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N3ydueHune MOJNEKyISIPHO-TEHETUUECKUX MEXaHU3MOB oOTipeseeHus moja y tonons (Populus) nmeer
HE TOJIBbKO (hyHIaMEHTAIbHOE, HO U TIPUKJIAAHOE 3HaYeHKe. TOMoab aKTUBHO MPUMEHSIIOT B 03€JIEHEHUN
HACeJICHHbIX MYHKTOB, MPU 3TOM 1IeJ1ecO00pa3HO UCIIOIb30BATh C ATON 1IE/IbI0 MYXKCKHME pacTeHusi, 00-
JIaaloNIe TMMoaJlJIEpTeHHOCTBIO U TTOBBIIIIEHHON YCTOWYMBOCTBIO K 3arpsiI3HEHUIO OKPYKAIOUIEH Cpenbl,
CTPECCOBBIM YCJIOBUSIM M TlaToreHaM. OIHAKO OIpeeieHue oJa y TOTIOJIS 3aTPyIHSIETCsI CIIOXKHOM TeHe-
TUYECKOW CTPYKTYpOil moj-onpenenstonieir odsactu ero reHomMa (SDR). B HacTosiieM o630pe paccMoT-
PEHO TIOSIBJIEHWE, dBOJIONUs, CTpyKTypa u ¢pynkiuu SDR y npencrasureneit pona Populus. JletanbHo
00CYXIAI0TCSI COBPEMEHHbBIE TIPECTABICHUS O CTPYKTYpe U (PYHKIIMOHUPOBAHUY KITIOYEBOTO PETYJISTO-
pa BbIOOpa 1mosia, KogupyeMoro optojoraMu reHoB ARR16/ARR17 Arabidopsis, a Takxke BO3MOXHasI POJIb
B 3TOM IIpOIIeCcCe APYTUX TeHOB, MTU(depeHITUATBHO IKCITPECCUPYEMBIX B MYXKCKUX U XXEHCKUX PACTEHUSIX,
B ToM unciie MukpoPHK. Bosbiiioe pazHooOpa3ue BUIOB U BbICOKAs CIOKHOCTh opraHnuszauuu SDR ne-
JIAIOT HEOOXOIMMBIM JajibHElIIee N3y9eHNe MOJIEKYJISIPHBIX MEXaHU3MOB OTIPeIeJIEHUS 1T0Jia Y TOTOJIS.

KimoueBble ciioBa: To1ob, Populus, TeHeTHKa 1I0J1a, IByTIOMHOCTh, SDR, optomoru ARRI16/ARRI17
DOI: 10.31857/S0026898424020021, EDN: NOIGMX

BBEJIEHHWE Xa 3arpsa3H4IOIINE BEIIECTBA, a TAKXKE MbLUILLIEBHIE
aJUICpPreHbl, YCUJIMBASI TEM CaMbIM aJUIepTHYCCKIE
peaxkiiiy y YyBCTBUTEIbHBIX JIIOASH 1 YXyaIasi Ka-
YeCcTBO UX XM3HU. Kpome Toro, myx, pasmpaxas
CJIM3UCThIe HOCOIJIOTKM, MOXET CIIOCOOCTBOBATh
pa3BUTUIO 3a00JIeBaHUI BEpXHUX AbIXaTeJIbHbIX ITy-
teit [3]. TTonydeHbl TakKe TaHHBIE O TOM, YTO KEeH-
CKME PACTEHUsI TOIIOJISI MEHEe YCTOMYUBEL K PSIy
CTpEeCCOBBIX Bo3melicTBUll [4]. Bce 3TO yKaswiBaeT
Ha HEOOXOAMMOCTb MCITOJIb30BAaHUSI MYXKCKHX pac-
TEHUI TOIOJISI B 03€JICHEHUU TOPOIOB.

IIpencraButenu pona tomonb (Populus) otau-
4aloTCs OT APYTUX APEBECHBIX PACTEHUI BBICOKOM
CKOPOCThIO (hopMUpoBaHUs 6uomacchl [1], moato-
My TOITOJIb MOXHO paccMaTpWBaTh KaK MCTOUHUK
OTHOCUTEJILHO IEIIEBOrO ChIPhS it IIPOU3BOACTBA
OyMaru v Apyrux U3Ieauii U3 APeBECUHBI, a TAKXKE
KakK pacTeHMe, obJafaroiiee OOJbIIMM ITOTeHIINA -
JIOM 1 MCIIOJIb30BaHUs B (putopemeananuu [2].
Toros1 akTUBHO MPUMEHSIOT B 03eJIEHEHU U, OTHA -
KO C 9TOH 11eJIbI0 HEOOXOAMMO MCMOIb30BaTh MYXK-
CKME PACTCHHSI, TAK KAK CEMEHa TOITIOJIs, TaK Ha3bl- OIHAKO TOTIO/b, KAK U IPYTUE IBYIOMHBIE PAC-
BACMbIM TOTIOJIMHBIN IIYX, MOTYT HETATUBHO BIMATD  teqys, obnagaeT CIOXKHOM CUCTEMOIl onpeeeHus
Ha cocTosHue mozieid. Tyx ancopOupyer u3 BO3Y-  moga, KOTOpask MOXET CYIIECTBEHHO PA3INYaThes

CokpanieHusi: WGD — ynBoenue nosiHoro reHoma (whole genome duplication); WGT — Tpuriukanus moaHoro reHoma (whole
genome triplication); SDR — o6nacTb, onpenensioias nou (sex determination region); RR — peryisiTopbl OTBeTa Ha IMTOKUHU-
HbI (response regulators); X-SDR — SDR, naxonsmuiicst Ha X-xpomocoMme; Y-SDR — SDR, Haxonsmumiics Ha Y-XpoMocome;
YHS — Y-cneuuduunasi reMmusurotHasi nocieaonarebHocTh (Y-specific hemizygous sequence); LTR-RT — peTporpaHciioso-
HbI C JUIMHHBIMU KOHLIEBBIMU TTOBTOpaMu (long terminal repeat retrotransposon); SNP — ogHOHYKI€OTUIHBIN MOJTUMOPDU3IM
(single nucleotide polymorphism); tHPHK — mnunnas nexonupytomias PHK (long non-coding RNA).
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B pa3HbIX TaKCOHOMMYecKuX rpynmnax [5]. Ilpen-
rnoJjaraeTcsi, YTo B IPOLIECCE DBOJIOLUU IBYIO-
MHOCTb BO3HHMKAajJa HEOMTHOKPATHO M HE3aBHCHMO
B IIpelesiax pa3HbIX TaKCOHOB [6]. Ha cioxHoOCTb
CTPYKTYpPHI 00JyacTh, ompenensionieit moa (SDR),
MOBJIMSIM COOBITUSI YABOEHUSI TEHOMAa U pacIipo-
CTpaHEeHUST MOOMITBHBIX DJIEMEHTOB | 7—9], KoTophIie
CMOCOOCTBOBAIM MOJHON WM YaCTUYHOM IoTepe
YIBOCHHBIX TeHOB. bojiee Toro, akTHBHOCTH JIOKyca
SDR MOXeT KOHTPOJIMPOBATHCSI SMUTEHETUYECKU -
My Mmogudukanmsamu [10].

Tomoap MOXET CIyXKUTh MOISIBHBIM IpPEBEC-
HBIM pacTeHueM Ipu uszydyeHuu SDR-mgoKkycos,
YeMy CIIOCOOCTBYET BOZMOXKHOCTD ITPOBEACHMS pa3-
JIMYHBIX BUIIOB MccaenoBanuil [11], a Takke pa3Bu-
THE€ OMUKCHBIX TEXHOJIOTUI, IO3BOJISTIONINX U3yIaTh
CBSI3b MEXIYy TeHOTUITMUECKON U (PEHOTUTMYECKOM
n3MeHYnBOCThIO [12]. KpoMe Toro, CcTpyKTypa
SDR-10KycoB 1 (pYHKLIMY UX KJTIOUEBbIX 3JIEMEHTOB
Y TOTIOJIST M3Y4YeHBI JOCTATOYHO MOapooHo [13—15].
HemanoBaxeH u TOT (bakT, YTO y TOMOJIS TOJ pery-
JIUPYETCS JINIITb OTHUM I€HOM — opTojioroM ARR16/
ARR17 (Arabidopsis response regulator 17) [16].

B HacTog11eM 0030pe onucaHo BOSBHUKHOBEHME,
pasBuTHe, CTpyKTypa 1 ¢pyHkunm SDR y nmpencra-
BUTEJIEN ceMelicTBa Salicaceae ¢ OOJBIINM BHUMA-
HueM K pony Populus. Kpome Toro, mpeactaBieHbl
COBpPeMEHHbBIE JaHHBIE O MOJIEKYISIPHBIX MEXaHW3-
Max peryjsliu BbIOOpA T10JIa Y TOTIONSI U O BO3-
MOXXHO POJI B 3TOM ITpoIiecce TeHOB, IKCIIpeccus
KOTOPBIX pa3IN4yaeTcs B My>KCKUX M XEHCKUX pac-
TEHUSIX.

[MPAKTUYECKAA 3BHAYMMOCTD
OIIPEAEJIEHUA TTOJIA 'Y TOITOJIA

bnaromapst cmocoOHOCTU HaKarJIMBaTh TsXKe-
Jible MeTaJuTbl (KaaMuii, CBUHELl, Me/lb, IMHK U 1p.),
a TaKkxe pTyTh [2, 17], pa3nuuHbie BUIbI TOIOJS MO-
TYT CJY>KUTh 11eJIU OUUIIIEHUST BO3IyXa B KPYIMHbBIX
HaceJIeHHBIX MMyHKTaX, OCOOEHHO TeX, Ha TePPUTO-
PUM KOTOPBIX HAXOJSTCS MPOMBIIIJIEHHbIE O0BEK-
Thl. TOIMOJIST MOTYT MCIOJIb30BaThCS W IIJISI OLIEHKU
3arpsi3HeHUs] YpOAHU3UPOBAHHBIX TEPPUTOPUT TSI-
XeapiMu MeTasutamu [17]. Tormonb BXOOUT B YMCIIO
HauOoJee ObICTpOopaCTyIIUX AepeBbeB [1], ciemoBa-
TeJbHO, ObICTpee (hOpMUPYET OHMoMaccy, TOrJIola-
eT OoJiblle YrJIeKUCIOro ra3a u BblAesIeT OoJblie
KHCJI0POJIa MO CPABHEHUIO C APYTUMU IEPEBbIMMU,
T. €. 3¢(PEeKTUBHEE YIyUdIIaeT COCTaB aTMOC(hephl
B HaceJIeHHbIX MyHKTaX. KpoMe TOro, ¢ Mcrmojb-
30BaHUEM TeHETUYEeCKUX TMOAXOI0B BeneTcs: pabo-
Ta MO YBEJIMYEHUIO MPOIYKTUBHOCTU Tomos [18].
OnxHako mpoOIeMOil 11T TOPOKAH MOXKET OBITh TaK
Ha3bIBa€MBbIii TOMOJWHBIN IMyX, UJIU CEMEHA, TIPOIY-
LIUpyeMble XKeHCKUMU pacTeHusiMu. Cam myx He aji-
JIEpreHeH, OJTHAKO OH COPOMPYET U3 BO3AyXa JAPYyrve
ajuiepreHbl, HampuMep, NbUlblly. bojee Toro, myx
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pa3mpaxkaeT CIM3UCThIe HOCOTJIOTKM M MOXET CITO-
CcOOCTBOBaTh Pa3BUTUIO XPOHMYECKUX 3a00JICBaHUIA
BepXHUX AbIXaTeabHbIX myTei [3]. K npyrum Hera-
TUBHBIM CBOICTBaM ITyXa OTHOCHUTCSI BBICOKASI ITO-
>KapoOIacHOCTb €ro OOJIBIINUX CKOTJICHUIA.

