Cankr-IleTepOyprckuii ToCy1apCTBEHHBI YHUBEPCUTET

Ha npasax pykonucu

Kysnenona Kcennst AnapeeBna

Cucrema WOX-CLAVATA 1 ee MULIICHU B peryJiillMi Pa3BUTHSA 3aM1aCAI0LIET0

KOPHSI ¥ CHOHTAHHBIX OMyXoJeii y penuca nmoceBHoro (Raphanus sativus L.)

Hayunas cnenuansHocts 1.5.7. I'eHeTuka

HHCCGpTaHI/IH Ha COMCKaHHuC yquOﬁ CTCIICHU KaHAuJdaTa OMOJIOTUYECKUX HayK

Hayunslii pyKOBOIHTENB:
KaHAUJaT OMOJIOrMYECKUX HAYK, TOLEHT

Honyesa Upuna EBrennesHa

Cankr-IlerepOypr
2024



OI'JIABJIEHUE

CITUCOK COKPAILEHII .......ooovoeviveeieiieesieeeesee st enesss st ene st nssn s nesneneas 4
BBEJIEHUE ...t 5
T'JIABA 1. OB3OP JIUTEPATYPBL ......oiiiiiiiiiiiieee s 13
1.1. JlarepaJibHbIE MEPUCTEMBI BBICILIUX PACTEHHM ....vvevvieiiiiirieiiie et 15
1.1.1. IlepuuuKI — MIIOPUIIOTEHTHAS IEPBUYHASI MEPHUCTEMA ...vvvveesveesirienreessreesneesneeneneas 19
1.1.2. [IpokaMOwmii 1 KaMOU — MEPUCTEMBI MTPOBOIAIIMX TKAHEH ....vevvverviiereriieieseesieeneas 22
1.1.2.1. Perynsmus aktuBHOCTH KamOus ¢ momotnbto cuctembl WOX-CLAVATA ... 24
1.1.2.2. Perymnsiuus akTHBHOCTH KaMOUs C TOMOIIBIO APYTUX TPYII TD ..o, 30
1.1.2.3. ®utoropMoHanbHas PeryJysius aKTUBHOCTH KAMOUS........veervvrrieeriiesreesieeaeenns 32
1.1.3. @emIOreH — MPOOKOBBIA KAMOFH ...vveiuvvieisiriessiiiessiieesiieeessteesssteesssneesssnesssssesssssnssnsseens 35
1.2. ®akTopsl, BAUSIOMINE HA (POPMUPOBAHUE 3ATACAIOLIETO KOPHS ...vvvvvienriiieeiiieiisieesieenas 38

1.2.1. KomMmyHUKanusi HAA3€MHOW U TOA3€MHOM YacTel pacTeHUsI U CUTHAJIBI BHELIHEH
CPEIIbI B PA3BUTHH 3ATTACAIOIIICTO KOPHST «.vvveevrveesreesssseesssresssssesssssesssssesssssesssssesssssesssssessnsnes 39

1.2.2. Merabonuieckre U3MEHEHHUSI IIPU PA3BUTHUU 3aMACAIOIIETO KOPHS ..voevvvevveeveennneene 41

1.3. Ocobennoctu peauca Kak 00BeKTa JJI1 U3YUCHUA I'CHCTUKH PAa3BUTHUS 3al1aCarOICro

(0] 012 & PP PPUPROPPRTPN 44
1.4. OTIYXOJIH BBICIITAX PACTECHHH ©vvve.vvveeisveesisteesssreessssesssssesssssesssssesssssesssssesssssssssssssssssssseesnnns 46
1.4.1. Onyxoau BBICHIMX PACTEHUMN, BBI3BAHHBIE MATOTECHAMM .....c.vvieuveriirieiiiesireesies e 49
1.4.2. CITOHTAHHBIE OITYXOJIM PACTEHMM ...cvvviiriiiiiiiiiie st 57
CrioHTaHHBIE OMYXOJH Y MEKBHIOBBIX THOPHIIOB ...ccuvivvivieiiniiisiieirisresiee e siee e 58
CnoHraHHbIe omyxoiu y MyTantoB Arabidopsis thaliana.............ccccovveicicice, 60
CrOHTaHHBIE OMYXOJIH Y HHOPEAHBIX JIMHUM. ....ccvviiviiiriiiiiiiiciiieie e 62

1.5. 3akmtodyenune: PazBuTre KOpHS peuca KaK KOMIUIEKCHBINA TPUZHAK ......eovvviveeiinieeiieennns 70
I'JTABA 2. MATEPHAJIBI I METO/BI ..ot 72
2.1. PacTuTenbHbIN MaTepuall U YCIOBHS BBIPAIIMBAHUS PACTCHUH] ..o.vvevviieriiiieiiiiiiiieen, 72
2.1.1. PACTUTEIBHBIM MATEPHAIL .....vvivvienrisiuriesiesssreessessssaesbes s s sbesssnessbesssn e e sresssneesnesssneesnee s 72
2.1.2. YcoBUS BBIPAIIMBAHUS PACTEHHMM. ....couvvieiirieiiiieiiiee e sresssres s e s e snne e 74
Y [ X 3 0 (P 74
2.2.1. AHan13 TaHHBIX CEKBEHUPOBAHUSI TEHOMOB JIMHUM PEITHCA. ... .veeervreerrvreesnrreesinens 74

2.2.2. U3y4enue poiu reHoB, Koaupyromux komrnoHeHTH cucteM WOX-CLAVATA,
B PABBUTHH KOPHS +...veenvveesreesireasseesseeasseessneaseesseeasseesseeasseessesaseesmeeasneesseeanneenmeeanneesnneennee e 79

2.2.3. KonnyecTBEeHHBIN aHATTU3 IKCIIPECCHH TEHOB .....vverereesreesnreasreessnessneesnneaneessneeseees 83

2.2.4. Aramu3z B3auMOeHCTBHM TD-JIHK ........oooiiiiiiii e 86



2.2.5. CTaTUCTHYCCKAS OOPAOOTKA JTAHHBIX ...uvvvesvveessreeessreeessreessssesssssesssssesssssesssseessnsneens 87
TJTABA 3. PESYJIBTATDBI ...ttt 88
3.1. AHaJIN3 r€HOMOB JIBYX JIMHUM T€HETUYECKOM KOJUJIEKIIMU PErca, KOHTPACTHBIX 11O
CITOCOOHOCTH K CITOHTAHHOMY OITYXOJICOOPAZOBAHUEIO ... . veeesvrressireessreessreessssessnsseesnsnesssnes 88
3.1.1. OueHka KauecTBa COOPKH TCHOMOB JITHUH PEITHCA ....vvveevveeerireessireessiresssinessssnessnes 89

3.1.2. UnenTudukanus reHoB, COASPKAIIUX OTHOHYKICOTH IHbIE 3aMeHbI (SNP),
uHcepiuu U aenenud (InDel) y OImyXOMeBOM JTHHUH ....cccvvvveivieiiiieiiiiesniieessiieessinee e 91

3.1.3. IIposepka nHamuuuss SNP u InDel y onyxoneBoit THHUM ¢ TTOMOIIBIO
CEKBECHUPOBAHUS AMIITTHIKOHOB ... uvvveistreesstreesstnsesstesessseessssesssssesssssesssssesssssesssssessnssessnsseens 95

3.2. Unentudukamnus, ananus nociaenoBatenpHocTeld reHoB RSWOX u RSCLE penuca u
Mpe/icka3aHue TOMEHHON CTPYKTYPBI KOJUPYEMBIX HMH OCITKOB.......cvverureereerireareesieeannes 117

3.2.1. Unentudukanus u XxpoMmocomHas yiokanm3aius reHoB RSWOX; ananm3

CTPYKTYPBI 0EITKOB RSWOX ¥ PEMHCA ... 118

3.2.2. Unentudukanus u XxpoMocoMmHas Jiokanu3aius reHoB RSCLE; ananu3

CTPYKTYPBI OCITKOB RSCLE Y PEIIHICA ...t 123
3.3. U3yuenwue Bnusiaus reHoB RSWOX4, RsSWOX14 u RSCLE41 na pazutue
KOPHEILI0/1a ¥ SKCIIPECCUIO TEHOB PEIIHCA ...vveerereanreesseeasreessreareessneasneessnssneessessneessnssnes 128
3.3.1. TpanCKpHUIITOMHBII aHAJTN3 KOpHEH penuca co cBepxidkcnpeccueir RSCLE4L........ 128

3.3.2. Uzyuenue BnusiHus cBepxdkcnpeccun RSWOX4 u RSWOX14 na pa3Butue KOpHS

o511 (ot RSP OTP T OUPRTPUPRPPR 132
3.4. Ilouck munieHen TpaHCKpUMIUOHHBIX (pakTOopoB RsWOX4 nu RsWOX14 ................ 136
3.4.1. TTouck Bo3mMoxHbIX MutieHer T® RsWOX4 u RsWOX14 insilico........cccevennee. 136

3.4.2. KonnyecTBeHHbIN aHAIU3 SKCIIPECCUN F€HOB-KaHIUJAaTOB B HOpME, NpHU
cBepxaKcnpeccuu u ipu caiieHcHHTe TeHa RSWOXA4-2 ..o 139

3.4.3. Ananu3 B3aumoeiicteus romeogomena T RsWOX4 ¢ npomoropaMu reHOB-
KaHJIUJATOB C TIOMOIIBIO IPOAKIKEBONU OJTHOTUOPUTHOM CUCTEMBI.......veerereenreeneenreeneeennnes 141

3.5. 3akmouenue: neHTuuKanus peryasTopoB pa3BUTHS 3aI1acaolero KOpHs U

CHIOHTAHHBIX OITYXOJICH ¥ PEIHCA ...eevuveieureresireiesiresssssesssssessssnessssseesnnessnssesssessnaeesneeesnns 144
TJIABA 4. OBCYXKIEHUE ..o 146
BBIBOIDBL......c e 153
CIIMCOK JIMTEPATYPBL ... 154
BITATOJAPHOCT ... 197

TIPUTIOIKEHUE ... ..o e 198



CIIUCOK COKPAIIEHUI

ABK — abGcumzoBas Kuciora

AMK - anukanbpHas MepucTeMa KOpHs

AIIM — anukanbHasi MepucTeMa rnooera

NYK — unnonui-3-yKkcycHast KHCIIOTa

JIM - naTepasibHass MEpUCTEMA

[ILIP — nonumepasHas uenHas peakiuus

[TLIP-PB — nonumepasnHas uenHas peakius B peajJlbHOM BPEMEHU
LK — nuTokuHuH

T® — TpaHCKpUNLIMOHHBIN (HaKTOP

CLE - CLAVATA3/EMBRYO SURROUNDING REGION-related
HD-ZIPIIl - HOMEODOMAIN-LEUCINE ZIPPER kiacca Il
InDel — insertion or deletion of bases

SNP —single nucleotide polymorphism

SNV - single nucleotide variant

TDIF —Tracheary Element Differentiation Inhibitory Factor
TDR/PXY — TDIF RECEPTOR/PHLOEM INTERCALATED WITH XYLEM
WOX - WUSCHEL-RELATED HOMEOBOX

3-AT — 3-amuHOTpHA30T


https://en.wikipedia.org/wiki/Insertion_(genetics)
https://en.wikipedia.org/wiki/Insertion_(genetics)
https://en.wikipedia.org/wiki/Deletion_(genetics)
https://en.wikipedia.org/wiki/Deletion_(genetics)
https://en.wikipedia.org/wiki/Nucleobase

BBEJAEHUE

AKTyanbHOCTh TeMbl. DOpMUPOBAHHE 3aMIACAIONIETO KOPHS - SIBJICHUE, B OCHOBE
KOTOPOTO JIGKHUT paboTa reHOB, KOHTPOIUPYIOUINX aKTHBHOCTb JIATEPAIILHOW MEPUCTEMBI
- KaMOusl, a TaKKe Pa3IMYHBIX BHEUIHUX CUTHAJIOB M META0OIMYECKUX U3MEHEHHH (CM.
0030p Kysuenosa u np., 2020). M3ydenue mporeccoB aeneHuss u AuddepeHInpOBKH
KJIETOK Yy BBICHIMX PpACTCHUH SBIISETCS OJHOW U3 Haubojee akKTyaldbHBIX 3a7ad
COBPEMEHHOM TE€HETHKM pPa3BUTHSA pPacTCHUU. MexaHu3Mbl IE€HETUYECKOTO KOHTPOJIA
JaTepaibHBIX MEPUCTEM, B TOM UHKCJIE€ BTOPUYHBIX, K KOTOPHIM OTHOCUTCS KamOui, B
HacTosiee Bpems akTuBHO uccienytorcs (Turley and Etchells, 2022, Fernandez-Pifian et
al., 2021, Ikeuchi et al., 2022). OnHuM U3 BaKHEUITNX PETYISATOPOB AKTUBHOCTU KaMOMs
spisiercst  cuctema  WOX-CLAVATA. Ona npencraBisier  coOOW  BBICOKO
KOHCEPBATUBHBINA PETYJIATOPHBIM MOAYJb, BKIIOYAIOMIMNA B ceOsl MENTHUIbl CeMEHCTBa
CLAVATA3/EMBRYO SURROUNDING REGION-related (CLE), ux perentopsl, a
TaKk)kK€ MUIICHU - TeHbl, KOJAMUPYIOIINE TOMEOJIOMEH-COAEpKAIMe TPAHCKPUIIMOHHBIE
¢daxrops! (TD) cemeiictreBa WUSCHEL-RELATED HOMEOBOX (WOX). DToT MOIYbH
KOHTPOJIUPYET TOAJCp)KaHHE CTBOJIOBBIX KJIETOK M pa3nuuHbix Mmepuctem (Stahl and
Simon, 2009; Lee and Torii, 2012).

Bwmecte ¢ tem, uccnenoBanus ¢pyHkumidi Moyt WOX-CLAVATA B pa3Butuu
3aIacaroIero KOpHs B HACTOsIIEe BpeMsl HaXOIITcs Ha HadanbHOM dTare (Hoang et al.,
2020; Kysuenosa u jp., 2020; Kuznetsova et al., 2022). Peauc moceBnoit (Raphanus
sativus L.) kak OIHOJETHsS KyJbTypa, POJCTBEHHAs MOJCIbHOMY OOBEKTY T€HETHKH
Arabidopsis thaliana, siBiseTcs mepcreKTUBHBIM MOJCIBHBIM OOBEKTOM JJISI U3yUCHHS
TCHETHKHU pa3BUTHs 3amacaromero KopHs. CorilacHO TaHHBIM CPaBHUTEIBHOTO aHAN3a
tpanckpuntoMoB (Hoang et al., 2020), pa3ubie BUIBI pacTEHU C 3aMacaroliuM KOPHEM
XapaKTepU3yIOTCS H3MEHEHHEM SKCIIPECCUU OJTHUX U TeX e PEeryJATOPHBIX T€HOB B X0/1€
pocTa KOpHEII0/1a, U, CIeJOBATEIbHO, MEXaHU3MbI PA3BUTHS 3aI1acaloOIIero KOPHSI MOTYT
OBITh CXOIHBIMH y pa3HBIX BUIOB. TakuM 00pa3oM, TaHHbBIE, MOJYYCHHBIE Ha peluce,
MOTYT OBITh OKCTPANlOJUPOBAHBI Ha JPYTHE CEIbCKOXO3SIHCTBEHHBIE KYJIBTYphI C
3amacaloIuM  KopHeM. M3yueHwe  reHeTHdeckoro  KOHTposisi  (opMHpOBaHUS
3aracarolero KOpHs, B YaCTHOCTH Yy PeJuca IMOCEBHOTO, SBISETCS aKTyallbHOW 3amaueit
JUIsL COBPEMEHHOW OMOJIOTMHM U CeIbCKOro xo3siiicTBa. Hama pabGora BHOCHUT BKJIaja B

n3yueHrne (PyHKIMI TeHOB-PETYJISTOPOB PA3BUTHS 3aMacaroiero KOpHs, KOTOPhIE MOTYT


https://www.ncbi.nlm.nih.gov/pmc/articles/PMC8793872/#CIT0113
https://www.ncbi.nlm.nih.gov/pmc/articles/PMC8793872/#CIT0113
https://www.ncbi.nlm.nih.gov/pmc/articles/PMC8793872/#CIT0064

ObITh HMCIOJB30BAaHbl KAaK MUIIEHU Ui T€HOMHOTO pPEJAaKTUPOBAHUS MPH CO3JIaHUU
YIIy4IIEHHBIX ()OPM KOPHETLJIOIHBIX KYJIbTYD.

Crenenp pa3padoTaHHOCTH TeMbl. KOpHEII0IHbIE KYJbTYPhl BXOJIAT B YKCIIO
HamboJee MacCOBO KYJIbTUBHPYEMBIX CElbCKOXO3siiicTBeHHBIX pacteHuit (Fernie, Yan,
2019), 1 u3yueHrne MEXaHW3MOB Pa3BUTHUS 3aIacarolero KOPHS B HACTOSIIMH MOMEHT
SBIIAETCS 3HAUYMMBIM JJIsl PELICHUS 3ajJady TeHEeTHKU pAacTeHui. 3aracarouiuii KOpeHb
(dbopMupyeTcsi KaK pe3yibTaT WMHTEHCHBHOTO BTOPHMYHOTO POCTA KOPHS 3a CUET BBICOKOM
aKTUBHOCTH JIATEPAIbHOM MEpUCTEMBI - KamMOus. ['eHeTHMYECKUil KOHTPOJIb Peryssiuu
pa3BUTHA KaMOWsl, B TOM 4YHCII€ POJIb KOHCEPBATUBHBIX MEPUCTEMHBIX DPETYJSTOPOB B
KOHTpPOJIE €r0 aKTHMBHOCTH, TaKXKE€ HCCIENyeTcs B IMOcienHee aecsaTuiietue. Tak, Obul
BBISIBJICH PsiJI PETYJISATOPOB aKTUBHOCTH KaMOWs 1 QOPMHUPOBAHUS 3aI1acaroniero KOpHS, B
toM gucine: 1. puroropmonsl: murokuHuHEI (1K), mamommn-3-ykcycHas kuciota (MYK),
nentuaaeie  ¢uroropmonsl; 2. Td, Bkmouas Oenku cemeidictBa WOX; u 3.
snurenerndyeckue perynstopel. [lentuansie ropmonsl CLE oTHocaTcs Kk rpyrme
MOOMITBHBIX PETYISITOPOB IKCIPECCUU MEPUCTEMHBIX T'€HOB, B YacTHOCTH, reHoB WOX —
KOHCEpPBAaTHBHBIX peryisaTopoB passutus mepuctem (Hirakawa and Bowman, 2015;
Yamaguchi et al., 2016). [lentuast CLE u T® WOX wurparoT ueHTpaibHYI POJb B
pasButun kamoOus (Hirakawa et al., 2010) u ¢popMupoBaHuHU 3aracarimux KOpHEH, B TOM
yucne y penuca (Gancheva et al., 2016; 'anueBa u ap., 2018). B cBs3u ¢ atuMm, B 3a1aun
paboThl BXOIUT u3ydeHue mexanu3zMoB jeiictBus TO WOX4 u WOXI14 u nentuga
CLE41 B pa3BuTHH 3amacarouiero KOpHs peauca.

B nameit pabore OBUIM UCHOIB30BAaHBl JIMHUU TEHETUYECKOW KOJJIEKIIUU
MHOpeIHBIX JMHUNA peauca, KoTopas Oblla cO3JaHa M MOJJAEpKHUBaeTcs Ha Kadeape
reHetukn u OuotexHojorun CIIOIY (HapOyr, 1966; Bby3okuna, Jlytoma, 2007).
['eHeTnueckass KOJIEKLMsS peauca SBISETCA HCTOYHUKOM MaTepualia s H3y4eHHs
TEHETUKH Pa3BUTHS  3alacarollero KOpHsA. B Koieknuu HUMETCs  JIMHUM,
pa3aryarorecs Mo XapakTepUCTHKaM 3aIlacaroliero KOpHs, B TOM YHCIIe ¢ aHOMaJIUIMU
€ro pa3BUTHS, TAKMUMHU, KaK CIOHTAaHHBIC OMyXOJH, (popMUpPYIOIIHECS Ha KOPHETUIOJaX
ONpeIeJICHHBIX JTUHUM.

Takum oOpa3zom, B 3amaun pabOTHl TaKKE€ BXOIUT HM3yUYEHHE MEXaHHU3MOB
Pa3BUTHSI CIIOHTAHHBIX OMYXOJIEM y WHOpEIHBIX JUHUN pemuca. OMmyXxoidu BO3HUKAOT
BCJIE/ICTBUE HAapYyIICHUS MPOLECCOB CUCTEMHOIO KOHTPOJISI JeJIeHUsl KJIETOK Ha YpOBHE
OTJENbHBIX OpPraHoB WJIM LEJIOro OpraHu3Ma. bosblnas 4YacTh MCCIEIOBaHUM

onyxojieo0pa3oBaHMsl y pacTeHWi Obula TpoBeleHAa Ha MpPUMEpe OIyXoJieH,



MHAYLMPOBAHHBIX (uTonaroreHamu. lVccienoBaHuil, MOCBSIIEHHBIX CHOHTAaHHBIM
OIlyXOJIIM PAacCTeHUH, UMEETCs] Majo: OHM BCTPEYAIOTCA PEOKO B CBSI3U C HAIMYUEM Yy
pacTeHuil «ruOKOI» CHCTEMBI PEryJsiiuy OOIIEro IUIaHA CTPOSHUS Tella ¢ MHOXKECTBOM
obparubix cBszerr (Dodueva et al., 2020). B cBsi3u ¢ 3TuM, U3y4YCHHE MEXaHU3MOB
Pa3BUTHs CIIOHTAHHBIX OIYXOJEH CIIOCOOCTBYET BBISBIECHUIO CHUCTEMHBIX DPErYJISTOPOB
nponrdepannu KIeToK y BbICIINX pacTeHui. Tak, Mpu U3y4eHNH CIIOHTaHHBIX OIyXOJIeH
y MYTaHTOB apaOuWJONCUC U MEXBHIOBBIX TMOPUIOB Tabaka OBUIM BBIABICHBI HOBBIC
YYaCTHUKH CHCTEMHOTO KOHTPOJIS JICICHUS KJIETOK PACTEHUH, B YUCIIO KOTOPBIX BXOJIST,
HaIrpuMep, peryaTopsl kierounoi aare3uu (Frank et al., 2002; Krupkova et al., 2007).

CrioHTaHHBIE OIyXOJIM Y MHOpEIHBIX JUHUN penuca (GOpMHUPYIOTCS Ha KOpHE U
SIBJITFOTCSI TIPOM3BOTHBIMH JIaTEpalIbHOW MepucTeMbl - kambust (Lebedeva et al., 2015),
KOTOpast BHOCHUT OCHOBHOHM BKJIaJ B pa3BHTHE 3amacaroniero KopHsa. CienoBarenbHO, UX
U3yYEHHUE MO3BOJUT MOJYYUTh HOBBIC JaHHbIE O (PYHKIUAX KaMOMAJIbHBIX PEryJISTOpPOB,
KOTOpbIE€ WIPalOT pojib B (OPMHUPOBAHUM 3alACAIOLIEr0 KOPHsA, B 0Oojee «oOIuX»
mporeccax, TaKMX Kak CUCTEMHBIN KOHTPOJIb JCNICHHSI KJIETOK PACTCHHIA.

Leasb paGoThl: N3y4eHUE POIU MEPUCTEMHBIX PETyJATOPOB, MPHHAIICKAIINX K
cucteMe WOX-CLAVATA, B mpoliecce pocta U pa3BUTHS KOPHS Y peauca IMOCEBHOIO
(Raphanus sativus L).

JUist TOCTHIKEHHS el OBLTH TIOCTABIICHBI CIIETYIOIINE 3a1a4u:

1. AHanu3 reHOMOB JIBYX JIMHUI T€HETUYECKON KOJUIEKIUH peauca, KOHTPACTHBIX
0 CIOCOOHOCTH K CIIOHTAaHHOMY OITyX0JI€00pa30BaHUIO:

1.1. Onenka kauecTBa COOpPKH FeHOMOB JIMHUHN peanca;

1.2. UnenTtuduxanus reHoB, COAEpKalUX OJHOHYKJIEOTHIHbIe 3ameHbl (SNP),
uHcepuuu u aenenuu (InDel) y onyxoneBoit nunumy;

1.3. Ilpoepka Hamuuust SNP u InDel y omyxoneBoil JuMHMM C TOMOLIbIO
CEeKBEHMPOBAHUS aMIIJIUKOHOB.

2. Wnentudukanus, aHanmm3 mocienoBarenbHocTed TeHoB RSWOX m RSCLE
penuca u mpejcKa3zaHue JOMEHHON CTPYKTYpPhI KOAUPYEMBIX MU OEJTKOB:

2.1. WUnentudukanus U XpoMocoMHas jokanuzauus reHoB RSWOX; awnanus
cTpyKTyphl O0enkoB RsWOX y penuca;

2.2. Unentndpukamust u XpoMocomHas Jokaimm3anus TreHoB RSCLE; amamms
ctpyktypsl 0enkoB RsCLE y penuca.

3. N3yuenue BnusHus reHoB RSWOX4, RsWOX14 u RSCLE41 na pa3BuTue KopHs

H OKCIIPECCUI0 ICHOB peauca:



3.1. TpanckpunTOMHBIN aHAIN3 KOPHEH penrca co cBepxakcnpeccuein RSCLEA4D,

3.2. Uzyuenue BiausHUsA cBepxdkcnpeccun RSWOX4 u RSWOX14 na pasButHe
KOpHS peJuca;

4. ITouck MUIIEHEH TPaHCKPUMIUOHHBIX (pakTopoB RsWOX4 u RsWOX14:

4.1. Tlouck Bo3moxHbIX MutieHert TO® RsWOX4 u RsWOX14 in silico;

4.2. Konu4ecTBEHHBIN aHAJIW3 3KCIPECCUU T'€HOB-KaHIUIATOB B HOpPME, IpHU
CBEpXIKCIIpeccHu U nipu caitiiencuure reHa RSWOX4-2;

4.3. Ananu3 B3aumojeiictBus romeopomMeHa T® RsWOX4 c¢ npomoropamu
I€HOB-KaHIUAATOB C IIOMOILBIO APO}OKEBON OAHOTMOPUIAHOM CUCTEMBI.

Hay4ynas HoBu3Ha padorbl. PaboTa nocssiieHa U3y4yeHHIO POJIM MEPUCTEMHBIX
peryisiTOpOB B Ppa3BUTHUM KOPHA Yy peauca. M3ydeHne TreHeTHYeCKHX MEXaHHW3MOB
pasBUTHS 3aMacalomiero KOPHSA y pa3HBIX BHUJIOB PACTECHHA B HACTOSIIANA MOMEHT
HaXOJUTCSl Ha HA4YaJIbHOM 3Tare MCCIEeJOBAHUM, M LeJbId psii TaHHBIX ObLI MOJIY4YeH B
3TON pabote BrepBble. KpoMe TOro, B CBA3M C peAKOW BCTPEUAEMOCTBIO y PACTECHUN B
[[EJIOM TaKUX aHOMAJIMK Pa3BUTHSA, KaK CIIOHTAHHBIE OITyXOJIH, JaHHBIX O MEXaHU3MaX HX
pa3BUTHs KpaifHe Majio, YTO TaKKe TOBOPHT O HOBHU3HE HACTOALIETO HCCIeNoBaHHA. B
Haiielt pa0OoTe BHepBble OBbLIM  HOJY4YeHbl COOPKM T€HOMOB  POJICTBEHHBIX
omyxoJyieo0pasyromied u 0e30myxojeBol JMHUN peauca. Brepsble ObUIM BBISABICHbBI
OJIHOHYKJIeOTHHbIe 3amenbl (Single nucleotide polymorphism) u uncepru/nenennu
(InDels; insertion or deletion of bases), pasnuyaroniue TUHUKA peauca, KOHTPACTHBIC IO
CIOCOOHOCTH K CIIOHTAaHHOMY OITyX0JIe0OOpa30BaHUI0. B moiaydeHHbIX cOOpKax TeéHOMOB
ObUIM WAEHTHU(QHULIUPOBAHBl TEHBI-PETYJIATOPBl PA3BUTUS MEPUCTEM, B TOM YHUCIIE
MepucTeMm 3amacatomero kopHs (renbl cemeiicte WOX u CLE), npoBenmen anamm3
MOCTIeIOBATEIPHOCTEH  COOTBETCTBYIOIIMX ~ OenkoB.  BmepBele  Ob1  mpoBesieH
TPAHCKPUNTOMHBIN aHaIM3 pacTeHUi co cBepxakcnpeccueil rena RSCLE41-1. Bnepseie
Obula BBISIBIIEHA BEpOSITHAs NpsMas MUIIEHb TpaHCKpUIIMOHHOTO (hakropa RsWOX4,
UTPAIONIETO IEHTPAIGHYIO pOJIb B KOHTPOJIE aKTHBHOCTH KamOuss — reH RSLOGS,
Koaupyroumii  gepMeHT OuWOCHMHTE3a NMTOKMHUHOB. Takum o0pazoMm, pabora
XapaKTepu3yeTcsl BBICOKOW CTENEHbI0 HAyYHOW HOBHU3HBI.

IIpakTHyeckasi U TeopeTHYecKasi 3HAYMMOCTh padoThbl. B Hameil pabote Obu1
OCYIIECTBIIEH TIOMCK HOBBIX TEHOB-KaHIUJATOB Ha pOJIb PETYISATOPOB PA3BUTHUS
3aIacaroIero KOpHsl Ha MOJIEH pefyica oceBHOro. [IpoBefieH aHATM3 aHATOMUN KOPHS
U DOKCIIPECCHHM TEHOB Yy pACTEHHH C W3MEHEHHBIM YPOBHEM OKCIPECCHH T'€HOB-

perynstopoB pa3zButusi kamOusi RSCLE41l, RsSWOX4 u RsWOX14, uTo mNO3BOIMIIO


https://en.wikipedia.org/wiki/Insertion_(genetics)
https://en.wikipedia.org/wiki/Insertion_(genetics)
https://en.wikipedia.org/wiki/Deletion_(genetics)
https://en.wikipedia.org/wiki/Deletion_(genetics)
https://en.wikipedia.org/wiki/Nucleobase

MOJIyYUTh JJaHHbIE 00 MX POJIM B Pa3BUTHM 3aIacarollero KopHs. BaxHbIM pe3ynpTaTrom
SBJIICTCS  BBIIBJICHHWE MHUIIEHM OCHOBHOI'O PpEryjsiTopa aKTUBHOCTHM KamMOusd -
TpaHcKpunuuoHHoro ¢pakropa RsWOX4: sro ren RSLOGS, komupyromuii (epmeHt
o6uocunre3a UUTOKUHUHOB. ['enpl RSWOX4 u RsSLOGS3 B panpHEWIIEeM MOTYT CTaTh
MHUILEHSAMH Ul T€HOMHOT'O PElaKTUPOBAHMs peluca, HAalpaBICHHOIO Ha YJydlleHHe
BaXKHBIX JJISl CEJIbCKOIO X034WCTBA IPU3HAKOB 3TOM KYJIbTYPBI.

Teopernueckass  3HAUUMOCTH  pE3yJAbTaTOB  pabOTHl  3aKioyaercs B
UACHTUUKAIIMM U aHAIM3€ TocieaoBaTenbHocTel reHoB cemeiictB RSCLE u RSWOX
penuca ¥ U3ydyeHUH (PyHKIUM OnpeeseHHbIX NPeICTaBUTENEeH STUX FeHHbIX CEMENCTB, a
TaKXe UX BEPOSITHBIX F€HOB-MMILIEHEN, YTO BHOCUT BKJIAJ B 00JIaCTh T€HETUKH Pa3BUTHUS
pactenuii.  Baxnoil  3amaueid  pabOThI  SABJISIETCS  M3YYEHHE  CIIOHTAHHOTO
OITyX0JIe00pa3oBaHus y HHOpEeIHBIX THHUN peanca. CEKBEHHUPOBAHUE U CPABHUTEIIHHBIHN
aHaJIM3 T€HOMOB OIyXOJIEBOW M 0€30ITyXO0JIeBOWH POJCTBEHHBIX JUMHHMHA peauca aroT
BO3MOKHOCTb Il BBISIBJICHUS T€HOB-KaHAMJIATOB HA POJb PETYJIATOPOB CHOHTAHHOI'O
OITyX0JICO0Pa30BaHMs U CHCTEMHOT'O KOHTPOJIS ICJICHUSI KIIETOK.

Metoaosiorusi 1 MeToAbI UccaeA0BaHuA. B paboTe ncIosib30BaH MIMPOKUN KPyT
MOJICKYJIIPHO-TEHETUYECKUX U OMOMH(OPMATHUECKUX METONOB. [{nsi ananu3a OaHHbIX
CEeKBEHUPOBAHUSL 2eHOMO8 JUHULL peduca TPUMEHSIU METOAbl OMOMH(POPMATHKH,
MO3BOJISIIOIINE TPOBOJAUTH CEKBEHHPOBAHME, COOPKY, aHHOTAI[MI0 T€HOMOB, a TaKke
MOMCK pa3Iuyvii MO OJHOHYKJIECOTHJHBIM 3aMeHaM U HWHcepuusM/aeneuusm. /s
uzyuenus poau  2eHos, Kooupyrowux komnonwenmsl cucmem WOX-CLAVATA,
WCIIONB30Band  MeTonbl in SilicO  aHamm3a  mociaegoBaTelbHOCTEH,  METOJbI
¢unorenernueckoro asanu3a, meronabl BbiaeneHus JHK, nomumepasnyro unennyro
peakuuto (ITLP), cucremy Gateway s KJIOHMPOBAaHUS TEHOB, TPAHCPOPMAILIUIO
OaKkTepHil 1 pacTeHU, METO/Ibl CBETOBON MUKPOCKOIUHU. /{115l KOIUUECMBEHHO20 AHANU3A
akcnpeccuu 2enog nupumensuin PHK-cekBeHMpoBaHME TPaHCKPUIITOMOB M METOMbI
aHaJM3a TPAHCKPUIITOMHBIX aHHBIX, a Takke [IL[P B peansroM Bpemenu (I11IP-PB). /[
ananuza e3aumooeticmsuii T®@ WOX4 ¢ npomomopamu npeonoiazaemvix 2eHo8-mumieHel
UCTOJB30BATM  METOA  JAPOXOKEeBOM  onHOrmOpuaHoW cuctemsl. s  NpoBepKu
JIOCTOBEPHOCTH PE€3YJbTATOB HCCIIEIOBAaHUS NPUMEHSJIM KOMIUIEKC CTaTHUCTUYECKUX
METO/JIOB.

CreneHb J0CTOBEPHOCTH U anpodaums pe3yabTaToB. OCHOBHBIE PE3YJIbTAaThI
JMCCEePTAMOHHON paboThl ObUIM JIOJOXKEHbI M OOCYXKIEHbl Ha 6 MEXIyHapOJHBIX

KOH(I)CpeHI_[I/ISIX n OHyGHHKOBaHH B 6 CTaThiIX B PCUCH3UPYCMbIX HAYYHBIX U3AHUAX!
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1. Ky3neuoBa K.A., Edpemona E.I1., bBy3oskuna U.C., Honyesa U.E., JIyrosa JI.A.

CranncnaBa Nocudosna Hapbyr — coszmarenbHuiia nepBoit B Poccuu reHeTnueckoit
KOJUIeKIIMU penuca. Jkonorunyeckas reneruka. 2023. T. 21. Ne 2. C. 167-182.

