, mpoucxonsgimmx oT AUILIO-
NOHBIX TpeakoB ¢ C-renoMmamu. ['ummoresa sta Tpedy-
€T TPOBEpKU  IIyTeM  CpaBHEHMS  ITTOJHBIX
nocienoBareabHocTeit pJIHK A- u C-cyoreHoMOB.

JJ1s1 TOro 4TOOBI OIIPEIeIUTh, K KAKOMY M3 COBpE-
MEHHBIX TUITongHBIX BUIoB ¢ pJIHK C-Ttuma 6mrke
te p IHK C-Tuna nojurionaoB, KOTOPbIE BbISIBICHBI
C TIOMOIIBIO JIOKYC-CITEeHM(PUIHOTO CEKBEHUPOBAHUS
HOBOTO MMTOKOJIEHUSI, MBI 00paboTaIn pe3yiabTaThl tar-

TCCGTAGGTGAACCTACAGAAGGATCATTGtcgtgaccctgaccaaaacagac
______________________ caaaacagac

—————————————————————— caaaacagac

Puc. 1. /IBa BapuaHTa nenenmii Ha rpanuiie reHa 18S pPHK u ITS1, oGHapyXeHHBIE Y TTOTUTUIONIHBIX BUIOB Avena insularis,
A. ludoviciana v A. fatua. Ctpenka — rpanuiia nocienonareabHoctu reHa 18S pPHK (cnesa) u ITS1 (cTpouHble OyKBbI).
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Ta6auna 2. UameHuuBocTh reHoB 35S pPHK y ajutononumionnos B poae Avena

18S pIHK ITS1 ®parmeHnT 5.8S pIHK
Buz, cybreriom 34-51 1 226-250 1 10—34
A. insularis, C-cybreHoM 0.038 0.090 0.052
27 27 22
A. insularis, A-cyobreHoM 0.004 0.012 0.008
800 801 578
A. sterilis, pacteHue 1, C-cyoreHom 0.053 0.067 0.064
12 12 11
A. sterilis, pacteHue 1, A-cyoreHom 0.003 0.013 0.004
773 773 507
A. sterilis, pactenue 2, C-cyoreHoM 0.062 0.077 0.052
13 13 10
A. sterilis, pacteHue 2, A-cyoreHoM 0.004 0.011 0.004
815 815 515
A. ludoviciana, pactenue 1, C-cyoreHom 0.036 0.119 0.084
11 11 7
A. ludoviciana, pacrenue 1, A-cyoreHomM 0.005 0.010 0.005
778 780 551
A. ludoviciana, pactenue 2, C-cybreHom 0.036 0.089 0.051
12 12 12
A. ludoviciana, pactenue 2, A-cyoreHoMm 0.004 0.013 0.008
746 746 484
A. fatua, pacrenue 1, C-cyoreHoM 0.049 0.101 0.057
21 21 11
A. fatua, pactenue 1, A-cyoreHoM 0.004 0.013 0.006
852 852 553
A. fatua, pactenue 2, C-cyoreHom 0.050 0.102 0.026
17 17 9
A. fatua, pacteHue 2, A-cyoreHoM 0.004 0.016 0.007
759 759 525

HDI/IMC‘{aHI/Ie. BerHﬂﬂ CTpOKa — CpE€aHEE p-paCCTOAHUEC, HUXKHAA CTPOKa — YUCJIO MoCIea0BaTEIbHOCTEN.

geted-cexkBeHupoBanua “nonyssuun’ ITS-nociaeno-
BaTeJIbHOCTEH MOJUTLIOUIHBIX TEHOMOB Avena ¢ TO-
Mo1bto mporpammbl TCS [33]. Anroputm TCS ocHo-
BaH Ha BEPOSITHOCTHOM METOIE CTaTUCTUYECKOM
IMapCUMOHUY Y MO3BOJISIET ONPEIEIISITH BEPOSITHOCTD
CBSI3U MEXIY BCEMH TaIUIOTUIIAMM C MHIMKALMei
YHCJIa MyTalWii, IO KOTOPBIM OHU pasindaroTcs. Pe-
3ynbTraThl TCS-pacyeToB OBUIM 00pabOTaHBI B IIPO-
rpamme tcsBU [34, 35].