B HemaBHMX mcclenoBaHMUSAX IIOKa3aHO, YTO
JKEHCKME 0COOM MeHee YCTOYMBEI, YeM MYKCKHE,
K TaKMM CTPECCOBBIM BO3IEUCTBUSIM OKpYyXKaro-
mei cpenbl, Kak 3acyxa [19, 20], moBblIeHHAS
COJICHOCTb M 3alleJayrBaHue MOouBbl [21], oKuc-
JIUTeNbHBIN cTpecc [4, 21], Tsekenble MeTasbl [20,
21], a TakxXe K IEMCTBUIO TPUOKOBBIX MAaTOTCHOB
[23]. TToBBIIEeHHAas YCTOMYNBOCTh MYKCKHMX pac-
TEHUI K CTPECCOBBIM YCIIOBHSAM acCOLMMpOBaHa
CO CBEPXIKCIPECCUEN U IMOBBIIIEHHON aKTUBHO-
CTBIO 3alIIUTHBIX OeJKOoB. Hampumep, B yCIOBUSIX,
CTUMYJIMPYIOINX 00pa3oBaHUE aKTUBHBIX (pOpM
KHCJI0OpoAa, Y TOMOJei My>KCKOTO T10J1a aKTUBHOCTD
TakuX (pepMEHTOB aHTUOKCUIAHTHON 3aIlIUThI, KaK
nepokcumasa, CynmepoKCcua-aucMyTasa, KaTaua-
3a, TJIyTaTMOHPEeNyKTa3a U acKopoOaTIepoKcuaasa,
BBIIIIE, YEM Y pacTeHUI XXeHcKoro mnoja [21, 24].
Paznuuus B akTUBHOCTU (pepMEHTOB aHTHOKCH-
JAHTHOM 3aIlIUTHl MOTYT OBITh CBSI3aHBI C pa3IAYL-
sIMU B YPOBHE 3KCIPECCUN KOIUPYIOIIUX UX T€HOB
[25], uTO, B CBOIO OoYepenb, OOYCIIOBIIEHO pa3ii-
YUSIMHA B METUJIMPOBAHUU 3TUX T€HOB B MYXKCKUX
M 3KEHCKUX pacTeHUsIX [26]. Tak, y skeHCKHUX ocobeit
TUIIEPMETUINPOBAHbBI T€HBI, OTHOCSIINECS K (PYHK-
LIMOHAJIbHBIM KATEropusM “IpoTeoauns”, “oKucie-
HUe-BOCCTaHOBIeHUe”, “dochopunupoBaHue”,
“TpaHcMeMOpaHHBIA TPAHCIIOPT” M “perynsuus
tpaHckpunuuu” [26]. He uckirodyeHo, 4To cBSI3aH-
HBIE C TIOJIOM Pa3INUMSI B YPOBHIX METWJIMPOBAHUS
M DKCIIPECCUM T€HOB, YYaCTBYIOIIMX B CTPECCOBBIX
OTBETaX, MOTYT ObITh OOYCJIOBJIEHBI MOJICTIEUpUY-
HbIMU TToJiMMopdu3MamMu [27] u audpdepeHumranb-
Holi akcnpeccuein MUKpoPHK, koHTpoaupyommx
OTBET Ha Bo3melicTBHe cTpecca [28]. OmybimKkoBa-
HBI TaHHBIE O TOM, YTO HECMOTPSI Ha MOBHIIIEHHYIO
YyBCTBUTEJIBHOCTb K OTAEIbHBIM BUIAM CTpecca,
XKEHCKHE pacTeHMUsI MOTyT ObITh OoJjiee yCTONHUM-
BBIMU K HEKOTOPBHIM COUYETAHUSIM CTPECCOBBIX BO3-
neiictBuii. [IpuMepoM MOXKET CIY:KUTh COYeTaHUE
3acyXd M MHGEKIU, XOpollo Koppeaupymoliee
C MOJICTIEIM(PUIHBIM COCTABOM MUKPOOMOMa, ac-
COLIMMPOBAHHOIO ¢ pacTeHusIMu [29—31].

BSBOJIIOINA CUCTEMbBI OITPEAEJIEHWA
[TOJIA' Y SALICACEAE

DBosonnsg pacTeHuUi, BKtouas Salicaceae,
TECHO CBSI3aHA C CepHueil IOoCIenoBaTeIbHBIX IO~
HoreHoMHbIX ayrutukanuii (WGD) [16], koTopbie
CHIIpaJIi KJIIOUEBYIO POJIb B IOSIBJIEHUM HOBBIX TaK-
coHoB. Tak, cemeiicTtBa Brassicaceae u Salicaceae,
MpeaCTaBUTENSIMU KOTOPBIX SIBISIIOTCS Arabidopsis
thaliana n P, trichocarpa coOTBEeTCTBEHHO, pa3neiu-
ek okoJio 100—120 maH et Hazax nocie B-WGD
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Yy UX OOIIIeTo MmpeaKa, XXUBIIIEero oKojo 125 MirH et
Hazap [16]. B nanpHeiteit sBoaouunn Salicaceae
BaXKHYIO pOJIb ChITpaja crelu@uyHas 1jisi 3Toro ce-
mericTBa canukouaHasa WGD (Salicoid WGD), npo-
u3oLIeaas B majeoleHe (mpuMmepHo 60—65 MiaH
JIET Hazand) repea pasaeaeHueM poaoB Salix (uBa)
u Populus (puc. 1). B pe3yiabrare 3TOM TeHOMHOI
OYTUIMKAIIMYA KOJIMYECTBO XPOMOCOM B TalUIOMIHOM
Habope yBeanuymiioch ¢ 7—10 mo 16—21 (y 607b-
IIMHCTBA COBPEMEHHBIX ToroJieir 19 xpoMocom).
Cuuraetcs, uro 3ta WGD no3Bosnuia npeactaBu-
TeJsIM ponoB Populus v Salix 3aHATH MHOXECTBO
aKoJiorndecKnx HAII B CeBepHOM TToTymmapun [32].
dopmupoBaHue IByIOMHOCTH U 110J10B (T. €. SDR-

@ ¢-WGD (350 mnn stet)

TJIAIBII u op.

JIoKyca) y Salicaceae mpom30IIO MOCIE CaJTNUKO-
ngHoit WGD nopsaka 45 miH net Hasan [33—35].
CanukougHag WGD 3atponyna npumepHo 92%
TreHOMa TOITOJIsI, YTO MPUBEJIO K MOSBIEHUIO OKOJIO
8000 map nmapajJoOrMyHbIX reHoB [36], BKITIOUast reHbl
B SDR [37]. He UCKIIOYEHO TaKXe, YTO YCIOXHEe-
HUe cTpyKTyphl SDR Moriio ot 3a cuet yaBoeHUs
cerMeHTOB TeHoma [38] m TaHOEeMHBIX TYTJIMKA-
uuii [39]. Kak cienctBue, Kaxnas u3 19 xpomocom
amMepukKaHcKoro tomnojst P trichocarpa nmeet 006-
IV PHBIE YYACTKN TOMOJIOTUM C IPYTUMU XPOMOCO-
mamu. B yactHocTH, XxpoMocoMa 19, comepkaiias
SDR, uMmeeT 3HAUUTEIILHOE CXOACTBO C XPOMOCO-
Moii 13 [36].

P. balsamifera CEE X
O WG @30 wan ae Tacamahaca [ babanif
@ 1-WGT (150 mH sier) I P._deltoides D) (19) X
© B-WGD (125 maH sier) — Aigeir OS( P, simonii ) C_I=EEmEROY
i o
@ =-WGD (100-120 wrt er) {ﬁ o ] (19) &/ -
Leucoides X ﬂ g paHcioKauusa o
. a-WGD (47 MIH JICT) ( /Z lasiocarpa ]/[3]]21‘[;'-[[::-1[‘:1?0 RR RR g
@ salicoid WGD (60-65 muk sier) Populus e i [T e S I
[ . C__ AR <
P. tremula (19) -y §
8 DR I P. tomentosa Tpanciokauust RR >§
YacTnuHerit 1 2 il Z =
NyTUTAKAT P . ~ | C__ T <KDW A
[onHOpa3MepHbIi Populus S sepiseeai e (19) q\—/ 9
> romosnor ARR16/17 Turanga P. pruinosa ayman s
Helitron- | iy P. euphratica (14) RR 2
Bl nonoGHe — P ilicifolia ———X
il — P_maxicana ) C___DEBBBIBNI DY
$ Salix | S.pupurea-_ | e 7
] L S suchowensis bW
= Itoa, Ildesia, Polyothyrsis )
3

Kunana B Salicoidaea, 1n ~ 10

YSam, Say, kiana A Salicoidaea

A. thaliana * - [TOJIHOpa3MepHast
Monocotyledoneae ayniukanms RR
Gymnospermae ¥ - MyTUIMKAL M
Y P ¢parmenrta RR,
CriopoBbie pacTeHus COXpPaHMBILIETOCS
rocie
TPaHCJIOKALIUU

Puc. 1. ®wroreHust v 3BOJIONNS CUCTEMBI OTpenesieHus moja y Salicaceae. B xoze aBomonny pacTeHUit UX TEHOMBI TTO/I-
BEpIJIMCh MHOXECTBY MOJTHOTEHOMHBIX Oyriaukauuii, Bkimovas -WGD, e-WGD, y-WGT, t-WGD, B-WGD, a-WGD
n caymkonaHyo WGD. IlpencraButenu ponoB Salix u Populus pazonumick nocie canukougHoir WGD mipenkoBbIX (hopM.
Pon Populus nenutcs Ha cexiiuu Abaso, Turanga, Populus, Leucoides, Aigeiros u Tacamahaca, U3 KOTOpbIX OCAE€IHUE TPU
oobenuHstoT B rpyniy ATL. Cpenu Tomoseii BCTpevaroTcsl BUIBI, obagaronie kak ZW, tak u XY cucteMamu orpenese-
HUs Tos1a. Y HEKOTOPbIX Tomojeit, Harpumep, Y P. tremula, P. deltoides, P. balsamifera BuyTpu SDR HaxonmdaTcs ayniauuu-

poBaHHBIe ()parMeHTH OpTOJIOTOB reHa ARR17.