2. Dodueva L.E., Lebedeva M.A., Kuznetsova K.A., Gancheva M.S., Paponova S.S.,
Lutova L.A. Plant tumors: a hundred years of study. Planta. 2020. Vol. 251, Ne. 4. P. 82

O0bem m cTrpykTypa padotbl. [luccepranus COCTOUT U3 BBEIACHHUS U YETHIPEX
pazznenoB. OOmmii o0beM auccepranuu cocrapiser 203 crpanuisl ¢ 40 pucynkamu u 7
tabuiamu. CIMCOK JIUTEPaTYPhl COAEPKUT 585 HaUMEHOBAaHMIA.

OcHoBHbIEe Hay4YHbIE Pe3YJIbTAThI.

1) TlomyueHsl cOOpKM TE€HOMOB JABYX HHOpEIHBIX JIMHUH W3 TE€HETUYECKOH

KOJUICKIIUAU peauca, KOHTPACTHO pPa3INYaromnuxcsa I10 CIIOCOOHOCTH K CIIOHTaHHOMY
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OTyX0JIe0Opa30BaHUI0. Y OIyXxoJieoOpasyroliei IuHuA uaeHTHGuImpoBadsl 108 TeHOB ¢
OJTHOHYKJICOTU/IHBIMH 3aMEHaMU, BIHUSIOIIMMU Ha MOCIEA0BATEIbHOCTh KOIUPYEMBIX
oenkoB (Kuznetsova et al., 2024a; ocHOBHBIC pe3yJbTaThl NPEACTABICHBI HAa CTPAHUIAX
4-10; crenenb JauyHOro yvactus 80%: TOJNy4eHHE PaACTUTEIBHOTO Marepuala,
OouonH(popMaTHUYECKUil aHAIN3, TIOJrOTOBKA WJUTIOCTPAIM Ui cTaThy, Hanucanue 18 u3
20 cTpaHUIl TEKCTa CTaThU, IOJrOTOBKA CTAThU K MMyOJIUKALIUN).

2) B renomax wWHOpEeIHBIX IJIMHUH peanca WACHTU(QUIIMPOBAHBI TEHBI,
kogupytoue komnoHeHTel cucteMbl WOX-CLAVATA, onpezneneHa ux XpoMOCOMHast
nokanm3anus (Kuznetsova et al.,, 2024a; ocHOBHBIE pe3yiabTaThl IPEACTABICHBI Ha
cTpanunax 6-9; crenenp auyHoro yvyactusi 80%: mnoiayyeHue pacTUTEILHOIO MaTepuaa,
OnonH(pOpPMATHICCKUI  aHAU3, XPOMOCOMHAS JIOKAJIHM3AIUs TEHOB, IOATOTOBKA
WUIIOCTpAlUi /Ui cTaThy, HanucaHue 18 u3 20 cTpaHulbl TEKCTa CTaThbH, MOJArOTOBKA
CTaThH K IyOJIMKALIUN).

3) BrisBrieHBI HOBBIE MpEATNIONaraeMble MUILIEHN curHabHOTO nentuga RsCLE41
(Kuznetsova et al., 2022; ocHOBHBIE pe3yJIbTAaThl MPEACTABICHBl Ha cTpaHunax 12-14;
creneHb Ju4Horo ydactus 80%: metomonorus skcrnepumMenta, Boiaenenne PHK, ananus
TPAHCKPUIITOMA, BHU3yallu3allis NaHHBIX, BaluJalus [IaHHBIX, Hanucanue 14 u3 19
CTpaHUI[ TEKCTa CTaThH, MOJArOTOBKA CTaThU K MTyOJIMKAIIUN).

4) Ilokazano B3aumojeiicteue T RsWOX4 ¢ caiitom TAATCC B mpomoTtope
rena RSLOG3, perymupyromero Ouocunre3 nutokuHuHOB (Kuznetsova et al., 2024b;
OCHOBHBIE€ pE3yJbTaThl MPEACTaBICHbl HA CTPAHUIIAX 5-8; CTENEHb JIMYHOTO Yy4YacCTUS
80%: momyueHWE pACTHTENBHOTO MaTepuana, TONyuYeHHUE KOHCTPYKIMH s
TpaHchopmaru pacteHui, in SiliCO aHanM3, MOCTAHOBKA KCIIEPHMEHTA C JPOXKIKEBOU
OJTHOTHOPUTHON CHUCTEMOM, TUCTOJIOTHYECKUN aHaJIN3, CTATUCTUYECKUM aHAIN3, aHAIU3
MOJIyYeHHBIX JIaHHBIX, Hamucanue 12 u3 14 cTpaHWIl TeKCTa, MOArOTOBKA CTaThbH K
myOIuKaIum).

5) IlpoBenen OOMMPHBIN aHAINW3 TAHHBIX 110 MUIICHSIM U MEXaHH3MaM JCHCTBUS
koHcepBaTuBHOTO cucteM WOX-CLAVATA y pa3HbIX BUIOB BBICIIUX PACTCHUH, B TOM
yucie npu pa3BuTuu 3anacaromero kopHs (Kysmemosa um  np., 2020; ocHOBHBIE
pe3yabpTaThl MpEACTaBleHbl Ha cTpaHulle 14; crenens auuyHoro ydactus 80%, aHanus
naHHbIX 110 KoHcepBatuBHOM posn cucteM WOX-CLAVATA, T® u cpenoBsix (akTopoB
B KOHTPOJIC aKTUBHOCTH KaMOWs W Pa3BUTHs 3alacaromiero KOPHA Y MOJETbHBIX
O0OBEKTOB M KOPHEIUIOMHBIX KyIbTyp, HamucaHue 15 w3 18 cTpaHUIl TeKcTa).

C(I)OpMy.TII/IpOBaHa KOHICIIIHA KOHCCPBATHUBHLIX PCTYIATOPHBIX MOI[YJ'IGI\/'I (FCHHLIX
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MOJyJIei), YYacTBYIOIIMX B Pa3HBIX aclEeKTaX pa3BUTHS PAaCTEHH, yCTaHOBJIEHA CBS3b C
tinkering-konnemnmueii, BeraBunyToii ®. XKakoobom B 1977 rony (Kuznetsova et al., 2023;
OCHOBHBIC PE3YJIBTATHI MPEACTABICHBI HA CTpaHulle 29; CTeneHb TNYHOTro ydacTtus - 80%:
(bopMyIHpOBKa KOHIEMIUU PEryJIATOPHOIO MOIYJSl HAa MOJIEKYJISIPHOM YPOBHE B XOJ€
pa3BUTHS PACTEHUil; BBISBICHHE 3HAYMMOCTH MOJYJBHOTO MPHUHIMIA B PETyJSLHUU
pa3BUTHSA CUCTEM OpPraHOB pAacTEHU# (Ha MpUMEpe MEpPHUCTEM) M B XOJE pealu3aluu
MOJICKYJISIPHBIX MEXaHU3MOB KOHTPOJIS PAa3BUTHSI, aHAIHN3 JaHHBIX 10 JCHCTBHIO CHCTEM
WOX-CLAVATA kak HauOojee KOHCEPBATUBHOTO TEHHOI'O MOAYJII B Pa3BUTUHU
pacrenuii, Harcanue 29 u3 40 cTpaHHUI] TEKCTA).

6) Ha ocHOBe MaHHBIX TPAHCKPUIITOMHOI'O aHaIHM3a OMYXOJIeH peanca MokKa3aHo,
4TO IeHbl C BBIABICHHBIMEH pasznuuusmu 1o InDel m SNP muddepennmansao
AKCIPECCUPYIOTCA Yy OmyXxousieBoit UM 19. TlokazaHo, 4TO ypOBHH IKCIIPECCHU T'€HOB
PCNAl u LOC108817684 mnoBbIIAIOTCS B KOPHSAX peauca, a YPOBHU SKCIPECCHH
SAUR32, ERFO019, LRR-RK u ERFO018 — cHmwxkarTtcs (Tkachenko et al.,, 2021a;
OCHOBHBIE PE3YyJIbTATHI MPEJCTABICHBl Ha CTpaHumax 12-14; creneHp JUYHOTO ydacTUS
50%: BblpamuBaHue pacteHuid, Bbyienenue PHK, ananu3 Tpanckpuntoma 1o
WHIUBUAYATbHBIM T€HaM, MpOBepKa JaHHBIX ¢ moMmoinbio [P B peanbHOM BpemeHH,
Hanrcanue 6 u3 20 cTpaHuIl TEKCTA).

IToJi0keHNs], BBIHOCHMbIE HA 3AIMUTY.

1. BriepBbie MpoBeIeHO CEKBCHHPOBAHWE M aHAIM3 TCHOMOB MHOPEIHBIX JTHHHMA
penuca renernuyeckor komutekiuu CIIOIY, KOHTpacTHO pa3NIUYArOMIMUXCS IO
CIOCOOHOCTH K CIIOHTAaHHOMY OITyX0JieoOpa3oBaHUIO. Y OIyXoyieoOpa3yroel JTHHUU
reHeTudeckoil kostekiuu peauca CIIGIY mo cpaBHeHHMIO ¢ O€30IyXOJIEBOM JIMHHUEH
BBISIBIIGHBI 36 TEHOB C OJHOHYKJIEOTHAHbIMA 3ameHamMu (SNP) u 72 rtena c
uHcepuusmu/ nenenusivmu (InDel), mpeAnoa0KuTeNbHO BBI3BIBAIONTUME MOTEPIO PYHKIIUU
KOJUPYEMBIX OEIKOB.

2. Unentudunuposansl rensl cucteMbl WOX-CLAVATA (24 rena cemeiicTBa
WOX u 52 rena cemeiictBa CLE) y nuHUI KOJIEKIIUH, ONpeneieHa UX XPOMOCOMHAs
nokanm3anusa. 'easl RSWOX4-1 u 2, RsSWOX14, RsCLE41-1, 2, u 3, RsCLE42-1 u 2
MIPENIONIOKUTETFHO YYacCTBYIOT B KOHTPOJIE aKTUBHOCTH KaMOHWS B COOTBETCTBUHU C
(GYHKITUAMHA UX TOMOJIOTOB Y IPYTHX BUJOB PACTCHHA.

3. Tlokazano, 4to cBepxdkcmpeccus TeHoB RSWOX14 u RSWOX4 BbeI3BIBaeT

HU3MCHCHUC CTPOCHUA CTCIIbI KOPHA U YBCIIMUCHUC YU CJIa KIICTOK BTOpH‘-IHOfI KCHJICMBI.
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4. BeIsiBIIEHBI HOBBIE TIpEIIOIaraéMble MUIIEHN curHaibHoro nentuga RsCLE41
1 TpaHcKkpurnuoHHOTO (hakTopa RsWOX4. Tlokazano B3aumozeiicteue TO RsWOX4 ¢
caiitom TAATCC B mpomorope reHa RSLOG3, perymupyromero OHOCHHTE3

OUTOKHMHHUHOB.

I'JIABA 1. OB30P JIMTEPATYPBI

Llenpto nmaHHOM paboOThl SBISETCS M3yYEHUE MEXaHU3MOB (OPMHUPOBAHUS
3amacarolero KOpHsS, KOTOpO€ BXOAMT B YHCJIO AaKTyaJbHBIX 3a/lad COBPEMEHHOMN
OMOJIOTUU Pa3BUTHS U CEIBCKOrO Xo3siicTBa. OmHMM W3 Hambosee MepCreKTUBHBIX
O00BEKTOB I M3yUCHHs 3alacaroiiero KOpHs sBIseTCs peauc nocesHoit (Raphanus
sativus var. radicula Pers.) - kopHemgoaHas KyJdbTypa, POJICTBEHHAs MOJICIHLHOMY
oobekty reHetuku Arabidopsis thaliana.

Penuc mnpunHamiexxur K cemeiictBy Brassicaceae (KamyctHbie) W sBiseTCS
Pa3sHOBHIHOCTHIO peabku moceBHoi (Raphanus sativus L.). B Hacrosiee BpemMst reHOM
penuca cekBeHupoBaH U anHotupoBaH (Kitashiba et al., 2014; Xu et al., 2023). dukum
NpEAKOM pefrca, Kak U pellbKH, SBIETCS pelabka mojeBas Raphanus raphanistrum L.
(Lewis-Jones et al., 1982). Peauc - oaHONETHEE pacTeHHE C KOPOTKHM CpPOKOM
BEreTalMu, JJIsi HEro XapakKTepHO OuYeHb ObicTpoe (B Teuenwe 30 nHEW M MeHee)
pa3pacTaHue CTEpP)KHEBOI'O KOpPHS M HW)XKHEW 4YacTH TUIOKOTWIIS,, YTO JEJIaeT PEeauc
HauOoJyiee paHHEN KOPHEMJIOJHOM KyJbTYypoOll, a Takke MEepCHEKTUBHBIM OOBEKTOM ISt
U3y4YeHHUs TEHeTHKHM pa3BUTHUA 3amacamomero kopHs. Kak H3BecTHO, pa3BUTHE
3aracarolero KOpHs 3aBUCUT OT TOBBIIIEHHON aKTUBHOCTH JaTepalbHOM MEPUCTEMBI -
KkamOusi, U3 Kotoporo GopMupyroTcs mpoBozsimue TkaHu pacrtenus (Kuznetsova u np.,
2020). Cornacno AHaTOMHMYECKOMU KIaccupuKaInu, penuc dbopmupyer
MOHOKaMOUaIbHBIA KOPHEIJIO KCUIEMHOTO THIA — C OJJHUM KaMOHWalbHBIM KOJBIIOM U
muddepeHIIMPOBKO  3amacaronieil KCWJIEMHOM MapeHXUMbl, KOTOopas COCTaBIsieT
OOJBIITYIO YacTh KOpHEIU101a 3Toro pactenus (Cazanosa, 1985; Zaki et al., 2012).

B CIIOI'Y nognepkuBaeTcs reHeTHUecKasi KOJUIeKIIMA HHOpeIHBIX TUHUN peauca,
CO3/IaHHAs TYTEM CaMOOIBUICHUS WHAWBHUIYATbHBIX PACTCHHHA pPAa3JIMYHBIX COPTOB
(HapOyt, 1966; by3oBkuna u JlyrtoBa, 2007). B KOJUIEKIIMM WMEIOTCSA JIMHHH,
MIPOUCXOJISIINE U3 TPEX COPTOB M Pa3IMyaloOUIUecs MO pSAAY MapKepHbIX MPU3HAKOB, B

TOM YHUCJIC TI0 CTCICHHU PA3BUTHA 3allaCarOLICTO KOPH:. KpOMC TOTO, B T€HETHYECKOMN
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KOJUIEKIIMM peAuca HMEIOTCS M JIMHUM C  Pa3IMYHBIMU  MOP(OreHEeTUYECKUMU
aHOMAJIMSIMHU, B TOM YHCJIE — JJMHUM CO CIIOHTAHHBIM OMyxoJieoOpazoBanueM. Omyxouu,
MOP(OJIOTHYECKHM U AHATOMHYECKH TMOX0XHE Ha KOPOHYATBIM Tajll, MHIYyIHPOBAHHBIN
Agrobacterium  tumefaciens, oOpa3yroTcs Ha 3amacamoiieM KOPHE  pacTCHHU
OTpe/IeJICHHBIX JIMHUK peauca mpu nepexojie k 1nserenuto (HapOyr, 1967; by3oBkuHa,
JlyroBa, 2007; Lebedeva et al., 2015). B cBsi3m CO CIOXHO pEryJIUpyeMOM
MHOTOYpPOBHEBOM OpraHu3aleil CHCTEMHOTO KOHTPOJS JEICHUS KIETOK, a TaKXe B
CBSI3U C MOAYJIbHOM opraHuszanmen pacruresnbHoro opranusma (Kuznetsova et al., 2023),
(GbopMBbI pacTeHU CO CHOHTAHHBIMH OIYXOJISIMH BeChbMa pellku. [Ipu 3ToM OHHU SIBISIFOTCS
O0OBEKTOM HHTEpeca, IOCKOJIbKY TMPU HMX U3YYCHUH MOXKHO HIECHTH(PHUINPOBATH
cnenu(uyeckue JUIS PACTCHHUH CHUCTEMHBIE PETyJSATOPHI MPOJHQepauu KIETOK
(Dodueva et al.,, 2020). CormacHO TOJIY4YEHHBIM JAHHBIM, CIIOHTAHHBIC OIYXOJHU Ha
KOpHSIX peArca UMEI0T kambuansHoe npoucxoxaenue (Mneuna u ap., 2006; Lebedeva et
al., 2015), a ux ¢opmupoBaHue CBS3aHO C MOBBIIEHUEM YpoBHS cBoOoaHbIX LK
(Matveeva et al., 2004) u akTuUBaIMell SKCOPECCHH T'€HOB MEPHUCTEMHBIX PETYIISTOPOB
(JIyroBa, Homyesa, 2007; Lebedeva et al., 2015; Tkachenko et al., 2021a). Takum
o0pa3oM, H3yu€HHE MPOLIECCOB, JIeXKAIIUX B OCHOBE (HOPMUPOBAHMS CHOHTAHHBIX
OMyXOJeH, BaXHO [JIs IOHUMAaHHUS MEXaHM3MOB pETYISLUU MEpUCTEeMATHUYeCKOi
KOMIIETEHTHOCTH KJIETOK KaMOusl.

HecMoTpst Ha TO YTO T€HETUUECKUI KOHTPOJIh AKTUBHOCTH KaMOUsI B HACTOSIITUI
MOMEHT HcclieioBan noctarouno moapobuo (Fischer et al., 2019; Wang et al., 2021a),
pONIb  OTHENBbHBIX KaMOHMANbHBIX PETyIATOPOB B pa3BUTUM 3alacalolluX KOpHeU
HaxoJUTCs B HadasibHOU ctaauu u3ydenus (Gancheva et al., 2016; I'anuesa u ap., 2018;
Kysnemnosa u np., 2020). B cBsizu ¢ >tum, Ha kKadeape TEHETHKA U OMOTEXHOJIOTHH
CII6I'Y mnpoBoauTcs H3ydYeHHE TIEHETHYECKMX MEXaHM3MOB, JEXKaIlUX B OCHOBE
KOHTPOJISI aKTUBHOCTH KaMOHWSI M pa3BUTHS 3alacarollero KOpHsS, Ha MOJENU peiuca
noceBHoro. B vactHocTtH, B paboTax COTpyAHHKOB Kadeapbl ObUTHM H3yueHbl (QyHKIHUU
HEKOTOpBIX KoMMoHeHTOB peryistopHoro Monayins WOX-CLAVATA (cm. Huxe),
KOHTPOJHMPYIOMIETO aKTUBHOCTh KaMOWs © pPa3BUTHE TMPOBOASIICH CHCTEMBI, B
(GbopMHpOBAaHMN 3aMacampIlero KOpHS y peauca M ero jamkoro mpenka Raphanus
raphanistrum (Gancheva et al., 2016; I'anueBa u ap., 2018). b1 monyden psn
VHUKAIBHBIX PE3YJIbTATOB: NMPU WU3YYCHWH aHATOMHH CIIOHTAHHBIX OIyXOJIeH y JIMHUN
penuca Oblia mokazaHa ux Mepucremnas mnpupona (Lebedeva et al.,, 2015); Obuia

YCTAHOBJICHA CBA3b JIOKAJIMU3AallUH 30H nponn(bepaunn KJICTOK C paclupCACICHUEM YK n
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LK B tkamsx (Lebedeva et al., 2015; Matveeva et al., 2004); npu TpaHCKPUIITOMHOM
aHaJIM3e CIIOHTAHHBIX OMYXOJIeH MOKa3aHO YCHIIEHUE SKCIPECCHH OOJBIIOT0 KOJIMYECTBO
IEHOB, JEHCTBYIOIIMX HA BCEX CTAIUAX KOHTPOJIA KJIETOYHOIO LHMKIJIA Yy pPACTEHUM
(Tkachenko et al., 2021a). BmecTe ¢ TeM, MBI HE MOXXEM C YBEPEHHOCTBIO CKa3aTh, KAKUE
MMEHHO TEHbI ONpPEACNIAIOT HAJIMYME CIOHTAHHBIX ONMYXOJIEM y OJHUX JMHUN peauca U
OTCYTCTBHE HUX Yy Jpyrux. BeisBiIeHHWE T'€HOB, MOCIEAOBATEIBHOCTH KOTOPBIX
pa3nMYaOTCS Y OMYXOJIEBOW M 0€30IyXOJICBOM JIMHMIA, ObLTO Ba)KHBIM IIATOM B 3TOM
HaNpaBICHUU W OIHON W3 IeJiell CEeKBEHHPOBAHUS T€HOMOB JABYX HHOPETHBIX JIMHUMN
peauca, KOHTPACTHBIX M0 OIyX0J1e00pa30BaHUIO.

Hama paGota sBisiercs NpoAODKEHHEM paHee MPOBEISHHBIX HCCIEeI0BAaHUI
pa3BUTHS 3aIlacalolIero KOpHS M CHOHTAHHBIX ONyXoJied y penuca mnoceBHoro. Pabora
MO>KET BHECTH BKJIaJ B MIOHMMaHUE T€HETUYECKOTO0 KOHTPOJISl aKTUBHOCTH JIaTepaibHOU
MEpHCTEMbl KaMOHs, a TaKXkKe Pa3BUTHS CTPYKTYp KaMOHAIbHOTO IMPOUCXOXKACHUS —

3alacaromiero KOpHA U CIIOHTaHHBIX OHYXOHGIZ.

1.1. JlarepajibHble MepPUCTEMbI BHICIIMX PACTEHHIt

MepucteMbl TPEACTABISIIOT COOOM CII0)KHO OpraHU30BaHHBIE COBOKYITHOCTH
PaCTUTENBHBIX KIETOK, MHTEHCHUBHO MENAIIUXCS M COXPAHSAIOMUX (U3HOIOTHUECKYIO
aKTUBHOCTh HAa TMPOTSDKEHHWHM BCEro OHTOreHe3a. Mepuctembl  00ecredrBaroT
(hopMHUpOBaHHE HOBBIX OPTaHOB U TKaHEW M HEMPEPHIBHOE YBEITUYCHUE MACCHI PACTEHUS.
K o6mum cBoiicTBaM MEPUCTEM OTHOCATCS:

* CIOCOOHOCTH MOAJEPKUBAaTh HeAU(PPEPEHIUPOBAHHOE COCTOSHUE KIETOK U
MIPOYLIUPOBATH KJIETKH, CHOCOOHBIE K AU PEPEHITNPOBKE;

* HaJIMYHe MyJia CTBOJIOBBIX KJIETOK;

* HaJMYWe OPraHU3YIOIIHUX I[EHTPOB, B  KOTOPBIX  (DYHKIIMOHHPYIOT
KOHCEpBAaTUBHBIE peryisTopel - T@, mnojgaepKuBaroUe HEISTEPMUHUPOBAHHOE
COCTOSIHME MEPHUCTEM.

[To mokanmu3amuu MEpUCTEMBI JIEIATCS Ha aluKaldbHBIC: allMKalbHAs MEepHUcTeMa
no6era (AMII), koTopast MOkeT TpaHC(HOPMUPOBATHCS B MEPUCTEMY COIIBETHSI, a 3aTEM B
MepucTeMy IBeTKa ((propanbHyI0 MepUCTEMY), U anuKalbHas Mepuctema KopHs (AMK),
naTepanbHble (MPOKAMOWM; MEPUIMKI; KaMOWH, MPOAYLUUPYIOMUN KIETKH KCHUJIEMbl U

(b105MbI;  MPOOKOBBIM  KaMOHMil, wunu (¢emioreH), HHTEPKaJIspHble (BCTaBOYHbIE
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MEPHUCTEMbI MEXJI0Y3JIUii), MaprUHAIbHbIE (MEPUCTEMBI KPAaeB JINCTOBBIX IIACTUHOK) U
HeperyJspHble, WM (paKyJabTaTUBHBIE (MEpUCTEMBbl KIyOCHBKOB, PAaHEBOrO Kayllyca,
rajyloB U OIYyXOJIeH, KOTOpbIe MOTYT BO3HUKaTh Kak de novo mpu aeauddepeHimpoBke
KJIETOK, TaK U U3 IPYTHUX MEPUCTEM).

B nannom o0630pe autepaTypbl OyAyT pacCMOTPEHBI JaTepalibHbIE MEPHCTEMBbI
(JIM), mockonbKy OOBEKTOM HAIIEr0 MCCIEIOBAaHUS SIBISETCS 3allacalouifii KOpeHb
MHOpEeHBIX JIMHUA penuca. Pa3BuThe 3amacaromiero KOpHS CBA3aHO C IPOIECCaMu
BTOPUYHOTO YTOJIIEHHUS, 3aBUCAIIMME OT akTuBHOCTH JIM kam6Ous (Kysnemosa u np.,
2020). CrioHTaHHBIC OIYXOJIM, PA3BUBAIOIIMECS HA KOPHSIX HEKOTOPHIX JIMHUM pejuca,
TaKXKe SIBISIFOTCS MPOU3BOAHBIMH JIM M HMMEI0T KaMOHMalbHOE WM TNEPULIUKINYECKOe
npoucxoxzaenue (Lebedeva et al., 2015).

JIM pacnionararoTcs mapauielibHo O0KOBOM (J1aTepaibHOI) MOBEPXHOCTU OpraHa,
B KOTOPOM OHHU HaXOJAATCA, U MPEACTABIAIOT COOON TSHKM WM LIUIUHAPUYECKHE CIIOU
CTBOJIOBBIX KJIETOK, U3 KOTOPBIX (popMUpPYIOTCA HOBbIE TKaHH. JIM o0ecrieunBaloT Takue
Ba)KHBIE IPOILIECCHI, KAK pOCT OCEBbIX OPraHOB YTOJIIEHUEM (BTOPHYHBII pOCT),
(hopMUpOBaHHE MPOBOIAIICH CHCTEMBI U 3alTUTHBIX TKAaHEH, 3aKIajKa BTOpUIHBIX AM u
JIM, pereHepanusi, ONpeIeICHHbIE THUIBl B3aUMOJEHCTBUN C TMaToreHaMu U
CUMOMOHTAMH, 3alacaHue MUTATEIbHBIX BEUIECTB (UTO OCOOEHHO BAXKHO Ui Pa3BUTHUS
3amnacaromiero kopus) u 1.1. (Jomyesa u np., 2014; Serra et al., 2022). Pacnonoxxenue
JIM B oceBbIX OpraHax pacTeHMsI U UX U3MEHEHHS B IIPOLIECCE OHTOreHe3a MPeICTaBICHbI

Ha pucyHke 1.
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cambium

Pucynoxk 1. Jlokanu3anus natepaibHBIX MEPUCTEM M TKaHEW B XOJ€ Pa3BHTHUS CTEOIS U
KopHs (1o Serra et al., 2022).

Cpenu JIM  BBIAEHSAIOT INEpBUYHBIE, KOTOpble oOpa3yloTcs B XOne
SMOpPUOHAIBHOTO PAa3BUTHS, U BTOPUYHBIE, KOTOPbIE BOSHUKAIOT B MOCTAIMOPHOHATBHOM
passuTin U3 nepBuuHbIX JIM. K mepBuunsiM JIM oTHOCATCS MPOKaMOMiA ¥ IEPUITUKIL, K
BTOPUYHBIM — KamMOuil u mpoOkoBbIii kamOuii, nim ¢emtoren (Ilayros u ap., 2012). B
XOZI€ pa3BUTHsI pacTeHUs MPOKaMOUl 1aeT Hayaslo MPOBOASIIMM TKaHAM CTEOJI U KOPHS,
obecrieunBasi UX pocT yTonmeHueM. Ilepunukn sBiasercs Hanbonee IUTFOPUIIOTEHTHON
MepucteMoil, marorieil Hadano JIM (kamOuro, demroreny), AM OOKOBBIX KOpHEH, a
Take Kawtycy 1 AM moGeros mpu pereHepanuu in Vitro (cm. 063o0p Joayesa u ap.,
2014).

Pazsutue JIM perymupyercs psgoM ¢GakTOpOB, Cpeaud KOTOPHIX BBIIEISIOT
¢uroropmonsr u  T®. IleHTpasbHYI0 pOJIb B XOJ€ OTOrO TMpoIecca HUIrpaer

a"taronucruyeckoe Bzanmoseictaue LIK u MYK (Bishopp et al., 2011). ®utoropmoHsi,
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B vactHoctd, UYK u LK, cBsi3aHbl MHOTOYHCICHHBIMH OOpaTHBIMH CBs3siMu ¢ T
cemerictB WOX u KNOX (KNOTTED]1-related homeobox), koTopsie KOHTPOIUPYIOT
noJAep>)KaHue M TPOJUQEpaIio CTBOJIOBBIX KJIETOK B MepucTemax. llepBoHadanbHO
Takue JaHHble ObuTH monyuyeHbl A AM (Jasinski et al., 2005, Leibfried et al., 2005;
Zhang et al., 2017; Tian et al.,, 2014), HO B manbHeWIIeM NOJOOHBIC CBS3U OBLIH
BbIsIBIICHBI U B JIM, B yacTHOCTH, B KamOuu u ¢emtorene (Suer et al., 2011; Smetana et
al., 2019; Fu et al., 2021). [Tomumo WOX u KNOX, B perymsiuuu pazsutus JIM
y4acTBYOT M JApyrue cemeiictea T®, nHanpumep, HECKOIbKO KiaaccoB Td ¢
romeojoMmeHoM U JenuHoBo MomHmMer (HD-ZIP) (Smetana et al., 2019) u T®
AINTEGUMENTA (ANT) u3 cemeiictea APETALA2 (Randall et al., 2015). B menom
MOXHO ckazath, yro T® WOX B JIM, kak u B npouux mepucremax, sipistorcs «Td
OPTaHU3YIOIIEro IIEHTPa» M PETryJIATOPAMH, MOIACPKUBAIOLIIMH ITyJI CTBOJIOBBIX KJIETOK.
Hpyrue rpynnsl T BBHINONHSIOT pa3HOOOpa3Hble GYHKIUU: OT 3aKJIaJKH MEPUCTEMBI U
nponudepanud ee KIeToK 10 JuddepeHIUpPoBKH crenupuYecKux TKaHEH Ha ee
nepudepun (Jomyesa u np., 2014; Kyzuenosa u np., 2020; Serra et al., 2022).

Taxxe B koHTposie aktuBHOCTH JIM (TI0 KpaifHel mepe, KaMOus) BXXHYIO POJIb
urpatot nentugasie putoropmonsl CLE u X penenTtopsl, OT KOTOPHIX 3aBUCUT YPOBEHb
skcripeccun GyHkponupyomux 3neck reHoB WOX (Hirakawa et al., 2010). Tlentuast
CLE, ux peuenrtopbl, OTHOCAIIUECS K CEMEMCTBY CEpPUH-TPEOHHHOBBIX PELENTOPHBIX
NPOTEMHKHMHA3 C JeknuH-0orateiMu moBTopamu (leucine-rich repeat receptor kinases,
LRR-RK), u ux mumenu - reasl WOX - cocTaBnsiOT Tak Ha3biBaeMyto cuctemy WOX-
CLAVATA — KoHCepBaTHBHBII peryJsiTOpHBIA MOAYJb, PETYIMPYIOIIUI pazmep myia
CTBOJIOBBIX KJIETOK B paznuyHbIXx Mepuctemax (Jomyesa u np., 2016; Kuznetsova et al.,
2023). HeoOxonuMoW YacThIO ATOTO PETYISATOPHOTO MOy Takke sBistorcs T
cemeiictBa GRAS HAIRY MERISTEM (HAM), kotopsle B3aumoaencTByor ¢ TG WOX
B pa3HbIX MepHcTeMaX M IO KpailHell Mepe B AM BIMAIOT Ha UX NepeMELIeHHE M3
OpPraHM3YIOIEro IeHTpa B 30HY Npoiudepanuu cTBOJIOBBIX KieTok (Zhou et al., 2015;
Geng, Zhou, 2021).

Hlanee B o030pe Oonee neTambHO OYAYT PacCMOTPEHBI PETyJSATOPHBIE IYTH,

KOHTpoOJUpyommue GpyHKkiuuonuposanue JIM.
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1.1.1. IlepyuuKJI — IVIIOPUIIOTEHTHAS NIEPBUYHASI MEPUCTEMA

[lepunuxn MIPEICTABIISET coboit cioi HenuphepeHIUpOBaHHBIX
IUTIOPUTIOTEHTHBIX KJIETOK, KOTOPBIA OKpY’)KaeT MPOBOIAIIMKA TYYOK U MOXKET B
pa3IMYHBIX  YCJIOBUSIX OOpa3OBBIBATH JIPyr'HME€ THIIBI TKaHEeW, B TOM 4YHUCIE
MepucTeMaTuieckue. JTa nepBuyHas JIM urpaeTr meHTpaibHYIO poiib B (POPMHPOBAHUU
pa3HOOOPa3HBIX BTOPUYHBIX MEpHCTEM: 3aKiake OokoBoro kopHs (De Smet et al., 2006),
(bopMHpPOBaHUN CUMOMOTHYECKUX KIYyOCHBKOB TPU HMHOKYJSIMH OOOOBBIX pacTEHUIt
puzobusmu (Ferguson et al., 2010), cMbikaHuMm KamMOHsI B KOJBIO M BTOPUYHOM
yTOJNIIEHUH Yy AByJAonbHBIX (Baum et al, 2002), muddepenunanuu ¢ennoreHa c
o0pa3oBaHHEM TEPHIEPMBI - CyOepHU30BaHHOTO Oaphepa, 3aIIMIIAIONIETO PACTEHHE OT
CTPECCOB, a TAKXKE B MPOIIECcax KaIycoreHe3a 1 pereHepaiiuu pacrenuit in vitro (Atta et
al., 2009; pucynok 2). Ilepuuuki 3akiaasIBaeTcsi B SMOpUOTEHE3€ OJTHOBPEMEHHO C

npokamOueM (Scheres et al., 1994).

Vascular cambium Phellogen

GATA23 LBD16 WOX4 PXY HD-ZIPs WOX4 BP
ARF7 ARF19 ARF5 ARF7 ARF19 ARF5
+ARFs +ARFs +ARFs
IAA IAA IAA

Pucynok 2. Perymsuus ¢gopmupoBaHusi OOKOBBIX KOpHEH, (pessoreHa M cocyIucToro
KamOmsi u3 KieTok mnepunukia (mo Xiao et al., 2020). Cerno-3eneHbIM 0003HAYCHBI
KJICTKH TEPUIUKIA; 3€JIEeHBIM - KJIETKH, OOpa3yloIluecss W3 MEpUIMKIA; CBETJIO-
KOPUYHEBBIM - KIETKM NPOKaMOus; KOPUYHEBBIM - KIJIETKH, oOpa3yrommecs U3
npokamOus. JIByHampaBieHHbIE CTPEIKH O003HAYalOT 30HBI KOPHA, I/Ie MPOUCXOIUT
MHUIUaMsa: OOKOBOTO KOpHs (depHas); mepuaepmbl (KpacHas); COCYAHCTOro KamOus
(xopuuHeBasi). ['€HBI U CTPENKH, BBIACIEHHBIE CEPBIM, a TaKXKE BCE IYHKTHPHBIE JIMHUU
yKa3blBalOT Ha IMpeArnoyiaraemMble B3auMoJeicTBUs. Pa3Butue cocyaucroro kamoOus
WHUIMUPYETCSl TOCle TMOAABICHHUs IMporpamMmbl pa3BuTus OokoBoro kopHs (LR) wu,
BEPOSITHO, 3aBHCUT OT IOJABJICHHMsSI aKTHUBHOCTH HeuszydeHHbIX ARF. ®dopmupoBanue
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¢demnorena (phellogen) 3aBUCHUT OT aKTHBHOCTH COCYAHMCTOro KamOus (vascular
cambium).