M3 maHHBIX, TIpEeICTaBIIEHHBIX Ha PHC. 2, OTHO-
3HA4YHO cJienyeT, 9To A. pilosa (cuHoHuUM A. eriantha)
u A. clauda neiictButeabHO uMeloT ob1nii C-reHom
(Cp), otmuunsiii ot C-reHoma tuma Cv, XxapakKTepHO-
ro niug A. ventricosa, 1 or Cm-reHoMa A. macro-
stachya. C-cyOreHOMbI UCClIeTOBaHHBIX MOJIUTLIOU/ -
HBIX BUIOB BEICOKO I3MEHUMBEI M pa3HOOOpPa3HEI, HO
cpeayr HUX MOXHO BBIIEIMTH OCHOBHOM (core) Bapm-

TEHETHUKA Ne 6
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aHT, IpUMEpHO paBHoymajdeHHBIN oT ITS mummon-
noB, Hecyiux C-reHoM, U OT A. macrostachya.

Pesynprarer  FISH-rubpmonszanmm ¢ 30HIOM,
MO3BOJISTIONINM BBISABIIATE TeHbl 35S pPHK Ha xpo-
MOCOMaX JIUTJIOMIHBIX BUAOB ¢ C-TeHOMaMu U rek-
CaIUIOMIHBIX BUIOB ¢ C-cyOreHoMaMu, MOATBEPKIa-
IOT TOT (pakT, YTO y TeKcaIlonaa Ha XpOMOCOMaX,
MpUIIEIIINX OT auiuionaa ¢ kapuorurom CC, mpo-
M30IIJIa yTpaTa 3HAYMTENBHON dYacTu TeHOB 35S
pPHK u 5S pPHK, Tak Kak Ha XxpoMOocoMax, IpPouc-
xonsux ot C-TeHOMHBIX ITPEIKOB, OHU JIeXKAaT B MU-
HOPHBIX caiiTaXx, MTHTEHCUBHOCTb CUTHaja Ha KOTO-
pBIX 3aMEeTHO MeHbllIe, yeM Ha JAOP u B jokycax 5S
pPHK mumnonnos (puc. 3). DT HaOMOOSHUS 10~
HOCTBIO COIJIACYIOTCSI C paHee OITyOJIMKOBaHHBIMU
JaHHbIMU [22, 46].
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['pynmbl

I STERILIS

Il FATUA

[ LUDOVICIANA
Il INSULARIS .
I A. macrostachya Cm
A. clauda Cp

BE A. pilosa Cp Q. e

B A. ventricosa Cv

Puc. 2. Cucrema pubotumioB C-cyoGreHoMOB MOJIMTUIOUIHBIX BUOB Avena 1 pruOOTUTIOB TUTIJIOUIHBIX BUIOB Avena ¢ TeHOMa-

mu C-Tura.

Pasmepsl MmuHopHBIX cailToB 35S p/IHK Ha xpo-
MocoMaX, OoTHocsimuxcsi Kk C-cyoreHomMy, 3aMeTHO
MeHbIIe, yeM pa3mep JokycoB 35S p/IHK Ha xpomo-
comax A- u D-cybreHoMa, 0OlHaKO UX pa3Mep oIpe-
IeJeHHo Ooutblie, yeM 4% OT OOLIEN IIOaa CUT-
Haja nociae FISH-rubpunuszanmuu ¢ 3oHmom pla7l.
@akT 3TOT MOXET O3HayaTh, YTO 4YacTb reHOB 35S
pPHK B MuHOpHBIX caliTax Ha xpoMocoMax C-cyore-
HoMa yxe conepxut pAHK A-tuma 6iaromapst KOH-
BepCUU WJIM WHBIM TUIIOTETUYECKUM MeXaHU3MaM
“concerted evolution”. Bropoe Bo3M0OXXHOE O0BSICHE-
HUE: SIBJIEHUWE MHOXECTBEHHOr0 MYTHUPOBAaHUSI B
pAHK “penpeccupyeMoro” reHomMa IpuBeJio K TOMY,
yto Kakas-To yactb pAHK C-tuna yxe He amMmimn-
duumpyercsi M3-3a HEKOMILJIEMEHTApPHOCTU CTaH-
JapTHOMY Habopy TpaiiMepOB, MCIOJb3YEeMbIX IJIs
amrumimpukanum ITS1.