B cemeiictBe Salicaceae BoimenstoT 6osee 50 po-
noB, BKItoyaoux okoyio 1000 BUI0B, U3 KOTOPBIX
Ha poxn Salix npuxomutcst 330—500 BUIOB 1 Ha PoI
Populus — 22—45 Bunos [40]. Pon Salix, Tpanuiy-
OHHO HCITOJIb3YEMBI B KaueCTBE IPYIIIILI CpaB-
HEHUS, COCTOUT W3 ABYX KJall, pa3olIeqIInXCs
B MuolieHe. HanboJsiee MHTEHCHUBHO MPOLIECC BUIO-
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obpazoBanus Salix v Populus men B mnmoneHe [40,
41]. CnoxXHOCTh OpraHM3allMi T€HOMa, JIETKOCTh
CKpeIIMBaHMs 0JIM3KOPOICTBEHHBIX BUIOB U CeT4Ya-
Tas BOJIIOLMS 3aTPYIHSIOT UCCiefoBaHKe (pUIoTe-
Huu TomnoJs [42]. B Hacrosiiiee Bpems pon Populus
noapaszessieTcsl Ha 1ecTh ceKluii: Abaso, Turanga,
Leucoides, Populus, Tacamahaca n Aigeiros. IToJ-
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HOT€HOMHOE CeKBEHMPOBAaHME II0KAa3aJIo, YTO IIep-
BoOIi obocobunach cexiuusi Abaso, 3areMm Turanga,
noToM paszonruchk ceknus Populus n rpymma ATL,
obbenuHsgwIasa cekuuun Aigeiros, Tacamahaca
n Leucoides (puc. 1).

ITomumo WGD, 60ab111yio poib B 3BOJIOLUN
noaoBbix xpoMocoM U SDR y Salicaceae coirpanu
MoOubHbIe 251eMeHTHI [43]. Yame Bcero B SDR T0-
nojs Berpevarotces: JJHK-TpaHCIo30HbI U3 TpyIinb
Helitron u peTpoTpaHCIIO30HbI ¢ JJIMHHBIMUA KOH-
nessiMu ioBTopamu (LTR-RT) cymrepcemeiicts Co-
pia 1 Gypsy [39, 43]. MoOuIbHBIE 27IEMEHTHI, KaK
U IpyTUe BUABI TIOBTOPSIOIIMXCS TTOCIEeI0OBATEIb-
HOCTel, MOTYT BbI3bIBAaTh CYMPECCUI0 PEKOMOMHA-
LIMM U TUIIEPMETUIMPOBAaHME T€HOB, OKa3aBIIMXCS
no0AM30CTU OT ydyacTka uHTerpauuu [7]. CesizaH-
Hasl ¢ 9TUM perpeccus TpaHCKpUnuuu [44] moxer
CITOCOOCTBOBATH MOCIEAYIONIEH JeTeHepalli TeHOB
B MOJIOBBIX JOKycax [8, 45] 1 B KOHEUHOM cueTe
M3MEHEHMIO CTPYKTYPhI U pa3MepOB ITOJIOBBIX XPO-
mocoM [9]. Kpome Toro, oco6eHHOCTH MexaHu3Ma
pernnkauum Helitron-momoOHBIX TPaHCIIO30HOB
MO3BOJISIIOT UM 3axBaThiBaTh W IepeMellaTh Iie-
JIbIE TeHbl WX UX (DparMeHTHI [46], TeM caMbIM 3TU
TPAHCMO30HbBI MOTJIM CMIOCOOCTBOBATH YBEJIMUECHUIO
yycna Konuii reHoB B SDR [43].

Y IBYIOMHBIX pacT€HUI BCTpEUYaroTCs Kak Iro-
MoMoOp(dHBIe (OTJIMYAIOLIUECs] HEe3HAYUTEJbHO),
Tak U rerepoMop@Hbie (CHUJIBHO OTIMYaAIOLIUECs
pa3MepaMu U KOJMYECTBOM aKTUBHBIX T€HOB) I10-
JIOBbIE XPOMOCOMBI. ¥ BUIIOB C reTepoMOpP(PHBIMU
MOJIOBBIMU XpOMOCOMAaMU BBIACISIIOT ABE CUCTEMBbI
nerepmuHaumuy noja: XY u ZW. Y pacrenuit ¢ XY-
CHUCTEMOI MYKCKME OCOOU SIBJISTIOTCS FeTeporaMeT-
HBIMH, a XKeHCKME 0COOM ToOMOraMeTHBIMU, a Y pac-
TeHuit ¢ ZW-cuctemMoit, Ha000pOT, MY>KCKOI TTOJI
TOMOTaMeTeH, a XKeHCKMIT — reTeporamMeTeH. B mpe-
nenax poaa Populus onvicaHbl BUABI, 0OJafaolIne
Kak XY, tTak 1 ZW-cucremamu [43, 44] (puc. 1).

ITogo6GHasi TeTepOreHHOCTb CBUAETEIbCTBYET
B MOJIb3Y HE3aBUCUMOIO MPOUCXOXIECHUS TOJIO-
BBIX CHCTeM Y BUIOB poaa Populus, ato eiie 6onee
3aTpyAHSET omnpenejeHne nonia. JelcTBUTEeNbHO,
KOHCEPBAaTUBHOM SIBJISIETCS TOJbKO M€TepMUHAIIUS
noJjia, odycioBieHHast opronoroM ARR16/17, torna
KakK B XOJIe 9BOJIIOLIMU TEPECTPOMKHM MOJOBBIX XPO-
MocoMm u nepexon Mexay XY- u ZW-cucremamu
MPOUCXOAWIN HeoqHOKpaTHO [55]. Kak MUHUMYM,
HEKOTOopble (Hampumep, . purpurea) UBbl UMEIOT
ZW-cucteMy. OnipeiesieHle moJyia B ceKiuu Abaso
Ha JaHHBIE MOMEHT He u3ydeHo, mist P euphratica
(cexums Turanga) u npeacraButeneit rpynmnsl ALT
xapakTepHa XY-cucrema, a B rpymnre Populus ooHa-
pyKeHBI 00e crcTeMHI [55, 59].

Ilepexon OT OMHOOOMHOCTU K IBYJOMHOCTHU
cBs3bIBalOT ¢ nosiaeHueM SDR-nokyca. B HacTo-
glIee BpeMsl TOMUHUPYIOT JABE TMIIOTE3bl BO3HUK-
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HOBEHMs OBYIOMHBIX pacTeHuii. Kiaccuaeckas
“IByXreHHast MoJieJib” MperosaraeT, YTo JABa moJja
MOSIBUJIMCH TyTEM PaclpoCTpaHEHUS IBYX U3Me-
HEHHBIX T€HOB MY>KCKOM M )KEHCKOI CTEPpUJIbHOCTHU.
Bo uszbexaHue repmadpoauTuiMa UM TTOJTHOM
CTEPUJIBHOCTHU 3TH MYTaIlUM JOJKHBI 3aKPETLISITHCS
Ha IBYX TOMOJIOTUYHBIX XpoMocoMax [47]. B monb3y
STOM TUIIOTE3bl CBUAETENbCTBYET Hajimuue B SDR
kuBU (Actinidia deliciosa) v psima Apyrux ABYIO-
MHBIX paCT€HUI ABYX T€HOB, OIPENeISIONINX 10
[48—52]. IIpemnoxennas B 2016 rogy “ogHoOreH-
Hast MoAEJIb” MOCTYJIUPYET, YTO DBOJIOLIMOHHOMY
Mepexoay OT OAHOAOMHOCTU K ABYIOMHOCTHU CIIO-
cOOCTBOBaJIa MyTallYsl OOHOTO TeHa, KOIUPYIOIIETO
BBICOKOYPOBHEBBII perysaTop [53]. Uepes curHajib-
Hble MYTU U 3PDHEKTOPbl MyTaHTHBIA PEryasiTop
MOT KOHTPOJIMPOBaTh 00pa30oBaHUE 1IBETKOB OIpe-
nejieHHoro 1oJjia [54]. I'eHOB, BOBJIEUEHHBIX B Bbl-
0op ompeaeeHHOTO T10J1a, MOXKET ObITh HECKOJIBKO,
HO JINIIb OAWH, OCHOBHOM MPHU “BKIIIOYEHHOM” WU
“BBIKITIOUEHHOM~ COCTOSTHUHM OTIpeesisieT Mot [53].
DKCcIepuMeHTallbHOe MOATBEpXKIeHE “OJHOTeH-
HOM Moaenan” noaydyeHo njist pona Populus. loka3a-
HO, uT0 PtRRY, optonor ARRI6/ARRI7 A. thaliana,
OTBeyvaeT 3a BbiOop nona y P tremula [55].

B pesynbpraTe 3BOMIOLNM COBpEeMEHHBIC BUIBI
TOIOJISI UMEIOT OOJbIIMe 0 pa3Mepy (Jalle BCEro
okosio 100 1. . H. [27, 56]) SDR-n10KYyCHI, 0OOTa-
IIEHHBIE MapaJTOTUYHBIMUA T€HAMU W TTIOBTOPSTIOIIN -
mucs sieMeHTaMu. [lomoOHast CTpyKTypa cepbe3HO
3aTpyAHSIET ONpeleseHrue MOoCAel0BaTeIbHOCTU
BCETro JIOKyca, UISHTU(MDUKALINIO ero (PYyHKIIMOHAIb-
HO BaXXKHBIX 3JIEMEHTOB M HCCJIeJOBaHUE MOJEKY-
JISPHO-TEHETUYECKUX MEXaHM3MOB OIIpeaeICHUS
noua [39, 57]. ApkuM npuMepoM MOXKET CIYKUTb
P. trichocarpa, y XOTOpOro B paHHUX HCCIIEIOBaHN-
X MpeanoJjiaraau CylecTBOBaHUEe CUCTEMbl ZW,
HO MO3HEee C TTOMOILIbIO TEXHOJOT Ui CEKBEHPOBa-
HUS TeHoMa TpeThbero TmokoneHus (PacBio) yoenn-
TEJIbHO TTO0KAa3aJI1, YTO 3TOT BUI 00JIadaeT CUCTEMOM
XY [27].

ObLIAS CTPYKTYPA SDR
Y IIPEACTABUTEJIEU POIA POPULUS

VY momaBngioniero ynciia BUAoB Tommoas SDR
HaxonutTcs Ha xpoMmocome 19. V P trichocarpa n P.
nigra (cexuuu Tacamahaca u Aigeiros) SDR no-
KaJIM30BaH B CyOTEJIOMEPHOM Y4acTKE XpOMOCO-
Mmbl [27, 57], ay P. tremula, P. tremuloides v P. alba
(cexuust Populus) — B mpuLieHTpOMEpHOI obacTu
[14, 58]. CnenyeT otMeTuTh, uto SDR P, trichocarpa
COCTOUT M3 IBYX CYOTEIIOMEPHBIX YIaCTKOB XpPOMO-
coMbl 19: ofuMH HAXOOUTCS Ha JIEBOM ILIede, a Apy-
roit Ha mpaBoM [39]. B HacTosiiee Bpems Juib y P
euphratica, mpenactaButelss cekuum Turanga, SDR
KapTUPOBaH B CyOTEJIOMEPHOM paifoHE XPOMOCO-
MBI 14 [43]. B 3aBucuMOCTU OT criocoba aHaau3a
reHoMa, BUIa 1 110J1a 9KCIIEpUMEHTAJIbHO OLICHEH-
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Hag cpenusasa mmmHa SDR Bapeupyer ot 100 [27]
no 140 T. m. H. [39, 56]. Hanpumep, y P. deltoides
nnvHa SDR Ha X-xpomocome (X-SDR) cocrtapnsier
100 1. . H., Toraa Kak gauHa SDR, Haxonsiencs
Ha Y-xpomocome (Y-SDR), coctasasieT 140 T1. 1. H.
[56]. Camblii 6ombinoit SDR miunoit 1.71 MiH . H.
obHapy:xeH B W-amnene P. giongdaoensis [59].