Cpenu OByX THIOB KIETOK NEpULMKIA (KCHJIEMHOTO U (DIIO3MHOTO) TOJBKO
KJIETKH TIEPBOTO THIIA CIIOCOOHBI K 0Opa30BAaHHUIO IPYTUX THIIOB MEPUCTEM, ITOCKOIBKY
HaxonaATcs B HeauddepeHnupoBanHoMm coctossHuu (Baum et al.,, 2002, Parizot et al.,
2008). B kieTkax KCHJIEMHOTO TEPHUIIMKIIA OTMEYACTCS AKCIPECCHUs] T€HOB TEPBUYHOTO
orBeta Ha WMVYK; B xmerkax QuosmMHOro e mnepurukia (a Takke B KaMOWH)
HKCIPECCUPYIOTCS T'eHbI MEPBUYHOr0 oTBeTa Ha LIK, 4To MiuTIocTpupyeT CBsI3b Xapakrepa
pa3BUTHS TPOBOJSIIMX TKaHEH W MEpPHULUKIA C paclpeleleHueM 3STHX TOPMOHOB-
antaronuctoB (Bishopp et al., 2011). Cpenu Td yuacTHe B perynsiuu KCHIEMHOTO
nepunukina npunuMaer TO SHORTROOT, xotopsiii oOpasyer rerepomumep ¢ T
SCARECROW, kontponupymoomum pa3Butue npoBojsnieii cucremsl (Helariutta et al.,
2000, Cui et al., 2011). MumeHsiMA TaKuX TUMEPOB SIBISIOTCS T'eHBI, Kogupyromue T
cemeiictea HD-ZIPIII (Homeodomain/Leucin rich Zipper III), koTtopble peryaupyror
pasButue cocynos (Emery et al., 2003).

3akiaaka 00KOBOro KOpPHS SIBJISIETCSI OCHOBHOM (yHKIMEH nepuukia. bokoBoi
KOpeHb 00pa3yercs M3 KIETOK IEPHULUKIA, PACHOJIOKECHHBIX HAIPOTHB KCHIEMHOTO
nomoca (Dubrovsky et al.,, 2000), KoTOpble COXPaHSAIOT MUTOTHYECKYI) AKTUBHOCTh
JI0JIr0€ BpeMs U Ha3bIBAIOTCS KJIETKaMU-OCHOBaTeIbHUIIaMU O0KoBoro kopHs (De Smet et
al., 2006). AykcuHBI UTparOT KIIOYEBYIO poJib B (POpMHpPOBAHUM OOKOBBIX KOpHEH
(Dubrovsky et al., 2008), Bo3melictBys Ha uukianH3aBUcUMble KuHa3pl CDKA u
CDKBI;1 u crumynupys JeleHue pPaCTUTEIbHBIX KIEeTOK. Takke ayKCHHbI MOTYT
MOJIABJIATh JKCIPECCHIO0 T€HOB, KOAMPYIOUMX OENKH-UHTMOUTOPBI KIETOYHOTO IIMKJIA
KRP, ctumynupys nenenue kietok nepunukia (Beeckman et al., 2001). KonnenTpanws
AyKCHHOB B KIJIETKaX KCHJIEMHOTO TIEPHUIMKIA KOJIEONETCS, YTO KOHTPOJIUPYET
MIEPUOJNYHOCTD KJIETOUHBIX JEIeHNH U 3aknaaKy 0okoBoro kopHs (De Smet et al., 2006).
MuieHs MM ayKCHHAa B KJIETKaX-OCHOBATENbHHUIIAX OOKOBBIX KOpHEW sBisitoTcss T
GATA23 (De Rybel et al., 2010) u LBD16 (Xiao et al., 2020). [IK nomaBisitoT
obOpazoBanne 6okoBoro kopHs (Laplaze et al., 2007), oka3piBasi BIUSHHE HA YKCIPECCHIO
renoB PIN-FORMED (PIN), xomupyromme Oenku nonspHoro tpancmopta UYK, u
Hapymas ¢popMUpoBaHUe aykcuHoBoro rpaauenta (Ruzicka et al., 2009). B nepunukie
BBICOKHI ypoBeHb oTBeTa Ha LIK HaOmromaercs B 30HE MEXIy MPUMOPAUSIMH OOKOBBIX

kopue#t. ['ensr cucremer WOX-CLAVATA, perynupyromeii akruBHocth AMK - WOXS,
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komupyrouwii Td, u Arabidopsis Crinkly 4 (ACR4), kxomupyromiuii perentop MmenTuaa
CLE40, - skcnpeccupytoTcsi 1 B MPUMOPANH OOKOBOTO KOPHsSI Ha pPaHHUX 3Tarax ero
pasButus. Dkcnpeccus rena WOX5 B nepuiiukiie B KIETKaX-0CHOBaTEIbHUIIAX OOKOBOTO
KOpHs perynupyercst aykcuHamu (Stahl, Simon, 2009; Gonzali et al., 2005). AKTUBHOCTB
ACR4 mopaBnsieT KJIETOYHBIC JEJEHUS B COCEAHUX C MPUMOpPIHMEM OOKOBOTO KOPHS
KieTkax nepunukia (Stahl, Simon, 2009).

B kopue apabumoncumca B 3akianke BTopudHOW JIM kamOus Hapsgy cC
MpOKaMOMeM YYacTBYIOT KIETKHM KCHJIEMHOTO TEpHIMKIA, B pe3yjibTraTte KamOuit
npuodperaer GopMy HEMPEPHIBHOIO KIETOYHOTO cios. [lepuuuki urpaer neHTpanbHyIo
poinb U B (popmupoBaHMHM KamOus y omaHomoibHbIX (Jura-Morawiec et al., 2021). B
KOHTpPOJIE aKTUBHOCTU KamOus npuHumaror ydactue T WOX4, PXY, HD-ZIPIII (cm.
paznen “KamoOuii™).

Bmecre ¢ TeMm, kieTku (poSMHOTO MEPUIMKIA JAIOT HA4alo (heslIoreHy, Uiu
MPOOKOBOMY KaMOHIO, KOTOPBI, Kak M KaMOui, B JajdbHEHIIEeM J0JDKEH 3aMKHYTHCS B
koib10. OOpa3oBaHHAs U3 KJIETOK (heyutoreHa nmpoOka Mmocjae OMEPTBEHUS U CIYIIUBAHUS
KJIETOK KOPBI U 3HJI0JICPMBI BBITONHSICT (HYHKIIUIO TTOKPOBHOW TKaHU KOpHs. Cpemnu T,
cTUMYIHpYIoImXx GopmupoBanue demiorena, soiaensores WOX4 (cemeiictso WOX) u
KNATI1/BREVIPEDICELLUS (BP) (cemetictBo KNOX) (Xiao et al., 2020), sxcnpeccus
TCHOB KOTOPBIX pEryJIupyercss aykchuHOM. Ot ke TXd W HuX ayKCHH-3aBHCHMAS
perymsiumst BaxkHbl JUis crienuukanun kamb6ust (Liebsch et al., 2014, Hirakawa et al.,
2010, Suer et al., 2011) (cm. pazmen «Destoren»).

B mpomeccax kajuiycoo0pa3oBaHMsi M pereHepaniu TPUHUMAIOT y4acTHE
KJIETKU TIEPHUIIMKIIA, PACIIOJIOKEHHbIE HAMPOTUB TOJIOCOB MpoTOoKcmieMbl (Atta et al.,
2009). 3a cuer JneneHMs] KIETOK KCWJIEMHOIO MEpUIMKIAa Ha JKCIUIAHTaX pacTeHU
(GOpMHUPYIOTCST  BBIPOCTBI, CXOJHBIE C MPUMOPAMSIMH OOKOBBIX KOpHE. B Hux
skcnpeccupytores reisl PLETHORAL, SCR, SHR u GLABRAZ2, xapaktepHble ais
O0okoBBIX KopHeH (Atta et al., 2009, Sugimoto et al., 2010). 'er WOX5 skcnipeccupyercst
B cyOammaepMaIbHBIX ciosx KieTok (Sugimoto et al.,, 2010). Ilepenoc skcmiiaHTOB Ha
Cpely ¢ ayKCHMHOM BBI3BIBAET MpEBpallleHne MPUMOPIUEB KaTyca B OOKOBbIE KOPHH, Ha
cpeny c LIK - B moGeru (Atta et al., 2009).

[Tepummkn  y4acTByeT B HEKOTOPBIX THIIAX PACTHTEIbHO-MHKPOOHBIX
B3aUMO/elCTBUH, a UMEHHO B (DOPMHUPOBAHUH a30T(HUKCUPYIOMINX KIyOEHBKOB, a TAKKe
KOPHEBBIX pa3pacTaHHii, WHIYIHUPYEMBIX arpoOaKTepusMd U Tapa3UTHUYECKUMU

HeMaTojgamu. Pa3Butue I(J'IY6CHBKOB U OOKOBBIX KOpHCf/'I KOHTPOJIUPYIOT 06H_II/IC
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kommoHeHThl (Searle et al., 2003); nmpu 00pa3oBaHUU HX MPUMOPIUEB MPOUCXOIAUT
WHULMAIMS KJIETOYHBIX JeNeHUd B KcuwieMHoM mnepuimkie. Kirybenek wumeer
COOCTBEHHYIO MepucTeMy, pa3BuTHe KOoTopoil koHTponupyer ren WOX5. I'en WOX5
ABISICTCS MMIICHBIO CHCTEMBl aBTOPETYJSLUU KIyOeHbKOOOpa3oBaHUS, KOTOpas
BimrovaeT B ce0ss CLE-mentunbl u ux penenrtopsl (Osipova et al., 2012). C ygactuem
nepunukia  (GopMHUpPYIOTCS KIyOS€HbKM HEACTEPMUHUPOBAHHOTO THIIA, KOTOphIC, B
OTJIMYHUE OT KIIyOSHBKOB JIETEPMUHUPOBAHHOTO THIIA, CIOCOOHBI B TEUYCHHE JIUTEIBHOTO
BpPEMEHU TOJIEPKUBATh CBOIO Mepucremarndeckyro aktuBHocTh (Hirsch et al., 1989).
[lepunmkn BakeH W UIsI B3aMMOJCHCTBHUS PAcCTeHUN C MATOTE€HAMH, BBI3BIBAIOIIUMU
o0pa3oBaHHe Ha KOPHSAX TrajioB W omyxojeil (cMm. pasgen “Omyxond Yy BBICHIMX
pactenuii”’). Ilepenoc u unterpanus T-JIHK npu 3apakeHnn KOpPHEBBIX HKCILIAHTOB
Agrobacterium tumefaciens npoucxoauT NMPEeUMYIIECTBEHHO B KieTku nepuiukia (De
Buck et al., 2000). Ilpu mnopakeHUM pacTeHHs HemaTtogamHu (OPMUPYIOTCS CaNTHI
KOpPMJICHHUSI, B KOTOPBIX MPOUCXOIAUT AaKTHBAIMSA JACNCHUH KIETOK MEepHUIMKIa U
KCWIEMHOW napeHXuMbl. @DOpMHUpPOBaHME TaKUX CaUTOB CBSA3aHO C W3MEHEHHEM
XapakTepa dKcrpeccuu reHoB kietoynoro nukia (De Almeida, Gheysen, 2013).

Takum 00pazoM, MEpPUIMKI JaeT HAyalo Pa3HOOOpa3HBIM THUIAM BTOPUYHBIX
MepucteM, B ToM umcie JIM — kamOuio u (¢emioreny, a Takxke IaTOTeH-

VHyIIUPOBAHHBIM OIIyXOJISIM PACTEHHM.

1.1.2. IIpoxkamOuii 1 KAaMOMH — MEepPUCTEMBbI IPOBOASIIUX TKAHEH

3akiazKa IepPBUYHON MEPUCTEMBI IPOKAMOMUsI OCYIIECTBISIETCS B AYMOpPHOTEeHE3e
Ha CTaJMU CepAlla, OJHOBPEMEHHO ¢ Jpyroil nepsuuHoi JIM - nepunukioMm (Scheres et
al., 1994). B mnoctsMOpHOHAIBHOM pa3BUTHM M3 NpokamMOusi o0pa3yroTcsi TKaHH,
(hopMupyroIIKe MPOBOIAIIYIO CUCTEMY PACTeHHS: MepBUUHbIE (hiiodMa U kcmiema (Baum
et al.,, 2002). Kambuii npezacrasnser co0oii BropuuHyto JIM, koTopas AaeT Hayajio
BTOPUYHBIM MPOBOJSIIMM TKaHIM PACTEHHM W MPAKTUYECKU MAECHTHYHA MPOKAMOMIO 110
CTPYKType, (DYHKIMH M pEryJIsaTOpHbIM NyTsM. B kopHe kambuii Qopmupyercs c

y4yacTueM NpokaMOus u nepuiukia — nepsuuHbix JIM (Smetana et al., 2019; Shi et al.,
2019).
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Creflyet TakKe OTMETUTb, YTO B XOJIC IBOJIIOIUN CEMEHHBIX PACTCHUN BO3HHUKIIH
7Ba THIA BTOPHUYHBIX JIM, Maromux Hayaao MPOBOJSAIIAM TKAHSIM: COCYIAMCTHIN KaMOUit
(vascular cambium), xapakTepHBI JUIsI TOJOCEMEHHBIX M JBYJIOJBHBIX, W KaMmOuWit

OMHOJONBHBIX  (monocot cambium). KamOuii JBYIOABHBIX — (QopMHUpYeETCS U3

IUTIOPUITOTEHTHBIX KJIETOK MPOKaMOMsl B MPOBOMSIIMX ITydKax (IYYKOBBIH KaMOuWii), a
TaKKe MEePUIUKIA (MEXITyYKOBBIH KaMOMi) M MUMEET BUJ HENPEPHIBHOTO CIIOS KIIETOK.
Knerkm  mydykoBoro  kamOus,  aCUMMETPHUYHO  JIeJIACH € MOCJeXyromei
(g QepeHIIMPOBKON, NAIOT HAYalo MPOBOIAIIMM JJIEMEHTAM KCHIIEMBI U (JIO3MBI, a
IPOM3BOAHBIE MEXITYYKOBOIO KaMmOHs [al0T HAyaJlo KIETKaM IapeHXMMHBIX Jydei
(Fisher et al., 2019).

Kam0wuii 0nHOAONBHBIX (hopMUpYETCS BHE HMEPBUYHBIX COCYAMCTBIX MYYKOB W3

NEPUINKIA, W, NEPUKIMHAIBHO eIsCh, OTKJIAIbIBACT KHAPY)XH BTOPUYHYIO KOpYy, a
KHYTPU - BTOPHYHYIO OCHOBHYIO TKaHb C BTOPUYHBIMH KCHIEMOW U (I0IMOI,
PacmoOKEHHBIMU B COCYTUCTHIX my4kax (Jura-Morawiec et al., 2021). O6a Tuna kamous
CXOJIHBI CBOMM KOHIIGHTPUYECKHM CTPOCHHEM U COJEpXKAT HHULHUAIN, KOTOpbIE
MPETEPIIeBAIOT TEPUKIMHANBHBIE JeneHus U auddepeHnupyorcss ¢ oOpa3zoBaHuEM
BTOPUYHBIX MPOBOJAIIMX TKAHEW, a TaKKe UTPAIOT aHAIOTUYHYIO POJIb B PaJUaIbHOM
pOCTe OCEBBIX OPTaHOB PACTCHHIA.

3oHa KamMOus JBYJOJBHBIX PACTEHUH COCTOUT M3 OJHOIO psifa aCUMMETPHUYHO
nensimmxcs Henu@hepeHIMPOBaHHBIX KaMOMATBHBIX MHUIIMATICH (CTBOJIOBBIX KJIETOK) U
MaTEPUHCKHX KJIETOK (JI03MbI U KCUIIEMBI (KJIETOK-IIpeIIecTBeHHUL). B cooTBeTCTBHN C©
9TUM, B KaMOWM BBIJENISIOT TPU JOMEHA: MPOKCHUMAIBHBIA (COCTOUT M3 MATEPUHCKHUX
KJIETOK KCHJIEMBbI), JUCTaNbHbIA (BKIIOYA€T MAaTEPUHCKUE KIETKH (JIOdMBI) U
LEHTPAJIBHBIA (COCTOUT U3 CTBOJIOBBIX KJIE€TOK). CIIOM KJIETOK MPOKCUMAJIBbHOTO JOMEHA,
NPUMBIKAIOIIUN K KCWJIEME, BBINOJHSIET B KaMOMM pOJIb OPraHMU3YIOIIEro IEHTpa
(Smetana et al., 2019).

CTBOJIOBBIE KJIETKM KaMOWs MPETEPIIeBAIOT AaCHMMETPUYHBIC TMEPHUKINHAIBHBIC
JIeNIeHusl, B pe3yJbTaTe Ka)JO0ro M3 KOTOpPBhIX 0Opa3zyeTcsi O/JHa KCWJIEMHas M OJlHa
(baosMHas KIETKU-TIpeaiecTBeHHUIbI (Smetana et al., 2019; Shi et al., 2019). Otu
KJICTKH  JIeNATCS CUMMETPUYHO 1O O0eMM CTOpOHaM  KaMOWaldbHON  30HBI,
maddepeHIUpysT K IEHTPY KIETKH BTOPUYHON KCHJIEMBI, a K Tepupepun — KIETKU
BTOPUYHOU (pr1odMBI. B cocTaB BTOPHYHBIX KCHIIEMBI U (DJIOOMBI BXOJSAT MPOBOJSIINE U
MEXaHMYECKHEe DJIEMEHTHI Pa3HBIX THUIIOB, KJIETKH OCEBOW MapeHXUMbI U PagHalibHBIX

queﬁ. ®drooMa U KCHIEMa TaKxkKe CJIy’KaT HMCTOYHHKAMH CHUI'HAJIOB, OIPCACIIAIOIINX
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pa3BuUTHE KaMOMSs: MO KCWJIEME W €€ KJIeTKaM-TpeanecTBeHHunaM mnocrymnaer MYK,
perynupyroas nojaaep:;kaHue OpraHu3yIoLero nenrpa kamous, a uz ¢uosmer — CLE-
nentuabl cemeiictea TDIF, moanepxkuBaromue npoiudepaTuBHYI0 aKTUBHOCTh KaMOus
(Smetana et al., 2019; Hirakawa et al., 2010).

JlesTenbHOCTh KaMOMS 3aBUCUT OT Oastanca mpodudepanuu u 1uddepeHInpoBKU
KJIETOK. B MHOTOYHMCIIEHHBIX UCCIIEIOBAHUSIX BBISIBICHBI Pa3IMYHbIC PETYIISATOPHI KaMOus,
B ToM yuciae T® pasHBIX CEMEHCTB M B3aMMOACWUCTBYIOIIUE C HUMH (PUTOTOPMOHBI

(0630p Ky3uemnosa u np., 2020).

1.1.2.1. Peryasiuusi aAKTUBHOCTH KamMOusl ¢ MOMOIIbIO cucteMbl WOX-

CLAVATA

OcHOBHasi pojb B pPEryJsiUM [OAJIEPKAHUS CTBOJIOBBIX KIJIETOK KamOus
npuHaIekuT TO WOX4 (Ji et al., 2010), ¢ KOTOPBIM B3aUMOJICHCTBYET €T0 KOGaKTOp —
Td HAM4 (Zhou et al., 2015), u ero «ayonepy» T® WOX14 (Etchells et al., 2013).
I'enst WOX4 u WOX14 sBistOTCS MHUIIEHSMU CHUTHAIBHOTO MYTH, HHIYIHPYEMOTO
onuoit m3 rpynn nentugos CLE (Hirakawa et al., 2010; Etchells et al., 2013), u, Takum
obOpa3om, BXomsaT B coctaB kamOuanpHOro monyiss WOX-CLATATA. Jlanaeie 00
yuactuu cucreMbl WOX-CLAVATA B QyHKIIMOHUPOBAHUM KaMOUsI Ipe/ICTaBIEHbl Ha
pHUCYHKe 3.

B xam6um cucrema WOX-CLAVATA xoHTponupyeT romeocrad 3toil JIM
MOCPEACTBOM TOJOXKHUTEIBHOTO PETYJIATOPHOIO Kackajla, MUIIEHBIO KOTOPOTO SBIISETCS
skcripeccust reHoB WOX4 u WOX14. Bananc mysia CTBOJIOBBIX KJIETOK KaMOWSI HAXOJUTCS
1oJl KOHTposieM HeOomnbiIoi crnenuduueckoil rpynnsl nentugoB CLE, HazbiBaemoii
TRACHEARY ELEMENT DIFFERENTIATION INHIBITORY FACTOR (TDIF),
takke n3BectHor kak CLE-mentuasl rpynmel B. ¥V Arabidopsis rpynma TDIF Bkimouaer
B cebs mentumel CLE41/CLE44 (mpomyktel reHoB CLE41 w CLE44, naromme
UJCHTHYHBIC TIO0 cocTaBy 3penble nentuanl) u CLE42 (Ito et al., 2005). Jlns npaBunbHON
OpPHEHTAIH JICIEHUS] KJIeTOK KaMOusl BaKeH I'paJMeHT KoHueHTpanuu nentunoB TDIF,
dbopmupyromuiics npu noctymiienun TDIF u3 ¢mosmer. 3meHenue sToro rpaaueHta
BEJET K MU3MEHEHHMIO OPHEHTAlMU KJIETOYHBIX JeJIEHUN M HapyLICHUIO YHOPSIO0YEeHHOU
crpyktypbl crenbl. Ilentuner TDIF mpoaymupyrorcs kiaeTkamu (JIO3MbI, a 3aTeM

MepeMeIaloTCcsl B KaMOWH, I/Ie CBSA3BIBAIOTCS CO CBOMM pelenTopom, Ha3zeiBaeMbiM TDIF
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RECEPTOR/PHLOEM INTERCALATED WITH XYLEM (TDR/PXY), unenom
cemerictBa LRR-RLK, u ero romomoramu, HaszpiBaeMbiMu PXY-like (PXL1 u PXL2)
(Hirakawa et al., 2010; Jung et al., 2015). B ornuume oT anuKajgbHBIX MEPHUCTEM, TIE
CLE-nentuasl AEWCTBYIOT KaK HETaTUBHBIC PETYJATOPHI MOJAEP)KAHUS CTBOJIOBBIX
kietok u skcrpeccuu renoB WUS B AMIT u WOX5 B AMK (Schoof et al., 2000; Stahl et
al., 2009), B3aumopeiicteue mnentugoB TDIF ¢ pementopom PXY mnonaBnser
(G epeHIIMPOBKY CTBOJIOBBIX KJIETOK KaMOHsI BO BTOPHUHYIO KCHJIEMY M CIIOCOOCTBYET
nojaaepxkanuio uaeHrnaHoctu 3toi JIM (Hirakawa et al., 2010).

Jlpyrum crioco6oM Mmo3uTHBHOM peryssiiuu dxcnpeccun WOX4 sBrnsercs ayKCuH-
3aBUCHUMBIN KOHTpPOJIb ¢ momotibio T cemerictB Auxin-Response Factor (ARF) u HD-
ZIPIIL. Ot T® yuyacTByOT B (pOPMHUPOBAHUH KCHIIEMBI; KPOME TOTO, 3TOT ITyTh Ba)KEH
JUTSL CO3IaHMSI OPTaHU3YIONIEeTo eHTpa kamoust (Smetana et al., 2019; Shi et al., 2019).

B 10 xe Bpemss TDIF-3aBucHMBINi KOHTPOJIb JAEJICHHS KIETOK KamOus TpedyeT
Hanuuus QYyHKIIMOHATBHO aKTUBHOTO peuentopa PXY u He 3aBucut or aktuBHOCTH TD
WOX4 (Etchells, Turner, 2010). Cumraercs, uto WOX4 yuacTByeT B peryssiuuu
KIETOYHOH mponudepannu, HO He guPepeHranuyd KCHIEMBbl, YTO I03BOJISET
MPENOI0KNUTh Haludne pasiaudHbix Muiineneil aeiicrsus TDIF-PXY (Hirakawa et al.,
2010). MmeroTcst nannbie 0 ToM, 4To B curHaibHoM mytu WOX4 peiictByet Hike PXY,
CTIOCOOCTBYS JIENIEHUIO COCYIHCTHIX KieTok BMecte ¢ WOX14, skcnpeccusi KOTOPOTo
MOBBIIIAETCSI B OTBET Ha Oosiee qurenbHyro oOpaborky TDIF, mockonpky wox14
ycunuBaeT AeeKT JeleHus KIeTok y mytaHtoB nmo Wox4 (Etchells et al., 2013).
Cunraercs, uro nentuasl TDIF nepenaroT mo3unuoHHY0 WHGOPMAIIUIO Yepe3 PerenTop
PXY, mognepxuBasi akTHBHOCTh M aCHMMETPHUYHBIC JCTCHUS KaMOHAIbHBIX CTBOJIOBBIX
KIIETOK TTOCPEJICTBOM TPEX PA3IUYHBIX ITyTEH:

Bo-nepBbix, aktuBamnus peuentopa PXY pemnpeccupyer auddepeHuupoBKy
KJICTOK KCWJIEMBI ITyTeM acCcOIMaluu ¢ OeIKaMH ceMeWCTBa KMHA3bl 3 INIMKOT€HCUHTA3bI
(GSK3) BRASSINOSTEROID INSENSITIVEZ2 (BIN2), BIN2-LIKE1 (BIL1) u BIL2 na
mnasmarndeckoir memopane (Kondo et al., 2014). DT1o B3aumojeiicTBre, B CBOIO O4epeb,
IPUBOAUT K (HOCHOPUIMPOBAHUIO U TOCTEIYIOMIEH ecTabmin3anuu OpacCHHOCTEPOUI-
3aBUCUMBIX TO BRASSINAZOLE-RESISTANT1/BRI1-EMS-SUPPRESSOR1
(BES1/BZR1), xotopslie ciocobcTBYIOT 1uddepeHipoBke kcuiieMsl (Saito et al., 2018).
[lepenaua curnanos TDIF uepes penentop PXY, Takum oOpazoMm, momaBisieT
T pepeHIIMPOBKY CTBOJIOBBIX KJIETOK KaMOMs, «HE JOXOs» JI0 PEryJISIIUU dKCIIPECCUU

WOX4 nu WOX14 (Etchells et al., 2013).
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Bo-Bropeix, mepemaua curHanmoB TDIF-PXY cmocobOctByer mnpomudepanun
KJIETOK KaMOus mocpencTtBoM akTuBanuu dkcrpeccuu reHoB WOX4 u WOX14, u 6pu10
BBICKA3aHO TMPEIINOJIOKEHHe, YTO peryiastopHbslii  Monyiab TDIF-PXY-WOX4/14,
KOHTPOJIMPYIOIIMNA JelleHne KaMOUalbHbIX KIJIETOK, JACUCTBYET MapajUIelbHO C IIyTEM
TDIF-PXY-BIN2-BESI1, perynupyromnum auddepeHInpoBKY CTBOJIOBBIX KJIETOK KaMOMs
B kcunemy (Etchells et al., 2013).

B-tperbux, B3aumonericrsue TDIF-PXY Biuser Ha pekpyTHpOBaHUE CTBOJIOBBIX
KJIETOK KamOusi BO (PpJIOSMHYIO JUHHIO. DTOT MyTh OCYHIECTBIsIeTCs ¢ momouibio PXY-
3aBucuMon perymsiuun T WOXI14, BepoATHOM MHIIEHBIO KOTOPOIO SIBJISIETCSI TE€H,
komupytoummii T® TARGET OF MONOPTEROS6 (TMO6), koTopblii Takxke
perymupyercs aykcuaom 1 T® MONOPTEROS wu3 cemeiictea ARF (Schlereth et al.,
2010). T® WOXI14 u TMO6 perymupytor skcrnpeccuto reHa LATERAL ORGAN
BOUNDARIES DOMAIN 4 (LBD4), xotopsiii komupyer T®, akTUBHbBIH B KICTKaXx,
JIOKAJIM30BAHHBIX Ha IpaHulle TPOKaMOus U (JI05MbL, U yUYACTBYIOIIMMA B IETICHUH KIETOK
kamOwust u nuddepenumponke drosmsl (Smit et al., 2020).

Jlpyrue xomroHeHThl kamOuanbHOM cuctembl WOX-CLAVATA y Arabidopsis
BKJIFOYAIOT ABa Onm3kux romosiora perentopoB TDR/PXY, PXY-LIKE (PXL1 u PXL2)
(Jung et al., 2015) u xopeuenTopsl rpynnsl SOMATIC EMBRYOGENESIS RECEPTOR
KINASE (SERK), B3aumoneiictytomue ¢ PXY nmst cBS3bIBaHUS MENTUIHBIX JTUTAHIOB
TDIF (Zhang et al., 2016¢). Kpome Toro, nmerorcs eme nBa peuentopa LRR-RK, MORE
LATERAL GROWTH 1 (MOL1) u REDUCED LATERAL GROWTH 1 (RUL1),
kotopele He BXomsaT B cucreMy WOX-CLAVATA, HO Takke y4yaCTBYIOT B pa3BUTHHU
kamOusi: cyas mo ¢denorumy mytantoB MOll wu rull, pementop MOLI cuuraercs
HEraTUBHBIM PETYJISTOPOM, KOTOPBIN MOAABISET Nposindepanuo KaMOMaIbHBIX KJIETOK
He3zaBucumo oT TDR/ PXY, Ttorma kak RUL sBisieTcs NO3UTHUBHBIM PETYJISTOPOM
(Gursanscky et al., 2016).

Huddepenunanns KiIeTok kKamOus 1o myTH (GJI0SMBI WM KCHJIEMBI TaKkKe
koHTposmpyetrcsi CLAVATA-nono6usiMu (Bo3MoxHO, WOX-CLAVATA) cucremamu.
B wuactHOocTH, OOpa3oBanue @¢uosMbl - TKaHM, nOpoayuupyromeil nentuast TDIF,
kouTponupyercsa nentugamu CLE25 u CLE45, ux penentopamu CLV2/CRN u BAM3, a
takke kopeuentopamu CIK u CLERK (Ren et al., 2019). Ilentung CLE10 nogasnsier
pa3BUTHE COCYIOB MTOCPEICTBOM MHTHOMpOBaHus dkcnpeccun TeHoB ARR tuma A, ARRS
u ARRG, koaupytroumx penpeccopsl nepeaaun curnaia LIK (Kondo et al., 2011). Kpome

TOT'0, HCAaBHO ObLIH MMOJIYy4YCHBI JAHHBIC 00 I/IILCHTI/I(I)I/IKB.I_[I/II/I y apa61zmoncnc HOBOT'O I'€Ha
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- AtCLE33, umeromiero 6ospioi mporeHT cxoactBa ¢ AtCLE4S u xoHTponupytromero
obOpaszoBanne mnporodiaodmbl. Kak Opiio mokazano, AtCLE33 skcmpeccupyercss B
pasBuBarolielics npotodaodme u peuentupyercss BAM3. YV 1BOHHBIX MyTaHTOB IO
CLE33 u CLE45 nabmiomanache skronmueckas audQepeHuupoBka mpoTo(IodMbl B
COCEJIHUX KIIETKAaX, YTO COTJIACyeTCsi C MOJAEIBIO, COTIIACHO KOTOPOW crenu(puyHbie JUist
¢noambl CLE-nmenTuipl ACUCTBYIOT KaK TMapaKpHHHBIC CUTHANBI, IOJICPKHBAIOIIUC
€IMHCTBCHHYIO (PyHKIMOHANBHYIO KIeTKy mpoTodmoamel. Opromoru CLE33 Obutn
OOHAPYX EHBI Y TOKPHITOCEMEHHBIX, OJHOAOIBHBIX U IBIAUKOTOBBIX, a MYIUIMKAIUS TEHA,
napmero Havamo CLE45 y Arabidopsis u nmpyrmx Brassicaceae, mo-Buaumomy,
npousonuia HenaBHo (Carbonnel et al., 2023). [lentux CLE19, HanpotuB, akTUBUPYET
pazBuTHe Kcuiembl: cBepxdkcrpeccus CLE19 Bemer k o0Opa3zoBaHuio “OCTPOBKOB”
KCHJIEMBI, HE CBSI3aHHBIX C TPOBOJSIICH CHCTEMON pacTeHWs, B OpraHax IIBETKa
apabunorncuc u kanyctol (Fiers et al., 2004), a Takyke MOBBIIAET KOJIHMYECTBO HIEMEHTOB
KCUJIEMBI — COCY/IOB M OJIPEBECHEBIIICH KCHIIEMHON IMAPSHXUMBI — B 3al1acarolieM KOpHE

penuca (Gancheva et al., 2016).

Bo3moxkabie munienn T® WOX B kamoun

Urak, curHanehbii Monyinb WOX-CLAVATA wurpaer 1HeHTpajibHYIO poOJib B
KOHTpOJIE aKTUBHOCTU KamOus U Ju((epeHIMpPOBKH €ro Mpou3BOAHBIX. [lomyuyeHbl
MHOTOYHCJICHHBIE JIaHHBIE O T'€HETUYECKOM KOHTposie AU(PPEPEHIUPOBKU KCHIEMBI U
(I05MBI ATUM PETYJIATOPHBIM MOAYJEM (CM. HUXe). BmecTe ¢ TeM, 0 NpsSAMbIX MHUIIEHIX
TO WOX4 u WOX14 B HacTosIIIMI MOMEHT M3BECTHO Majlo (3a UCKIIOYEHUEM JIAHHBIX
00 yuyactun T® WOX14 B perymsnuu sxcnpeccun TMO6 u LBD4, o koTopom cka3aHo
BBIIIIE), U TOUCK TaKUX MUIIEHEW SBJISETCS aKTyaJbHOM 3a/Jayeil TeHETUKH pa3BUTHUS
pacTeHui.