CpaBHeHME MAaTTEePHOB PECTPUKIIMM XJIOPOILIACT-
Hoit [47] nu mutoxoHapuanbHoi [48] JHK moxkasaio,
YTO IUIACTUAbl Y1 MUTOXOHAPUU TE€KCAILIOUIHBIX U
TeTParIOUIHBIX OBCOB ITOJIy4YEHBI OT A-T€eHOMHBIX, a
He oT C-TeHOMHBIX TpeaKoB. IToCKOIbKY MIacTUI-
Hast 1 mutoxoHapuanbHasg JJHK y 31akoB Haciemy-
€TCsI 10 MaTePUHCKOM TuHUM [49], 3TO 03HAYaeT, UTO
C-cybreHoM poOM30IIIET OT IPEIKOB CO CTOPOHEI OT-
na. OuiaoreHeTUYECKUiA aHaJIM3, OCHOBAHHBLIM Ha
CpaBHEHUM XJIOPOILIACTHBIX MEXKTE€HHBIX CIIEMCEepOB
trnL-trnF u psbA-trnH [17, 50], TaKk ke KaK MyJbTH-
MJIEKCHOE CEKBEHMPOBAHME XJIOPOIUIACTHOTO U MU-
TOXOHJIPUAJILHOTO TeHOMOB [51], moaTBepXknaeT

yMo3akJiloueHue, 4to “pemnpeccupyembie” SIOP, re-
HBI KOTOPBIX OCTAIMCH Y TIOJTUTITIONIHBIX Avena B MU-
HOPHBIX KOJIMYECTBAX, ObLIM MOJYYEHBI UX MpeaKa-
MU CO CTOPOHBI OTLIA.

Haium pesynbTaThl TOKa3bIBalOT, YTO ITOTEPSI TEHOB
35S pPHK “pemnpeccupyemoro” SOP oTLOBCKOTO
TMIPOUCXOXIEHMS MPOUCXOAUT Ha (DOHE HAKOTUIEHUS B
STUX MOCJEIOBATEILHOCTSIX MHOXECTBA OTHOHYKJIEO-
TUIHbIX 3aMeH (SNPs) u neneuuii B p/IHK C-cy6re-
HOMOB. To, 4To Bce 6e3 UCKITIOUEHMS MTOCIe10BaTeb-
Hoctu ITS1 C-cybreHoMOB ObLIM B HAIlIMX BhIOOPKaX
MpeaCTaBlIeHbl eMMHUYHBIMU (YHUKAJTbHBIMM) KOMH-
SIMU, BEPOSITHO CBUJIETEJILCTBYIOT O TOM, UTO B JIOKY-
cax 35S pPHK C-cybreHoMOB He MAYT MPOLECCHI TO-
moreHuzauuu pJlHK — ogHOro u3 MexaHu3MoB SIBJie-
Hug “concerted evolution”, xapakrepHoro mist pJJHK
U JpYyTUX TOBTOPSIIOLIMXCS TOCIeIOBaTeIbHOCTEM
[52—54]. TTomuepkHeM, uto p/IHK paboraromiux re-
HOB, KaK MpaBuJio, TOMOT€HU3UPOBAHbI B Mpeaeaax
KaxKJI0ro reHoMa, XOTsl ObICTPO U3MEHSIIOTCSI B XO/e
JUBEPTeHLIMM BUIOB, pa3jinyasich IO MOCJea0Ba-
TETBHOCTSIM Jaxke OJTM3KUX BUAOB [54, 55].

EcTb Bce ocHOBaHUS IyMaTh, YTO IIPOLIECCHI M30Te-
Huzauuu pJJHK um mpouecchl TpaHCKpUILM,/caii-
JICHCUHTAa — CBsI3aHHbIe siBaeHus [10, 55—57]. Mebic-
JIMMBI, TI0 KpaiiHell Mepe, OBa IyTH, O0eCIeYnBalo-
11X TaKyio cBa3b. IlepBrlIii IIyTh CBSI3aH C TeM, YTO B
pailoHaxX TpPaHCKPUOMPYEMBbIX TeHOB ITIOBBIIIIEHA Ya-
CTOTa IBYHUTEBBIX Pa3pbIBOB 1 TEM CaMbIM YBEIMYCHA
BEPOSITHOCTh PeKOMOMHAIIMOHHBIX COObITHI [58, 59].
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Puc. 3. ®ayopecueHTHast rubpunusanusi in situ ¢ ipodamu pla7l (3enensplit) u pla794 (KpacHblif) HA XpOMOCOMaXx BUIIOB OB-
coB: a — A. longiglumis k-1811 (Al-reHom), 6 — A. clauda K-2095 (C-reHom), 6 — A. murphyi k-1986 (AC-reHom), ¢ — A. ludovi-
ciana k-379 (ADC-reHom). CrpesnikamMu yKa3zaHbl MUHOpHBIE caiiTbl 35S p/IHK.
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TI'omorenmszauus pJIHK mmpm 3TOM MOXKET POMCXO-
IUTb WIX B pe3yJibTaTe KOHBEPCUU, WJIM 3a CUeT
MYJABTUILIMKALMU ogHo#t u3 konuii 35S pAHK my-
TeM rolling-peIrummKaluym 1 MHTerpalnuu HOBOOOpa-
3oBaHHbIX Konuii pJ/IHK B JOP, kak 310 mponcxo-
out ipu hopmupoBanun HSR-paitoHoB [60].