KmtoueBeiMmu reHamMmu SDR cuuTarorcsa opro-
noru ARRI6/ARR17, Bxoasuiue B cEMENCTBO pe-
TYJSITOPOB OTBETa HA LIMTOKMHUHBI (RR), KOTOpbIE
SIBIISIIOTCS 3 PeKTOpaMU BEICOKOKOHCEPBAaTUBHOIO
LUTOKWMHUHOBOTO IyTH IIepeIadyy CUTHaja U pery-
JUPYIOT MPOLIECChl POCTa U Pa3BUTHS PaCTCHUI
[43, 60, 61]. T'ennl rpynmnel RR GYHKLIMOHATLHO
M TI0 TIOCJIEI0BAaTEIbHOCTU MOAPa3AeIsIioTCs Ha Jye-
Tteipe Tuma: A (RRA), B (RRB), C (RRC) u miceB-
n0-RR (PRR) [62]. Y tononst onucano 33 RR reHa,
OTHOCSIIMNXCS K TpeM Tunam — RRA, RRB u nices-
no-RR [37]. RRB xoaupyloT TPpaHCKPUIIIIMOHHBIE
daxkropsr ¢ JJHK-cBg3piBarommumM noMmeHoM Myb,
MOJIOXUTEIbHO OTBEUAlOIe Ha aKTUBAILIMIO II1-
TOKMHUHOBBIX PEIENTOPOB, a TeHBI TPYIBl RRA,
B KOoTOopyio BxonsT optojioru ARRI6/ARRI7, xo-
IUPYIOT HETraTUBHBIC PETryISITOPHI LMUTOKMHUH-
3aBHCHUMBIX IIPOIIECCOB, HE MMEIOIIMX COOCTBEH-
Horo JJHK-cBgaswiBatomiero gomena [16, 63—65].
PRR xonupyloT TpaHCKPUIILMOHHBIE (DaKTOPHI,
obnamaromye AUMEPU3aLUOHHBIM N-KOHIIEBBIM
n JIHK-cBg3biBatomym C-KOHLIEBBIM JOMEHAMU,
obecrieunBaloIe PETyJISIUI0 CYTOUHBIX PUTMOB
M acCOLIMUPOBAHHBIX C HUMU mpoleccos [37, 66].

ITomumo optonoroB ARRI6/ARRI7, KOHTpoO-
Jupytomux noj, SDR Tonoss coaepxkar v apyrue
CLIETIJICHHEIC C ITOJIOM I'eHBI, KOTOPhIe NUMEIOTCS KakK
B Y-SDR, tak u B X-SDR u oT1uyaroTcs nojicnel-
UPUUHBIMU TToIuMophu3Mamu (puc. 2). B paHHuX
ucciaenoBanusx B SDR P trichocarpa n P. balsamif-
era obHapyxeHo 13 reHoB, cpenu Kotopbix ACDI-
LIKE, ATHEMAI, TCP-1/cpn60, ATCLC-C, METI,
RFLI, NB-ARC w EGM1 [27]. OnHako mo3aHee
ObLIO MOATBEPKAECHO MPUCYTCTBUE JIUIIb YEThIPEX
n3BecTHBIX TeHoB: TCP-1, CLC-C, METI1, NB-ARC
[39]. CinoxHOCTb ompenesieHus TeHHOIo cocTaBa
SDR cBg3aHa ¢ o0uireM MOOWIBHBIX 3JIEMEHTOB,
KOTOpBIE MPUBOAIT K apTedakraM COOPKH IIpO-
YTeHU M TeM CaMbIM 3aTPYIHSIOT OIpelaciieHNe
TOYHOI MOCJIENOBATEILHOCTH 3TOTO yJ4acTKa IeHO-
ma. ITpucyrctBue B SDR TCP-1, CLC-c u MET1
MOATBEPXKIAEHO Takxke y P deltoides [56], P. X sibir-
ica [15] n P. tomentosa [25]; noka3aHa ux gudde-
peHLManbHas nojacneuuduyHas skcnpeccus. I'eH
TCP-1 (tailless complex polypeptide 1) Kogupyet
LIUTO30JIbHBII 9YKapUOTUYECKUI OJIOK U3 TPYMIIbI
manepoHuHoB [67]. CLC (Chloride Channel) — ce-
MeHCTBO O€JIKOB, BKJIIOUarollee aHUOHHbIE KaHaJIbl
¥ aHUOH/KAaTUOHHbIE aHTUIIOPTEPHI, PEryIUpPYyIO-
e MetadbonusM CI” 1 NO;™ B pa3HBIX KJIETOUHBIX
KommaptMmeHTax. B wactnoctn, CLC-a, b, ¢, g Ha-
XoasaTcd Ha memOpaHe Bakyonu, d n f — Ha MeM-
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OpaHax KoMIuieKkca ['olbIKU, € — Ha BHYTPEHHUX
MeMOpaHax xjaoporuiactoB [68]. MET1 xonupyer,
no-sBuauMomy, ocHoBHyto JIHK-metunTpancdepa-
3y pacTeHMI, MOANEePKUBAIOIIYI0O METUJIMPOBaHHUE
B ToM umciie CpG-ocTtpoBKOB [69].

VY P, tremula B cocraB SDR Bxoaut ren T0OZ19,
KOTOPBI#, KaK U ero oprojor y A. thaliana, cBs-
3aH ¢ cuHTe3oM pPHK B sgapblinkax u BaxeH
JJIs1 SMOpUOHaabHOro pa3Butus [70], mpu 3TOM
B Y-SDR coaepxutcst ero rnojaHopasMepHasi Bep-
cus, a B X-SDR — numb 3’-koner [55, 71]. O6mee
KoJimyecTBo reHoB B SDR-10Kycax, Kak mpaBuio,
KOppeaupyeT ¢ o0IIMM pa3MepoM Jiokyca. Hampu-
mep, SDR P, trichocarpa, imerominii OOBIYHBIN TSI
TOITIOJICI1 pa3Mep, COMEPKUT MUHUMYM IISITh TE€HOB
[39], a B rurantckux W- u Z-SDR P. giongdaoensis
pacrnionoxeHsbl 122 u 50 reHOB COOTBETCTBEHHO [59].
DyHKIIMY 00IbIIECH YaCTU 3TUX TeHOB HEM3BECTHABI.

B SDR MoOXHO BbIAEIUTb U TOJcTeLUpUY-
Hble 00J1acTH, COAepXKallle PeryasiTOpHbIE TeHBI.
Tax, B Y-SDR P. deltoides HalineHbl nBe NIJINH-
Hble Y-creunUUHbIE TeMU3UTOTHBIE ITOCIeI0-
BateabHocTH (YHS): YHS1 — okono 35 1.m. H.,
a YHS2 — oxono 4.3 t.m. H. YHS1 comepxut asa
MYXXCKMX TeHa: OJUH, Ha3BaHHbIN FERR-R, conep-
KUT YacTUYHbIe Aynaukauuu reHa FERR (npyroe
HazBaHue optosiora ARRI6/ARR17) n monasisieT
(opMHUpoBaHUE XKEHCKUX TeHEepaTUBHbBIX OPTaHOB,
a Ipyroii, Ha3BaHHbII MSL [56], OTHOCUTCS K CYy-
nepcemMeicTBy peTporpaHcno3oHoB Gypsy. MSL
COCTOUT U3 Tpex vacteit: MSL-1, MSL-2 v MSL-
3, ipu 3tom obe nenu JHK TtpaHckpubupyioTcs
¢ oOpa3oBaHUEM IJIMHHBIX Hekogupyromux PHK
(mHPHK), KoTOpble peryaupyoT pa3BUTUE 10 MYXK-
ckomy ¢deHotury. [locienoBaTeIbHOCTH, TOMOJIO-
ruaHbie MSL, oOHapy:KeHbl Ha pa3HBIX XPOMOCO-
Max B TeHOME pa3HBIX BUAOB TOMOJSI: HAIIpUMeED,
P. deltoides, P. alba, P. trichocarpa, P. tomentosa n P.
euphratica [56, 72].

B o6actit YHS2 y P, deltoides o6Hapy>XKeH TOJb-
Ko ofauH reH Tn, orcyrctBytomnii B X-SDR. ®yHk-
1IMsI 3TOr0 reHa B PEeryjsiiuu IpoIlecCoB, CBI3aH-
HBIX C II0JIOM, B HAcCTosIIee BpeMs HescHa. DTu
JaHHbIE MOKA3bIBAIOT, YTO B (POPMUPOBAHUM TTOJIA
/WA B peryJsiiuy MPU3HAKOB, aCCOLIMMPOBAHHBIX
C IIOJIOM, Y TOITOJISI MOT'YT Yy4acCTBOBaTh HECKOJIbKO
TeHOB, BKJIIOYasi MOOWIbHBIE 9JIEMEHTHI [56].

PaccmatpuBasi pazinuusi B cocTaBe I'€HOB JIO-
kycoB Y-SDR n X-SDR, HeoO6xonguM0O OTMETUTH
MHOTOYUCJICHHBIE OMHOHYKJIEOTUIHBIC TTOJIMMOP-
¢dusmbr (SNP), BkITI0O4as nosicneuupudHble, KO-
TOpbIe MOTYT OOJIETUYMUTDH 3a1ady UACHTU(UKALIUN
MoJjia y TOTOJISI. DBOMIOUMOHHO MosBiaeHne SNP
CBSI3aHO C aymauKauuen ameneit (biaarogaps WGD
WIN TPAHCIO30H-0MOCPEIOBAHHBIM TaHIEMHBIM
OYTITAKALMSIM) U UX MTOCTSAYIONIE TUBEpreHIIueH.
Oobmee konmmuectBo SNP, pasznuuarommxcs Mexmy
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Puc. 2. MonekymnsipHble ¢GyHKIIMY HEKOTOPHIX He- RR TeHOB, KapTupoBaHHBIX B SDR TOomoneit, u ctpykrypa MoOUib-
Hbix aneMeHTOoB SDR. K renam, Haxonsiiuumcst Kak B X-, Tak M B Y-SDR, otHocsitest TCP-1 — KoaupyeT LIUTO30JIbHBIN
manepoHuH, CLC-¢ — IPOTOH-XJIOPUAHBIN aHTUTIOPTEP Ha MOBepxHOCTH Bakyonn, METI — JIJHK-MmetuntpaHchepasa.
VYV P tremula nonHopasmepHbiii reH 70Z19 nmeercst Tojbko Ha Y-SDR. B SDR B 60J1b1I0M KOJIMYECTBE BCTPEeYalOTCsI
MOOUJIbHBIE 3JIeMeHTHI 13 cyrepceMeiicTB Copia 1 Gypsy — LTR-RT, cTpyKTypHO OHM OTJIMYAIOTCS TIOPSIIKOM PacIioyio-

2KE€HUA I'€HOB.