B 10 *e Bpewmsi, ObUIM MOJIy4EHBI JaHHble O MHUIIEHSX Japyrux Td cemeiicTBa
WOX, KOHTPOJIUPYIOMIKUX pa3BUTHE anuKaIbHbIX MepucTteM, — WUS u WOXS (Tabnuna
1). TlockonpKy ObUTM TMOJMYyY€HBI JaHHBIE O TOCJIEJOBATEIBHOCTAX CAWTOB CBS3BIBAHMS
Td WOX B npomortopax renoB-muinenei (Lohmann et al., 2001; Busch et al., 2010) u
HavimeH psg  reHoB-mumieHedn T WUS u WOXS, T0 mnepBuuHBIE BBIOOD
npearnoiaraeMbX KaHaugaToB Ha posb MuiieHeit WOX4 u WOX14 moxer ObITh
OCHOBaH Ha HAJMUYUU OINPEACICHHBIX CAaNTOB CBS3bIBAaHUS B IPOMOTOpax, a TAaKKE Ha
MPUHAJIEKHOCTH K OINpENEJICHHBIM T'€HHBIM CEeMeMCTBaM, KOTOpbIe PEeryIupyroTcs

npyrumu TO WOX.
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Homennsnii coctaB T® WOX mpeamonaraer, 4yTo OHHM MOTYT OBITh Kak
MO3UTUBHBIMU, TaK W HETaTUBHBIMHU peryisaropamu Tpanckpumnuuu (Rodriguez et al.,
2016). CornacHo nuTepaTypHbIM AaHHBIM (Tabnuia 1), K YUCIy BBISBICHHBIX MUIICHEH
T®d WUS otnocsitces rensl cemeiictBa CLE — CLV3 u CLE40, xoTopsie B cBOIO ouyepens
perynupyroT skcnpeccuto reHa WUS B cocraBe cucrem WOX-CLAVATA. HUnatepecHo,
yT0 3kcnpeccuro reHa CLV3 (meraruBHoTrO perymstopa skcnpeccun rea WUS) T WUS
perymupyet no3utuBHO (Schoof et al., 2000), a sxcnpeccuto rena CLE40 (mo3utuBHOTO
perynsropa skcnpeccuu rena WUS) — neratusno (Schlegel et al., 2021). Takum o6pazom,
B PpEryjsiluu IyJa CTBOJOBBIX KieTok AMII neilcTByloT Kkak NO3UTHUBHAs, TaK U
HeratuBHasi oOpatHble cBsizu. Takke Td WUS HeraTMBHO peryiupyer 3KCIpPEcCHIO
TeHOB, KOAMPYIOMX penpeccopsl nepenaun curaana [IK ARR A-tumna (Leibfried et al.,
2005) u omua w3 dpepmento OmocmHTeza LIK — LOG4 (Chickarmane et al., 2012). K
MumieHsM HeratuBHoW perymauuun T®d WUS oTHOcATCS H  TE€HBI-PErYJISTOPHI
dopmupoBanus nucrooro mnpumopaus: ASYMMETRIC LEAF 2 (AS2), KANADY1
(KAN1), YABBY3 (YAB3) (Yadav et al., 2013). B 1o xe Bpems, T® WOXS5 kak
LEHTPAIBHBIN PETYJSATOP CTBOJOBBIX KJIETOK AMK HEraTuBHO peryiaupyer 3KCIpeCCHIO
reHa-perynaropa kierounoro mukia CYCDS3;1l, obecrneuuBas MeIJIeHHOE [IEICHUE
KieTok opranusytomiero neHtpa (Forzani et al., 2014), u rena, xomupyromero T
CYCLING DOF FACTOR 4 (CDF4) — perymnsrtopa audQepeHIMpPOBKH HHUITHAIEH
koxymemsl (Pi et al., 2015). K mumensm npsimoit no3utuBHo# perynsuuun T WOXS
OTHOCSTCS TeHbl MmyTH OuocuHTe3a UYK uyepe3 HMHIONMUPOBHHOTPAAHYIO KHCIOTY
(Savina et al., 2020) u ren T® PLETHORA3 (PLT3) — perynarop AeleHus CTBOJIOBBIX
kietok AMK u tpancnopra YK (Burkart et al., 2022).

['eHsl1, 5KcrIpeccupyromumecs: B KaMOWW /WM TPOBOSIINX TKAHIX KOPHS peanca
(mo manHBIM TpaHckpunroMHoro aHammsza Tkachenko et al., 2021a,b) u oTHOCsIIMECS K
TEeM JK€ ceMeicTBaM, 4TO U Bhimenepeurcienusie Mumenn T WUS u WOXS, Obun
IIPOBEpEHBI B Hallel paboTe B kauecTBe BO3MOXKHBIX MuieHedt TO® WOX4 (cM. pazaen

«Pe3ynbTaTh»).
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Tabmuma 1. U3Bectuple mumenn T cemeiictBa WOX, KOHTPOJIUPYIOMUX DPa3BUTHE
MepucteM. KpacHbIM mIpU(GTOM BbIIEICHBI TE€HBI, IKCIPECCUs KOTOPBIX MOJaBIISIETCS,
3eJIEHBIM — I€HbI, IKCIIPECCUsI KOTOPBIX aKTUBUPYETCSI.

Td WOX I'en-munieus (aro | OyHKIWS reHA-MUIICHN Ccrlika
KOJHMPYET)
WUS CLV3 (curnaneupiii | TlomaBaenne — skcmpeccun  WUS | Schoof et al.,
(perynsatop | menTu) (neratuBHast ~ obOpatHas  cBs3b), | 2000; Schlegel et
anuKanbHON orpanMueHue  myna  crtBosioBhx | al., 2021
MEPUCTEMBI kietok AMII
nobera) CLE40 (curnambnbriii | AktuBaums — skcnpeccun  WUS | Schlegel et al.,
HEeNTHN) (mo3uTHBHAs cBs3b) M moznepxkanue | 2021
ImyjJa CTBOJOBBIX KiIeTOK B AMII,
nonaeneHue oskcupeccunn WOX5 wu
OrpaHHYCHHE pa3MepoB myJa
CTBOJIOBBIX KJIeTOk AMK
ARR5, ARR6, ARR7, | ITomaBnenue orseta Ha I[K Leibfried et al.,
ARR15 (pempeccopbr 2005
nepeiady CUrHajia)
AS2 3akmagka JUCTOBOrO mpuMmopawms, | Yadav etal., 2013
(TD) Pa3BUTHE «BEPXHE» CTOPOHBI JIUCTA
KAN1 Pa3BuTHe «HIKHEH» CTOpOHBI rcTa, | Yadav et al., 2013
(TD) nonasneHue Tpancrnopra YK
YAB3 PasButne «HIWKHEH» CTOPOHBI JiucTa, | Yadav et al., 2013
(TD) mpoauQepanus KIeTOK INCTa
LOG4 Buocunres LK B samumepmuce AMIT; | Chickarmane et
HEraTuBHO perynupyercs WUS al., 2012
WOX5 CDF4 (TD) Huddepenmmporka wierok | Pietal., 2015
(perynsitop KOJTyMEIIITBI
anukainbHoil | PLT3 (T®D) Henenue CTBOJIOBBIX kierok | Burkart et al,
MEPHCTEMBI MEpPHUCTEeMbl KOpHs, momiaepxanue | 2022
KOPHS1) tparcnopra YK
TAAL, YUC1-7 Buocunres NyYK yepe3 | Savina et al,
(pepmenTHI) MHAOJINUPOBUHOTPAJAHYIO KUCIOTY 2020
CYCD3;3 [Mponudepanms kierok komymesuel | Forzani et al,,

2014
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1.1.2.2. Peryasinysi AKTUBHOCTH KaMOMsl ¢ MOMOIIbIO Apyrux rpynn Td

[Tomumo TD WOX4, WOX14 u peryaupyromux dKCIPECCUI0 X TeHOB MENTHI0B
CLE, pa3BuTre KaMOus ¥ TPOBOSAIICH CHCTEMBI PACTEHHI KOHTPOJIUPYETCS ¢ TOMOILBIO
HEeCKONbKUX Apyrux cemenctB Td. Yuactue T® pasHbIX rpynn B peryisiiuu KamOus
MOKa3aHO Ha PUCYHKeE 3.

Td KNOX wusHauaabHO OBLIM BBISBICHBI KaK IIEHTPAJIbHBIC PETYIISATOPHI
pazButuss AMII. Kpome Toro, oHu urparoT posib B pa3BUTUU KaMOHSI U TPOBOIAIICH
cucreMbl. T® STM u KNATI ocymectBisiioT 1udhepeHIupoBKY COCYA0B U KCHIIEMHBIX
BOJIOKOH TOCPEJICTBOM IOJABJIEHUS TPAHCKPUIILUU TeHOB, kogupyroumx Td BLADE-
ON-PETIOLEI1 u 2, xoTOpble ONpeaensoT rpaHullbl TUCTOBBIX npumopaunes (Woerlen et
al., 2017).

Td HD-ZIPIII PHABULOSA, CORONA, REVOLUTA u ARABIDOPSIS
THALIANA HOMEOBOXS8 kontpoaupytot nossipusiii tpancnopt UYK, pannue stamnbl
muddepennupoBku kcuinembl (Baima et al,, 2001; Smetana et al., 2019), a Ttakxe
MoAJepKaHue  IEHTPAIbHOTO  JOMEHa  KaMOMalbHOM  30HBI W DKCIPECCUU
KoHTpoJupyromux ero redos - WOX4 u ANT (Smetana et al., 2019).

MoOunsable T® rpynnst PHLOEM EARLY DOF 1 u 2 (PEARI, 2),
TPAaHCHOPTUPYIOLIHECS U3 (IO3MBI, CTUMYJUPYIOT NEPUKIMHAIBHBIC JIEJIEHUS KIIETOK
KaMOWsl, aKTHBUPYS IKCIPECCHIO reHoB, komupyromux Td HD-ZIPII (Miyashima et al.,
2019).

T® cemeiictea LATERAL ORGAN BOUNDARIES DOMAIN (LBD)
CTUMYJIUPYIOT aKTUBHOCTb KaMOMsI 1 BTOPUUYHBIN POCT, MPEATOJIOKUTENLHO UTPast pojib B
PEKPYTHPOBAHUU CTBOJIOBBIX KJIETOK BO (prrosmHyto auHMI0 (Smith et al., 2020). Mx renst
AKCIPECCUPYIOTCS Ha rpaHulle kKamOus u ¢iodMbl 1 Hanpsmyto peryiupyrores LK (Ye et
al., 2021). Taxxe B perymsimuu skcnpeccun TeHoB LBD yuactBytor T® WOX14 u
KNAT1 (Smith et al., 2020).

Td ANT, otHOCcsammiics k cemeiictsy APETALA2, nHeoOxoaum Juis
nposmdepanu CTBOJIOBBIX KIETOK KaMOHS: B YUCIIO €T0 MPSIMBIX MUIICHEH BXOAAT T'CHBI
nukrHOB Kiacca D. 'en ANT akTuBeH HE TOJIBKO B KaMOWH, HO M OTHOCUTCS K YHCITY

T€HOB, OT YPOBHS AKCIPECCHM KOTOPBIX 3aBHCUT pazMep opraHoB pacteHuil (Randall et

al., 2015).
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NYK-perynupyembiii T® AUXIN RESPONSE FACTORS/MONOPTEROS
(ARF5/MP), xouTponupyomuii skcnpeccuio reHoB PIN, Takke perymupyer pa3BuUTHE
kam6bust (Krogan et al., 2016). MP orpaHn4iBaeT KOJIMYECTBO CTBOJIOBBIX KJIETOK KaMOUs
yepe3 nonasinenue >kcnpeccun rena WOX4; ARF3 u 4 perynupytor WOX4 u xamOuit
nosutuBHO (Brackmann et al., 2018). I'en, xomupytommii T® TARGET OF
MONOPTEROS5 (TMO5), takxke sBisiercs Mutienbio T MP: oH B3aUMOJEHCTBYET €
Td LONESOME HIGHWAY (LHW) u obecnieunBaet crieiiupuKaIui KJICTOK MPOTO-
u metakcuineMsl (Ohashi-1to et al., 2013).

Td ¢ MADS-60KkCcOM TaKXe peryJupyroT pa3BuTtue kamoOus. OHM NPUHUMAIOT
ydacTHe B pa3BUTUU KOpHS y apabuporicuc (Alvarez-Buylla et al., 2019), kapTodens
(Gao et al., 2018), 6arata (Noh et al., 2010, Ku et al., 2008). bsiio mokazaHo, 4TO
cBepxakcmpeccuss reHa SRD1 Garara BBI3BIBACT y HEro YCHJICHHYIO MposHpeparuio
KJIETOK KamOus 1 metakcuiieMsl (Ku et al., 2008).

T® ¢ NAC-nomenom: VASCULAR-RELATED NAC DOMAIN PROTEIN
(VND) u SECONDARY WALL-ASSOCIATED NAC DOMAIN PROTEIN (SND) -
OTBEYAIOT 3a JIU(PPEPEHIIMPOBKY IIEMEHTOB KCHIIEMBI, KOHTPOJHUPYS IJUTHUPUKAIHIIO
KJIETOYHOM CTEHKU U oTMHpaHue nporomiacrta. [Ipeagnonaraempivu Mumensamu T SND
SBJIAIOTCS. T€Hbl OMOCHHTE3a LEJUII0NO03bl U JUrHUHA, a MulieHsIMH T® VND — rensi,
KOHTPOJIMPYIOIIME pa3pylieHue nmporomiactos cocynoB (Kubo et al., 2005, Ohashi-Ito et
al., 2010).

T® ALTERED FLOEM DEVELOPMENT cemeiictea MYB koHTponupyroT
i depeHIUpoBKY MpoTo(ha03Mbl. BeposTHo, mporpammbl JudGepeHIIMPOBKH (II03MbI
U KCUJIEMbl KOHKYPEHTHO HHTHOUpYIoT Jipyr Apyra (Bonke et al., 2003). T® LATERAL
ORGAN BOUNDARIES1 perymupyer pannue stanbl 1uddepeHIupoBKa Gpaosmbl. Y
MyTaHTOB o LBD1 uymcno kieTok ¢osMbl CHIKEHO, a YPOBEHb SKCIIPECCHHM T'€HOB

KNOX, crumynupyromux auddepeHunpoBky kcuiemsl, nosbimeH (Yordanov et al.,

2010).
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1.1.2.3. ®UTOropMOHAJIBLHAS PEryJasilisi AKTUBHOCTH KaMOust

ITockonbKy Bce 3Tambl Pa3BUTHUS PACTEHUI pErylIupyrorcs (uToropmMoHamw,
pasHbIe TPYIIIBI ATHX BEIIECTB YYACTBYIOT TAKXKE B KOHTPOJIE Pa3BUTHUS KaMOUs U IPYTHX
JIM. Ha pucynke 3 TmoKazaHa cXeMa pEryJsilMM AaKTHUBHOCTH KaMOus U
I pepeHIIMPOBKH TPOBOIAIINX TKAaHEH ¢ yyacTHeM GUTOrOpMOHOB U TD.

Kak Obu10 ckazaHo Bellle, nenTuaHble ropmMoHsl CLE sBistoTcs LeHTpanibHBIMU
peryiasTopaMd aKTUBHOCTM MEpPUCTEM, B TOM 4Mcie KaMmOus, a TakKe pa3BUTHUSA
IIPOBOJAILEH CUCTEMBI PACTEHHM.

[Momumo nentunoB CLE, B perymnsiuu akTHBHOCTH KaMOUsl IPUHUMAET Y4acTHE U
Apyras Trpymmna OenTuaHeix ¢uroropmonoB — mentuabl EPFL (EPIDERMAL
PATERNING FACTOR LIKE), kotopsie Tak:ke UIparOT pPoOJib B KOHTPOJE Pa3BUTHS
MPOU3BOAHBIX AmHAepMbl — yctbull U TpuxoMm (Torii, 2021). B nanpueiimmem Obiia
MOKa3aHa poJib HEKOTOPbIX mnentuaoB cemeiictBa EPFL B kauecTBe NO3UTHBHBIX
perymstopoB aktuBHOocTH KamOusi. [lentuner EPFL6 u EPFL4 cunresupyrorcs B
SHJI0/IEPME U MOCTYNalT BO (I03MY, TJ€ CBSI3BIBAIOTCS C PELENTOpaMU CeMeNCTBa
ERECTA (ER), takxe otHocsmemycst k LRR-RK (Tameshige et al., 2017). Mumensmu
necTBUs pelenTopHbiX nporenHknHas ER sBnsercs MAP-kuHa3Hbll kackan (Jewaria et
al., 2013). B perymsauun nuddepeHunpoBkr ycTbull B KadecTBe MuilieHeit MAP-kuHa3,
nericTByromux Hioke perentopoB ER, BeicTynaror T® cemeiicta basic helix-loop-helix
(bHLH) SPEECHLESS, MUTE u FAMA, xaxablii U3 KOTOPBIX PEryaupyeT CBOW dTall
muddepentmpoBku 3ambikatomux kietok ycrbuil (Chowdhury et al., 2021). B kontpose
pa3BuTHs kamOus 3tu TP He mpuHumaroT ydactus, u mumeHun EPFL-aktuBupyemoro
MAP-x1Ha3HOrO Kackazia B 3TOM IPOLECCE HEU3BECTHBI.

Jlnia 3aknanku npokamobus B aMOpuorenese, popmMupoBaHus KaMOUs U epexoaa K
BTOPUYHOMY POCTY Ba)kHO aHTaroHuctuueckoe B3aumojeiictesue MYK m HK. Otn
TOPMOHBI ACCUMETPUYHO paclpelessoTcss B crene KopHs apabupomncuc: HNYK
JIOKaJM3yeTcsl B MEPBUYHON KCWileMe M KieTkax nepuuukia, a LUK - B mpokambuu u
nepBuuHOl uiosme (Bishopp et al., 2011).

HUYK BHOCHT OCHOBHOM BKJIAJI B pa3Butue kcuieMbl: MYK-perymupyemsrit
MONOPTEROS/AUXIN RESPONSE FACTOR 5 (MP/ARFS) perynupyert 3KCIpeccuto
redoB, kogupytonmx Td TARGET OF MONOPTEROS 5 (TMOS5) u HD-ZIPIII,

KOTOPBIE KOHTPONHMPYIOT IU(PPEPEHIIMPOBKY KIETOK KamMOHWsI TO KCHJIEMHOMY THITY
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(Smetana et al., 2019, Brackmann et al., 2018). Kpome toro, YK konTponupyer u
pazButue kamoOus: B3aumozeiicteue Td TMOS u LHW, perymupyembix HVYK,
ompeseNsseT NepUKInHaIbHbIe AeneHus kamOus (Ohashi-Ito et al., 2010), a aykcun-
perynupyemble T® HD-ZIPIII BaxHbl U1 DOALEp:KAHMS OPraHU3YIOLIEro LEHTpa
kamOus (Smetana et al., 2019). Breicokuii ypoBenb MYK B npokcuMaabHOM JOMEHE
KamMOMs TOJIep)KUBaeTCsl Oyaromapss cUcTeMe mojisipHOro TpaHcropta (Bennett et al.,
2016).

HK xoHTponupyloT crneuupukanuo KamMOus M mpoiudepanuio ero KIeTOK
(Bishopp et al., 2011, Matsumoto-Kitano et al., 2008) u cocpeaoTOYCHBI B KaMOHUU |
¢dnosme (Bishopp et al., 2011), rie akTUBHPYIOT KCHPECCUIO T'€HOB, OTBEYAIOIIUX 32
KJICTOYHBIC JICICHUS: B IHTpaibHOM JomeHe kamOust — redoB ANT u CYCD3;1 (Randall
et al., 2015), a Bo (;103Me U auctaigbHOM qoMeHe kamOust — renoB PEAR (Miyashima et
al., 2019) u LBD (Ye et al., 2021). Antaroan3m LHK u YK B kamOuu nposBISIOTCS B
cienyromeM: LK HeratTuBHO perymupyroT OKCIPECCUIO PEryJIsSTOPOB MOJSPHOTO
tpancnopra UYK - PIN1 u PIN7; HUVYK xe uHAyuupyer »HKCIOpECCHUI0 TIeHa
ARABIDOPSIS HISTIDINE PHOSPHOTRANSFER PROTEIN 6 (AHP6), ueit mpoaykr -
HeraTuBHbIN perynstop nepeaauu curnaia LIK (Bishopp et al., 2011).

Kpome Toro, B pasBuruu KamMOusi BaXHbBl M Jpyrue (QPUTOrOPMOHBI:
rud0epesUIHbI, ITHIICH, OPaCCUHOCTEPOUIbI, CTPUTOJIAKTOHBI.

I'u00epenunbl  cTUMYNIUpPYIOT UM (PEPEeHIUPOBKY  OJPEBECHEBAIOIINX
aneMeHTOB kcuiembl (Mauriat and Moritz, 2009, Ragni et al., 2011). T'ensl 6nocunTe3a
ru00epesUIMHOB SIBIIsIIOTCS MUlIeHAMU HeraTuBHOM peryisamuu Td KNOX (Jasinski et
al., 2005). BeposiTHO, GMOCHHTE3 WM TPAaHCHOPT rMOOepeuIMHOB KOHTpoaupyercss T
WOX14, Tax kak cBepxdkcnpeccus WOX14 yBenwuuBaeT YpPOBEHb AKTHBHBIX
ru00epeuIMHOB B cTene, a Ae(eKTbl pa3BUTHUS y MyTaHTa WOX14 KoMIEHCHpYIOTCS
nobasienunem rudoepemnaoB (Denis et al., 2017).

ITUJIEH CTUMYJIHPYET JIeJICHUE KIETOK KaMOMsl, YBEIIMUMBasl IJIOMIAlb KaMOus 1
keunembl. 'ew ACO (ACC OXIDASE), KOHTPOJUPYIOIINAN JTUMHUTHPYIOIIYIO CTaIdi0
OMOCHHTEe3a 3TUJIEHA, SKCIPECCHPYETCS TOJNBKO B U depeHIUpyomeiics BTOPUYHOM
kememe (Love et al., 2009). I'en, koqupyromuit T® ERF1 (Ethylene Response Factor),
TaK)Ke KOHTPOJIMPYET pa3BUTHE KJIETOK KamOWs W KcuieMbl. Y wmyTantoB tdr/pxy
noBelleHHas dkcnpeccuss ERF1 cBugerenbcTByeT 0 BO3MOXKHOM aHTaroHHCTHYECKOM
B3aumosieiicteBun  TDR/PXY-3aBuCMMOro u STHIEH-3aBUCHUMOTO IyTeH peryssuuu

aktuBHOCTH KamOus (Etchells et al., 2012).



34

CTpHUrosakToOHbl CTUMYJIHPYIOT aKTUBHOCTh KaMOUSI M BTOPUUYHBIM POCT CTEOs
1 KOpHS: 3T mporieccsl KoHTpoaupyrores renamu MAX (MORE AXILLARY BRANCHES)
U ux aHtaronucramu - reHamu cemeirictBa SUPPRESSOR OF MAX 2 (SMAX2)-LIKE
(SMXL3, SMXL4 u SMXL5), koTopble KOAMPYIOT PEIPECCOpbl Iepeaadd CUTrHajIa
CTPHUTOJIAKTOHOB U KOHTPOJIMPYIOT oOpa3oBanue ¢uiosmel (Agusti et al., 2011, Wallner et
al., 2017).

BpaccuHocTepouabl TO3UTUBHO pErylIHpyeT IU(QPEpeHIIMPOBKY COCYIOB
kerwinembl (Yamamoto et al., 2001) u koHTponupyercss OpacCHHOCTEPOU/I-3aBUCUMBIMU
renamu BZR1 u BES1 (Kondo et al., 2014). I'ennt cemeiictBa GSK3 — BIN2, BIL1 u BIL2
- TOJABJISAIOT Mepenady CHUrHaia OpacCHMHOCTEPOHMIOB IMOCPEICTBOM HHTHUOUPYIOLIETO
docpopmwmpoBanus TO BZR1 u BES1. Kak 6bu10 cka3zano Beire, 6enku BIN2, BIL1 u
BIL2 takxe B3ammopeiictByoT ¢ 6enkom TDR/PXY - kommnonentom cuctembl WOX-
CLAVATA, perynupyroiieii 6ananc kam6uit/kcunema (Kondo et al., 2014). Kpowme toro,
GSK3 perynupytot u orBeT Ha UYK, dpochopunupys MYK-3aBucumbie TO ARF, uToOs!
BBICBOOOXKIIaTh HMX M3 KOMIUIEKCOB C TPAaHCKPHUIIIMOHHBIMU perpeccopamu. Tak,
mutieHbpio kuHaszel BIL1 sBnsercs T® MP — xitoueBoil perymnstop nuddepeHIupoBKa

kcunemsl (Sehr et al., 2010).
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Pucynok 3. VYwactue T® u QPUTOrOpMOHOB B KOHTpOJIE€ AKTUBHOCTH KaMOusi u
muddepeHpoBkH mpoBoamux Tkanel (mo Fisher et al., 2019, noxgpobHoCcTH B TEKCTE).

1.1.3. ®es10reH — MPpOOKOBBLIH KAMOMIH

Bropuunas JIM ¢emnoren BXOAUT B COCTaB MEPUAECPMBI - MOKPOBHOH TKaHU
OCEBBIX OPraHOB MHOTOJIETHUX PAcCTeHM, KOTopas TakXe BKJIOYaeT B cels MpoOKy
(bemnemy) u demnonepmy. dennoreH (Takke Ha3bIBA€MbI MPOOKOBBIM KaMOueM) —

Cpel[HI/Iﬁ clioit NEepUuaACPMEI, KOTOpLIfI COCTOMT M3 JKHMBBIX JEIAIIMXCS KIeToK. B
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pesyabpTaTe JeJeHus KIETOK QemtoreHa KHapyxu auddepeHuupyercs 3anuTHas
MOKPOBHAsI TKaHb MPOOKa, a BHYTPb - OJIMH MJIM HECKOJBKO CIIOCB KIIETOK ()eJIOJICPMBI,
KOTOpast COCTOUT U3 MAPEHXUMHBIX KIIETOK.

dopMHUpOBaHUE TTEPHUIEPMBI HAUUHACTCA MOCTIE 3aKJIAJAKU COCYANCTOro kamous. B
cTeOIsAX OOJIBIIMHCTBA MHOTOJIETHUX PACTCHUH (DEIUIOTeH 3aKJIafbIBACTCS W3 KIIETOK
CyOaIUIepMAILHOTO CIIOS, peke - U3 smuaepmuca, (Gaosmel win Kopel (Serra et al.,
2022). B xopHsax MecToM 3akianku QesuioreHa sisisercs nepunukia (Wunderling et al.,
2018). B xmyOnsx kaptodens mepuaepma odpasyercs B XOJ€ PagHalbHOIO pocTa U3
runogepMbl (Kumar, Ginzberg, 2022).

[poreccel, npuBoasmue K quddepeHupoBKe (eieMbl U3 KICTOK (euioreHa,
M3yYEHBI JOBOJILHO JIETAIbHO M BKJIIOYAIOT B c€0st JOPMHUPOBAHUE BTOPUIHOM KICTOYHOMN
CTEHKH, a TakKe OHMOCHHTE3 M OTJIO)KEHHE CyOepHHa, JUTHUHA, TPHUTEPIICHOB U
pacTBOpUMBIX apoMaTtnueckux coeauHenuit (Fernandez-Pinan et al., 2021).

DKcrpeccusi TEHOB B XOJe pa3BUTHs (EJUIOTEHA H3yYeHa Ha MpUMepe
OJIPEBECHEBINMX CTEOJIEH TOMOJS, Y KOTOPOTO Pa3BUTHE MPOOKOBOTO KaMOMs 3aBUCUT OT
Bpemenu roza (Fernandez-Pifian et al., 2021), a Taxxe kophs apadumoncuca (Wunderling
et al., 2018). IIpu 5TOM OTMEYEH Psi CXOAHBIX YEPT B OPraHU3aMK U SKCIIPECCHH T€HOB
MEXy (EIIOTeHOM M COCYIUCTHIM KaMOUEM, YTO CXEMATUYHO OTPAXKEHO Ha PUCYHKE 4.

Tak, B cTebne TONoMs MpH 3akianke (eoreHa MOBBIIIAETCS dKCIIPECCUST TEHOB
[IUKJIMHOB, OTBEYarONKX 3a jaeienue kiaetok (CYCD3;1), a Takke reHOB, OTBEYAIOIIHX 32
noJiiep>KaHue aKTUBHOCTH MepUCTeM. B unciio mocieqHuX BXOJAT T'€Hbl, U3BECTHBIE KaK
HeHTpanbHbIe perynsTopsl aktuBHOocTH AMIT - WUSCHEL (WUS, cemeiicteo WOX) u
SHOOTMERISTEMLESS (STM, cemeiicteo KNOX), a Takke TeHBI-PEryJsiTOPbI
pa3BHTHS COCYIUCTOro kKambus u mpopojsmmx TkaHed: WOX4, PXY, BIN2, HAM3,
SCARECROW-LIKE28, KNAT1/BP, ANT u ANT-LIKE, PHB (Fernandez-Pinan, et al.,
2021; Zhang et al., 2019). OmHuM H3 BaXXHBIX PETYJSATOPOB CE30HHOW AKTHBHOCTH
¢demnorena sBisiercst npoaykt rexa Ultrapetala 1 (ULT1), koTopblif neiicTByeT Kak
(hakTOop, OTpaHUUYMBAIOIIMK aKTUBHOCTH 3TOW JIM; ero mpeamosaraeMoil MHIIEHBIO
spisietcs TeH STM (Fernandez-Pinan et al., 2021).

Ha mpumepe xopHs apabuporcuca ObUIO IMOKa3aHO, YTO JUid (OPMHUPOBAHUS
¢enoreHa u3 MepUIUKIa TpeOyeTcs aKTUBHOCTH cocyaucToro kamous. [Ipu 3akmanke
¢demorena umeer Mecto mnoBbimieHue ypoBHs MYK u akTtuBamusi skcrnpeccuu IeHOB
ARF5 u ARF8, xomupyromux WYK-3aBucumeie T® (Wunderling et al., 2018).

Hpennonar acTCs, YTO IIOA UX BIIMAHUCM HMCECT MCECTO aKTUBAIUA SKCIIPECCUUN WOX4 B
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OTIPENICTICHHBIX KJIETKaX TMEPUIIMKIA W/WIA CyO3MUACPMAIBHOTO CJIOSI M WHUIHMAIUS

¢demnorena (Serra et al., 2021).
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Pucynok 4. CXOACTBO T€HETUYECKOH PpEryisiliud pPa3BUTUS COCYJIUCTOrO KamOus u
¢demmorena (mo Serra et al., 2022). IlpennonaraeMble Te€HBI-PETYJISTOPHI BBIICICHBI
PO30BBIM, U3BECTHBIE T€HBI-PETYIISATOPHI BbICIEHbI YepHbIM. KileTkn pa3nuyHbIX TKaHen
OTMEYEHBI CBETJIO-3€JIeHbIM ((beruioreH), OpaH)KeBbIM (IEPULMKI), TEMHO-3€JIEHBIM
(xamOwit).

[Ipn MakcuManbHOM poOCTe MPOOKH YCHIIMBAIOTCA METaOOIMYECKHE MPOIIECCHI:
OuocuHTe3 CcyOepwHa, JUTHHMHA, TPUTEPIEHOB U PACTBOPHUMBIX apOMaTHUYECKHX
coenunenuil. [Ipu cuHTE3e cyOepuUHA TOBBIMIACTCA AIKCIPECCHUsT TEHOB, CBS3aHHBIX C
anonranuei xupaeix kucnot (Teixeira et al., 2014, Lopes et al., 2020). Cpenu reHoB
OounocuHTe3a cyOepuHa, akTUBHBIX B (hemutorene, BeinemstoT GPATS, CYP86A1, CYP86B1,
AtHHT/ASFT, CYP86A33 u FHT (Boher et al., 2018). B omimuume ot cybepuHa,
MOJIEKYJISIpHBIE TPoIiecCchl (POPMUPOBAHHUS JTUTHUHA U MOJIUCAXapHUIOB KJIETOYHONU CTEHKU
B (ememMe B HacTosllee BpeMsl He HCCIeOBaHbl. B rpynmy 3TUX TE€HOB BXOJIAT
PETYISTOPBl BTOPUYHOM KIETOYHOW CTEHKH - IEJUTIOJI030CHHTA3bl, TeMHUIICTUTIONO3bI 1
JIaKKa3bl, KOTOPbIE MOTYT y4acTBOBaTh B OOpa30BaHMU MO3AHEU MPOOKH, oOecreunBas

0ojiee BBICOKYIO IMPOYHOCTh, KECTKOCTh M ruapodooHocTh (Fernadndez-Pinan et al.,
2021).
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B perymsiuuu ¢demnorena BaxHyl0 poiib UTPAIOT M (PUTOTOPMOHBI - ayKCUHBI U
OpaccuHoctepouibl. IloBbilieHHEe ypOBHS ayKCHMHA HPUBOAUT K MPOAYKLIHU STHIICHA,
OCHOBHOTO AaKTHBAaTOpa TEHOB, YYacCTBYIOUIMX B HAuYaJbHBIX 3Tamax (HOpPMUPOBAHHS
¢emnorena (Lev-Yadun et al., 1990). Opronoru PIN3, Tpancnoprepa aykcuna, u DWF1,
KoJupytouiero ¢pepMeHT OMOCHHTEe3a OpacCHHOCTEpPOUIa, SKCIPECCUPYIOTCS B KIIETKAX
(demnorena Ha BeicokoM ypoBHe (Boher et al., 2018). T® AREB/ABF u MYC/MYB
UMEIOT OoJblllee KOJIMYECTBO PETyJIUPYEMBIX JJIEMEHTOB Yy JIepeBbeB C Ooiee
BBIp2XEHHBIM MTPOOKOBBIM cioeM (Teixeira et al., 2014). Kpome Toro, B 3Tux oOpasmax
MPOOKH Ha BHICOKOM YPOBHE 3KCIPECCUPOBATIUCH T€HBI, KOJUPYIOLINE YyBCTBUTEIBHbIE K
stmiieny T®: EIN3 (Ethylene insensitive 3), ETR1/ETR2 u EIN4 (Teixeira et al., 2018).
OTmeyanoch M TMOBBIIICHHWE KCIIPECCHU T€HOB CHTHalMHTa jkacMoHaToB (Lopes et al.,
2020). Takxe B X0A€ pa3BUTHS NPOOKU JEPEBBEB HKCIPECCUPOBAIUCH T'EHBI,
aCCOILIMMPOBAHHBIE C MporpaMMupoBaHHOl kietouHoi cmepThio (IIKC), xomupyrommue
Kacmassl W cyOweaunuibl nporeacom (Rantong et al., 2015). IIKC naumnaercs
OJTHOBPEMEHHO C OBICTpO cyOepu3anueil KiIeTouyHOW CTeHKH Hu auddepeHnnpoBKoii
KJIETOK (peJIEeMBI U UMEET OHTOreHeTHYeCKyt0 ipupoy (Indcio et al., 2021).

Utak, aktuBHOCTH JIM HaxoguTCs MOJ KOHTPOJEM CIOXHO OPTraHHW30BaHHOM
reHHoi cetu ¢ yyactueM T® pa3Hbix cemeicTB U GuTOropmoHoB. Paszubie JIM cBs3aHbI
MEXIy COOOH MPOUCXOKICHHEM W TEeHETHYECKHMM KOHTposieM. PesymbraToM Hx
aKTUBHOCTH SIBIISIETCS, B TOM YHCJE, TPOBOJSIIAs CHCTEMa pAacTEHHWH, pa3pacTaHue
MApeHXUMBl KOTOPOM MOXKET MPHUBOJUTH K (POPMHUPOBAHUIO 3aMACArONIMX OCEBBIX

OpraHoB, B TOM YHCJIC 3al1aCarouiero KOpH4.

1.2. ®akTopsbl, Bausomue Ha GOPMHUPOBAHKE 3aNIACAIONIET0 KOPHS

dopMupoBaHre JIFOOOTO 3aMmacaroIiero OpraHa pPAcTeHUH — KOMIUICKCHBIN
MPU3HAK, KOTOPBIH KOHTPOJIUPYETCS LENbIM psiaoM (akTopoB. Bo-mnepBbiX, mapeHxuma
MPOBOAIIMX TKaHEW, KOTOpas COCTaBiIsSeT OOJNBIIYI0 4YacTh 3amacaroliero KOpHS,
SBIIAETCS TPOW3BOAHONW KamOus. Kpome TOro, 3adacTyr0 CBOWCTBOM MapeHXHMBI
IMPpOBOAAIIUX TKaHEH B 3armacarouieM KOpPHE SABJISACTCA «IIPOAJICHHAs KamMOuanLHas
AKTUBHOCTB)», YTO BBIPAXXACTCAd B nponnq)epaum/l Map€HXUMBI W HHOT'JAa 3aKJIaaKe

TPETUYHBIX MCPUCTCMHBIX OYdroB U JOIMOJIHUTCIIbHBIX NPOBOAAIINX ITYUYKOB B €€ TOJIIIC
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(Hearn et al., 2018; KysueroBa u mp., 2020). AKTUBHOCTh KamOus u auddepeHIrpoBKa
KCUJIEMBI U ()JI03MBI, B CBOIKO OUYE€pPEllb, HAXOAATCS 0J] KOHTPOJIEM BHEIIHUX (PAKTOPOB U
BHYTpeHHEH cpensl ((puroropmoHoB). Bo-BTOphIX, popMupoBaHUE 3amacaromiero KOpHs
(OCHOBHOTO OpraHa-akIenTopa IMHUTATEIbHBIX BEIIECTB) 3aBHCUT OT KOOPIMHALUHU
pa3BUTHs JPYTUX OPraHOB PACTEHMs], €ro Ha/JA3€MHOM M moa3eMHOll yactu. B-Tperbux,
caMo (OpPMHMPOBAHUE 3alacarolledl MapeHXMMbl U OTJIOXKEHHE IHUTATENIbHBIX BEILECTB
peryiaupyercs Cl10KHOW CUCTEMOM T'€HETUYECKUX MEXaHU3MOB.