Bo3MmoXxeH M NMPUHUUMUAIBLHO WHOM MEXaHW3M
rOMOT€HHM3alu1 TIOBTOPOB — YMEHbIIIEHWE pa3HO00-
pasus 35S pPHK BcaencTtBue o6paTHOM CBSI3U MeX-
ny tpaHckpubuposanHoit pPHK n JIHK-maTpuiieit
3a cYeT MEXaHU3MOB, TTOJOOHBIX MEXaHU3MaM peaakK-
TUPOBaHUS FTEHOMA CO3PEBAIOIIIETO MaKPOHYKJIEyca y
uHdy30puii [61].

HMccnenoBanue BBITIOJIHEHO Npu  (DUHAHCOBOMA
nonnepxke PODUM B pamkax HaydyHOIo IpOeKTa
Ne 17-00-00340 (17-00-00336, 17-00-00337, 17-00-
00338).

Hacrosiiast ctaTtbst He CONEPKUT KaKUX-JTUOO0 Mc-
cJIeOBaHUM C UCMOJIb30BAaHUEM B KaUeCTBE OOBbEKTA
JKUBOTHBIX.

Hacrosimast ctatbst He COmepKUT KaKMX-JIM0O0 KC-
CJICTOBAHUWI C yJacTHeM B Ka4eCTBE OOBEKTA JTIOACH.
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Phenomenon of Multiple Mutations in the 35S rRNA Genes
of the C-Subgenome of Polyploid Avena L.

A. V. Rodionov** *, A. V. Amosovac, L. M. Krainova’, E. M. Machs?,
Yu. V. Mikhailova¢, A. A. Gnutikov?, O. V. Muravenko¢, and I. G. Loskutov* ¢

“Komarov Botanical Institute, St. Petersburg, 197376 Russia
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¢Engelhardt Institute of Molecular Biology, Moscow, 119991 Russia

4Vavilov All-Russian Institute of Plant Genetic Resources, St. Petersburg, 190000 Russia
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Using sequence-tagged DNA sequencing on the Roche 454 platform, we have studied intragenomic poly-
morphism of one of the 35S rRNA regions (18S rDNA-fragment—ITS1—fragment of 5.8 rDNA) in three
hexaploid Avena species with karyotypes AACCDD and a tetraploid species A. insularis (AACC or CCDD).
Instead of expected 50% of C-variant ITS1 in A. insularis and 33% of C-variant ITS1 in hexaploids A. fatua,
A. ludoviciana, and A. sterilis the actual of C-subgenome specific ITSs the rate comprised around 3.3% of I DNA
in A. insularis and 1.4—2.4% of rDNA in hexaploid genomes. The 18S rDNA (fragment), ITS1 and 5.8S rDNA
(small fragment) of the C-subgenome origin were 10 times more variable than the same sequences from A-ge-
nome. Some of the C-subgenomes sequences contained deletions, including deletions in the 18S rRNA cod-
ing region. The results of FISH hybridization with pTa71 and pTa794 confirm the fact that polyploids lost a
significant part of the 35S rDNA and 5S rDNA obtained from a diploid ancestor with the CC karyotype. Our
results show that the loss of the 35S rDNA of the C-type occurs against the background of SN Ps and deletions
accumulation in these sequences of multiple single nucleotide polymorphisms (SN Ps) and deletions. The fact
that all C-subgenome I'TS1 sequences in the genomes of polyploids were represented by single (unique) cop-
ies probably indicates that occurence of multiple mutations in the “repressed” 35S rRNNA rRINA loci was not
accompanied by the homogenization of I DNA — there is a reason to believe that the process of isogenization
of rDNA and the process of transcription/silencing are related phenomena.

Keywords: Aveneae, Poeae, Poaceae, interspecies hybridization, allopolyploids, genome evolution.
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