nojaMU, MOXKET ObITh OUeHb OobIIMM. Hanpumep,
y P. trichocarpa BuisiBaeHo 6osee 3500000, ay P. bal-
samifera — 6omee 1000000 SNP [27]. CnenyeT oT-
METUTh, YTO YaCTb MOJUMOPDOU3MOB MOXKET OBITh
KOHCEPBAaTUBHON U BCTPEYAThCS Yy IPYTUX MpPeacTa-
BUTEJIel CeKUMU, IMOATBEpKaas UX polacTBo. Taxk,
yacTh nmoaumMopdusMoB P. trichocarpa HaligeHa
y npyrux BunoB cekuuu ALT: P. balsamifera, P. del-
toides n P. nigra; Ho 3T SNP otcyrcrBytor y P. trem-
uloides, mpuHamnexamero cekuuu Populus [73].
Cpenn koHcepBaTUBHBIX SNP B reHax SDR BcTpe-
yaroTcd U KOHCTUTYTUBHBIE SNP, KOoTOpBIe TTOTeH-
IAaJIbHO MOTYT OBITH MCIIOJIb30BaHbI KaK MapKe-
pbl Tiona. Hanmpumep, B oprojiorax reHoB ARRI16/
ARRI17 P. X sibirica o6HapyxkeHO oT 16 1o 49 SNP,
M MO IIEeCTU M3 HUX BCEeraa BBISIBISIIOTCS U CIIEL-
¢muansre g X- u Y-amwteneit [74]. Apyrnm npume-

POM MOXKET CIyXKUTb reH MET ], akTUBHO HaKaru-
Baowmui noncrneuuduaasie SNP. ¥V P X sibirica
3TOT TeH comepXut ot 80 mo 179 SNP, mpuuem
11 u3 HUX SBASIOTCS CTPOTO Y-crieuu@UIHBIMU
[75]. He uckiawouyeHO, 4YTO HEKOTOpPbIE MOJIUMOP-
(pU3MBI MOTYT CHUXXATh aKTUBHOCTb KOJUPYEMOM
atuM reHoM JIHK-MmetnaTpancgepassl u mpuBo-
IUTh K CHUXKEHUIO OOIIEero YpoBHSI METUJIMPOBa-
Hua JHK y myxckux pacrenuii. [lokazaHo, 4yto
HIHK xeHckux pacteHuil P. tomentosa umeeT 0oJiee
BBICOKUWI yPOBEHb METUJIUPOBAHUS, YEM MYXKCKUX
[76]. TakuM 0Opa3oM, KOHCTUTYTHMBHbIE TTOJICIIELI-
nuduyHbie SNP MOTYT CAyXUTh MEePCIEKTUBHBIMU
MapKepaMu B OIpelesIeHUU T0Jia Y Torojsa. Meto-
nbl netekuuy SNP ObicTpee, OelleBie U HaleXHee,
YyeM ITOJIHOTEHOMOE CEKBEHUpPOBaHUE, HEOOXOIU-
MO€ ISl YCTAaHOBJICHUSI BCEH ITOCIIEI0BATEIbHOCTH
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SDR. Ongnako HeobOxogumMa TLIaTEIbHAd Baauia-
s 3tux SNP-mapkepos.

SDR Tononst coaepXuTt 00JbIIOe KOJUIYECTBO
MOOWJIbHBIX 3JIEMEHTOB, (DOPMUPYIOLIUX OOJbILIONK
pa3Mep SDR u chIrpaBIINX BaXXHYIO POJib B 3BO-
JIIOLIMU TOJOBBIX JOKYycOB. YacTo BcTpeuatoTcs
HHK-tpancnosonsl rpynm Helitron m LTR-RT cy-
nepcemeiictB Gypsy u Copia. IIpeacraBurtenu mo-
CJIeIHUX OBYX I'PYII UMEIOT CXOMTHYIO CTPYKTYPY:
Ha kKoHuax HaxoasATcss LTR, Mexay KoTopbIMuU
IISITh T€HOB, KOAWPYIOIINX TPYHIIOCIICHN(UIHBII
antureH (GAG), nporeasy (PR), unterpasy (INT),
obpaTHyo TpaHckpunTaszy (RT), puboHykiea-
3y H (RH). CynepcemeiicTBa pa3anyaroTcs JUIIb
MOPSIIKOM PAaCIIOJIOKEHUSI TeHOB (B HaIlpaBJICHUM
5" = 3’): y Copia ato — GAG, PR, INT, RT w RH,
ay Gypsy — GAG, PR, RT, RH v INT (puc. 2). Ot-
MeTuM, 4Tt0 30—40% reHoMa TOMOJIS IIPUXOIUTCS
Ha MOBTOPSIONIMECS TOCIEI0BaTeIbHOCTH, U3 KO-
TOpbIX Oosiee mojioBUHBI OTHOCSTCS K LTR-RT u
B IepBYI0 ouepenb K cynepceMeiicrBam Gypsy u Co-
pia [59, 77, 78]. Takum ob6pa3om, nosieneHue LTR-
RT B SDR BrnionHe 3akoHoMepHo. PacrionoxeHue
LTR-RT, a takxe Helitron-nmogoOHbIX 3J1eMEHTOB
BOm3K reHoB RR B SDR P, trichocarpa, P. euphra-
tica u P. alba, yka3biBaeT Ha X CUJILHOE BIIMSIHUE
Ha CTpYKTYypy U pyHKLMoHupoBaHue SDR [39, 43].

OPTOJIOTU ARRI6/ARRI17
N MOJIEKYJIAPHBIE MEXAHWU3MbI
OIIPEAEJIEHUA TTOJIA 'Y TOIIOJIA

Y TomnoJis, Kak M y IpyTrux MpeacraBuTelieil ce-
MericTBa Salicaceae, rIaBHBIMU PErYISITOPAMMU 10JIa
SBJISIOTCST opTojoru reHoB ARRI6/ARRI7, noka-
Ju3oBaHHble B SDR. DTo moaTBepxaaeTcsl TeM,
yto optonoru ARRI6/ARRI7 sxcnpeccupyoTcs
MPEUMYIIECTBEHHO B PENPOAYKTUBHBLIX TKAHSX,
a ux nuddepeHIMaIbHOe METUJIMPOBAaHNE U DKC-
Mpeccusi acColMMpoBaHkI ¢ mojoM [10, 79].

Joka3aTeJbCTBOM CJIYKaT pe3yjbTaThl dKCIIe-
pumeHTa Ha P. tremula, B KOTOpOM HOKAyT OPTOJIO-
ra ARR16/ARR17 npu nnomouu cucteMbl CRISPR/
Cas9 mpeBpaTui XEHCKME pacTeHUS B MYXKCKUE
[55]. WGD u nHble MeXxaHU3MbI OYTUTUKALIUU Te-
HOB CITOCOOCTBOBAJIM YBEJIUYEHUIO KOJIMYECTBa
MOJIHBIX U YaCTUYHBIX KOIMI reHoB RR, BKIIIOYast
optosoroB ARR16/ARR17, B SDR Tonons. Pekop-
JICMEHOM IO KOJIMYECTBY YaCTUYHBIX KOIIMIA OPTO-
snoroB ARRI6/ARRI17 cpeau Tononeii sisisieTcs P
euphratica: OH COIEPXKUT IIECTb KOpOoTKux (S1, S2,
S3, S4, S5, S6) u uetbipe muHHbIX (L1, L2, L3, L4)
(parMeHTa, KOTOpBIE MOSIBUJINUCH, ITO-BUANMOMY,
B pe3yJbTaTe MepeMelleHUsI MOOMIbHBIX IJIEMEH-
ToB [43]. DTO mpeamnonoxeHue MOATBEpXKAACTCS
MPUCYTCTBUEM BO BCEX KOPOTKHUX MOCJIEI0BATEIIb-
HOCTSX, KpoMme S2, mipenctaBurtest rpynnbsl Heli-
tron-nmogoOHBIX TPAHCIIO30HOB, a BO BCEX IJIMH-
HBIX — 3JIeMeHTOB cyrepceMeiicTBa Copia [43].
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IIpennoxeH BepOSTHBIIA 3BOMIOLMOHHBIN Clie-
Hapuit popmupoBanust SDR co cioxHoit cTpyK-
Typoit B cexuuu Populus [59]. ¥V obGiero nmpenka
cexunu Populus moriio 61T 1Ba amienst SDR: nep-
BbIi (1penok SDR Ha Z-xpomocoMme P. giongdaoen-
sis u P. alba u X-xpomocome P. tremula) He conep-
xai optonoroB ARRI6/ARR17, a Bropoii (mpemokK
SDR Ha W-xpomocome P. giongdaoensis u P. alba
u Y-xpomocome P. tremula) imen nBe oOpalieHHEBIC
IpyT K Apyry kKomnuu opTtonoroB ARRI6/ARRI7,
K 5’-KOHIIaM KOTOPBIX IMPUMBIKAJIN TPAHCIIO30HbI
u3 rpynnsl Helitron [59]. [lanee B 9BOJIIOIIMOH-
Holi BeTBU P. giongdaoensis B TipenkoBoii (popme
W-xpoMocoMbl poM301LIa YyaCTUUHas IyIJIMKa-
L1l 3TOM Tapbl reHoB. HoBooOpa3oBaHHbIE AYITIIN-
KaThl 0Ka3aJKCh Je(EKTHBIMM, TOTHA KaK aKTUB-
HOCTb MCXOIHBIX TEHOB U MEXaHU3M OIIpeaeIeHUS
noja coxpaHuiauch [59]. B 3BOTIOLMOHHON BEeTBU
npeakoB P alba w P. tremula ipon3o1nia TpaHCIIO-
Kauus mojHoi Konuu optosora ARRI6/ARRI7
U3 MPULIEHTPOMEPHOTO B CyOTEIOMEPHbIN pailoH
W-xpoMocoMbl ¢ nocienyonieid 1BOMHOU nyrim-
kanueit. [TokazaHo, 4YTO pSIAOM C KaXKIAbIM IYILIM-
katoM optosiora ARRI6/ARRI17y P. alba HaxonsiTcs
Helitron- u Copia-nogoOHbIe 3JIeMEHThI, KOTO-
phIe, I0-BUAMMOMY, OIIOCPEI0BAIA TPAHCIOKAIIIIO
U aynaukauuio optojoroB ARRI6/ARRI7 [43].
WUcxomnuerit SDR y P alba simvunuposaincs. Ta-
KUM 00pa3oM, y XeHcKUX pacteHuit P. alba (ZW)
Ha W-XpoMocoMe JIOKaJIM30BaHbl TPU KOIIUU OPTO-
noroB ARRI16/ARR17, a'y myxckux (ZZ) — Hu of-
Hoitl. Y P. tremula B ucxomnom SDR coxpanunuce
dparmenTh! opronoroB ARRI16/ARR17, onyH 13 KO-
TOpbIX AyrMuupoBaics. B otnuuue ot P. alba, y P
tremula copmupoBanack XY-cuctema, B KOTOpOi
y KeHcKux pacteHuil (XX) B X-SDR HaxongTcs nse
kornuu PfRRY, a y myxkckux pacreHuii (XY) B co-
ctaB Y-SDR Bxonmgart He TonbKo nBe kKo PtRRY,
HO U (pparMeHTHI UCXOIHBIX TEHOB, KOTOPHIC TeIePh
cayxat peripeccopamu PtRR9 [55, 59].