3akyagKa KCUJIEMHOM M (pII03MHOM 3amacaromieil mapeHXuMbl U3 KaMOus MMeeT
3Ha4YeHHUe JUIsl pa3BUTH 3alacarollliX KOpHEH y KOpHEIUIOAHbIX pacTteHuil. Kpome toro,
[apeHXMMa B 3alacarolliX KOPHAX JIOBOJBHO JOJIFO€ BPEMsl COXpaHsET CIIOCOOHOCTh K
nponudepanuu U Jake 3aKJIaJKe TPEeTHYHBIX KamOuanbpHbIX odaroB (Tonn and Greb,
2017). I'enetnyeckuii KOHTPOJIb (PYHKIMOHUPOBAaHUS KaMOust — JIM, nexxamield B OCHOBE
(opMHpOBaHUS 3aIacaIOLIEr0 KOPHs - ObLI MOAPOOHO OCBEIEH B IMpelblaylIied 4acTh
o630pa. B nmaHHOM pa3zzgene Mbl KpaTKO PacCMOTPUM MEXaHHM3Mbl BIIMSHUS BHELIHMX
CHTHAJIOB HAa DPAa3BUTHE 3alacaroliero KOpHs, a TaKKe CaMH MEXaHHW3MBbl 3aracaHwus

BCIICCTB B KOPHAX.

1.2.1. KomMyHuMKanusi HA13eMHOI U MOA3eMHOI YyacTeil pacTeHUus

U CUTHAJIbI BHEIITHEeH Cp€abl B PasBUTHUH 3allaCcalOIero KOpHs

PaszBurne 3amacaromero KOpHS BO MHOTOM 3aBHCHT OT KOMMYHHKAIIUH €T0 C
Ha/I36MHOM 4acThIO PacTEHMs], OTKYAa B KOPEHb MOCTYMAOT META0OIUTHI U PETYISATOPbI
pocta. YTeBojabl U3 HAJ3eMHOU YacTU MCIOJB3YIOTCS A (OpMUPOBAHUS KIETOUHBIX
CTEHOK W TKaHEeW KOpHS, a TakKe JJs 3amacaHvs B GopMe Kpaxmana B 3amacaroliei
napeaxume. Kpome Toro, caxapo3a KOHTPOJHPYET YpPOBEHb OKCIIPECCHU TEHOB-
perynsitopoB  kierognoro 1ukina CYCD (Riou-Khamlichi et al., 1999), a Taxxke
yIUIMHEeHUe U BTopuuHbIi pocT KopHe# (Kircher and Schopfer, 2012).

I'opmonbl (B uwactHoctu WVYK), G6enkm m PHK Takke mocTymaioT B KOpEHb,
oTpeneNisisi MOJU(HUKAIMIO TMPOTPAMMBI €ro pa3BUTHS B CTOPOHY 3allacaHusi BEIIECTB
(pucynok 5). OnpHuM U3 TOPUMEPOB TaKUX MOOWJIBHBIX CHUTHAJOB  SBISIOTCS
peryJIsTOpPHBIE MENTHAbI - TMPoayKkThl TeHoB cemeiictBa FLOWERING LOCUS T (FT),

KOTOpBI€ y Pa3jIMYHbIX BUIOB PACTEHUN PETYIUPYIOT (POTONEPUOANYECKUN KOHTPOIIb
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nBeTeHus, BeimonHsas ¢yHkuuto ¢opurena (Corbesier et al., 2007). Ponb romonoros FT-
0enkoB B xojie (OpMHUPOBAHUS 3alacarolllUX OpraHoB ObLIa yCTaHOBJIEHA y KapTodens
(Navarro et al., 2011) u muneiinsix (Lee et al., 2013; Noy-Porat et al., 2013); 6enxku FT
TaKke ObUTH MACHTU(HUIMPOBaHEI y caxapHoi cBekibl (Pin et al., 2010), peauca (Jung et
al., 2016) u kaccaBbl (Adeyemo et al., 2019). Tak kak y HEKOTOpPBIX pacTeHUU ObLIa
MOKa3aHa 3aBHCHMOCTb YTOJIIECHUS KOPHS OT JUIMHBI JAHS, mpenmnonaraercsa, uro FT-
1o/100HBIE OEJIKU MOTYT TaKKe KOHTPOJIMPOBATh (POPMUPOBAHUE U 3aIACAIOIIETO KOPHS
(Guoa et al., 2019).

Manbie PHK u MPHK Takxe perynupyroT npoiecchl BTOPUYHOTO pOCTa, KOTOpPbIE
JeXaT B OCHOBE (OpPMHUPOBaHUS 3alacarouiero KOpHS. TpaHCKpUIITHI T'EHOB,
KOJIUPYIOUIMX romeonoMeH-coaepxkamue Td cemerictea BEL, urparoT neHTpaibHyO
pOJBb B 3TOM TpOIECCEe, TaK KaK CHOCOOHBI K (hOpMUpPOBaHHIO TrerepoanmMepoB ¢ T
KNOX, uro Baxxno nnsi opranoreresa (Di Giacomo et al., 2013). V¥ kaprodens k »Toi
rpymnme peryistopoB otHocarcs Td StBELS, MPHK koroporo mnepememaercs us
nuctbeB B ctojioHbl, # T® POTATO HOMEOBOX 1 (POTHI1) cemeiictBa KNOX, c
kotopeiM StBELS B3aumopeiictByer B cronone (Ghate et al., 2017). Cepxokcmpeccust
StBELS aktuBupyer skcnpeccuro reaoB meradonuszma MYK (YUCCA) u LIK (IPT, LOG),
YTO CBHJIETENBCTBYET O BO3MOXXHOH ponu storo Td B passutum kiyons (Lin et al.,
2013).

Opronorn StBELS m POTH1 BbIsIBIEHBI Y MHOTHMX KOpHE- M KITyOHEIUIOJHBIX
pacteHuil. OHM MOTYT KOHTPOJUpPOBaTh (HOPMUPOBAHHE KOPHEIUIOAA IOCPEICTBOM
peryJsiuy reHoB OMOCUHTE3a (PUTOrOPMOHOB: B MPOMOTOPHBIX 001acTsax reHoB YUCCA,
IPT, ARF8 u GA200X cBekibl H3BECTHBI KOHCEPBATUBHBIC MOTHBBI JIJISI CBSI3BIBAHUS
mumepoB BELS5-POTH1 (Natarajan et al., 2019; Kondhare u ap., 2018). Taxxe B
crabmimzanun MPHK mpu ux TpaHcmopre ywacTBYIOT OelIKM-IIanepoHbl CeMeHCTBa
Polypyrimidine Tract binding Protein (Kondhare et al., 2018). Cpenu mansix PHK,
peryIupYyIOMUX Tporecc (GopMHUPOBaHUS 3aI1acaroIIero KOpHs, BAXKHYIO POJIb 3aHHMAIOT
miR156 1 miR172, KOTOpBI€ BHIMOJHAIOT MPOTHUBOMOIOXHBIE (YHKIIUA B TIEPEXO/IE OT
IOBEHMJIBHOM K B3pocioi ¢a3ze pazButus pacrenuit (Natarajan et al., 2019).

Urak, perynsuus pa3BUTHs 3alacaroliero KOpHs CUTHaJlaMH M3 HaJI3eMHOW 4acTu
pacTeHus B OCHOBHOM HM3y4Y€Ha Ha NpuMepe KIyOHel kapTodens; uX poib B KOHTPOJE

3alracarnmx KOpHeI\/’I HaxXOJUTCA Ha CTalUU U3YUCHUS.



41

FT proteins 8 Light

CO,
Abiotic stresses

o
Peptides
*CLE
« CEP

Shoot-to-shaot g

\y¢m|-(o-mu
ov

Se———ry
[ Root-10-9000 3 L/ Hormones RNAs
B * AUX « SIRNA
«JA * microRNA
Proteins * mRNA

*FT
« SICypl
* DGT

Hormones RNAs

* AUX * siRNA )

« GAs * microRNA \

*Sks *« mRNA \

« ABA Oxidative stress

Proteins *H,0," \ Abiotic stresses
«DGT * Antioxidant Biotic stresses
* SICypl enzymes? Symbionts

Nutricnts

Pucynok 5. OcHoBHbIE (DaKTOpPBI, OMOCPEAYIOIINE B3aUMOACHCTBHE HAI3EMHON U
nmo/3eMHOM yactel pactenuit (mo Gaion et al., 2018).

1.2.2. MetabGosuyeckne U3MeHEHNsI MPU Pa3BUTHH 3aNIACAIONIETO

KOPHA

3amacaromye  KOPHH  HCIOJNB3YIOTCS ~ PACTEHUSMH  JUIS  TICPEKHBAHUS
HEOJIArONPHUATHBIX YCIOBUW U JIJIST BET€TaTUBHOTO PAa3MHOKCHHSI, & TAK)KE BBICTYIAIOT B
KauecTBE WCTOYHUKOB THUTAHHS [AJs YelOBEKa W KUBOTHBIX Oaroaaps HaKOIUICHHUIO
yraeBonoB (0OBIYHO B BHAE Kpaxmana). bpilo MMOKa3aHo, 4YTO TJIaBHBIMU
MeTaboIMuecKuMU (akTopaMu 00pa30BaHUS 3aIlacaloliero KOPHsS y pacTeHUH SBJISIOTCS
TTOBBIIIICHUE YPOBHS Kpaxmalia U caxapoB W CHIDKeHUe OnocuHTe3a muranHa (Eserman et
al., 2018; Wang et al., 2016a; Firon et al., 2013). 13 yrneBonoB B 3amacaronimux KOpHSIX
OTKJIAJBIBACTCS B OCHOBHOM Kpaxmall — CMECh aMHJIO3bl U aMHJIOTIEKTHHA, TTOJTUMEPOB

anbda-rmoko3pl. Kpaxman B KOpHE pacTeHMH B OCHOBHOM CHHTE3MpYeTCS U
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HaKaljJuBaeTcsl B aMujomjiacTax (IulacTuiax MOA3E€MHBIX oOpraHoB). Matepuan ais
CHHTE3a KpaxMmalyia IEpeHOCUTCsS] B KOPEHb U3 HaJ3eMHOM yacTu pacTteHus no ¢iaosme (B
dbopMe caxaposbl), pacrpeneisisch 3aTeM IPHU NOMOIIM MEMOpPaHHBIX TPAHCIIOPTEPOB U
0 MEXKJIETOYHBIM KaHajaMm (IuiazMonecMam), M 1o TkaHaM KopHs (Hennion et al.,
2019). CuHTe3 Kpaxmaja KaTaIU3UPYeTCs HECKOJbKUMH BBICOKOKOHCEPBATHBHBIMH
rpynmamu  ¢epmenToB (Pfister and Zeeman, 2016). VYyactme wux B Tmporecce
dbopMHUpOBaHMA  3amacaioUIero  KOpHS ObLIIO MOKa3aHO Y  pa3JIUYHBIX
cenbckoxo3sicTBeHHBIX pacteHuit (Firon et al., 2013; Wang et al., 2016a; Eserman et al.,
2018). Anaromuyeckue U OMOXMMHUYECKUE WCCIICIOBAHMS MMOKAa3add, YTO KOPHU JUKUX
MIPEJIKOB CENIbCKOXO3SMCTBEHHBIX pPAacTeHUH, (OpMHUPYIOMIMX 3amacarpoiiue KOpHHU, a
TaKke KOPHU OECKOPHEILJIONHBIX PACTEHUM 00Pa3yrOT Majo€ YUCIIO0 KIETOK MapeHXUMBI U
HakarumBaloT Mano kpaxmana (Eserman et al., 2018), a rersl OMOcMHTE3a Kpaxmaia
JKCIIPECCUPYIOTCS Y HUX Ha HU3KOM ypoBHe (Wang et al., 2016a).

Kpome kpaxmana v caxapoB B 3amacaroliiX KOPHSX CJIOXHOIIBETHBIX PacTEHUU
MOTYT HAaKaIJTUBATBHCS MOJIMMEPHl (PPYKTO3bI — (DPYKTaHBI, B OCHOBHOM HWHYJIHUHOBOTO
TUTIA, COCTOSIIIME M3 MHOXecTBa MoJekyn [-D-bpykro3sl m omHON Monexynsl o-D-
TJIIOKO3Bl. Y caxapHOW CBeKJIbl (M €€ JAMKOro TMpeAKa) BMECTO IOJMCaXapUa0B
HaKaIllJMBaeTCsl caxapo3a, 4YTO, BEPOSTHO, CBS3aHO C €€ CTpaTeruei ajantanuud K
ycloBUSM 3acosieHus. ['eHbl, kKomupyromue (pepMeHTbl TyTH OWOCHMHTE3a Kpaxmara,
UJEHTU(DUIIMPOBAHBI B T€HOME CBEKJIBI, U TPU O0pa30BaHUM KOPHEIUIONA YPOBHU HUX
JKcnpeccud nosblmaroTca. K HacTosimieMy BpeMEHM NPUYMHBI TAKOTo Mapajiokca He
sicubl (Turesson et al., 2014).

B 3anmacaronmux KOpHSX HAaKalIMBaeTCs M JUTHUH - CMECh apOMaTHYECKUX
MOJIMMEPOB — TIPOM3BOAHBIX (eHmamnponana. OH oOpa3zyeTcs B XOJie IPOIIECCOB
OMoCcHMHTE3a M TOJMMEPH3aIMd MOHOMEPOB U BXOAUT B COCTaB OJIPEBECHEBIIUX
KJIIETOYHBIX CTEHOK pAacTEHUH, B TOM YHCIE€ — CTEHOK IMPOBOJSAIIMX 3JIEMEHTOB.
depMeHTH OMOCHHTE3a MOHO- W TIOJIMMEPOB JIMTHUHA PETYJIHPYIOT COACPKAHUE ITOTO
BellecTBa B pacTuTenbHbIX Kietkax (Liu et al, 2018). B 3amacaromux KOpHSX
cofiep>kanue nurHuHa cHrbkeHo (Wang et al., 2016a; Yang et al., 2011), uro cBsizaHO C
oOpa3oBaHHeM  OONBIIOrO  KOJHMYECTBA  3alacarolieid MapeHXuMbl co  crnabo
TUTHU(GUIUPOBAHHBIMU ~ KJIETOYHBIMHA CTeHKamMu. Kpome TOro, y pacteHuii c
(hOpMUPYIOIUMCST  3aMacaloIIMM KOPHEM €CTh B3aWMOCBSA3b MEXIYy METab0IU3MOM
(beHuImpomaHouI0B 1 KpaxMana. Tak, y TpPaHCTEHHOTO 0aTara ¢ MOBHIIICHHBIM YPOBHEM

OMOCHHTE3a JUTHUHA CHUYKAJIOCh KOJIMYECTBO Caxapo3bl U I'CKCO3 B JIMCTHIAX U YPOBCHb
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Kpaxmaya B KopHe. [Ipr 3TOM CHMXKaIOCh M YTOJIIIEHUE 3aMacalolnx KopHeil. Beicokuii
YPOBEHb JAerpajaliy Kpaxmajia y 3THUX PACTEHHI OINpeNessieTcsl nepepacrnpeeieHueM
(oToacCHMMIIATOB B CTOPOHY HakorieHus aurauHa (Wang et al., 2016a).

Takum o0pazoMm, Beaymied TEHICHIMEW B IMPOLIECCE 3alacaHus MHTATEIbHBIX
BELIECTB y pACTCHHI SBISETCS, BO-NEPBBIX, yBEJIWYEHHE OMOCHHTE3a Kpaxmaia u
caxapoB U, BO-BTOPBIX, CHI)KEHUE OnocHHTe3a TurHuHa. O0mas cxemMa MeTabonnyecKoro

KOHTPOJISl (JOPMHUPOBAHUS 3aMACAIOLIETO KOPHS NPEACTaBICHA Ha PUCYHKE O.

Starch biosynthesis
\ e "% Starch degradation P
Flavonoid biosynthesis rool
Development
...... m i o : n = ‘ .
Source | e ST Lignin biosynthesis R Sink

Pucynok 6. OcHOBHBIE MeTaOONMYECKHWE H3MEHEHUS, MPOUCXOJAIINE IMPH Pa3BUTUU
3amacatomiero kopas (mo Wang et al., 2016a).

Takum oOpa3oMm, ¢GopMHupoBaHHE TaKOro KOMIUIEKCHOIO IpH3HAKa Kak
3amacaroIuil KOpeHb, MPOMCXOOUT Onaronmaps: 1) mporeccaM KOHTPOJS aKTUBHOCTH
KaMOMsI 1 BTOPUYHOTO pOCTa KOPHS, 2) CUTHAJaM, MOCTYMAOUUM U3 HaJ3eMHON 4acTH
pacTeHuss U 3) HAKOIUIEHHIO OpPraHMYECKMX COEJUHEHMH (Kpaxmaia, caxapos3bl,
¢pykraHoB).  brmarogaps  pa3BUTHIO  “OMHKCHBIX® ~ TEXHOJOIMH  (T€HOMHKA,
TPAHCKPUNTOMMKA, MPOTEOMHKA, METa0OJOMUKA), OBLIM MOJY4YeHbl JIaHHBIE O
TFEHETUYECKOM  PETyJsilMM  3THUX IPOLECCOB y Pa3jIMYHbIX BUJOB PACTEHHUH,
dhopmupyromux 3anacaroiiye Kopau (cMm. o03opsl Kysneroroit u ap., 2020; Hoang et al.,
2020). OgHako CHUCOK KOPHEIUIOAHBIX CEeNbCKOXO3SICTBEHHBIX KYJIBTYp, IS KOTOPBIX
MOJTyYEeHbI TaKHe JaHHbIE, OTPAHUYEH, U B CIy4ae MHOTHUX BHUJOB pacTeHUH TpeOyIOTCs
JIOTIOJIHUTEIIbHBIE UCCIIEAOBAHHUS.

B mHacrosimiee BpeMsi MHOTOUMCIEHHBIE HCCIIEIOBAaHUS ITO3BOJIUIN BBISIBUTH
PETyJISITOPbl Pa3BUTHUS 3allacalolIMX KOpPHEH y pa3HbIX BHUIOB pacTEHUil, B TOM 4YHCIEe

BOXHEUIIMX KOPHEIUIOAHBIX CEIbCKOXO03IMCTBEHHBIX KYIbTYp (cM. 00630p Ky3HenoBoii u
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ap., 2020). Hamra paboTta mocBsiieHa n3y9eHUI0 POJIH Psiia KaMOUaIbHBIX PETYIISTOPOB B

Pa3BUTHH 3allaCcarolI€ro KOpHA peauca.

1.3. OcoGeHHOCTH peanca KaK 00beKTa JJIS1 M3Yy4YeHUsS] TeHeTUKH

PA3BUTHA 3alIaACAIOIIETr0 KOPpHA

OpHuM n3 Haubosee MEPCHEeKTUBHBIX OOBEKTOB Ul M3YUYEHMs 3alacarollero
KOpHS siBJIsieTcs peauc nmoceBHou (Raphanus sativus var. radicula Pers.) - kopuemioaHas
KyJIbTypa, TpUHAJISKAIIAsS K CceMeWCTBy Brassicaceae u pojcTBeHHas MOJCIBLHOMY
oobekty reHeruku Arabidopsis thaliana. Pemuc dopmupyer MoHOKaMOMATbHBIN
KOPHEIUIO/ KCUJIEMHOI'O THIA — C OJHUM KaMOHaJIbHBIM KOJIbLIOM U AU} depeHnpoBKoit
3aracaroeil KCIeMHOW MTapeHXUMBI, KOTOPasi COCTABISIET OOJIBIIYIO YAaCTh KOPHETIOA
atoro pacrenus (Cazanosa, 1985; Zaki et al., 2012). Cieqyer OTMETHTh, 9YTO KOPHETIO/
(3roT TepMHMH O0O0O3HA4YaeT 3alacalolMi CTEPKHEBOW KOpPEHb) peauca sBIsAETCS
KOMIIO3UTHON CTPYKTYpOMH, BEPXHss YaCTb KOTOPOH SBISETCA MPOU3BOJHON TMIIOKOTUIISA
(CazanoBa, 1985), Tem He MeHee, B JajibHEHIIEM MbI OyJe€M TOBOPUTH HWMEHHO O
3aracaroiieM KOpHe.

Poct 3amacaroriero KopHsi peauca Mo3uTHUBHO peryiaupyercss Hurparamu (Geem et
al., 2023), poronepuonom (Guoa et al., 2019) u LIK (Jang et al., 2015).

B pesynbraTe TpaHCKPUIITOMHOTO aHAJIM3a Pa3HBIX CTAAWNA Pa3BUTHs KOPHEIIo A
penuca ObUTH BBIZENIEHBI HECKOJBKO TPYII TPAHCKPHIITOB, YPOBHH KOTOPBIX Hamboiee
CYLIECTBEHHO BO3pacTaloT B Ipolecce pocTa M pa3BUTHA KopHemona. Cpenum HHMX
npeo0aaaloT TeHbl, peryJupyromue aeineHne (HEKOTOpble TeHbl HUKIMHOB U IUKJIMH-
3aBUCHMBIX KHHAa3) U pacTsDKEHME KIeTOK (TeHbl, KoJaupyroumue (pepMeHTH
AecTaOMiaM3alii  KJIETOYHOH  CTEHKM  —  OKCHAHCHHBI M KCHJIOTJIFOKAH-
sH0TpaHcrIMKo3miassl) (Wang et al., 2013b), perynsaropsl pa3nuyHbIX META00TNYECKUX
nyTell M CUTHAJNMHra (Hampumep, TeHbl, Kojaupytomue TO pa3HbBIX CEMEHCTB U
KOMIIOHeHTbl MAP-kuHa3zHoro kackaaa), reHbl Mukpo-PHK, wMumensmu koTopbix
SIBISIIOTCS  HEKOTOpble TeHbl, komupyromme Td (Yu et al.,, 2015), a Taxke TEHBI-
perynsTopsl OMOCHMHTE3a W MeTabollM3Ma KpaxMala W caxapo3bl W OHMOCHHTE3a
BTOpUYHBIX MeTabonuToB (Wang et al., 2013b; Xie et al., 2018b). Takxe mpu pa3BUTUN

KOpHCIUIOAAa peauca OBLIO OTMEUEHO MOBBIIICHUE ypOBHeﬁ 9KCIPCCCUU HCKOTOPLIX
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TCHOB, PETYJUPYIONIMX METa00JM3M W/WUiU Tmepenady curHaiga ¢urtoropmornoB — UYK,
LK, stunena u abcrm3oBoit kuciothl (Xie et al., 2018b).

JBa kanauaara Ha poOJb PETYJATOPOB PA3BUTHUS KOPHEIIOIOB OBLIU BBISBICHBI
cpeau MHOrouucieHHbIX TeHoB CLE penuca: RsCLE41, perynsatop NElEeHUs KIETOK
kamOuss u penpeccop auddepenmmupoBku kcunembl, u RSCLE19, nmns xotoporo
MIpeIoaraeTcs pojb CTUMYIISATOpa AU depeHIIUPOBKU COCYI0B. {151 3TUX reHoB ObLIO
[I0KAa3aHO MHOTOKpPaTHOE BO3pacTaHUE YpPOBHEH SKCIPECCHM IIPU POCTE 3alacarolliero
KOpHS peauca M JIOKaTu3alus dKCIpeccHu B cTporo ompeaeneHHbx TkaHsax (CLE41 Bo
¢dbnoome u kamObumn, CLE19 B kcuneme). B onbitax no ceepxaskcnpeccun CLE41 u CLE19
y pemuca moceBHoro R. sativus u ero mukoro mpeaka R. raphanistrum 6puio mokasaso,
yro CLE41 BBI3BIBacT pa3pacTaHue MPOBOMSANIMX ITYYKOB, YBEIMYCHUE KOJIUYECTBA
KJIETOK KaMOUsi U TOHKOCTEHHOW KCHJIEMHOU mapeHxumsbl, Toraa kak CLE19 mosimaer
KOJIMYECTBO OAPEBECHEBAIOIINX JIeMeHTOB KcriieMbl (Gancheva et al., 2016; ['anueBa u
ap., 2018).

B CIIOI'Y nonnep>xuBaeTcsi TeHETHYECKask KOJUICKIIUS HHOPEIHBIX JTUHUHN penuca,
CO3/IaHHAsI MyTeM CaMOOMBUICHUS WHIWBHIYAIbHBIX PACTEHUH pa3IUYHBIX COpPTOB. B
HACTOAIIEE BpeMsl KOJUJIEKIUs BKIo4yaeT B ceOa 33 nuuHuu npumepHo 50ro moxoyieHus
MHOPUIUHTA, Pa3IMYAIOLIUECs IO Py MapKEPHBIX MPU3HAKOB, B TOM YHCIIE TIO CTEIIEHU
pasBuTus 3anacaroriero kopus (Hapoyr, 1966; byzoskuna u JIyrosa, 2007). Kpome Toro,
B F'€HETUYECKON KOJUJIEKIIUU peauca uMerotcst 10 TuHui ¢ aHOMaIusIMU Pa3BUTHS KOPHS -
CIIOHTaHHBIM OMyxoJieoOpa3oBanueM (cM. ganee). CHOHTaHHBIE OMYXOJIH PeAnca UMEIOT
kamOuanpHoe mpoucxoxaeHue (Lebedeva et al.,, 2015); Takum o00pazoMm, TeHBI-
pEeryJsiTOpbl  OMyX0JieoOpa3oBaHUs MOTYT OBITh HEU3BECTHBIMH  KOMIIOHEHTaMHU
PETYJISIIAK Pa3BUTHS KaMOUS U MEPUCTEMATHYECKOW KOMIIETCHTHOCTH KJIETOK KOpHS. B
9TOM OTHOIIEHUM TeHeTudeckas koyuekuus peauca CIIOIY yHuKanbHa, MOCKOIBKY B
UMEIOIUXCS B MUPE KOJUIEKIMSIX IPYTUX KOPHEIUIOAHBIX KYJIBTYp O TOSBICHUU TaKHX
aHOMaJIMil He cO00IaIOoCh.

CremyeT OTMETUTh, YTO CTIOHTAHHBIC OIYXOJIM PACTEHHI BCTPEUYAIOTCS JOBOJIBHO
penxo. 3ydyeHne nmpuMepoB CIIOHTAHHOTO OMyX0Je00pa3oBaHus (HapuMep, Y MyTaHTOB
apabujoricuca) IMOKaszalo, YTO OIYyXOJH SBISIOTCS PE3yJNbTaTOM MOTepu (HyHKIUH
OTIpe/ICNICHHBIX TEHOB, KOTOPBIC SABJISIOTCS CHEIUPUIHBIMU JUISI PACTCHUH CHUCTEMHBIMHU
perynsitopamMu KieToyHoW mnponudeparmun u nuddepeHIpoBku (cM. Hipke). Takum
o0pa3oM, TPHUCYTCTBHE B TEHETUYECKOW KOJUICKIIMH pEIuca MHOTOYHCIEHHBIX

OITYXOJICBBIX JIMHUMN CBUACTCIILCTBYET O TOM, YTO B CaMOM CCJICKIIMOHHOM IIpOLIECCC
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ATOTO OOBEKTa OTOMPATUCH HE MPOCTO (POPMBI C HAPYIICHHEM KOHTPOJISI aKTUBHOCTH
KaMOWsl, HO M C HapyIIEHHEM CUCTEMHOT0 KOHTpOJIsl mposinpepanuu KieTtok. M3ydenne
MCXAaHU3MOB PA3BUTHA CIIOHTAHHBIX OHYXOJ'IGI;'I Yy peauca MOXET MMOMOYb B IMOHUMAaHWUU
HaIpaBJICHUA CCIICKIUU IPpU CO3AaHNU KOPHCIIOAHBIX KYJIBTYP.

B cBs3u ¢ 3TEM, B 3amaunm pabOTHl BXOJMJI IOMCK TE€HOB-PETYJSTOPOB
CIIOHTAHHOTO OITyX0JIeOOpa30BaHMs B XOJI¢ aHAIM3a TEHOMOB POJICTBCHHBIX OITYXOJIEBOM
u Oe30myXxoeBoi THHUNA penuca. HeKoTopbie BBISBICHHBIC PETYIATOPH POPMUPOBAHUS

3aIacarollero KOpHs U OIyXO0JeH y peauca MpeicTaBiIeHbl Ha pUCYHKE 7.

(E41, AE19 CYMDs, CYCBs, EXPs
WOX4, WOX14 Cytokinesis-related proteins
Cambiumtrelated TFs KNAT1

Nitrate, Long day Cytokinin

Pucynok 7. HekoTopbie BBISBICHHBIE PEryIsSTOPHI (hOpMHUpPOBAHUS 3aMacaroniero KOpHs u
omyxoJieir y peauca (o manasiM Guo et al., 2019, Jang et al., 2015, Gancheva et al.,
2016, Xie et al., 2018).

1.4. OnyxoJi BBICHIUX PaCTEHUI

Omyxomy, WM HEOIIa3uM — 3TO MaTOJOrH4YecKkrue oO0pa3oBaHUs, BO3HUKAIOIINE B
pe3yibTaTe HEKOHTPOJIUPYEMOI'O Pa3MHOXKEHHsSI IPYMIbI KJIETOK, KOTOPOe MOXET OBITh
BBI3BAHO HApYIICHHEM IPOLIECCOB MOJIEPIKAHUS CTBOJIOBBIX KJIETOK WJIM HapyLICHHEM
perymsiiui MUTOreHHbIX curHasioB (Doonan and Sablowski, 2010; Ullrich et al., 2019).
[TockObKY MHOTOKJIETOYHOCTh pPAa3BWIIACh y PACTCHWH W JKUBOTHBIX HE3aBUCHMO
(Meyerowitz, 2002), cucreMHass peryisiuus KIETOYHOM  mponudepanuu U
T PepeHIIMPOBKH Y 3TUX JABYX TPYII BBICIIUX 3YKAapUOT OPraHU30BaHa MO-Pa3HOMY, U

UMEIOTCS CYIIECTBEHHBIE Pa3jiNuus B OMYyX0JieoOpa30BaHUM Yy PACTEHUN U KUBOTHBIX.
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Bo-nepBbIX, OmyXosM y pacT€HH BCTpPEYarOTCsl ropasfo pexe, 4eM Yy JKUBOTHBIX.
BospmHCTBO omyxosielt pacTeHui pOpMUPYIOTCS MO BIAMSHUEM NaTOTCHOB, TOTJa Kak
CIIOHTAHHBIE OIYXOJIM, 3aBUCSINNE OT TeHOTUIIA PacTeHHs, BcTpevatorces peako (Dodueva
et al.,, 2020; Doonan and Sablowski, 2010). B ornu4me OT >XUBOTHBIX, Yy BBICIIHUX
pacTeHUil HapylleHHe OTIENbHBIX KOMIIOHEHTOB KOHTpPOJIA KIJIETOYHOIO IMKJIAa He
BbI3bIBaET 00PA30BaHUs OIyXOJIEH B CBSI3U C TEM, UTO <JIMIIHUE» PACTUTENIbHbIE KIETKH,
o0pasyrommecs 3a CueT YCHIEHHOU KIJIETOYHOW Mponudepannu, MOTyT ObITh BKIIOUYEHBI B
yKe cymecTByromuii mian tena (Dewitte et al., 2007).

OnHOM M3 HPUYMH 3TOrO MOXKET OBITh TOT (aKT, YTO Y BBICIIUX PACTEHUH
nporecchl nponaudepaun 1 aAuddepeHInpoOBKU KIETOK COCPEJOTOYCHBI B OCHOBHOM B
MEpPUCTEMAaX - CTPYKTYpax, COIEpPKAIIUX ITyJbl CTBOJOBBIX KJIETOK M SBIISOIIMXCS
OCHOBHBIMH 30HAMHU OpPTaHOTEHEe3a W TUCTOreHe3a y Beicmux pactrenuid (lvanov, 2003;
Heidstra and Sabatini, 2014). TTomumo peryyisTopoB KJIETOYHOIO IHKJIA Mposrdeparus
KJIETOK B MepUCTeMax peryiupyercs wmepucreM-cneuupuuabivu T, a Taxke
JCUCTBYIOIMMH BBIIIE HHUX CUTHAIBHBIMH CHCTEMaMH, B YaCTHOCTH MOOWMIBHBIMHU
nentuaamu u puroropmonamu (Hazak and Hardke, 2016; Schaller et al., 2015; Lee et al.,
2019). JleicTBUTEIbHO, B OOJBIIMHCTBE TNPUMEPOB CIOHTAHHOTO U TATOTCH-
MHAYLIMPOBAHHOIO OITyX0Je00pa3oBaHUsl y PAacTEeHUH OTMEUYEHO IOBBILIEHUE YPOBHS
¢utoropmoHoB (rinaBHbIM obOpazoM IIK) B TkaHsAX Kak CTapTOBBIH MEXaHU3M
OITyX0JIcOOpa3oBaHMsl, a TAaKKe TIOBBIICHHE YPOBHS OKCIPECCHH psijfa TEHOB,
KOAMPYIOLIMX MEPUCTEMHBIE PETYIATOPbI, B yacTHOCTH T®d (cM. 0030psl Dodueva et al.,
2020; Doonan and Sablowski, 2010).

Onyxonmu pacTeHWH MOTYT pa3BUBaThCS Ha OpraHax JIIOOOTO THUIA, BKIFOYAs
JIUCTBS, CTeONIN, KOpHHU, opransl 1BeTKa (Ahuja, 1998), u xapakrepusoBarbcst pa3InyHON
cTeneHblo AU epeHInpoBKH KIETOK. Y PpacTeHUH pa3IuyaroT OIyXOJenoA00HbIe
o0pa3oBaHUsl C HEACTEPMMHHUPOBAHHBIM POCTOM UM  OTCYTCTBHEM BTOPHUYHOMN
1 depeHIIMPOBKY KIIETOK (OMyXOJdH) U JETEPMHUHHPOBAHHBIM POCTOM C MpPH3HAKAMU
muddepernupoBku (ramiel). IlepBble nMeOT BHI Macchl Heaup@epeHInpOBaHHBIX
KJIETOK, JUIUTENBHO JENATCS M HAallOMMHAIOT KaIyC, MHOT/IA TakKUe OIMYXOJIH MOTYT
YaCTUYHO TOJBEPraTrhcsi BTOPUYHON Iu((depeHIpoBKe U Aake 00pa30BHIBATH HOBBIE
TKaHW ¥ opradbl. K TakuM OITyXONsiM OTHOCSATCS ONMYXOJH, WHIYyIWPOBaHHBIC
Agrobacterium tumefaciens, kotopsie MOT'yT 00pa30BBIBATH OIPAHHMUYCHHOE YHCIIO THIIOB
muddepeHpoBaHHbIX TKaHel, Takux Kkak cocyabl (Ullrich and Aloni, 2000) wummn

snunepmuc (Veselov et al., 2003). Jlpyrue omyxoiu HEIETEPMUHUPOBAHHOIO THIIA
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00pa3yloT Maccy aHOMAJIbHBIX OpPTraHOB, HANPUMEDP, JMCTOBBIC OIyXOJM, BBI3HIBACMBIC
oakrepueir Rhodococcus fascians (Depuydt et al., 2008). Tamisl mpeacTaBistoT coO0i
Oosiee ymnopsaoYeHHbIE 00pa30BaHUs, COCTOAIIME W3 TU(PPEPEHIIMPOBAHHBIX KIETOK U
TKaHel. TUNMYHBIM TPUMEPOM SBISIOTCS TaUIbl, HHAYIMPOBAHHBIC MApa3UTUYECKUMHU
yinenrctonorumu (Paponova et al., 2017; Giron et al., 2016; Shorthouse et al., 2005).

B Xxome MHOTOJIETHETO M3y4YCHHs CIIOHTAHHBIX W MHIYIIUPOBAHHBIX IMaTOTCHAMU
OIyXOJIell pacTeHWil BBIABICHBI pPA3JIMYHBIC MEXAaHU3MBI, JISKAIIMEe B OCHOBE UX
pa3BUTHs, B TOM 4YHCIE W3MEHEHHE YpPOBHS OCHOBHBIX (PUTOrOPMOHOB, HapyIICHUE
pEryJIsiUKM KJIETOYHOTO IHUKJIA M KJICTOYHOW anare3uu u npyrue. I1ockoibKy ormyxoim
pacTeHuil OYeHb Pa3HOOOPA3HBI, pa3HbIC MCCICIOBAHUS COCPEIOTOYCHBI HA PA3IUYHBIX
WX TUMAX.

Bonpmast 9acte mpuUMEpOB OMyxoieoOpa3oBaHMsS Yy pPACTEHH CBsi3aHA C
pa3BUTHEM HEOIUTa3HMi TOJ| ICHCTBUEM pa3HOOOpa3HBIX MATOICHOB: OaKTepuid, rpuOoOB,
NPOCTEUIINX, HEMAaTOJ[, WICHUCTOHOTMX (pUCyHOK §8). B  MHOrOYHCICHHBIX
WCCIICIOBAHMSIX OBLIM BBISBICHBI KaK I'€HBI MAPa3UTHYECKUX OPTaHU3MOB, HEOOXOTUMBIE
it GOPMHPOBAaHUSI OMYyXOJeW, Tak M TEHbl PACTEHHI, OSKCIPECCUs KOTOPBIX
CHOCOOCTBYET pa3BUTHIO HEOIUTa3uil (CM. HIKE).

B 10 ke Bpems, CIIOHTaHHBIC ONMYXOJH Y PACTEHHH BCTPEUAIOTCS CPABHUTEIBHO
penko u (QOPMHUPYIOTCS y pacTeHUil C OIpeeseHHBIM T'e€HOTHUIIOM (MYyTaHTOB,
MEKBHIOBBIX THOpHIOB WM wuHOpeanbix suuuii) (Doonan and Sablowski, 2010;
Dodueva et al., 2020). B ocHOBHOM JjaHHbBIE O MEXaHU3MaxX (POPMUPOBAHMS CIIOHTAHHBIX
oryxoJieil ObIIM MOJYYeHbI Ul TPYIIBl MOHOTEHHBIX OIyXO0JICOOPa3yIOIIUX MYTAaHTOB
apabunoncuc (pucyHok 8). Y pasHBIX TpeACTaBUTENIed OSTON TpymIbl oOpa3oBaHHE
OITyXOJIel MOJKET OBITh CIIEACTBUEM HAPYIICHUS CTPYKTYPHl KIETOYHOH CTEHKH U
cHKkeHust kietounoil aaresun (Krupkova et al.,, 2007), rumnepyyBCTBUTEIBHOCTH K
OIpeJieIeHHbIM IpynmnaM peryistopoB pocrta (Pelagio-Flores et al., 2013) wmm
HETPAaBWIBHOTO (PYHKIIMOHUPOBAHHUS KOMIIOHEHTOB TI€pelayd CHUTHAJIOB KIETKH C
HeusBecTHbIMH (pyHkuuamu (Smyczynski et al., 2006; Da Costa et al., 2006).
CrioHTaHHBIE OMYXOJM MOTYT OOpa30BBIBATHCS Y PACTEHUH MEXBHUJIOBBIX T'HOPHJIOB
(Mexxny HexoTopbiMu Buaamu Nicotiana), a Takxke y HHOpEIHBIX IMHUN JOHHUKA OEJI0To
Melilotus albus (Littau and Black, 1952) u penuca noceBroro Raphanus sativus (HapOyr,

1967). I'eneTnueckuii KOHTPOJIb TAKUX OIYXOJIEH OCTAETCS MAJIOM3y4YE€HHBIM.
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Pucynok 8. Crniontannsie (1) u maroreH-unaynupyemsie (2) omyxosu y Arabidopsis (o
Dodueva et al., 2020). I'ensl, 0003HaueHHbIE HA PUCYHKE 8 (2), MpUHAATIEKAT MaTOr€HaM
U SBJISIIOTCS TOMOJIOTAMM COOTBETCTBYIOIIMX TIeHOB pacTteHuid. Ilpu mHpuUImMpoanumn
pacTeHuil pa3IMYHBIMK BUIAMH{ TMATOTCHOB HAa y pacTeHU (OPMHUPYIOTCS pa3inyHbIe
CTPYKTYpBI: CKpy4MBaHusi JHcTheB (mpu uHuumpoBanun Bupycom CalLCuV);
noBeleHNe akTuBHOCTH AMII 1 popmupoBaHre XapakTepHBIX CTPYKTYp Ha nobere (pu
uHdumpoanun Oakrepueir R. fascians); ¢hopMmupoBaHue ramioB Ha KOPHSX pacTCHH
(mpu wHpumpoBannu Hematonamu Heterodera schahtii m Meloidogyne incognita);
(bopMupoBaHue KUIIBI Ha KOPHSX MpHu 3apaxeHun npotucrom Plasmodiophora brassica;
dbopMHpOBaHHE KOPOHYATOTO Tajula Ha KOPHSAX pacTeHHW (NMpu 3apakeHHH OakTepueit

Agrobacterium tumefaciens). Ilapa3utsl cxeMaTHYHO H300paKEHBI TMOA WX BHIOBBIM
HA3BAHUEM.

1.4.1. Onmyxo/i1 BBICIIMX PACTEHHMI, BbI3BAHHbIC IATOr€HAMH

®duroropmonsl, ocobenno MYK u LK, urpator neHTpaabHy0 pojib B OCHOBHBIX
Ipoleccax pPa3sBUTHUs PACTEHUM, a TAKXKE y4acTBYIOT B IIPOLECCaX OIyXOJIEBOI'O pOCTa,
UHAyuMpyeMbix natoreHamu (Boivin et al., 2016). Llenslit psin OuoTpogHBIX MaTOreHOB

pactenuit manunymupyioT ypoBHeM WNVYK w/mmm IK s toro, 4roOBl BEI3BaTh
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paspactaHue TKaHEH XO3siMHa paayd COOCTBEHHOM BBITOJBI, YTOOBI CO3/IaTh cede cpemy
OOUTaHUS WM UCTOUYHUK MMUTATEIIbHBIX BELIECTB.

K nacrosmemy BpeMeHH y pasHBIX TPy (DUTOMATOTEHOB OOHApPY)KEHBI T'€HBI
6uocunreza UYK w/mmm LK, skcnpeccust KOTOPbIX BayKHA AJISl 3apakK€HUS PACTEHHH U
MHAYKLIUH pa3pacTaHus uX TkaHed. Takue reHsl ObUIM Takke OOHApYKEHbI y Pa3IMUHBIX
OakTepuil (BKJIIOYAs KakK OITyXOJIEBbIE MATOrEHbI, TAK M HECHOCOOHBIE MHIYLUPOBATbH
OITyXOJIM, a TaKXX€ y CUMOMOTHMYECKMX M CBOOOJHOXXMBYIIMX BHUJOB). MIHTEpecHO, 4TO
¢depmentsr 6uocunteza YK u LK y «HepacTUTETbHBIX» OPraHU3MOB OBLIH BBISBICHBI
panbiie, 4em y pacrenuit. Tak, wmzomeHteHwitpanchepassl (IPT), perymupyroniue
nepByto craauto OuocuHTe3a LIK, BmepBble ObuIM HACHTU(UIMPOBAHBI y aMeObl
Dictyostelium discoideum (Taya et al., 1978) u 6aktepun A. tumefaciens (Akiyoshi et al.,
1983; Barry et al., 1984) u ropaszno mozxe y pacrenuii (Takei et al., 2001). Hexoropsie
(¢uTONATOreHbl TaK)Ke CHOCOOHBI MOJYJIMPOBaTb TOMEOCTa3 (UTOIOPMOHOB XO3SIMHA,
Hapymas ux TpaHcnopT. Hampumep, omyxoneumHayuupytomue Oaktepun Pantoea
agglomerans u mapasuTHYeCKHE HEMATOIbl, KOTOPHIC BBI3BIBAIOT Ta/Ulbl HA KOPHSX,
MOTYT MaHuIyIupoBaTh MmotokoM WYK ¢ momompio cBoux 3ddeKkTopHBIX OenKoB,
KOTOpbI€ B KJIETKAaX PACTEHUH B3aMMOJEHCTBYIOT ¢ Oelkamu, 0Opa3yroIUMH KaHaJbl
nputoka u orroka UYK (Lee et al., 2011; Chalupowicz et al., 2013). ¥V paznuunbix
(bUTOMATOTEHOB TaKXKE€ HMMEETCS MHOXKECTBO 3(P(HEKTOPOB, B3aUMOJEHCTBYIOIIUX C
NyTSIMU TEepeJaud CHUTHajga pa3HbIX TpyNnn (QUTOrOPMOHOB C II€JIbI0 MHAYKIHUU
pa3pacTaHMs TKaHEell M MOJaBJIEHUs 3alMTHBIX CHII X03iuHa (cM. 0630p [oayesa u np.,
2022). Kpome TOro, HEKOTOpble (PUTOMATOTEHBI, B TOM YHCJE CHOCOOHBIE K MHIYKLUHU
runepIuiasuii, MOTyT CHHTE3MpOBaTb M CEKPETHPOBATh MENTHUIHbIE (UTOTOPMOHBI
passbix rpynn (Dodueva et al., 2021).

HaunOonee wu3BecTHBIMH (UTOMATOr€HAMM, BBI3BIBAIOIIMMHU THUIEPIUIA3UN Y
pacTeHui, SBIAOTCS OakTepum poaa Agrobacterium, B wactHoctu, A. tumefaciens,
BbI3bIBAIONIAsl pPa3BUTHE HEJETEPMUHUPOBAHHBIX OMYXOJEH ¢ HU3KOM CIIOCOOHOCTHIO K
BTOpHYHO# auddepeHnnpoBke (Tak Ha3pIBAEMOI0 KOpOHUYATOro ramia), u A. rhizogenes,
BBI3bIBAIONIAsl pA3BUTHE MHOTOYHCIIEHHBIX IPUAATOYHBIX KOPHEN HAa OPAKEHHOM OpraHe
(Tepfer, 1984). Bce narorennsie Buabsl poma Agrobacterium cozepixaT BUpPYJICHTHBIC
mIa3MuIbl, KoTopbie HocsaT HazBaHue Ti (Tumor inducing) y 4. tumefaciens u Ri (Root
inducing) y A. rhizogenes. TlpuuuHO#l pa3BUTHs THIEPIUIA3Uil arpoOaKTEPUATHEHOTO
MIPOMCXOXKACHUS SABJISIETCS DKcIpeccusi TeHoB crienuduueckoro yyactka JJHK - T-JIHK,

BXOJISIILIETO B COCTAaB BUPYJICHTHBIX Ma3mua arpodakrepuii. T-/IHK npexncranser coboit
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dbparmenT pazmepom 10-30 kbp, orpanundennsiii npsmbeiMu ioTopamu (Huffman et al.,
1984). Bripesanue T-/IHK u mepeHoc ee B sAIpo KIETKH pacTeHUS KOHTPOIUPYIOT
nponykThl TeHoB Vir-obmactu arpoGaktepuanbhoit mazmuisl (VirA-VirF), a rtaxke
HeKoTophie xpoMocoMHble TeHbl (Gelvin, 2003; TlepmsikoBa u nap., 2009; Pitzschke and
Hirt, 2010). B mnpuponue 3apakeHHe€ pacTeHH arpoOaKTEpHUsIMU IPOMCXOAHWT depes3
nopaHeHue. Bpiensionecss npu MOPaHEHUHM COEAMHEHUS coeAuHeHus ((peHonsl u
caxapa) ciyxar uHaykropamu 3kcripeccuu Vir reros (Gelvin, 2003).

Okcnpeccust renoB T-JIHK B kieTkax pacTeHui BBI3BIBAET HEKOHTPOJIUPYEMYIO
npoaudepanno 1 aHOMaJIbHBIM POCT TKaHEH, a TakKe CUHTE3 OMMHOB — MPOM3BOIAHBIX
aAMUHOKHCIIOT, KOTOPBIE UCIOJIB3YIOTCS arpoOaKTepUsiMU B KaUeCTBE UCTOYHUKA MUTAHUS
(Dessaux et al., 1986). Takum oOpa3zom, OOJBIIMHCTBO H3ydeHHBIX TeHOB T-J[HK
OTHOCSTCS K OJHOW W3 JBYX (YHKIIMOHAJIBHBIX TPYIIL: TEHBI, KOHTPOJIUPYIOIIUE
OMOCHMHTE3 M CEKPELMIO OMHHOB, U TEHBbI, CTUMYJHUPYIOIIHE Mpoiudepanno KIeToK
3apaXKCHHOTO pacTeHHs (MOCIEAHHE HA3bIBAIOTCS arpo0aKkTepHaTbHBIMM OHKOTECHAMM).
Pasnuunbie crparermu matoreHesa A. tumefaciens u A. rhizogenes ompenenstorcs
paznuuueM ux T-JIHK mo cocraBy oHkoreHoB. B 1ieinom MOXHO cka3aTh, 4TO HamOoJsiee
u3ydeHHbIe OHKOreHbI A. tumefaciens Be3biBarOT cuHTE3 OosbIIOro Komuuectsa MYK u
LK, Toraa kak onkorensl A. rhizogenes — cuntes UYK u noBbliieHHEe 4yBCTBUTEIBHOCTH
TKaHel pacteHus Kk puroropmonam (Capone et al., 1989).

Hanpuwmep, nokyc tms (tumor morphology shoot) A. tumefaciens cogepxut reHsl,
KOHTpOJIMpYoNHX 3Tamnsl onocunte3a MYK u3 unmon-3-aneramuaa: tmsl (iaaM) u tms2
(laaH) (Kemper et al., 1985), a mokyc tmr (tumor morphology root) - ren ipt,
Konupyronmii kiaoueBoi ¢epment 6mocuntesa LK (Barry et al., 1984). Eme onun reH,
cBs3aHHbI ¢ OuocunTe3oM LK, tzS (TpaHc-3eaTMHCHMHTa3a), TPUCYTCTBYET TOJBKO Ha
onpeaeneHHbix Tunax Ti-mmazmup (Akiyoshi et al., 1983).

Bwmecte ¢ tem, dpynkuun psga renos T-JITHK A. tumefaciens ve umerot mpsimoro
OTHOIIIEHHUSI K TOPMOHAJIBHOMY OHMOCHHTE3y. Takum mpumepoM siBisieTcss Jokyc tml
(tumor morphology large), Bxarouaroruii B cedst oHKOTeH 6D, sKCIpeccHs KOTOporo y
TPAHCTEHHBIX PACTCHUN CTUMYJIHPYET OMyX0Jeo0pa3oBaHUe, IEJICHHE KIETOK Kauryca U
u3menenne mopdonoruu mucra (Helfer et al., 2003). I'en 6b He cBsi3an ¢ MeTabOIM3MOM
(GUTOrOPMOHOB M TPHHAMICKHUT K ceMelcTBy plast reHoB (reHOB (EeHOTHUIHYECKOM
wiactuyHoctn) (Otten, 2018), kogupyemsblil UM 0enok — 3(hexTop TpaHCHIOPTUPYETCS B
KJICTKH PAcCTeHUH, Iie B3aUMOJICHCTBYeT ¢ HEOONBLION TPYIION sAEpHBIX OEJIKOB C

HeusBecTHOM ¢yHkumeit (Kitakura et al.,, 2008). bemox 6b Ttakke Biamser Ha
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XpPOMaTUHOBBINA cTaTyc pactutenabHor JIHK, akTUBUpPYs 3KCOpPECCHI0 TE€HOB KJIETOYHOIO
mukiaa (CYCB, CYCD) u mepucremusix peryinsatopoB (KNOX kmacca I) (Terakura et al.,
2007).

3apaxenue A. tumefaciens Takke BbI3bIBACT M3MEHEHHE YPOBHEH OSKCIPECCHUU
OTIpe/IeNICHHBIX T€HOB PacTeHUA-XO035iMHA. Tak, TPAaHCKPUIITOMHBIA aHaIU3 KOPOHYATOTO
rajia, oOpa3yromierocs Ha MPOPOCTKAaX pEAuca, BBIABUI AaKTHUBALUIO JKCIPECCUU
OO0JIBIIIOr0 KOJIMYECTBAa T'eHOB, Koaupyoumx Td, u HEraTUBHYIO PETYJSIHUIO T'€HOB,
yuactBytonmx B otBete Ha crpecc (Tkachenko et al., 2021b).

K cemeiictBy plast otHocures takxke 6oipmuHcTBO reHoB T-JIHK A. rhizogenes
(Otten, 2018). Ilpu 3apakeHUH pPACTCHMI 5TOM OaKTEpHUil pPa3BUBACTCA CHHAPOM
00poaTOro KOPHS: TPOUCXOAMT CTUMYJISIIMSA JENCHHs KIETOK NEepUIUKIa, W Ha
MOpakKEHHOM OpTaHe 00pa3yeTcsi MHOKECTBO MPHUIATOYHBIX KOPHEH.

Haubonee us3BectusiMu cpeau rernoB T-JIHK A. rhizogenes sisistorcst redst rol
(root locus): rol A, B, C, D, - oT KOTOpBIX 3aBHCHUT pa3BuTre 6opomatoro kopus (Capone
et al., 1989). Tounsie pyHkimu renoB rol HewsBecTHbI. [IpOAYKTHI HEKOTOPBIX M3 HHX
CIOCOOHBI K B3aUMOJICHCTBUIO C PACTUTEIBHBIMU O€JIKaMH, YYaCTBYIOIIUMH B padoTe
CUTHaJbHBIX KackanoB (Moriuchi et al., 2004; Dubrovina et al., 2009). IIpoxykramu
renoB auxl u aux2 T-JIHK A. rhizogenes, kak u reHoB jokyca tms A. tumefaciens,
sBIsItOTCs (pepMenThl 6nocunTe3a aykcuHoB (Gaudin and Jouanin, 1995).

Heonnactuueckuii pocT TKAaHEW Yy pacTEHHH TaKKe MOXKET BbI3BIBATHCS
reTeporeHHoN Trpynnoil OakTepuil, KOTOpble CTUMYJIUPYIOT 00pa3oBaHHME OIyXOJIEH,
AHATOMHUYECKH CXOJHBIX ¢ HHAyIHpoBaHHBIM A. tumefaciens koporuarsim rayutom (Clark
et al.,, 1989; Chalupowicz et al., 2006), HO He CHOCOOHBIX K TpaHCPOpPMaALIUU
pacTuTenbHBIX KieToK. K Takum OaktepusM oTHocsTcs Pseudomonas savastanoi,
BbI3BIBAMONIAsE OMYXOJW y OJMB M oJjeanapa, Rhizobacter dauci, Bb3siBaromas
OakTepualbHBIC TaJUlbl Y MOpPKOBH, a Takke Pantoea agglomerans u Rhodococcus
fascians, BeI3pIBaroOIIME OMyXOJH y Pa3IMYHBIX BHIOB. Bce BhINIENepeuncIIeHHbBIE BUIbI
Oaktepuit cmocoOoHsl K BeIpabotke MYK wu 1K, m B w#ux TreHoMax Obuin
uneHtudumupoBansl reHsl Onocunresa MYK u LK, pacnonokeHHble Ha XpOMOCOMax
win mnazmuaax (Inze et al., 1987; Clark et al., 1993). OT reHoB (pUTOrOPMOHATHHOTO
O6urocuHTe3a 3aBUCUT 3(P(YEKTUBHOCTH 3apakKeHUsI paCTEHUM M pa3BUTHE OaKTEpHATbHBIX
Heorazuii (Bardaji et al., 2011). AxtuBHas nponudeparus KI€TOK B JUCTOBBIX rajiiax,
00pa3yIoMXCcs MPH IEHCTBUM 3TUX OakTepuil, CBA3aHA C aKTHUBALlMEH IreHa KJIETOYHOTO

nukiaa CYCD3 (Depuydt et al., 2009) u renos-perynsaropo mepuctem STM u KNAT1
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(De O-Manes et al., 2001; Depuydt et al., 2008). Takum 00pa3om, KU3HEHHAS CTPATETHsI
BCEX OIyXOJIb-UHAYIHPYIOMMX (HUTOMATOICHHBIX OaKTEpHUl CBsI3aHA C MCIOJIh30BAHUEM
TEX TeHOB (PUTOTOPMOHATBHOTO OMOCHHTE3a, KOTOPbIE Y HUX UMEIOTCSL.

CnocobHocTh  cuHTe3upoBath U cekperupoBatb MYK wu LK mwmpoxo
pacrpocTpaHeHa Takke B mapctBe rpu6oB. OHa  BcTpewyaercs  Kak Yy
OITyXOJICUHTYIIUPYIONHX (PUTOMATOTCHOB, TaK U y TE€X, KOTOPHIC HE BBI3BIBAIOT PA3BUTHE
runepruiazuil y pacrenuit (Shen et al., 2018; Chanclud and Morrel, 2016, Tanaka et al.,
2011, Hinsch et al., 2015, Miransari et al., 2014, Hilbert et al., 2012).

basuauomuniersr  Ustilago  uMeroT  JKM3HEHHBIE  IUKJIBI,  BKJIFOYAIOIINAE
HEMAaTOreHHYIO0 TAaIUIOMIHYK W TMATOTCHHYH IWIUIOWIHYIO CTaJHWd; TPUOBI 3aCEISIOT
pacTeHUs dYepe3 HAA3EMHBIE MepUCTeMaTHYecKue TKaHU. KierouHble CTEHKH
MHOUIMPOBAHHBIX PACTEHUH Pa3pyLIAlOTCS B MECTAaX CONPHUKOCHOBEHHUS TU( U MEMOpaH
PaACTUTENILHBIX KJIETOK, BCIEICTBUE YEro OOpa3yroTcss OMOTPO(dHBIC MOBEPXHOCTH C
YCUJICHHBIM BE3UKYJIIPHBIM TpPAaHCIOPTOM. Bckope mociie 3apakeHus HaOI0aeTcs
runeptpodus u nponmdeparus KIeTok pacteHus-xozauna (Doehlemann et al., 2008). YV
U. maydis naentuduimpoBansl reusl ouocuntesa UYK, ognako criocobHocts Ustilago
cuntesupoBath UYK He sBisiercs kimodeBbM (hakTopoM HHAYKIMH omyxonu (Reineke et
al., 2008). I'ensr 6uocuntesa 1K y Ustilago ve uaentuduimposansr (Morrison et al.,
2015). Oo6pa3oBanue omyxojieit, uuaynupoBanusix U. maydis, Takxke 3aBHCHT OT
ruo6epemmaoB (Walbot and Skibbe, 2010).

Ackomurietsl Taphrina Takke CrmocoOHBI BbI3BIBATh THIEPIUIA3UI0 TKaHEH
pactenuii (Tsai et al., 2014). 3apaxenue T. deformans cesizaHo ¢ TOBBILICHHBIMH
yposHsimu L[K (Johnston and Trione, 1974; Testone et al., 2008) u UYK (Yamada et al.,
1990) B nucThSIX XO35iMHA. Y BMJIOB, MHAYLUPYIOUIMX THUIEPIIA3UI0, BBISBICHBI T€HbI
cunte3za UYK, LK, ru66epennunoB u ABK, B TOM umncie opToIord reHOB OMOCUHTE3a
NYK Ustilago, To ecTh, BO3MOXHO, aCKOMHUIIETHI UCTIOIB3YIOT AaHAIOTHYHYIO CTPATETHIO
cunateza UYK (Cissé et al., 2013; Tsai et al., 2014). ¥V ackomurietoB oOHapyXeHBI U
npyrue ¢epmentsl onocunte3a MYK - opronorn YUCCA (Tsai et al., 2014). ¥V nucteeB
pacTeHui, MOpPaKCHHBIX acKoMHIleTaMu pona Taphrina, HaOmoaanack MOBBIIICHHAS
nponudepanns KIETOK MaaucagHoro wmesodumia - 3¢@dekT, CXOXKUM ¢ BIMSHUEM
ceepxakcrpeccuu reHoB KNOX I kmacca (Testone et al., 2008).

I'pubsl poma Fusarium BbI3BIBAIOT y MOpaXKaeMbIX pACTEHHI 00pa3oBaHUE
CTPYKTYp, HAIlOMHMHAIOIIMX JIMCTOBBIE Tajuibl, BbI3bIBaeMble R. fascians. YV Fusarium

uaeHtudunmrposansl reubl cunteda UYK (iaaM, iaaH, YUCCA), 1IK (IPT, LOG) u



54

ruo6epeumnoB (Vanstaden, Nicolson, 1989; Tsavkelova et al., 2012; Niehaus et al.,
2016, Serensen et al., 2018). Kpome Toro, rpubsl Fusarium crnocoOHbI CHHTE3UPOBATH
nentuaabie putoropmonsl RALF (RAPID ALKALINIZATION FACTOR), xotopsie
BaKHBI JUISI Pa3BUTHSI CUMIITOMOB nlatorene3a (Masachis et al., 2016).

Cpenn mnpocTedIIMX, BBI3BIBAIOIIUX OMYXOJIM y PpacTEHHUM, BBIICIAIOT
Plasmodiophora brassicae — o61uratHoro mpoTUCTa, BBI3BIBAIOLICTO Y MPEACTaBUTEICH
cemeiictBa Brassicaceae kmity - HApOCThI HA TUIIOKOTWIISIX U KOPHSX MHQOUIIMPOBAHHBIX
pacrenmii (Kageyama and Asano, 2009). 3apaxeHue runoxkotuiei apabumorcuca P.
brassicae ycunuBaer neneHue KieTok kamOus u (aosmuoi mapenxumbl (Kobelt et al.,
2000), o ueM CBUAETEILCTBYET MOBBIIeHHE ypoBHEH skcnpeccuu reHoB CYCB1, ANT u
EXP; kpome Toro, mpu 3apakeHHH HaOJII0JaNOCh TNojaBlieHHe IudPepeHIInpoBKI
KCHJIEMBI, O YeM CBHUCTEILCTBYET CHIDKEHUE YPOBHEH perynsaTopoB kcmioreneza VNDG,
VND7 u MYB4 (Malinowski et al., 2012; Irani et al., 2018). TpaHcrenHble pacTeHHS CO
CBepXdKcmpeccueir wuHruoOuropa kiaerouyHoro mwkina KRPL1 u wmyrtanter cle4l ¢
MOHIKCHHBIM YHCIIOM CTBOJIOBBIX KJIETOK KaMOWsi MMENM MOHMXEHHYIO CIIOCOOHOCTH K
obpazoBanuio Takux HapoctoB (Malinowski et al., 2012). OOpa3oBaHue KUJIBI SBISETCS
pe3yNbTaTOM HU3MEHEHHUs OanaHca (UTOTOPMOHOB PACTEHHUSI-XO3SMHA, BO3HHMKAIOIIETO
npu wuHbpeknun P. brassicae, B CTOpOHY yBEIMYECHHS COJCPIKAaHHsS CBOOOJHBIX H
cBsa3aHHbIX popm MYK u LK B Heckonbko pa3 (Dekhuijzen and Overeem, 1971; Devos et
al., 2005). DkcrulaHThl KOpHEH W cTeOiielt, WHpUUUpOBaHHBIX P. brassica, pociu
He3aBucumo ot LIK in vitro (Dekhuijzen and Overeem, 1971). Ha panneit cramuu
00pa3oBaHMs KUJIbI MPeo0IaaloT MPOLECCHl JAeNeHHs KIETOK, YTO CBS3aHO C CHHTE30M
6akrepusimu 1K (Dekhuijzen and Overeem, 1971; Devos et al., 2005), a Ha mociaeaHux
cragusix - mporeccsl pocta (Kobelt et al., 2000), 4To CBS3BIBAIOT C MOBBIIICHHBIMU
ypoBHsiMu UVYK (Grsic-Rausch et al., 2000). OgaumM U3 TeHOB, 00eCMEYHBAIOIINX
noanepkanne Oamanca WYK y P. brassicae, seasercs PbGH3, wueit mpomykr
koHbtorupyer UVK 1 xacMoHaThl ¢ aMHUHOKHCIOTaMH iN Vitro. JlaHHbIH F'eH OTCYTCTBYET
y Onmmkaiiux poactBeHHukoB P. brassicae (Schwelm et al., 2015).

duronapasuTHUECKUe  HEMATOAbI, TMOMHUMO  CTAaHIAPTHOH  CTpaTeruu
OIyXOJeHHIYIHpYIouX naroreHos (mpoaykuus LIK u Bnusaue Ha pacnpenenenue MYK
B TKaHSIX PACTCHMI), MOTYT HCIIOJIb30BaTh YHHKAIBHYIO CTpaTeTHI0 — OWOCHHTE3 U
cekperuio dP(GEKTOPHBIX TMENTHAOB, UMUTHPYIOIINX PACTUTEIBHBIC MENTHIBI CEMEHCTB
CLE, CEP (C-TERMINALLY ENCODED PEPTIDEs) u IDA (INFLORESCENCE
DEFICIENT IN ABSCISSION). Cpenu HEMaTO, MHAYLUPYIOLIMX OIYXOJIH Y PaCTEHUH,
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pasnmuuaror rautoBsie (Meloidogyne spp.) u mucrossie Hematoasl (Globodera spp. u
Heterodera spp.). OHu IPOHKUKAIOT B KJIETKH KOPHEH ¥ MOTU(PHUIIUPYIOT TKAHU PACTCHUS -
xo3simHa, o0pa3ys rawiel (Palomares-Rius et al., 2017). B xnetke pactenusi, BeIOpaHHON
HEMaTOJOM /JIs NMUTAHUS, 3allyCKAeTCsl KJIETOYHBINH LMKII, [IOCJIE YEr0 COCEJHUE KIIETKU
HAYMHAIOT PACHIMPATHCA. 3aTeM 00pa3zyloTCs TaK Ha3bIBA€MbIE CAMTHI KOPMJICHUS - WM
MyTeM CIUSHUS KIETOK B CHHUUTUN (Y LHUCTOOOpPA3yIOIIUX HEMAaToAd), WIH IyTeM
00pa30BaHMs TUTAHTCKUX KJIETOK B OTCYTCTBHE LIUTOKHHE3a (y TajuloBBIX HemaToxd). Ha
paHHUX CTaausAX Napa3sUTH3Ma HEMAaTO]l aKTHBUPYIOTCS I'€Hbl KJIETOYHOI'O LIMKJIA, YTO
Ba)XHO i (popmupoBaHus Takux cailtoB kopmiieHus (de Almeida Engler and Gheysen,
2013; Siddique et al., 2015).

HemaToapl BIPBICKMBAIOT B KJIETKH PACTEHMsI CEKPET CBOMX IVIOTOYHBIX JKEJE3,
KOTOPBIN cofepkut puroropmonsl u 3ddexkropusie 6enku, Hanpumep, 16D10 u 7HOS,
KOTOpble O0JIaJaloT TPAHCKPUIILIMOHHOW AaKTHUBHOCTBIO B SOpE PpACTCHHII-X035€B
(Mitchum et al.,, 2012; Ali et al.,, 2017). Ilpu 3apaxkeHuUM pacTEHUH MHCTOBBIMU
HEMaTOJaMU B CHUHUUTHM M COCEAHMX KIETKax axkTuBupyercss oskcmpeccus K-
3aBucuMbIX reHoB (Siddique et al., 2015; Dowd et al., 2017).

Hu mwucroBble, HU ramioBble HEMATOAbl HE CHOCOOHBI mpoayiupoBaTth MYK
(Goverse et al., 2000), Ho oHu MOryT MaHUNyJaHpoBaTh motrokomM MYK B pacteHusx-
xo3sieBax uepe3 TpaHcnoprepel AUX/LAX u PIN (Kyndt et al.,, 2016). IluctoBsie u
TraJUJIOBbIE HEMATOJbl PA3IM4aroTCs N0 MaHMIyJaupoBaHuto aeiictBueM MVYK: ognol u3
vuieHed YK B ramnax, MHAyUHpOBaHHBIX TaJUIOBBIMU HeMaToaamH, siBisercs MYK-
perynupyemsblii red LBD16, perynsTop KIeTOUHBIX JeIeHUH B MEPULIMKIIE KCUIIEMBI IIPU
oOpazoBannu 60koBbIX KOpHEi (Cabrera et al., 2015).

Hemaronsr cmocoOubl mpoxymupoBate W CLE-mentumbsl, 49To sBISETCS HX
yHHUKaJbHOM ocobeHHocThio (Wang et al., 2001; Gao et al.,, 2003). Ilentunst CLE
LUCTOOOPA3YIOIIMX HEMAaTOJ| OTHOCATCS K Toi ke rpymme, yro u nentuasl CLEI-7
Arabidopsis (Ali et al., 2017). ¥ H. schachtii unentndunmpoBana u rpymnmna nenTuaoB
CLE, cxomgnas ¢ CLE nmentumamu B-tuma, a taxke 0enox TDR, cesspiBaromuii CLE-
nentuabpl B-tuma. O6a tmma mentumoB CLE, A u B, moryr cmocoOGcTBOBaTh
nponrdepannu KIeTok Bo Bpems (hopmupoBanus caiitoB kopmiieHus (Guo et al., 2017).
Y M. incognita 6wt Takke wuaeHTuduippoaH reH 16D10, komupyrommii Oenok,
cxonublii ¢ CLE-entuiamMu, 1 CTUMYJIMPYIONIUN POCT KOpHEH. B kopHsx apabumoricuca

16D10 B3aumonerictByet ¢ asyms Td: SCL6 nu SCL21 (Huang et al., 2006).
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Oopasyromas cuHnutiHr  Hemartoma Rotylenchulus reniformis cekperupyer
nentunabl, cxomuble ¢ CEP-nentumamu  pacrenmit. I'ensr  cemerictBa RrCEP
aKTUBUPYIOTCS BO BpeMsi HHQEKIHMOHHON (ha3pl IKU3HEHHOTO IHMKJIA HEMAaToJ H
AKCIPECCUPYIOTCA B KJIETKax TJIOTOuHOM »kene3bl. Cunrtetmueckuid nentun RrCEP1
YCHJIMBAII 3KCIpeccuio reHa nepenocunka aurparoB AtINRT2.1 (Eves-Van Den Akker et
al., 2016). Hematogsr Meloidogyne rtaxxke cexkperupyror mentuabl IDA, dyHkumei
KOTOPBIX SBJISAETCS OCNabJeHHe CBsI3€H MEXIy KIETKaMH pacTeHUil, 4ro olierdaer
HEMaToJlaM MPOHUKHOBEeHHE B KopeHb (Kim et al., 2018).