HaubGonee meranbHO M3yYeHBI MOJIEKYJISIPHBIC
MEXaHU3MBbI ONpeAeeHMs Moja Y BUIOB CEKIIUU
ATL: P, trichocarpa, P. balsamifera n P. deltiodes. P.
trichocarpa o6namaetr nBymss SDR, pacrnonoxeH-
HBIMM B CYOTEJIOMEPHBIX yJacTKax JIEBOTO U Ipa-
Boro rmuiedyeir xpomocoMnl 19 (XY). B Y-SDR
B JIEBOM ILIeYe Y-XPOMOCOMBI HAaXOASITCS IISITh Ya-
CTUYHBIX AymankaToB optoysora ARRI6/ARRI7,
Ha3zBaHHOro PrRR9. IlonHopa3mepHblit PftRR9
JIOKAJIM30BaH B CyOTEIOMEPHOM paiioHe IIpaBO-
ro tieda Y-xpoMocoMmbl (puc. 3). X-xpomocoma
COAEPXKUT TONBKO TeH PfRRY (B ToOli XK€ MO3UIINU,
YTO U HA Y-XpPOMOCOME) 1 HE COAEPKUT YaCTUUHBIX
nyniaukaTtoB Ha SDR. ITokazaHo, 4TO y MY>KCKUX
pacTeHU ¢ YaCTMYHBIX IYIUIMKAaTOB reHa PfRR9
B SDR TtpaHckpubupytorcsa nHPHK, kommiemeH-
TapHble BceM 5K30HaM PrRR9, kpome 3K30HOB
5u 6 [39]. DTO XOpOILIO KOPPEIUPYET CO CTATYCOM
METWJIMPOBaHMUS 3K30HOB PfRRY, HabmomaeMbIM
y P. basamifera: Hanbonee CUIbHO METUJIMPOBAH-
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HBIMH Y MYXXCKHMX PAaCTeHUIA 110 CPABHEHUIO C XKEH-
CKHMMU 0Ka3aJuCh 3K30HbI 1 1 4, Torma Kak 3K30H
5 He metunuponan [10]. B cBoto ouepenb, BHICOKMIA
YPOBEHb METWJIMPOBAaHUS 9K30HOB PfRRY cOOTBET-
CTBYET MOJABJICHUIO SKCMPECCUU ITOTO TeHa y MyXK-
ckux ocobeil. KpoMe Toro, yacTM4YHbIC AYTUIMKATHI
optoioroB ARR16/ARR17 o0pa3yloT MHBEPTUPO-

P, trichocarpa
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BaHHBIC IIOBTOPHI, a 3HAYMUT, TPaHCKpUOMpyemast
¢ Hux PHK MoxeT 00pa30oBBIBAThH ABYXILIETIOUECUYHYIO
PHK. Dta PHK moxer mpoiieccupoBaThesl CUCTeE-
moit PHK-unTepdepeHnu ¢ oopazoBaHueM MajbIX
PHK, cnocoOHBIX perpeccupoBaTh MOJHbIE OPTO-
smoru ARRI16/ARR17 Kak TIyTeM MeTUJIMPOBAHUS
JHK, tak n nyrem aerpagauuu MmPHK [10, 39].

SDR-Y
! ] ARRI17-like
ARM1 ARM?2 ARM3 ARM4a ARM4b -
spacer 1, spacer 2 - . el e2e3 e4ed e6r\
(O ey = B 12— 0 ) RSP
sy e il T il g T
€ [ ‘ﬁJ]]*
YacTuuHble AYIIMKATBL .
ARRI7-like e L=
(o i ChrIX
P. deltoides
SDR-Y
| ] FERR
/ S8 4 S = ele2e3ed e5
@) &= <. H:@ Chr XIX
\T“T 05 I T I = ﬂ*T
FERR-R HEMAL

Chr IX

Puc. 3. MonekynsspHO-TeHETMUECKIe MEXaHU3MbI OTIpeie/ieHs Tofia y TipenctaButeneit cekuuu APL: P. trichocarpa n P,
deltoides. CxeMaTU4YHO IIpeacTaBlieHbl CTPYKTYphl Y-SDR 1 MexaHM3MbI peryJsiiuu dKcrpeccuu optojoroB ARRI16/ARRI7
y P, trichocarpa v P. deltoides. Y o6oux BUmoOB B cyOTeTOMepHBIX yuacTkax xpomocombl 19 Haxomstess SDR. B SDR, pacmio-
JIOXXEHHOM Ha JIEBOM ILIeYe, JIOKAIM30BaHbl YACTUYHbIC OYIUIMKAThI opTosioroB ARR16/ARRI17 (y P. deltoides 3Ta 061acTh
HaszbeiBaeTcst FERR-R), KOTOpble UMEIOT 0011iee IBOTIOIMOHHOE TIPOMCXOXKIEHNE C HAXOISIIIUMUCS Ha TIPOTUBOITOIOXKHOM

KOHIIe TOM e XxpoMocoMbl optojioramMu ARRI6/ARRI7 (y P. deltoides s1oT reH Ha3biBaeTcss FERR).

CXOmHBIM MeXaHU3M IeTepMUHAIIMK 110JIa OIK-
caH y P. deltoides. B cydbTenoMepHOM paiioHe mpa-
BOTO IIJIe4a XpoMOCOMEI 19 nokanm3oBaH reH FERR
(o xe PdRR9 [38], opronor ARRI6/ARRI7).
Y MyXCKHUX 0COOeil B JIeBOM MJjeue 3TOH Ke Xpo-
MocoMbl (Y-XpoMocoMBI) pacriojoxeH Y-SDR
(oH otcyTcTBYeT B X-XpomocoMe). B Y-SDR Bbi-
nengioT Tpu obmacth [80]. B omHOI M3 3THX 06Ja-
creii HaxonsaTcst reHbl MSL u FERR-R, nocienHui
npeacTaBisieT coOO0l YacTUUHbIE NYIUIMKAThl FeHa
FERR, pacnojioxXeHHbIe B MOPSIAKE TOJIOBA K XBO-
cty. B coctaB FERR-R BXonsST BoceMb (hparMEeHTOB
(S1, S2, S3, S4, S5, S6, S7, S8), ¢ KOTOpPBIX TpaHC-
KpuoMpyooTcd manHHbIE Hekomupyoomue PHK,
Bei3biBalomne PHK-3aBucumMoe MeTunupoBaHue
reHa FERR v gerpagaiuio €ero TpaHCKPUIITOB B LM~

ToruiadMme. B pesyibTaTe B LIBETKAaX MYXKCKHUX pac-
TeHUI aKcnpeccupyercs ToJbko FERR-R, a B >KeH-
ckux — FERR [56].

Ilomumo pempeccopoB opTtonoroB ARRI6/
ARRI7 B Y-SDR HeKOTOpbIX BUIOB TOIOJS Ha-
XonuTcs pernpeccop reHa HEMAI, xonupyouero
OIHY U3 Tpex (Apyrue KoaupyloTcs IapajoraMu
HEMA2 n HEMA3) tnyramun-TPHK-penykraz —
(bepmMeHTOB, KaTAMU3UPYIOIINUX CKOPOCTh-TUMUTH-
PYIOIIYIO CTaIMIO B TyTU OMOCUHTE3a XJIopoduia
[81, 80]. Perpeccop HEMAI tipencrasiser coboit
IBa WHBEPTUPOBAHHBIX IOBTOpA, HAXOMSIIUX-
ca B crielicepe 2 y P trichocarpa win B obnactu
S5y P. deltoides na xpomocome 9 (puc. 3) [39, 56].
ITomumo P. trichocarpa n P. deltoides, peripeccopnl
HEMA I oonapyxensl B Y-SDR y P. euphratica u P
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pruinosa (cexuusl Turanga), UX HaJIM4Me BO3MOX-
HO U y APYrux npenactaButeneil poaa Populus [55].
[To ananoruu ¢ opronoramut ARRI6/ARR17 MOXHO
MPEAInoa0oXUTh, UYTO Y MyXXCKUX ocobeit HEMA I pe-
npeccupoBaH. OgHAKO CBSI3b C MOJOM U (PYHKIIM-
OHaJbHas pojb penpeccun HEMAI B Hacrosiee
BpeMsI HEe YCTaHOBJICHBI.

IToHumaHue MexaHU3MOB OMpeaeecHUs Moja
Yy TOIIOJISI OTKPHIBA€T BO3MOXHOCTHU JJISI HAIlpaB-
JIEHHOI MoauduKaluuu 3Toro pacreHus. Hamnpu-
Mep, HokayT romosniora ARRI6/ARRI7 y KeHCKMUX
ocobeii P. tremula npu nomoiu cuctembl CRISPR/
Cas9 cnocoOCTBOBa Pa3BUTUIO Y HUX MYXCKHUX
nBeTKoB [55]. CormacHO HEOMyOIMKOBAHHBIM TaH-
HBIM, HegocTaTouHas skcnpeccuss FERR-R 'y reHe-
TUYECKU MYXCKMX ocobeit P. lasiocarpa mpuBOIUT
K TUIIOMeTWIMpoBaHuIo reHa FERR, B CBSI3U € ueM
pacTeHus TIPUOOPETAIOT TIPOMEKYTOUHBIN MOJIOBOIT
(eHOTUTI ¢ MYKCKUMU 1 KEHCKUMMU 1IBETKaMU [72].
P. X canescens criocoOHBI K HaIlpaBJIEHHOU CMEHE
110J1a BO B3POCJIOM COCTOSTHUM: 0K0Jio 30% moToM-
koB F1, moaydyeHHBbIX Npu cKpeluBaHuu ¢ P alba
X o P tremula, Oynydm TeHETUYECKU KEHCKUMMU,
JIEeMOHCTPUPOBAIM ITOJIOBYIO J1a0MJIBHOCTh B T€UE-
HUe XU3HU, TaK KaK CHavajla Ha HUX pa3BUBaJUCh
TOJIbKO MYXKCKHE LIBETKH, C TEUYCHHEM BpEeMEHU
¢dopMupoBaNMCh OJHOBPEMEHHO MYXXCKME, XEH-
CKMe 1 000EIToJbIE, a 3aTeM TOJILKO XeHCKue [82].
Ciyyau OTKJIOHEHHUSI OT ABYAOMHOCTU paHee ObLIU
orucanbl y P. tremuloides, P. tremula, P. trichocarpa,
P. deltoides, P. euphratica, P. tomentosa, P. nigra n nip.
[82].