YJIeHHCTOHOTHE - HACEKOMBIE W KIICIIN - BBI3BIBAIOT y PACTCHHN THUIEPIUIA3HU
pa3IMYHOTrO BHJIA: OT HEOONBIIMX B3AYTHH HA JIUCThSIX HIIM CTEOJsX, 0Opa30BaHHBIX
pa3poCIIUMKCS ~ SMUACPMAIBHBIMH  KJIETKaMH, 1O  CIOXHBIX  CTPYKTYp €
muddepermmpoBanabiMu TKaHsMu (Giron et al., 2016; Shorthouse et al., 2005). T"amsr,
UHAYIMPYEMble HACCKOMBIMH UM KJICIIAMH, HWMEIOT OOIIWe XapaKTePUCTUKU U
PEryJIUpyOTCs 00IUME MeXxaHu3MaMu. Hacekomble, BhI3bIBAIOIINE 00pPa30BaHUE TaJlJIOB,
MOTYT BIPBICKMBAaTh CEKPETHI, BEpOATHO, coaep:xkamue MYK u LK, B TkaHu pacTeHusi-
X035IMHa, BhI3bIBast aHOMabHBINA pocT (Hough, 1953). autonsayupyronme HaceKOMbIe
BJIMSIOT W Ha IKCIPECCHIO TeHOB peryisitopoB kambust (CLE44, TDR/PXY, WOX4 u
ERECTA), a Taxke nuBetenus u hopmupoBanus mwiooB (Schultz et al., 2019).

lann-wHIynupyonme KISy MPOKaIbIBAIOT SMUACPMATbHYI0 TKaHb pacTeHUH-
XO0351€B U BIPBICKUBAIOT TyJa CIIIOHY, B KOTOpO# Obliia oOHapy»xkeHa cnabas MYK- u K-
nono6nast aktuBHOCTH (De Lillo and Monfreda, 2004), uaayiupysi aHOMaJlbHBIH POCT.
lannpl, UHAYIMpPOBaHHBIE KIEHIAMH, XapaKTePU3YIOTCS YCWJICHHON mponudepammei
Me3oduiia, TPUBOAAIICH K 0Opa30BaHHUIO OJAHOPOJHOW MApPEHXMMbI U HM3MEHEHHUSIM
aJlaKcuambHO-ab0aKCUaIbHOM TONsIpHOCTH JincToBOM TutactTuHku (Kane et al., 1997;
Paponova et al., 2017). [1pu pa3Butuu raijaoB, UHIYIUPOBAHHBIX KJICHIIOM Ha 3eMIISTHUKE,
aktuBupoBaiuck reisl KNOX u WOX; reHsl, koHTponupytommue passurue aucra (YAB2,
REV, AS2); rens kieroynoro nukia (CYCD3, CYCBL) u reHbl NepBHYHOTO OTBETa Ha
NYK u IIK (Paponova et al., 2017).

Bupycst nByx rpymn  — Reoviridae (peoBupyce) u  Geminiviridae
(TeMUHUBUPYCHI) - BBI3BIBAIOT (OPMUPOBAHUE OMYyXOJIeH Yy pacTeHUH, TpU ITOM
MEXaHU3MbI MHIYKIIMHA TUTIEPIUIA3HiA OTIMYAIOTCS OT TAKOBBIX Y BBIMIENIEPEYHCICHHBIX
rpynn (UTONAaTOreHOB U HE CBSA3aHBI ¢ M3MeHeHusMu Oananca ¢uroropmonos (Hibino,
1996; Roumagnac et al., 2015; Wei and Li, 2016). IlpeacraButenu peoBUpPYCOB,

3apaXaromue pacTCHUd, pacClpoOCTPAHAIOTCA 110 (bHOBMC, BbI3bIBasd THUIICPINIA3UIO
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CHUTOBU/IHBIX TPYOOK W TIOBBIMICHHYIO MpoJjHudepannuio KIeTOK (HI0IMHON MapeHXHMBI
(Lv et al., 2017). Bo3MoxHBIE MEXaHU3MBI, JISKAIIIEC B OCHOBE 00Pa30BaHUS OIyXOJICH,
MHAYIMPOBAHHBIX PEOBUPYCOM, CBSI3aHBI C BIUSHHEM Ha (pUTOrOpMOHANBHBIM OamaHc
xo3sauHa. Hampumep, Oenoxk P2 Bupyca, BBI3BIBAIONIETO KapiauKoBOCTH puca (RDV),
CBS3BIBACTCS C  KIIOYEBBIM  (epMEeHTOM  OuocHHTe3a  rubOepe/uiMHa  DHT-
KaypeHOKCH/Ia30ii, HETAaTUBHO PETYJIUpPYs YPOBEHb I'MOOCpEIIMHA U, TEM CaMbIM, POCT
pacrenuii  (Zhu et al., 2005). I'eMUHHBHpPYCHI CIOCOOHBI ~ CTHUMYJIHPOBATH
SHIOPEAYIUIMKALUIO B KJIETKAX PACTCHUA-XO3SMHA M TOBBILATH YaCTOTY MHTO30B
(Latham et al., 1997; Hanley-Bowdoin et al., 2004) mocpeacTBOM B3aMMOAEHCTBHS C
OenkaMM  KJIETOYHOro IMKia. HekoTtopble O€lIKM TEMUHUBUPYCOB  COJEPIKAT
KOHCEpBaTHBHEIC MI0CJIEI0BATEIBHOCTH ISt CBSI3BIBAHHS c OenKoM
RETINOBLASTOMA-RELATED pacrenuii (Kong et al., 2000; Arguello-Astorga et al.,
2004). [eiictBurenbHO, 3apakenne ArabidopsisS BUpycOM Kyp4aBOCTH JMCTHEB KaIlyCTh
CHHXKAET YPOBEHb OKCIPECCHHM T'eHOB, peryiupyromux mnepexox G1-S (CYCD3), u
aKTUBHpPYET TeHbl, perynupytomue (a3er G2 u M. Ceepxadkcnpeccust CYCD3;1 u E2FB,
aKTUBHOCTh KOTOPBIX B HOpPME CTHUMYJIHPYET MPOJH(Epanuio KIETOK M YMEHBIIACT
KOJIMYECTBO SHIOIUKIIOB, OJIOKUPYET pa3BUTHE BUPYCHOM WHPEKIUH, & CBEPXIKCIIPECCHUS
E2FA u E2FC, cruMynupyroomux 3HIOMHTO3, CIIOCOOCTBYET Pa3BUTHUIO OIyXOJe y
nHPUITMPOBAHHBIX pacTeHuit (Ascencio-Ibafiez et al., 2008). [ns 3amycka nponudeparun
PaACTUTENFHBIX KJIETOK Te€MUHUBUPYCHI TaKXK€ HCIOJB3YIOT CTPATETHIO, CBS3aHHYIO C
B3aMMOJICHICTBUEM BHPYCHBIX O€IKOB ¢ OelikaMu KJIETOYHOTO IMKJIA pPACTeHUH U
perynsiTopaMu akTUBHOCTH MepucteM. bernok C4 Bupyca KypyaBOCTH CBEKJIbI UMEET
KJIFOUeBOE 3Ha4YeHue sl pasButus omyxojei (Latham et al.,, 1997; Mills-Lujan and
Deom, 2010). Y mnpopoctkoB pacteHuid, TpaHchopmupoBaHHbx C4, ycuamBaiach
skcnpeccust reHoB CYCAL;1 u CYCB1;4 (Mills-Lujan and Deom, 2010). B kietkax
pacrenuit Oenku C4 cBsaspBatorcs ¢ kuHazamu SHAGQGY, KoTopele SIBISIOTCS
TOMOJIOTAMH KITFOUEBBIX PETYJISATOPOB CHTHAIBHBIX MyTeH y *kuBOTHBIX (Piroux et al.,
2007; Deom and Mills-Lujan, 2015) wu y4acTBylOT B Tmepeaadye CHUTHAJIOB

opaccunocrepouioB y Arabidopsis (Yan et al., 2009).

1.4.2. CioHTaHHBIE OIYXO0JIM PACTEHUI

CnoHntaHHbIe (TEHETHMYECKHE, WM T€HETUYECKU JEeTEPMUHUPOBAHHBIC) OIMYXOJH

pa3BUBAIOTCS Y PACTEHH C OINpe/ieJIeHHBIM IeHOTUIIOM 03 3apaykeHusi Bo30ynurenem. ¥
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BBICIIMX PACTEHUH CIHOHTAHHBIE OMYXOJM BCTPEUAIOTCS 3HAYUTENIBHO pEXe, UYeM
OIyXOJH, MHAYLIUPOBAaHHbIE MMATOI€HAMH; OHHU MOTYT OOpa30OBBIBATHCS y Pa3IMYHBIX
BHJIOB Ha Pa3NIMYHBIX OPraHax: JUCTHIX, CEMSIONAX, OOKOBBIX moberax, 3aBs3sx (Ahuja,
1998). CrioHTaHHBIE OIyXOJIM TaKke 00pa3yroTcs y MHOPETHBIX JTUHHA U MEXBHIOBBIX
rubpuaoB. ['eHeTHUYeCKUil KOHTPOJb OOJBIIMHCTBA MPUMEPOB CIIOHTAHHBIX OIyXOJeH
pacTeHmii (32 MCKJIIOUEHHEM OITyXOJIEBBIX MOHOTCHHBIX MYTAHTOB apaOHIOICHC)
OCTaeTCsl MAJIOU3YYCHHBIM.

CrnoHTaHHbIE OMYXO0JIM Y MEKBH/I0BbIX THOPH/I0OB

CrioHTaHHOE OMYX0JIC00Pa30BaHUE Y MEXBHUIOBBIX THOPHUIOB OBLJIO OTMEUYEHO B
pomax Datura, Briofillum, Lilium, Gossipium, Lycopersicon, Brassica u Nicotiana
(Ahuja, 1998). IlepBble wucciemOBaHUS CIIOHTAHHOTO OITyXO0JEOOpa3oBaHUs ObLTH
COCpPE/IOTOYCHBI HAa H3YyYCHHMH ONyXoJiell y MEKBUAOBBIX ruOpumoB poxaa Nicotiana
(Smith, 1988). Onmyxonu y Tabaka pa3BHUBAIOTCS BO BpeMs I[BETCHHUS B HIDKHEH 4acTH
cTe0s, OHU THUCTOJIOTMYECKH CXOJHBI C KOPOHUYATHIMU TaJlJIaMH, MHIyIIUPOBAaHHBIMU A.
tumefaciens, oaHako crocoOHBI K BTOpUYHOW aupdepeHIupoBKe H 00pa30BAHUIO
pPyIMMEHTapHBIX MO0EToB M JMCTOBHIHBIX cTpykTyp (Hagen, 1962; Aoki and Syono,
1999). B cocraBe poaa Nicotiana BeIAenstoT ABe TPYHIbI («+» U «-»), B y THOPUIOB
BUJIOB M3 PAa3HBIX TPYIII, B OTJIMYKUE OT THOPUIOB BHJIOB U3 OJIHOM IPYIIIbI, HA0I01a7I0Ch
omyxoiieoopazoBanue (Naf, 1958). BeposiTHO, 3TO CBsI3aHO € T€M, YTO T€HOMBI «+» BHJIOB
00JIa]af0T TEHOM-WHUIIMATOPOM, KOTOPBIH KOHTPOJHMPYET HHHUIMAINI0 O00pa30BaHUS
OMyXOJH, & TEHOMBI «-» BHJOB O00JIAAIOT MHOXXECTBEHHBIMU JIOKyCAMU YCHUITUS
sKkcnpeccuu (expression enhancers, «ee») (Ahuja, 1968). IlpeacraButenu MUHYC-TPYIIIBI
MPOSIBISUT  OOJIBIIIYIO  CIIOCOOHOCTh K KOPHEOOpPa30BaHMIO Yy  OKCIUIAHTOB, a
MIpeICTaBUTENH IIJTIOC-TPYIIIHI - K pereHepannu noderos (Bogani et al., 1997).

Y MexBHUAOBBIX THOpUIOB Tabaka HaOIIOJaNach CBSI3b OMyX0Je0Opa3oBaHHS C
TOPMOHAJILHBIM OallaHCOM, JKCIPECCHEell pa3HBIX TPYII TEHOB, a TaKXkKe JdKCIpeccuen
resoB T-JIHK. V¥V omyxoneoOpasyromux rubpumoB Tabaka (Ahuja, 1971) ormevanuch
noBbIieHHbIe ypoBHU cBoOOoaHONM UYK 1 IIK. O6padoTtka rubpuaor (Qu et al., 2006)
i u3onmpoBaHHbIX AMK (Ames, 1972; Ames and Mistretta, 1975) nuTokuHMHAMU
cTUMyJHpoBana obOpa3oBanue onyxonu, a WYK wunrubmposama ero. Takxke vy
pa3BHBAIOIIMXCS OMyXoJieH TuOpuaoB Tabaka oTrMedanach akTtuBarus reHoB CYCD3
(Wang et al., 1999; Jin et al., 2008) u KNOX I (Lee et al., 2004).

OpHOl 13 BO3MOXKHBIX NMPUYHMH OIMyX0JIEOOPA30BaHUS Y MEXKBHIOBBIX THOPUIOB

tabaKka CYHTAJIACh 9KCIpECCrusls TOMOJIOITOB OHKOTCHOB AgrObaCterium, KOTOPLIC
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NPUCYTCTBYIOT B TCHOMaxX MHOTHX BHJIOB «MHHYycC-rpymmbDy Nicotiana u momyunin
nasBanue «kimeroynas T-JIHK» (xnT-JIHK). KaT-AHK N. glauca mpeacrasusier co6oit
HECOBEPILICHHBII HWHBEPTUPOBAHHBIA MOBTOpP, COAEPKAIIMNA TOMOJOTH HECKOJIbKUX
ounkorenoB T-/IHK A. rhizogenes (NgrolB, NgrolC, Ngorfl3, Ngorfl4) u ren omnus-
cuntasbl (Aoki and Syono, 1999). B nansnelimem nocienoBareasbHocTd KT-/IHK Op11m
uaeHTHUIMPOBaHbl Y MHOruxX BuaoB Nicotiana, npuHAIISKAIINX K CEKIHIM
Tomentosae u Noctiflorae (Intrieri and Buiatti, 2001; Chen and Otten, 2017).
bonbmmmHcTBO nocnenoBarensHocter ki T-AHK sxkcnipeccupyrores, 4to yka3bIlBaeT Ha TO,
YTO OHM MOTYT UTpaTh POJb B JKU3HU pPacTEHUil; Oojiee TOro, UX SKCIPECCHS PE3KO
YCUJIMBAETCS TPU WHAYKIMHM OMYyXOJieH MOpaHeHHEM W CHIDKAETCS HpU pereHepanuu
pactenmii u3 omyxosierd (Aoki and Syono, 1999). B manmpueiimiem knT-JAHK, namugue
KOTOPOH MOXKET OBITh pe3yJIbTaTOM TOPU30HTAIBHOTO MEpEeHOca IeHOB, Oblila HaliieHa B
reHoMax pa3IMyYHbIX BHJIOB pacTeHHil 3a mpenenamu poxa Nicotiana. Hu oauu u3 atux
BUJIOB He 00pasyeT omyxosneid, u npenmnonaraercs, 4yro kil-J{HK moxer urpars pons B
aJanTaluy PAacTeHWH K CTpeccaM M CHHTE3€ ONPEAETICHHBIX BTOPHYHBIX METAOOIHUTOB
(Chen et al., 2018; Matveeva and Otten, 2021).

Kpome Ttoro, croHtranHoe omyxoiieoOpa3oBaHHE OTMEYAOCh Y TPAaHCTEHHBIX
pacrenuii Nicotiana tabacum c cynpeccueii rera CHRK1, koaupyroriero penentopHyo
KHHA3y ¢ XUTHHA30-T10I00HOM TOCIIeIOBATEIBHOCTRIO B OKCTPAKIECTOYHOM fAoMeHe (Kim
et al., 2000), koTopast Takke 00J1alaeT aHTHOHKOTeHHON akTUBHOCTRIO (Lee et al., 2003).
I'en CHRK1 skcnpeccupyercs B AMII, Monoasix AMCThAX U poBojsuiel cucreme (Lee
et al., 2003). Kamnyc ¢ cynpeccueit CHRK1 cnioco6en k ObIcTpoil ropMOHHE3aBUCHUMOM
npoaudepanun KIeTok U (OpMHUPOBAHUIO MOOEronol00HBIX CTPYKTYp, AEMOHCTPUPYS
(EHOTUITYECKOE CXOJICTBO C OMyXOJsIMH MeXBHIOBhIX ruOpumoB Nicotiana. Kunuza
CHRK1, BeposaTHo, ydacTByeT B koHTposie ypoBHs LIK B Tkansx pactenuit (Lee et al.,
2003). B kieTkax TpaHCT€HHBIX MPOPOCTKOB, a TAKXKE KaJUTycax, KyJIbTUBUPYEMBIX Ha
cpene ¢ LK, pe3ko Bospacran ypoBeHb 3kcmpeccun rema CycD3 (Lee et al., 2004).
[Tonyuensr manubie u 00 yuactuu kuHazbl CHRK1 B perynsuum otBera Ha ctpecc. B
onyxoinsix CHRK1-S pactenuil Habm01aeTCsl MOBBILICHHBIN YPOBEHb SKCIPECCHU T'€HOB,
yuacTByronmx B peakuuu Ha crpecc (Lee et al., 2004). Ycunenue skcnpeccuu I'eHOB
CTPECCOBOTO OTBETa OTMEUAJIOCh M B OIMYXOJSIX MEKBHUIIOBBIX THOpuAoB Tabaka (Lee et
al., 2004). Takxum o6pazom, penpeccuss CHRKI-nmytn, BbI3BaHHAs Jenenueit
sKcTpakierouHoro jgomeHa kuHa3sl CHRKI1, B couetanun ¢ TOpMOHAJIbHBIM

nucOaiaHcoM, BBI3BaHHBIM 3kcrpeccuedl reHoB KT-JIHK, moxer ObITh mnpuumHOi
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ormyxoJyieo0pazoBanus 'y MexBua0BeIX rrOpumoB Nicotiana (Lee et al., 2003). Takxe B
0o0pa3oBaHHK OIyXOjel y Tabaka MOryT MpUHMMaTh ydactue oHkorensl HI-1 m HI-2,
habituated leaves (Meins and Tomas, 2003), BeibIBatomue [[K-He3aBUCHUMBIH pOCT
TkaHew in vitro. Tpancrennsie o HI-1 u HI-2 pactenust umenu nopeimennsie yposHu LK
B TKaHAX MO cpaBHeHUIO ¢ nukuM Tunom (Hewelt et al., 2000).

Wrak, MexaHH3MBbI, Jie)Kall[U€ B OCHOBE CIIOHTAHHOTO OIyX0JIeOOpa3oBaHUS Yy
MEXBHUIOBBIX THOPHIOB, HE IO KOHIIA MMOHATHBI, XOTSI HIMEETCSI psil TeHOB-KaHIUAaTOB Ha
POJIb PETyIIATOPOB OMmyXxosicodpasoBanus y ruopumaos Nicotiana.

CnonTanHble onmyxoun y myrantoB Arabidopsis thaliana

HaubGonee wu3yueHHBIM MPUMEPOM CIIOHTAHHOTO OMyXojieoOpa3oBaHUs Y
pacteHuil sBIsIIOTCS omyxonu y MmytantoB A. thaliana. Passutue omyxosneit y 3tux
MYTaHTOB HAUMHAETCS BCKOPE IOCTe mpopacTanus u nopaxaer AMIIL, nuctoBbie 3auaTKu
U TUNOKOTWUJIb. Y MYTaHTOB OTMeuaeTcs mnosbllieHue skcnpeccun [K- m MYK-
YyBCTBUTEJIHHBIX T€HOB, a TAKXKE T€HOB KJIETOUHOTO IIUKJIa U KOHTpouisa mepuctem (Frank
et al., 2002; Sieberer et al., 2003; Krupkova et al., 2007), vHo yposan MUYK u IIK y
MYTaHTOB CXOJHBI C TaKOBBIMH Yy pacTeHUil AuWKoro Tuma. [IpuyuHBI OHKOTEHE3a y
MYTaHTOB apabujorcuc pazHooOpa3Hbl. Pa3nnyHbple MOHOTEHHBIE MYyTAllMH, MUMEOIINE
CIIEJICTBUEM OIYXOJIEBBIN POCT, MOTYT MPUBOAUTH K HAPYIICHUIO CTPYKTYPbI KIETOYHOMN
CTEHKHM M CHIDKCHHIO KJICTOYHOHM anre3uu (y MyTaHTOB Trpynmbl tsd), HapymieHHIO
OuocuHTe3a apruHuHa (y MyTaHTa tupS), runepuyBCTBUTENIBHOCTH K PETYIISTOPY pocTa (Y
myTanTa dhml), a Takke K HapyIICHUIO (YHKIHOHUPOBAHUSI KOMIOHEHTOB KJIETOYHOTO
CUTHAJIMHTA ¥ aKTUBAIUHU KJICTOYHOTO MUKJIA (Y MyTaHTOB TPYIIIbI Pas).

Y myrtanToB tumorous shoot development (tsdl, 2, 3) sBmectro AMII pa3BuBaroTCcs
KaJUTyCONOJ00HBIE CTPYKTYpHI C adeppaHTHBIMU JIMCTOBUAHbIMU opraHamu (Frank et al.,
2002). Hebektbl pa3BuTHs MyTaHTOB 1S BbI3BIBAaIOTCS HapylieHHEM (HOPMUPOBaHHS
KJICTOYHOM CTEHKM M3-3a U3MEHEHUI OpUEHTAllMN MUKPOBOJIOKOH LIEJITIOI03bl M COCTaBa
MEeKTHHA, a TaKKe HApPYIIEHHEeM OpHUEHTaluu MUKpoTpyOouek rutockeneTa (Krupkova et
al., 2007; Paredez et al., 2008). IIpoxyktom TSD1 siBisiercst aum0-1,4-B-d-rimokanasa,
KOoTopasi yuacTByeT B OmocuHTe3e 1emntono3bl (Krupkova and Schmiilling, 2009); TSD2
KOAMpYeT neKTuH-MetunTpanchepasy (Krupkova et al., 2007). Apyroii reH 3TOi TPYIIIBL,
QUA1, xomupyeT TIUKO3MITpaHC(eEpazy, KOTOpas TakKe ydacTByeT B OHWOCHHTE3e
nekTrHa. MytanTsl qual ¢ mortepel (GyHKUMU OOHApYKHUBAIOT HapylleHUE KIETOYHON
aare3suy, 4YTo TNPUBOJUT K CIIOHTAHHOMY OOpa30BaHHIO Kajulyca Ha IOBEPXHOCTH

cemsioneit, kopHeil u runokotuis (Bouton et al., 2002). Obpa3oBaHue Kamryca H3
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mobera W ceMsIoseii, KOTopoe sBIseTcs pe3yiabraroM HapymeHuss reHa NpGUTL,
KOJUPYIOUIET0 TMIIOKYpOHHITpaHc(epasy, y4acTBYIOIIYI0O B CHHTE3€ IEKTHHA, TaKke
xapaktepHo it myTtanTa holac-H18 (non-organogenic callus with loosely attached cells)
tabaka (Iwai et al., 2002).

Myranter  pasticcino  (pasl, 2, 3) GopMHPYIOT 30HBI  3KTOIMHYECKOM
nponudepalud KIETOK Ha HAA3EMHBIX YacTAX pacTeHud. Y mnpopocTkoB pasl B
THIIOKOTHJIE OOPa3yIOTCs JOMOJHUTEIbHBIN CIOH XAaOTHYHO JEISAIIMXCS KIETOK, TAaKKe
MMEEeTCsl 30Ha SKTOMMYECKOTO JICJICHUS KJIIETOK B SMUAECPMICE U TIepBUYHOM Kope. Kak u
y MyTaHToB tSd, nmponudepanmio kietok y myrantoB pas ycuwimsaioT LK (Faure et al.,
1998). Ilpomyxkr rena PAS1 mnpeacraBiser co0oifi UMMYHOMUIMHOBBIN Oenok
(Smyczynski et al., 2006). PAS2 xomupyet tuposundochartaza-mogoousiii 6eaok PTPL,
XapakTepusyromuics orcyrcrBueM ¢ocdaraznori aktuBHocTH (Bellec et al., 2002).
benox PAS2 B3aumoneiictByer ¢ dochopunupoBannoii popmoit CDKA u koHKypupyer
c axkTuBHBIMH (ocdaTazamu 3a B3auMOAeWcTBUE C cyOcTtpaTtamu. Bo3moxHO, 4YTO
deHoTun pas2 GopmMupyeTcs 3a CYET CTUMYJSIUHM KIECTOYHOTO JIEJICHUS, SBISIOMICHCS
pe3yabTaToM noBbieHus katanurudeckor aktuBHOCTH CDKA (Da Costa et al., 2006).

®deHOTUIT MYTaHTHBIX MPOPOCTKOB Proporz (przl) pearupyer Ha BHECEHHE
sx3oreHHbIX LK nnmu UYK, koTopbie BBI3BIBAIOT 00pa30BaHKE OMYyXOJIEBHIHOTO Kalllyca
Ha TOBEepXHOCTH Bcex opraHoB (Sieberer et al., 2003). 'en PRZ1 xomupyer daktop
pemonenupoBanusi xpomatuHa AtADA2b (Mao et al., 2006), xoTopblii uMeeT psiz
muineHeif, Bkmowas reHbl KRP, kogupyroume KIP-monoOHple Oenku, KOTOpbIe
B3anmoJeiicTBytoT ¢ CDK, monapnsis ux aktuBHOCTH (Sieberer et al., 2003; Anzola et al.,
2010). YK u LK sBnstotcst antaronucramu 6enkoB KRP: o6paborka MYK nomasmsier
reibl KRP, oco0eHHO y MyTaHTOB Przl, BbI3bIBasg JEpEryJsLUI0 MEPULMKIA U
HEKOHTpoJMpyeMmyto mponudepanuio kietok (Anzola et al., 2010). K gpyrum mumieHsm
6enka PRZ1 otHocsTcst rensl PLT, kimtodyeBble perysisTopbl HUIIM CTBOJIOBBIX KJIETOK
AMK (Kornet and Scheres, 2009).

MyTtant tumor prone 5 (tupb5) xapaktepusyercss (OpPMHUPOBAHHEM 3a4aTKOB
KOpHEH ¢ 3aJiepKKOH pocTa, KOTOpble 00pa3yroT KaJulyCONoJ0O0HBbIE CTPYKTYphl. I'eH
TUPS koaupyer aneTHIOpHUTHHAMUHOTpaHC(epa3y, Y4acTBYIOIIyI0 B OHOCHHTE3€
aprununa (Frémont et al., 2013). Myrant N-isobutyl decanamide-hypersensitivel (dhml)
MPOSIBIISIET TOBBIIICHHYIO YYyBCTBHTEIBHOCTh K alKaMHIaM M 00Opa3yeT OIyXOJd Ha
yeperikax, TucThsax u creomsix (Pelagio-Flores et al., 2013). Boicokue koHeHnTpanuu N-

I/I306YTI/IJ1,[[GKaHaMI/IILa, AKTUBHOI'O TIPUPOAHOIO aJIKaMHd, BbI3bIBAKOT 06pa3013aH1/Ie
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KaJUTyCOB Ha JIUCTBSIX M yCUJIMBAIOT 00pa3oBaHHE OOKOBBIX KOPHEH, UTO yKa3bIBaeT Ha
TO, YTO CoeIuHEHHE 00aaaeT Ouomornueckoit akruBHocThio (Lopez-Bucio et al., 2007).

Takum 00pa3oM, peryisTopbl CIOHTAHHOTO OIyX0JIeoOpa3oBaHUS Y MYTaHTOB
apabujorcuca 04eHb pa3HO00pa3Hbl, XOTsI MEXaHU3MBbI 00Pa30BaHUs OITyXOJIEH MOHSATHBI
TOJILKO JIUISI MyTaHTOB C HAPYIICHHOM KIIeTOYHOH afare3ueit (tsd, qua, nolac-H18).
CnoHTaHHBbIE OIYXO0JIM Y HHOPEAHBIX JUHUM

OOpa3oBaHUE CIOHTAHHBIX OIyXOJIeH OTMEYEeHO Y MHOpemHbix nunuit Melilotus
albus (Littau, Black, 1952) u Raphanus sativus (HapOyt, 1967); ocHOBHbIE pabOThI
MOCBSIIEHBl HCCIEIOBAHUIO TMOCIEAHUX. [eHeThueckas KOJUIEKUMs JUHHUM peauca
(Raphanus sativus var. radicula Pers.) Obuia cozmana B CIIOI'Y myrtem uHOpuauHra
OTIENbHBIX pacTeHUll pa3HbIx copToB peauca (HapOyt, 1966, 1967); B HacTod1ee Bpems
ona Bkioyaer 33 BwicokomHOpenubie ymHUU (By3oBkuHa, JlyToBa, 2007; pucyHok 9,
tabnuna 2). O6pa3oBaHre CIOHTAHHBIX OIyXOJei Ha KOPHIX Ha0JI01aJI0Ch Y HEKOTOPBIX
dbopM KolekuMHu Yyke yepe3 2—3 moxoneHuss uHOpuaunra (HapOyr, 1967), u B
HACTOsIIee BpeMs JIeCSATh MHOPEAHBIX JIMHUHM penuca CHOHTAaHHO O00pa3yroT OIMyXOJH Ha
[JIABHOM KOpPHE U TUMOKOTHJIE BO Bpems uBereHus (by3oBkuna, JlytoBa, 2007). bsuio
MOKa3aHO, YTO B HEKOTOPBIX TMOPUIHBIX KOMOMHALIMAX TUHUN copTa Cakca, B TOM 4HCIIe
npu ckpemmBanuu JuHUK 18x19, omyxoneobpazoBanue HaciaemyeTcs KaKk MOHOTEHHBIN
penieccuBHbId mpu3Hak (Matveeva et al., 2004). B cBsi3u ¢ 3TuM OOBEKTaMU HAIIETO
WCCTIEIOBAHUS CTalld POJACTBEHHBbIE NUHUU 18 u 19 reHeTH4ecKol KOJUIEKIIMU JIMHHUMA
penuca CIIOI'Y.

HccnenoBanne  aHaTOMHUYECKOTO  CTPOEHHUsS  OINyXOJed  Iokaszajlo  CBS3b
OITyX0JIcOOpa30BaHMsl y pacTeHU ¢ WHTEHCHU(UKAIMEW MpPOIECCOB IENIEHUS M POCTa
KJIETOK. BBUIO TOKa3aHo, YTO B CIIOHTAHHBIX OITYXOJISIX OBUTH aKTUBHBI MHOTHE TE€HBI —
PETYISATOPBI KJIETOYHOTO IuKia (pucyHoK 10), 94To CBSI3BbIBaET 00pa30BaHUE OMYXOJeH ¢
MOBBIIIIEHUEM YypOBHS mponudepanuu kieTok. CIOHTaHHBIE OMYXOJIU CTEPKHEBOTO
KOpHS pemuca TPOUCXOASIT W3 KIETOK TIEpUIMKIA W KaMOWS W COCTOST W3
Heau(hepeHIIMPOBAHHBIX KJICTOK MAPEHXUMBI ¢ TIOBBIIIICHHBIM YPOBHEM ILIOMIHOCTH TIO
CPaBHEHHUIO C KJIETKaMH CTEP>KHEBOTO KOPHS M aHOMAaJIhbHO OpTraHU30BaHHBIX COCYIUCTBIX
MyYKOB, CBSI3aHHBIX C COCYIHUCTOM cuctemoit pactenus (Mnpuna u ap., 2006, Lebedeva et
al., 2015). Ilepudepuss MONOABIX PACTYIIUX OIYXOJIEH COACPKUT MHOTOUYHCIICHHBIC
MepucTeMaTudeckne odaru, HanoMuHaomue AMK n xapaktepusyromuecs MOBBIIIEHHON
WHTEHCUBHOCTHIO KIJIETOUHOW mponudepannu, MaKCUMyMaMH ayKCHHOBOTO OTBETa U

skcnpeccueir RSWOX5 (Lebedeva et al., 2015).
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['eHeTnyeckuil aHaNM3 TMOKa3al, 4YTO CIOHTAaHHOE OIyX0JeoOpa3oBaHUE Y
MHOpETHBIX JIMHUNA peanca KOHTPOJHMPYETCS TMOJMIeHHO, OJHAKO B HEKOTOPBIX
CKPEUIMBAHUAX MOXKET HACJIEIOBAThCSd M KaK MOHOTCHHBIM pPELECCHBHBIN IMPHU3HAK
(Matveeva et al., 2004).

bouta mokazaHa cBs3b OIyXoJieoOpa3oBaHUs y HMHOPENHBIX JHHUNA penuca ¢
HapyuieHueM OanaHca (UTOTOPMOHOB, a TaKXe C JKCIpeccHuell T'€HOB-PEryssToOpoB
nponudepanun kiaetok. [loBeimenue koHmentparmuu [IK u MUYK kak BeposTHBIN
OCHOBHOHM MEXaHW3M MHJIYKIIMH OITyXOJU POJHHUT OITyXOJH WHOPEIHBIX JTUHHNA perca C
MaTOTeH-UHIYIIUPOBAaHHBIMU  OMyXOJISIMH ~ (HampuMep, C KOPOHYATBIMU TajllaMu,
WHIYUHUPOBAHHBIM  arpo0akTepUsIMH). OpgHolt W3  MNPUYMH  CHOHTAHHOTO
OITyX0JIe00pa30BaHMs Y HHOPEIHBIX JTMHUN peArca SBISACTCS TMOBBIIICHHOE COCpIKaHUEe
cBoOoaHbIX LK, koTOpoe Ob10 BBISIBIEHO B KOPHSX OIyX0Jeo0pa3yroIuX JIMHUN penuca
B Ipoiiecce nepexona k userenuto (Matveeva et al., 2004). IIpu ananu3ze pacnpeaeneHus
30H KJIETOUHOU mponudepanuu u IuddepeHIIMPOBKH B OMYXOJsAX HHOPEAHBIX JIMHUN
penuca ObUIM BBISBICHBI MEPHCTEMATUYECKHE OYark, PaclooXEeHHBIC MO Hepudepun
OITyXOJIM ¥ HAaIlOMUHAIOIINE MEPUCTEMBI OOKOBBIX KOpPHEH, B TOM YHCIE O HAINYHIO
MakCUMyMOB ayKcuHOBoro otBeta u skcrnpeccun RSWOX5 — perynaropa AMK
(Lebedeva et al., 2015).