ITo-Bunumomy, mukpoPHK-3aBucumMoe meTu-
nuposanue SDR u npyrux noscneunduyHbIX re-
HOB, HaxOSIIMXCS BHE MOJIOBBIX XPOMOCOM, B Te-
HepaTUBHBIX OpraHax IMMPOKO PacIpoOCTpaHEHO
He TOJIbKO y Tonoisl [83], HO M y APYTMX ABYAOMHbBIX
pactenuii [84—87]. lanee paccmorpuM MukpoPHK
W X TeHBI-MUIIeHN, TuddepeHIInaIbHas SKCIpec-
CHST KOTOPBIX aCCOLIMMPOBAHA C MOJIOM.

mukpoPHK, X MUILHIEHU
N ANOOEPEHIINAJIBHAA SKCITPECCUA
I'EHOB, ACCOUNMNPOBAHHASA C ITOJIOM

Paznuunst Mmexmy XKeHCKMMU 1 MY>KCKUMU OCO-
0sIMU y TOTIOJIST OOYCIIOBJIEHBI 9KCITPECCUEN TTPEXIE
Bcero oprosioroB ARRI16/ARR17 B SDR, Habmona-
€MOI TOJIBKO B KEHCKMUX I€HEepPaTUBHBIX OpraHax
[55]. YcTraHoBieHO, UTO B reHEepaTUBHBIX OpTraHax
HabomaeTcs noJjcneurduyHas dKCIrpeccust 00Jb-
1IIOT0 Yucya Apyrux reHoB. Tak, y P. X sibirica 06-
HapyXeHO HECKOJbKO TBhICSY T€HOB, 3KCIIpeccus
KOTOPBIX pa3InyaeTcsl B MY>KCKHMX M KEHCKUX pac-
TEHUSIX, U OOJIbIIAsI YACTh 3TUX F'€HOB IPUXOIUTCS
Ha uBeTkH [15]. CrneayeT OTMETUTD, YTO HA COMATU-
YECKMX XpOMOCOMaXx TOITOJIsI, IOMUMO MOJIONpene-
nsttoero oprosiora ARRI16/ARR1 7, Haxonsrcs ero
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MHOTOUYMCIIEHHBIE TTapayioTy 13 Tpyrmbel RRA [38].
“Comarnueckne” reHbl RRA sKCIIpeccupyioTcst Kak
B BEreTaTUBHBIX, TAK U B TeHEPATUBHBIX OpraHax,
IIPY 3TOM HEKOTOPbIE U3 HUX MPOSIBIISIIOT TOJICTICII -
M(UIHYIO SKCIIPECCHUI0 B TeHEPATUBHBIX OpraHax
[38]. DTu maHHbIe yKa3bIBalOT HA BO3MOXHOE yuya-
ctue mapanoroB ARRI1I6/ARRI7 B ¢popMupoBaHUN
MePBUYHBIX TTOJIOBBIX IIPU3HAKOB Y TOIIOJISI, CKOpee
BCETO, 3a CUeT MPSIMOI MM OIIOCPEIOBaHHON pery-
JISIIUY TIOJICHIeU(UUHOM SKCIIPECCUU TEHOB.

B uccnenosanuu Cronk v coaBT. U3y4eHa CBSI3b
MEXIy SKCIIpecCreil TeHOB M pa3BUTHEM MYKCKUX
M XCEHCKMX T€HEepaTUBHBIX MO4YeK y P. balsamifera
C MIOHS II0 OKTSIOpb, a 3aTeM B MapTe U Mae clie-
nytomero roma [25]. [Toka3aHo, 4To TTpoduiIb 3KC-
MPEeCCUM TEHOB MEHSIETCS HE3HAYNUTEIbHO B ITepBbIe
MeCsI1Ibl pa3BUTUS MOYEK, YTO, BOBMOXKHO, CBsI3a-
HO C JIeTHel auarnay3oil. B oceHHuit nepuon (ceH-
TI0pb—OKTSIOpPbh) HAUMHAETCS MOATOTOBKA K 3UME,
YTO BEIET K MOBBIIIECHUIO 9KCIIPECCUHN PsIIa TEHOB.
DKcnpeccus ene 00JbIIEero Ynucjia TeHOB U3MEHS -
eTCsI B MapTe, U MUK KoJIndecTBa nuddepeHnmaib-
HO 3KCIPECCUPYEMBIX T€HOB IIPUXOAUTCS Ha Maii,
Korga (hOpMHUPYIOTCSI CAaMU T€HEePaTUBHBIE OPraHBbl.
B aT0 BpeMs moscrenupuyHO MEHSIETCST 3KCIIpec-
cus 6oJiee 2000 reHoB. Cpenu HUX BBIACISIOTCS
TeHBbI, CBI3aHHbIE ¢ MoAU(UKallMel XpoMaTUHa,
KOTOpPBIE€ 3KCIIPECCUPYIOTCSI MIThIO CMEHSIIONIN-
MU IpYr apyra BojiHamu: paHHue (DDMI, KYP,
argonaute, CMT3, CDKI, CDK2, AURI, AUR3,
BRCAI-homologue, ATXR6, JMJ12, JMJ13, RRC2,
CLF, VRNY5), paune-cpenaue (DRDI, AGO4,
SHHI1, JMJ27, TAF14B, ATX1, FLD), cpennue
(CYP71, IMJ16, IMJ17, JMJ20, HDA6), no3nHue
(HDA19, ENY2, UBC2) u ouenb nosznnue (SUVHS
(B OCHOBHOM, Y MyKCKuUX pacteHuit), SAHHI). Mo-
nuduKaLus TUCTOHOB U ITOCJIeAyIollee N3MEeHEHE
CTPYKTYpPhI XpOMaTHHA MPEIIIeCTBYIOT HajbHel-
UM U3MEHEHUSIM dKcIipeccuu reHoB [88]. Brige-
JIEHHBIC TPYIIIILI PETYISITOPOB CTPYKTYPHI XPOMATH -
Ha MOTIYT OBITh 3¢pPeKTOpaMy CUTHAJIbHBIX ITYTEi,
MHTETPUPYIOLINX MapaMeTPhl OKPYKAIOIIEH Cpeabl
(cBeT, TemIiepaTypa u T. [I.), YTOOBI KOHTPOJUPOBATH
rnocjienoBaTe/ibHOe U3MEHEHUE IKCIIPECCUH OIpe-
JeJIEHHBIX HA0OPOB IPYIMX I'eHOB, 00ECIeuynBaTh
TeM CaMbIM 3TAallHOCTh Pa3BUTHUS T€HEPATUBHBIX
OpraHoB. DTUMM Xe aBTOpaMu OOHapyXeHa cpaB-
HUTEIbHO Hebousblas rpymnma u3 110 reHoB, 2Kc-
npeccust KOTOPBIX 3aBUCUT OT I10JIa U HE 3aBUCUT
OT CTaJuM pa3BUTHS TToUYKH [25]. B mepByto oduepenn
K 3TuM reHam otHocutcsa PbRR9 (opronor ARRI6/
ARR17), skcTipecCUPYIOIINICS TOTBKO B KEHCKUX
1IBeTKax, a Takxke oprojoru ARR9 u ARR22. He-
CMOTpsI Ha TO, 4To opTojoru ARRI u ARR22 He Ha-
XOJISITCS Ha TIOJIOBOM XpOMOCOME, MX 3KCIIpeCccus
KoppeaupyeT ¢ akTUuBHOCTbI0O PhRRY, n ypoBeHb
nx MPHK BbIllIE B MY>KCKMX LIBETKaX, YeM B >KE€H-
ckux. Bo3amoxHo, akcnpeccusi optojgoroB ARR9
n ARR22 perynmupyeTtcs 10 MEXaHN3My OTPUIIATEITh-
HOI1 00paTHOI1 CBSI3U CO CTOPOHBI ToMoJjiora PbRRY.
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Taxke B My>KCKMX LIBETKaX ITOBBIIIIEHA SKCIIPECCUS
JIBYX TOMOJIOTOB, OTHOCSIIIUXCS K TeHaM ¢ MADS-
ookcoM: Pl u AP3. Y A. thaliana rereponumep Pl/
AP3 orpunatenbHO peryaupyeT pa3BUTHE JIeTIeCT-
KOB U THIYMHOK, B TOM YHCJIE, IIyTeM PEIpecCcCuu
reHoB GATA21 n GNC, KOOUpyIOIINX TeTePOIMED-
HbI hakTOp TpaHcKpumuu [89]. B cooTBeTCTBUM
C 3TUMU JaHHBLIMU TomoJioru GATA21 u GNC'y To-
MOJISI aKTUBHEE 3KCIIPECCUPYIOTCS B )KEHCKUX LIBET-
Kax, 4eM B MyXCKMX [25]. ¥ MyXCKUX pacTeHUN
MOBEIIIEHA 9KCIIPECCHsI TEHOB, KOTUPYIOIINX KOM-
MOHEHTHI PeLeNINU 1 Ilepefayu CUTHAJI0B IIMTOKM-
HUHOB: AHK4, AHP5 (XKOnupyioT peLenTopbl LIUTO-
kuHnHOB), CRF5 (RR perynsarop tuna B), ADA2
(TpaHCKpMIILIMOHHBIN amanTtep 2). MHTepecHO,
4TO aJijieNIin TeHoB, Haxoxsammxcss B SDR: METI,
CLC-cn TCPI1, a Taxxxe CHRI11 (kogupyeT OeloK,
3aHUMAIONINICS peMOJIeIMPOBaHNEM XpOMaTHhHa),
BKCIIpeccupytoTcs Toicreunduaio. OnuH aielb
CBEPX3KCIIPECCUPYETCS B MYXKCKHUX PaCTeHHUSX,
a BTopoli — B )keHckuX. [loncnennduyaHo sKcmpec-
CHUPYIOTCS T€HBI, CBSI3aHHBIE C YCTOMUMBOCTHIO K 3a-
0oJieBaHUSIM 1 OTBETOM Ha OKMCIUTEIbHBIN CTpecc
(TeHBI U3 cymnepceMelicTBa repokcumas) [25]. Do
MOXET OOBSICHSITh CBSI3aHHBIE C ITOJIOM pa3Inyus
B YCTOMYMBOCTHU K MaToreHam [23] u OKUCIUTEIb-
HoOMy cTpeccy [4, 21], HabmogaemMble y TOTIOJS, YTO
BaXXHO YYMTHIBATh IIPU O3€JICHEHWM HACEJICHHBIX
ITYHKTOB.

YV P tomentosa paznuuusi MexXAy MYXKCKUMU
M XXEHCKUMU 1IBETKaAMM IPOSIBIISIIOTCS B dKCIIpec-
cum 24 TeHOB, IIpUYeM MHOTHE 13 HUX PACIIOIOXKe-
HbI Ha 1T0JI0BOI 19-ii XxpoMocome [76]. Tak, y XKeH-
CKMX pacTeHMi moBbllleHa skcnpeccuss METI
(xpomocome 19) u DM T3, xomupyromux JHK-me-
TUJITpaHcGepasbl, YTO XOPOIIIO KOPPEJIUpyeT C Mo-
BBILIEHHBIM O0LIMM YpoBHeM MeTunupoBaHus JJHK
B >K€HCKUX IIBeTKaX. B My>XCKUX IIBETKaX CBEPXIKC-
npeccupoBaH reH DDM 1 JTHK -metuntpaHcdepasbl
(xpoMmocoma 19). DTu gaHHBIE YKa3bIBAIOT HAa BOB-
neueHHocth JJHK-MeTuntpancdepas B moacneu-
(UYHYIO perysuio 3KCIpeccun reHoB. bosbias
YacTh JIPYruX MoJjcrnenudUuyHO IKCIPeccupyeMbix
T€HOB y4YacTBYET B paHHUX ATalax pa3BUTHUS LIBET-
KOB M B MYTSX Mepedadyld CUTHAIOB, 3aITyCKaeMBbIX
TaKMMU TOPMOHAMM, KaK LIUTOKUHUHBI, THOOE-
peJUIMHbBI, UHAOJUIYKCYCHAsI U abCLIM30Basl KUC-
notel (puc. 4). Hammpumep, B JKEHCKMX pacTeHUSIX
CBEpX3KcIpeccupoBaHbl TeHbl ATA, PM30, MSL3,
MYB79, GI, RGFI, TFL1, PILS5, PIN13, SAUR39,
GA200x2, CKX3, a B myxxckux — A9.2, EXPA10, SVP,
COLY9, AGL24, UFO, SAP, SAUR13, GA200x7 |76].

WNHurepecHo, uto y P. fomentosa oOHapy>KeHbI
TeHBI, METWJINPOBAHNE KOTOPHIX CBSI3aHO C IOBBI-
1IeHueM ux aKcnpeccuu. Tak, B XKEHCKUX pacTeHU-
SIX TIOJTHOCTBIO 1 HATTIOJIOBUHY METWJIMPOBAHbI T€HbI
PtGT2 (romonor MF26) nu PtPAL3 (romonor MF29),
TOrga Kak o0a reHa He METHJIMPOBAaHBI B MY>KCKHX.
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B MyXCKUX pacTeHMSIX IOJIHOCTbIO METUIMPOBAaH
PtCER4 (romonor MF35), He MeTUIMPOBAHHBIN
B keHCcKUX pacteHusax. [1pm stom PtGT2 n PtPAL3
AKTUBHEE DKCIIPECCUPYIOTCS B XKEHCKUX PACTCHUSIX,
a PtCER4 — B myXckux [81].

MukpoPHK akTMBHO y4yacTBYIOT B peryJisi-
LIMU 3KCIIPECCUU T€HOB, OMOCPEeAys UX METHIU-
poBaHue. UMeloTcsl 3aBUCHMBIC OT T0JIa OTJIMYMST
B cTpykTtype MukpoPHK: B MyXxckux usetrkax P
tomentosa MukpoPHK coctout u3 21 unu 24 Hy-
KJICOTUIIOB, TOTJa KaK B XXEHCKUX IIpeo01agaioT
mukpoPHK miunoit 21 nykiaeorun [90]. Kpo-
Me Toro, uyuciao MukpoPHK, skcnpeccupyeMbix
B XXKEHCKHX IIBeTKaX, OOJbIle, YeM B MYXKCKUX
(94 npotus 40 B cayyae KaHoHHYecKMX MUKpoPHK
u 61 mpotus 11 B ciayyae HoBbIXx MUKpOPHK) [90].
BosMoxHO, noBbilIeHHOE KoanyecTBO MUKpoPHK
BHOCHT BKJIAJl B ITOBBIIIEHHBII OOIINIA ypOBEHb M-
TWIMPOBAHUS TeHOMa, HaOJIoZaeMbIil B KEHCKMX
pacteHusix [76]. B xone KapTupoBaHUS METUIIUPO-
BaHHBIX YYAaCTKOB reHoMma P. fomentosa ycTaHOBIIE-
HO, 4TO 15.1% mnpouTeHMII MPUXOAUTCS Ha T'€HBI,
13 KOTOPBIX 95.7% GEI0KKOAMPYIOLINE, a OCTAIb-
Hble 4.3% — 310 rensl MmukpoPHK [91]. B 6enok-
KOAUPYIOIIMX reHax cuiibHee MeTuinpoBaHbl CpG-
OCTPOBKM B IIPOMOTOPHOI 00JIaCTH, a TAKXKE TEJIO
rera, a B reHax MukpoPHK — CHH-ocTpoBku,
a Takxe 3’- 1 5’-HeTpaHcaupyeMblie o6acTu. Bbl-
SIBJICHBI TAK>K€ ITOJIOBBIE Pa3IM4us B CTETIEHU Me-
tunupoBanuss CHH-ocTpoBKOB, KOTOpbie yalle
HaAXOMSTCS B MEXTEHHBIX 00JIaCTSIX U CUJIbHEE BCe-
ro METWJIMPOBAHbI Y MY>KCKUX pacTeHuil. [1ogoBbie
pa3IuuMs B METWJIMPOBAHUU T€HOB U MEXKTEHHBIX
YY9aCTKOB MOTYT OBITh CBSI3aHBI ¢ TUMdepeHInaTb-
Holt skcnpeccueii reHoB JIHK-MeTunrpancdepas,
JIOKAJIM30BaHHBIX Ha IIOJIOBBIX XpOMOCOMax (Ha-
npumep, METI1, DMT3 v DDM1 [76]). Habmona-
eTcs1 0OpaTHasl 3aBUCUMOCTb MEXy YPOBHEM KC-
npeccun MukpoPHK u nx muineneit. Hanpumep,
B XEHCKUX PacCTeHUSIX MO CPAaBHEHUIO C MYXKCKUMU
MOBBIIIIEHA 3Kcrpeccus miR169-q, t, u (Ipu 3TOM
noHuxeHa s3kcnpeccuss MPHK ux reHa-muiineHu
NFYA); miR-164a, e (n nonmkena — MPHK ux mu-
weHeit CUCI u CUC2); miR-15%, miR-319f (u nio-
HmkeHa — MPHK ux mumeneit MYB33, MYB65,
MYBI101, TCP2, TCP3, TCP10, TCP24); nonu-
XeHa — akcrpeccust 172b, i (n mosbimieHa MPHK
ux mutieHu AP2); miR-156l, k (v nonmxkena MPHK
nx muieHeit SPL9, SPL10) [91]. bonbiias yacTtb
muineHeit MukpoPHK cBsi3aHa ¢ pa3BuTHeM LIBeTKa
(COL2, AP2, UFO v PM36 HeraTUBHO pEryJUPYIOT-
ca F-cneuuduunbivu MukpoPHK; EPRI v PFT1
HEeTaTUBHO pEryJIupyoTcs M-crneunm@UuIHbIMU
mukpoPHK). Crenyroniast mo KoJqu4yecTBy Ipyrina
T€HOB-MMIIIEHEH CBSI3aHa C MeTabOJU3MOM (hUTO-
ropMoHOB (PINI ARATH, IAA4, GA20x, EREBF4,
SAUR29, ABA3 n ABI3 HeraTUBHO PEryaupyroT-
ca F-cneuudpuunsimu mukpoPHK), TpaHcmop-

tom Ca’" (EDA39 u AT1G21630 HeraTuBHO pe-
rynmupyiorcss F-cmeumpuuusiMun MukpoPHK;
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Puc. 4. @yHKIMOHAIBHBIE TPYIIIBI TEHOB, SKCIPECCUsl KOTOPBIX noscrnennuduyHo KkoHTpoaupyercss MukpoPHK. Hau-
ooutplIee KonmaectBo mulieHelr MUKpoPHK onmcaHo y reHOB, oTBevaronumx 3a pa3BuTre 1iBeTka. Ha Bropom MecTe 1mo Ko-
JIMYECTBY MUIIEHEH, peryanpyembix MUKpoPHK, HaxonuTcest rpymmna reHoB, oTBeyalonias 3a MeTaboI1M3M TOPMOHOB.

CDP HeratuBHO peryaupyetrcsd M-crienuuaHON
mMukpoPHK) u merunupoBanuem HAHK (tpu
MukpoPHK; DDM] HeraTUBHO peryJupyloTCs
F-crieuudunansimu MukpoPHK; METI HeraTuBHO
peryaupyercst M-cneunduynoit miR167) (puc. 4).
Crnenyetr OTMETUTD, UTO 3HAYMUTEIbHAsI YaCTh MU-
meHelr MukpoPHK nokanu3zoBaHa Ha moJioBOit
xpomocome 19.

3AKJIIIOYEHUE

JepeBbst poaa Populus akTUBHO TTPUMEHSIIOTCS
B 03€JICHEHUM KPYITHBIX HACEJICHHBIX ITYHKTOB, IIPU
3TOM HauOoJjee IPEAIIOYTUTEIbHO NCIIOIb30BaHIE
MYXCKNX ocobeil. OqHaKO CIOXHBIN DBOIOLM-
OHHBII IMyTh TIpUBET K (POPMUPOBAHUIO Y TOMOJIS
CJIOXKHOTO IO CTPYKTYpe U MeXaHM3MaM (PYyHKIIM-
OHMPOBAaHUS TMOJOBOTO JIOKYCa, O0OraiieHHOTO
MOOWJIbHBIMM 3JIEMEHTAMM W OYIJIUKATaMU I10JI-
crenuUIHBIX TeHOB. [Ipy 3TOM B mpeneiiax poaa
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Ha0JII0IaI0TCsl CYIIECTBEHHbIE BapUalluu B CTPOE-
HUU TI0JIOBOTO JIOKYCa U MEXaHMU3MAaX OTIPENEIICHUS
M0JIa: OHA MOTYT 3HAYUTEIBHO Pa3INyaThCsd MEXTY
cekusiMu. HecMOTpst Ha TO, UTO y TOIOJEH KO-
YEBBIM PETYJIATOPOM IOJIa CIYXUT OJUH T€H OPTO-
nor ARRI6/ARR17, obuine TOJHBIX U YaCTUYHbBIX
KOITUI 3TOTO reHa U HAJIMYUe HECKOJBbKUX YPOBHEN
PeTyJIsLUU €T0 aKTUBHOCTU [EJIaeT OIpeNesIeHUe
1oJia y pa3JIMyHbIX BUOB TOIOJIEH HEMIPOCTOM 3a1a-
yeil. JlanpHelme uccaeqoBaHusl, HallpaBJIeHHbIE
Ha 6ojiee TJyOOKOe TOHUMAaHUE CTPYKTYPhl U Me-
XaHU3MOB OTIPENEIEHUS T10JIa, BaXKHBI HE TOJBKO
C TIPAKTUYECKOM TOYKU 3PEHUS, HO TPEICTABISIOT
TakKe 00JbIIoi QYyHIAMEHTAIbHbBINM UHTEPEC, O-
CKOJIBKY MOTYT MPUOJU3UTh HAC K MOHUMaHUIO
SBOJIIOIIMOHHBIX MEXaHU3MOB, CITOCOOCTBOBABIIINX
(opMUPOBAHIIO 3TOI pa3HOOOPA3HON M YCIICIITHOMN
TPYIIIBI IEPEBBEB.

Pa6oTta BbInosiHeHa npu noaaepxke Poccuii-
ckoro HaydyHoro ¢oHzna (rpant Ne 22-14-00404).
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The study of molecular and genetic mechanisms of sex determination in poplar is of interest not only in the
fundamental aspect, but also in the applied aspect. In landscaping of large settlements, it is advisable to use
male individuals of Populus genus due to their hypoallergenicity and increased resistance to environmental
pollution, stress conditions and pathogens. However, sex determination in poplars is complicated by the
complex genetic structure of the sex-determining region of the genome (SDR). In this review, the emer-
gence, evolution, structure and function of the SDR in the genus Populus are discussed. Current insights into
the structure and function of the key regulator of sex selection in poplars, the orthologous ARR16/ARR17
gene, and the possible role of other genes differentially expressed between male and female plants, including
microRNAs, in this process are discussed in detail. The great diversity of species and the high complexity
of SDR organization justify the need for further study of the molecular mechanisms of sex determination
in poplars.

Keywords: Poplar, Populus, sex genetics, dicotypes, SDR, orthologs ARR16/ARR17

MOJIEKYJIAAPHAA BMOJIOTI' A tom 58 Ne 2 2024