Bmecte ¢ Tem, aHamM3 TpPAHCKpUNITOMAa CIOHTAHHBIX OITyXOJIEH pemuca IO
CpaBHEHHIO C OOKOBBIMU KOPHSIMH T€X )K€ JIMHHW Ha TOW YK€ CTAJHH PA3BUTHS BBISBHI
pe3Koe TOBBIIIEHHE YPOBHEH AKCHpeccHH OOJBIIOr0 KOJIWYECTBA I'€HOB KIETOYHOIO
LUKJa, JEHCTBYIOUIMX Ha pa3HBIX J3Tamax ero peryuiauuu - ot mepexona GIl-S go
muTOKMHE3a (pUCyHOK 11), a Takke CHW)KEHHE SKCIPECCHH T€HOB, PETYIUPYIOMIHX
i epeHIIMPOBKY TKaHEH - HapUMeEp, PETYISITOPOB JIUTHU(PHUKAIINN KIETOYHOW CTEHKU
U peryisiTopoB OHWOCHHTE3a BTOPHUYHBIX METaOOJIMTOB, TAKMX KaK TIJIFOKO3WHOJAThI
(Tkachenko et al., 2021a). Bmecte ¢ Tem, AaHHbIE TPaHCKPUITOMHOTO aHaIH3a
OIMyxoJied, WHAYIIMPOBAaHHBIX Ha KOPHSIX M THIOKOTHIsAX peaumca A. tumefaciens,
BBSIBIJIM  COBEPIICHHO Jpyrue aud(epeHInalbHO JKCIPECCHPYIONINECS TeHBI: B
YaCTHOCTH, TOBBIIIEHUE SKCIPECCHMM TE€HOB OTBETa Ha ()UTOTOPMOHBI U CHU)KEHHUE
AKCIIPECCHM TEHOB OTBeTa Ha OnoTudeckuii u abuotndeckuii ctpeccel (Tkachenko et al.,
2021b).

Takum 00pazom, pa3BUTHE CIIOHTAHHBIX OIyXOJIeH — KOMIUIEKCHBIN MPU3HAK, YTO
HE HMCKJIIOYaeT TOro, YTO NPUYMHA WX PA3BUTHS MOXKET 3aKIIOYaThbCs B MYyTaLUAX I10

OrpaHUYCHHOMY KOJIMYCCTBY PCryJIATOPHBIX TCHOB, KOTOPBIC MOI'YT OKa3bIBATb
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B cBia3m ¢ 9THM, pa3HOCTOpOHHEE H3ydeHHe (eHOMEHa

CIIOHTAHHOTO OITyX0JIeOOpa30BaHUsl y PaCTeHMi, B YACTHOCTH, HA MHOPEIHBIX JHMHHSIX

peauca, MOXCET IO3BOJUTb BBIABUTL PaHCC HCU3BCCTHBIC CUCTCMHBIC PEryJISATOPLI

MGpHCTGM&TH‘IGCKOﬁ aKTUBHOCTH KJIETOK. C OCJIbIO X BBIABIICHHA B pa60Te HaMH ObLia

II0CTaBJICHA
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KpacHbI ¢ 6eNnbiM KOHYMKOM

Pucynox 9. IlpoucxoxaeHue ommyxosneoOpa3yrolMx WHOpPEAHbIX JIMHUHA peauca
reHetudeckoil kosuiekuuu CIIOIY. JluHuMM cO CIOHTAHHBIM OIyXOJe00pa30BaHUEM

otMeueHbl kpacHbIM (10 Tkachenko et al., 2021a).
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Tabnuma 2. JInHUM reHeTHYECKON KOJUICKITUU PeIica U X XapaKTePUCTUKH.

Coprt Jlann
Besomyxonessie OnyxoJieBbIe
Ho XapakTepUCTUKH Ho XapaKTepUCTUKH
Mep MEp
Bupos- 3 OkpallleHHBI KOPHEILIO/, 10 HeoxkpartiieHHbIH KOPHEILIO/,
CKHI OKpalllEHHbI BEHYUK, PACCEUEHHBIN OKpallleHHbI BEHYUK, HEPAaCCEUECHHBII
OenbIit JIMCT, KPYTJIbIH KOPHEIUIO I, BEICOTA JIMCT, OKPYTJIBbIl KOPHETIIO, BHICOTA
pacTeHHs HUXKE CPEAHEro, pacTeHHs HUXKE CPEAHEro,
CTpEJIKOBaHHE CpeHee, CTpeJIKOBaHUE MO3]HEE,
aBTO(QEPTUIEHOCTD CPETHSISL. aBTO(QEPTUILHOCTD HU3Kasl
CHuzkeHHe aNKATbHOTO
AOMHHHMPOBaHMS.
5 Heoxkpatuennslit KopHemion, 11 HeoxpatenHslit kKopHemion,
OKpAaIlICHHBII BEHUHK, OKpAaIlICHHBI! BEHYHK, HEpacCEeUCHHBIN
HepacCeueHHBIN JIUCT, OBAJBHBIN JIMCT, OKPYTJIBIA KOPHEILIO N, OUYCHb
KOPHEIUTOI, BEICOTA PACTCHHUS BBICOKOpOCTas, C YIUIMHEHHEM BCEX
CpenHsisl, CTpEIKOBaHHUE CPEHEE, OpraHoB, CTPEIKOBAaHHE paHee,
aBTO(QEPTUILHOCTD CPETHSIS. aBTO(EPTUIILHOCTb OYEHb HU3KasI.
Hapyumenne neproaa noxkosi ceMsiH.
6 Her okpamieHHBIX OpraHos, 12 HeoxkpareHHsIi KOpHEIIO,
pacceueHHBIH JIMCT, ITTHHHBIN OKpAaIlICHHBI! BEHYHK, HEpacCEeUCHHBIN
KOPHEIUTOI, BEICOTA PACTCHHUS HIXKE JIMCT, OKPYTJIBIA KOPHEIUIO,
CPEIHET0, CTPEIKOBaHNE paHHEe, HHU3KOPOCIIasi, CTPEIKOBaHHE CpPEIHEe,
aBTO(QEPTUIBHOCTD CPETHSIS. aBTOQEPTUIEHOCTD CPEIHSISL.
CHuzKkeHHMe aNKATbHOT O YBeIn4YeHHOE YHCJI0 IBETKOB B
JOMUHMPOBAHNS, HeT TEPMHHALMH couBeTny, pacuuanuu credJs.
anMKaJabHONH MepHuCcTeMbl
(u3pacTaHue 3aBs3H).
7 OxkpallleHHbII KOpHEIUIO/, 13 HeoxpatieHHsblit KOpHEMI0,
OKpaIleHHBII BEHUUK, PAaCCEYEHHBIH OKpAaIIeHHBI! BEHUHK, HEpacCeUeHHBIN
JIMCT, AJMHHBIN KOPHEIUIO 1, BEICOTA JIMCT, OKPYTJIBbIA KOPHETLIO N, OUYCHb
pacTeHus! HUKE CPeHero, BBICOKOPOCIIasi, CTPEIIKOBAHUE OYECHb
CTPETIKOBAaHME CpEIHEE, MO3/1HEee, aBTOQEPTUIILHOCTD HU3Kas,
aBTO(EPTUIBHOCT CPEAHAS YYBCTBUTEIbHA K HEJIOCTATKy KaJus
15 HeoxpalieHHbIM KOPHEIION, 14 HeoxpallieHHbIN KOPHEILION,
OKpAalllEHHbIH BEHYHK, OKpAllIEHHbI BEHYUK, HEPACCEUECHHBII
HepacCeueHHBIN JINCT, OKPYTIIBIH, JIMCT, OKPYTJIBIA KOPHETLIO N, OUYeHb
MEIIKHH KOPHEIUIO T, HU3KOpOCasi, BBICOKOPOCJIasi, CTPEIIKOBAHUE OYECHb
CTPETIKOBAHME TIO3/IHEE, T03/1HEe, aBTO(EPTHIBHOCTH OUYCHB
aBTO(EPTUIILHOCTD HU3Kas, HU3Kas, IPOpacTaHue CEMSIH B
YyBCTBUTEIbHA K HEOCTATKY KaJlus CTpYyUKe, UyBCTBUTENIbHA K HEJJOCTATKY
KaJIHs
16 HeoxkpaliieHHbIi KOPHEIUIO/,

OKpAILLEHHbIH BEHYMK, PACCEUEHHBII
JIUCT, OKPYTJIbIHA, METTKUI KOPHEIUIOA,
BBICOTAa HUXKE CPEAHET0, CTPEIKOBAHUE
paHHEe, HO 3aBSI3bIBAEMOCTb MO3HSAS,
aBTO(EPTUIEHOCTb OYEHb HU3KasI.
H3ruds1 noderos (Wshl)
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Cakca

18

OkpallleHHbIH KOPHEIION,
HEOKpPALICHHBIN BEHYUK,
PacCEeUeHHBIN JTUCT, OKPYIJIbII
KOPHEIUTO, BEICOTA CPEIHSS,
CTPEIKOBaHHE TIO3HEE,
aBTO(EPTUIBHOCTD CPEIHSS

19

OkpallleHHbIH KOPHEIIO,
HEOKpPALIEHHBIH BEHYHUK, PACCEUEHHBII
JIUCT, OKPYTJIbI, METIKUI KOPHEIIO,

BBICOTA CPEIHSAS, CTPEIIKOBAHUE
cpenHee, aBTO()EPTHILHOCTH BHICOKAs

22

OkpallleHHbIH KOPHEIIO,
HEOKPAILICHHBIN BEHYUK,
PACCEUEHHBIN JTUCT, OKPYIJIbLIA
KOPHEILIOJ, BBICOTa CPEAHsIs,
CTpPENKOBaHHUE CpeHEE,
aBTO(EPTUIBHOCTD HU3KAs.

20

OkpallleHHBIH KOPHEIUIO,
HEOKpallleHHbI BEHYMK, PacCeUEHHBII
JICT, OKPYTJIBIHA, METTKUIT KOPHEIUIOA,
BBICOTA HUXKE CPEAHET0, CTPEIKOBAHUE
cpenHee, aBTO(EPTHIBHOCTh CPETHSS.

CaeTJ10-3eJIeHas1 OKpacKa.

23

OxpamnieHHBI KOPHETLIO],
OKpAIIICHHBI BEHUUK, PACCEUCHHBIN
JIUCT, OKPYIVIbIH, KPYIIHBIN
KOPHEIUIOJ, BBICOTA BBIIIIE CPEIHETO,
CTpeJKOBaHHUE MO3/HEe,
aBTO(EPTUIBHOCTD CPEAHSS

24

OxkpallleHHbI KOpHEIUIOZ,
OKpAIlCHHBIN BEHYNK, PACCCUCHHBIN
JIMCT, OKPYTJIBII KOPHETIIIOA, BHICOTA

BBIIIIE CPEIHETO, CTPEJIKOBAaHHE
cpenHee, aBTOQePTHILHOCTh
BBICOKasI

25

OxpaleHHbIH KOPHEIUIO,
OKpAIlCHHBIN BEHYNK, PACCCUCHHBIN
JIMCT, OKPYTJIBII KOPHETIIIOA, BHICOTA

BBIIIE CPETHETO, CTPEIIKOBAHHUE
cpenHee, aBTO(GEpTHIILHOCTE CPETHSIS

26

OxpaleHHbIH KOPHETUIO],
OKpalllCHHBI BEHYUK, PACCEYECHHBIN
JINCT, OKPYTJIBIA KOPHETIIO ], BEICOTA

CPEeIHsIsL, CTPEJIKOBAHHE CpEIHEe,
aBTO(QEPTUIEHOCTD CPEHSIS, N3THOBI
no6eros (Wsh2), yesnatoras

27

OxpallleHHbII KOpHEIUIoz,
OKpAIlICHHBIH BEHYNK, PACCEUCHHBIN
JINCT, OKPYTJIBIA KOPHETIIO, BEICOTA

CpenHsisi, CTPEJIKOBaHHE CPEJHEE,
aBTO(EPTUIBHOCTh BBICOKAS.

28

OkpallleHHbIH KOPHEIIO,
OKpAIIECHHBI BEHUUK, PACCEUEHHBIN
JICT, OKPYIJIbI KOPHETIION, BBICOTA

BBIILIE CPEIHETO, CTPEJIKOBAHHE
cpenHee, aBTO(GEpTHILHOCTD
BBICOKASI.

29

OxkpallIeHHbI KOPHETUIO,
OKpalllCHHbIM BEHYUK, PACCEUEHHBIN
JIICT, OKPYIJIbI KOPHEIIO, BEICOTA

BBIILIE€ CPEIHETO, CTPEIIKOBAHKE
cpenHee, aBTO(GEpTHIILHOCTD
BBICOKASI.

21

OKpamIeHHbI KOPHEIUIO,
HEOKpaIlIeHHBI BEHYHK, pacCEUCHHBIN
JIUCT, OKPYIVIBII, MEIIKUI KOPHEIJIO,
BBICOTA HIDKE CPEIAHEr0, CTPEIKOBaHNE
cpelHee, aBTOPEePTHILHOCTh CPEIHSIS.

CgeTJ10-3ejIeHas OKpacKa.
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30

OkpallleHHbIH KOPHEIIO,
OKpalllEHHbI BEHYUK, PACCEUEHHBIN
JIMCT, OKPYTJIBII KOPHETIIIOA, BRICOTA

BBIIIE CPETHETO, CTPEIIKOBAHHUE
cpemHee, aBTOPEePTHIEHOCTh
BBICOKa.

Jlensina
P
COCyJIb
Ka

33

HeoxpaleHHbINM KOPHEILION,
HEOKPAILICHHBIN BEHYUK,
PACCEUEHHBIN JIUCT, JJIMHHBIN
KOPHEILIOJ, BBICOTa HUYKE CPEJHETO,
CTpEJIKOBaHHE CpeIHEe,
aBTO(EPTUIBHOCTD HU3KAs.

32

HeoxpallieHHBINM KOPHEILION,
HEOKPAILIEHHBII BEHYUK, PACCEUCHHBII
JIUCT, JUIMHHBIM KOPHEIUIOA, BBICOTA
CpenHss, CTPEIKOBAaHUE CPENHEE,
aBTO(EPTIILHOCTD HU3KAS

35

HeoxpatueHHbli KOpHEIION,
HEOKpAaIlCHHBIA BEHUHK,
pacCeUeHHbIH JIUCT, JIMHHBIA
KOPHEIIOJI, BEICOTA CPeIH,
CTpEJIKOBaHME MO3]HEE,
aBTO(EPTUIBHOCT CPEAHSAS

37

HeoxkpatuienHnslit KopHemion,
HEOKpaIlleHHBI BEHYVIK,
paccedeHHBbIN JUCT, JJIMHHBIN
KOPHEILIO I, BEICOTa CPEIHSIS,
CTpETIKOBaHHE MO3THEE,
aBTO(EPTUIILHOCTh BBICOKAS

34

HeoxpaieHHbli KOpHEIIION,
HEOKpaIlleHHbI BEHYMK, PacCeUeHHBII
JIMCT, HHHHHLIﬁ KOPHETIJIOA, BBICOTA
CpezHss, CTPEIKOBaHNE TIO3/HEE,
aBTO(EPTUIILHOCTD BBICOKAs

Kpacu
BIf
c
OeBIM
KOHYHK
oM

39

HeoxpaleHHbIN KOPHEIION,
HEOKpAaIlICHHBII BEHYUK,
pAacCEUEHHBIN JTUCT, KPYTIbIHd
KOPHEIIOJ, CTPEIKOBAHUE MO3/HEE,
aBTOQEpTIILHOCTD HU3Kast. Kapank.
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Pucynok 10. CrioHTaHHbIE OMyXOJu peauca: 1) BHemHuil B CIIOHTAHHBIX OIMYXOJeH Y
penuca renetnyeckod komekiun CIIOI'Y; 2) OcHOBHBIE 4YepThl aHATOMHYECKOT'O CTPOCHHS:
Hannuue HeaudQepeHIIMPOBaHHBIX KICTOK Ha Tepu)eprH OIyXOJM, 0O0pa30BaHHE COCY/IOB B
LHEHTPaTLHON YacTH, CBSI3b COCYIUCTHIX CHCTEM OMYXONHU U pacTeHus; 3) Buszyanuszanus akTHBHO
npoMEepUpyIONX KIETOK B OMYXOJAX HA KOPHIX peAnca C MOMOIIBI0 MEYCHHUS S-3THHUI-2’-
JIe30KCUYPHUIIMHOM (3€JIeHOe CBEUCHHE; JCTSIINecs KIETKH) U (IyopeceHTHOr0 OKpalliBaHUs
Alexa Fluor-488 (kpacHoe cBeueHne; HecmelM(UUECKH OKPAIICHHBIC KJICTOYHbIC CTEHKH;
KapTuHKa cmpaBa); 4) LluTtonormyeckuit aHanM3 KOpPHEH ©  OMyXoled peguca y
omyxosieoOpasyromierd JjuHud 19 (OKpacka): KJISTKH OINyXoyuu (HWXKHSS 4YacTh PHUCYHKA)
MOJIMIIJIOW/IHBL, O YeM CBUJIETENILCTBYET YBEIMUCHHOE YHCIIO XPOMOIIGHTPOB, OKpAaIIUBACMBIX

DAPI (o Lebedeva et al., 2015, Betekhtin et al., 2011).
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Pucynok 11. I'eHbI K1€TOYHOTO ITUKIIA, MEHSIOIME YPOBHHU SKCIIPECCUU B CHIOHTAHHBIX OIyXOJIAX PEANCca MO CPAaBHEHUIO C OOKOBBIMH KOPHIMH,
COIJIACHO JaHHBIM TpaHcKpuntoMmHoro ananusza (mo Tkachenko et al., 2021a). KpacHbIM 11BEeTOM BBIZICNICHBI I'€HBI C MOBBIIIEHHBIM YPOBHEM

9KCIIPECCHU, CHUHUM

C IOHMXXCHHBIM.
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1.5. 3akmouenne: PasBurne KOpPHS peanca Kak KOMILICKCHBbIN MPU3HAK

Pa3BuTHe KOpHS, B TOM YHCIIE 3aMacaroliero KOpHS, MOAU(DHUIIMPOBAHHOTO IS
XpaHEHUsl MUTATENbHBIX BEIIECTB, — KOMIUIEKCHBIN MpolecC, PeryaupyeMblii MHOKECTBOM
(akToOpoB, cpean KOTOPBIX KOHTPOJIb AKTUBHOCTH MepHcTeM, Nud(epeHIUpOBKH Pa3HBIX
TUIIOB TKaHEH, a Takxke B3aumojeiicTBue ¢ BHemHed cpenor (Kysnemosa u np., 2020).
OOBEeKTOM HAIIUX WCCIICIOBAHUM SIBIISETCS PEAVC MOCEBHOW — OJIHOJICTHSISI KOPHEILIOHAS
KyJbTypa, Onu3kas apabujorncucy, OCOOEHHOCTbIO KOTOPOW SBISETCS HAIUYUE B
reHetudeckoil koutekiuu CIIOIY ¢dopm (BRICOKOMHOpEIHBIX JIMHUK) C aHOMAJUSIMH
Pa3BUTHS 3aM1acarONIET0 KOPHS — CIOHTAHHBIMU OIYXOJISIMHU.

OmnyxoneoOpa3oBaHue U Pa3BUTHE 3aIacalONIeT0 KOPHS UMEIOT, 110 BCEH BEPOSTHOCTH,
CXOAHBIH TEHETUYECKUI KOHTPOJIb, B KOTOPOM, corinacHo HammM naHHbIM (Lebedeva et al.,
2015; JlytoBa u np., 2008; Tkachenko et al., 2021a,b) npuHUMalOT y4acTue MEpPUCTEMHBIE
peryJsToOphl, 3aJCHCTBOBAHHBIE B KOHTpOJIE AaKTMUBHOCTH MepucteM. CorjacHo paHee
MIOJIyYEHHBIM JIaHHBIM, B (OpPMHUpPOBAHHMM 3alacarolllero KOPHS M OIyXoJiel peauca
MpUHUMAET y4yacThe OJHa M Ta ke JarepalbHas mepuctema — kambOuii (Lebedeva et al.,
2015). C 370l TOYKH 3PEHUS OMYXOJU MPEICTABISIIOT CO0O0M OCOOBIM THUIT HEPETYISIPHBIX
(hakyIbTaTUBHBIX) BTOPUYHBIX MEPUCTEM, MTPOUCXOAAIINX U3 KaMOUs, U UX MOKHO CUMTATh
aHOMaJIMe BTOPUYHOTO pOCTa, IPUBOJAIIETO K OPMUPOBAHUIO 3aM1aCAIOLIET0 KOPHSI.

@opMUPOBAHHUE OIYXOJIEM Yy PACTEHHM SBISAETCS CIEACTBUEM TOTHINOTEHTHOCTH
KJIETOK ¥ BBICOKOH IJIACTHYHOCTH UX MPOTpamMM pa3BUTHs. B pesyrnbTare 3THX 0coOeHHOCTEH
B psie YCIOBHA MOTyT OOpa3oBBIBATHCA DKTOMMYECKHWE OYarud MepUCTEeMaTHUeCKOi
aKTUBHOCTH - omyxoiu. OOpa3oBaHue ONyXxoyiel y pacTeHHil (a Takke U y >KUBOTHBIX)
00yCJIOBJIEHO HapyIIEHUEM CUCTEMHOTO0 KOHTPOJIS KJIETOUYHOT'O JeJIEHUs], TPOUCXOSAIIET0 Ha
pPa3HBIX YPOBHSX PETYISIUU. AKTHBAIMS MEPHUCTEMO-CIENU(PHUUECKUX PETyISITOPOB B
OITyXOJISIX PACTEHUH Pa3NTUYHOTO MPOUCXOXKIEHUSI CBUAETEILCTBYET O MEPUCTEMOMNOJ00HOM
XapakTepe THIMepIUia3uii y pacteHuil. JlanbHeimee W3ydeHHe MEXaHW3MOB OOpa30BaHMsI
OTYXOJIEH Yy BBICIIMX PACTECHUH, B TOM YHCIIC Y JIMHUI perca, pacCIIupUT 3HAHKUS O KOHTPOJIE
nponudepaluy pacTUTEIbHBIX KIETOK.

Cpenu cOOBITHMN, MPOUCXOANINX MPU HOPMAILHOM Pa3BUTHU 3aMacarollero KOpPHS,
0COOCHHO Ba)KHbI 3aKJIaJIKa KOJIbIIa KaMOMs M3 MpOKaMOus M MEepUIIMKIIA, JEJeHUEe KIETOK
kamoOust u auddepeHpoBKa KIETOK Ha mnepudepun KamMOMaIbHOW 30HBI B AJIEMEHTHI
(7I0SMBI ¥ KCUIJIEMBI. Y peauca akTUBHO UAET Mpoiaudepanns KIeTOK KCHIEMBI, B TOM YHUCIIe

MHTEHCUBHO JIENATCS KJIETKM KCHJIEeMHON mapeHxumbl (Zaki et al., 2012). Ilpu usyuyenun
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MEXaHM3MOB Pa3BUTHsI 3aI1aCAIOIIETO KOPHS perca ObLT BBISIBICH Psii TE€HOB-PETYIISTOPOB, B
TOM 4HucCJie TeHbl, koaupyromme koMrnoHneHTol cucteMm WOX-CLAVATA. Bmecre ¢ Tem, B
HACTOAILEE BpeMs MMEETCS Majlo JAHHBIX O MHILEHAX S3TOW CHCTEMbl IpPU DPA3BUTUU
3anacarouiero kopHs u o cBsizu padbotel cucteM WOX-CLAVATA B 3amacaroiieM KOpHE C
NYKu LK.

Utak, 3amayy 1mo WM3y4eHHIO Pa3BUTHUSL KOPHS y peauca MOXHO pa3/eiuTh Ha JIBeE
B3alMOCBS3aHHBIX 4YacTH: 1) M3ydeHHME MEXaHHW3MOB Pa3BUTHS 3alacarolliero KOpHA U 2)
MOUCK PETYJIATOPOB CIIOHTAHHOTO OIyXoJjicoOpazoBanus. O0e 3TH YacTH IMpeJCTaBICHBI B

JTAaHHOM paboTe.
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I''TABA 2. MATEPHUAJIBI U METO/IbI

2.1. PactutenbHbI MaTepuaJ 1 yCJIOBUS BbIPALIUBAHUS PAaCTeHMIt
2.1.1. PacTuTe/IbHBIH MaTepuaJl

OObeKkTaMH HUCCIEOBaHUS SIBISUIMCH JBE OJM3KOPOACTBEHHbIE MHOpEIHbIC JIHHHUU
(18 u 19) peauca mocesHoro (R. sativus var. radicula Pers.) u3 reHeTHUECKOW KOJUICKIIMU
CIIoI'Y (HapOyt, 1966; by3oBkuna, Jlyroa, 2007). ['eHeTHUecKass KOJUICKIUS WHOPETHBIX
TUHUNA peauca Oblaa 3amokeHa B 60x romax XX Beka (HapOyr, 1966) CranuciaBoit
Hocudosuoii HapOyt (Ky3nemoBa u ap., 2023) u B HacTosIIee BpeMs BKJIIOYACT B ceOs
muann S0T0-55T0 ToKoNeHus: nHOpuauHTa. Takum o0pa3oM, B paboTe OBUIM MCIOIH30BAHBI
[IOYTH YUCThIE IUHUU, [TOJTyYEHHBIE B PE3YJIbTATE AJIUTEIbHOTO MHOPHUIMHTA.

Jluauu 18 u 19 saBastoTcs moToMKamu ofgHOro pactenusi copra «Cakca» (HapOyr,
1966; by3oBkuna, Jlyroa, 2007). Cakca - palOHUPOBAaHHBIA COPT PEeIUCa, OTHOCSIIUNCSA K
coprotuiry KpacHbIif 0BabHO-KPYTJIbIH, KOTOPBIA OblT BbiBeleH B PDenepaabHOM HAydYHOM
LIEHTPE OBOLIEBOJICTBA (coriacHO ['ocyapCcTBEHHOMY peecTpy CENEKIMOHHBIX JTOCTH)KEHUH,
JOTYIICHHBIX K HCIOIb30BaHMI0). BeretaTuBHBIN niepuo pacteHuil copra Cakca cocTaBisieT
32-36 nueit (cpemnecnenslii copt). KopHemnonasl KpacHble, OKPYIJIBIE W IMPOJOJITOBATO-
oBaJIbHBIC, JuTHHA 4,5-5,2 cMm., nuameTtp 2,5-4,0 cm. [loBepxHOCTH riaakas, MAKOTh Oenas u
0eso-po3oBasi. YpoxKaWHOCTh TOBapHBIX KopHeriogoB 9,7-13,0 T/ra. Macca ToBapHOTo
KopHertoza 10 29 r. Po3zerka nomynpsMocTosiyasi, BbIcoTa po3eTku 15-16 cm., nnamerp 17-
20 cM. Yucio JAUCThEB B PO3ETKE 5-7, MUCThS OOpPaTHOAWUIIEBUIHOW (QOPMBI, YEPEIIOK CO
caboit aHTOIIMAaHOBOM OKpPACKOM, JTUCTOBAs TuTacTMHKA pacceueHHas (Ca3zanosa, 1985).

I'enernueckas kosutekius MHOpenHbIX JuHUi peauca CIIOIY Bxirowaer B ceds 13
nuHui copta Cakca. Bce nHOpeHble TUHUM peuca, nporcxosaiue u3 copra Cakca, UMEIOT
CXOAHBIE C MATEPUHCKHM COPTOM MOP(OIOrHUecKHe XapaKTepUCTUKH. 7T HEKOTOPBIX
JUHUI 3TOr0 copTa TaKKe XapakTepHbl aHoMaluu Mop¢doreHesa, TakMe Kak
arpaBUTPONUYECKHl pocT moderoB (auHUS 26), nebunut xnopodpumia (uauu 20 u 21)
(By3oBkuna, Jlyroa, 2007). Kpome Toro, psn nunuii copra Cakca XapaKTEepHU3YIOTCS
CIIOHTAHHBIM O00pa30BaHHEM OMYXOJiel Ha KOPHEIJIOJaX IBETYIIMX PACTeHHUU C 4YacCTOTOU
100%: k omyxoneoOpasytomum oTHOcsATCs auHun 19, 20 u 21 (HapoyT, 1967; HapbyT u np.,
1995; by3oBkuna, JIyrosa, 2007).

Jos muamii 18 u 19, KoTOophle SABISIOTCS OOBEKTAMHU HAIETO HWCCIEAOBaHMUS,
XapaKkTepHbl PACCEUYCHHBIN JHCT, KPACHBIM MPOJOJITOBATO-OBAIBHBIA KOpHEIUION, Oemas

OKpaCKa BCHYHWKa IBCTKa, Cpe,Z[HI/II\/'I CpOK BCreralli MW BBICOKAsd aBTO(I)epTI/IJ'ILHOCTB npu
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nHOpuanHre. OCHOBHBIE MOpdoornueckre Mpu3Haku JHui 18 u 19 mpencraBieHbl Ha
pucyHke 12.

Jluanu 18 m 19 KOHTPAacCTHO pa3IUYAIOTCS IO CHOCOOHOCTH K CIIOHTAHHOMY
omyxoneo0pazoBanuio. B ¢aze mnserenus moutu 100% pacrenuit auaun 19 oOpasyror
OIyXOJHM Ha KOpHE W HWXHEW dacTu cTeOis, Toraa kak auHus 18 Hukorma He obOpasyer
croHTanHbIx omyxoneir (HapOyt u ap., 1995; By3oBkuna, Jlyrosa, 2007). Kpome Toro, mpu
CKPEIIMBAHUU 3TUX OJIU3KOPOJICTBEHHBIX JTUHHUI OBUIH BBISBIIEHBI MOHOTCHHBIE PA3JINYHS T10
CIIOCOOHOCTH K CIIOHTAaHHOMY OImyxojeoOpa3oBanuro. OmyxosieoOpazoBaHue  ObLIO

OXapaKTepU30BaHO KaK pPEIECCUBHBIH MOHOTCHHBIH MpPHU3HAK, 3a MPOSABIEHUE KOTOPOTO

OTBEUaeT ajjienb reHa, HazBaHHoro Tur (HapOyr u ap., 1985; Marseea u np., 2000;

Matveeva et al., 2004).

A B B r a

Pucynox 12. Mopdonornueckne xapakTepucTuku JTuHuid 18 (BepxHmid psin) u 19 (HWKHAN
pSi), UCMIONIB30BAHHBIX B paboTe: A — BHemHui Bul. b - muct, B — ctebens, I' — couerue, /|
— KOPHEIUIO0/ (CTPesIKON OTMEUYEeHa CIIOHTAHHAs OIYXOJIb).

IToMrMO cIOCOOHOCTH K CIIOHTAaHHOMY OIyxojeoOpa3oBaHuto, JuHuu 18 u 19
pasnuyaroTes Mo peaxiuu dkciurantoB Ha LK in vitro. T'nmokoTwim mpopocTKoB JIuHUU 18
Ha cpene ¢ LUK oOpa3yroT paspacrtaHusi 1o THUIy KOPHEIJIOAA, a JIMCTOBBIE AKCIUIAHTHI
00pa3yloT KaJuIyChl, TOrJla Kak JUHHMS 19 xapakTepusyercs 0Opa3oBaHMEM HEKpPO30B Y
skcranToB Ha cpene ¢ LUK (by3soBkuna u gap., 1993; Wmemaa u gp., 20006).
[IpeanonoxkutenbHo, pa3Huna mo peaknun Ha [IK, kak W CcHOCOOHOCTh K

onyxone06pa301aaHmo, CBs3aHa C IMOBBIIICHHBIM COACPKAHUEM OSHIAOICHHBIX HK B TKaHAX
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pactenuii (Matveeva et al., 2004) wnm aktuBanuent kietounoro orseta Ha LIK (JIytosa u np.,

2008), koTopbie ObUTN paHEe BHISIBICHBI Y OIMYXOJIEBBIX JIMHUM.

2.1.2. YcnoBus BhIpalliBaHUsI PACTEHUH
BoipamuBanue pacTeHHil B YCJIOBHAX KYJbTYPBI iN Vitro
J11s ony4YeHHs: aceNTUYECKUX TPOPOCTKOB C IEITbI0 TPAHCPOPMALIUH TTOITyICHHBIMU
BEKTOPHBIMU KOHCTPYKLHUSAMH (CM. HUKE) CEMEHA penca CTEPHIN30BAU B TCUCHNUE 7 MUHYT
cMmechto, cocrosimed u3 30%-oii mepekucu Bojopora U 95%-ro ITUIOBOTO CIUPTA B
cootHoteHuu 1:1. [TonmydeHHbIE acenTHYECKUE MPOPOCTKU BRIPALMBAIIN Ha cpere Mypacure
- Ckyra (MS) (Murashige and Skoog, 1962) mpu temnepatrype 23°C u JJinHE CBETOBOTO JHS

16 yacos.

BeipamuBanue pacTeHuil B IpyHTe

[TonmyuyeHHble B pe3yibTare TpaHC(hOpMAMM KOMIIO3UTHBIE PACTEHUs peauca Imocie
JNOCTH)KCHHSI ONTHMAJIBHOM MOIIHOCTH KOPHEBOM CHCTEMBl M3 CTEPUIBHBIX YCIOBHU
[IepeCaXBAIM B BEPMUKYJIUT, 3aT€éM B TPYHT M BbIPAlMBAIM B OpaHXepee IpH

€CTECTBEHHOM OCBelIeHNH 1 Temmeparype 23 °C.

2.2. Metoanl

Jlnst pelieHusi TIOCTABJIGHHBIX B paboTe 3a7ad ObUIM HMCIOJIb30BaHBI Pa3HOOOpPA3HBIC
MOJIEKYJISIPHO-TEHETHYeCKHe U OuouH(popMaTuyecKue  METOIbl, KOTOpPhIE  HHUXKE

CTpYHIIMPOBAHBI 110 3aJa4aM, U PCIICHUA KOTOPBIX OHU ObLIH IMPUMCHCHBI.

2.2.1. AHa/IU3 1aHHBIX CEKBCHUPOBAHMS I'¢HOMOB JIMHUH peauca

Jlnst aHanmm3a TeHOMOB POJICTBEHHBIX OITYyXOJIEBOW M 0€30ITyX0JIEBOM JIMHHUM pefuca
ObLJIa IPUMEHEHA CJICTYIONIAs TTOCJIeIOBATEILHOCTh JICUCTBUM:

1) Beinenenue renomuoit JIHK nunHuii peayca u ceKBEHUpOBaHHME C MPUMEHEHHEM
nByx mnoaxojnos: a. C momomrsto TexHoiorun Oxford Nanopore (mpeumyiectBa: mpocrtas
MpoOOMOATOTOBKA; MOTYyYEHHUE OUYEHb JUTMHHBIX OJTHOKOHIIEBBIX MPOYTCHHM, MiuHOU 10 200
ThICSIY Map HykJIeoTunoB); 0. C momouipto TexHoioruu [llumina (mpeumyiecTBa: BbICOKast

TOYHOCTb, IMOJIYYCHHUC KOPOTKHX MApHOKOHIICBBIX HpO‘-ITeHI/Iﬁ (800 mnap HYKJ'ICOTI/IJIOB), C
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IIOMOIIBI0 KOTOPBIX MOYKHO YTOYHATH JAaHHBIE, MOJY4YEHHbIE C TPUMEHEHHUEM IEPBOrO
moaxoa);

2) COopka reHOMOB Ha OCHOBE JIaHHBIX CEKBEHUPOBAHUS;

3) AHHOTAIMsI TEHOMOB C ITOMOIIBIO HHCTPYMEHTOB OMOMH(OPMATUKH, SBIISIOIIUXCS
anpoOUpPOBaHHBIMHU Ul aHAJIM3a T€HOMOB JIBYJIOJIbHBIX PAaCTEHUIA;

4) Ilouck omHoHykineoTuaHbix 3ameH (SNP) wu wuHcepnuii/menenuit (InDel) c
MOMOIIBI0 TPOTPaMMHOTO oOOecTeyeHus, Hcnoib3ytomerocss st NGS-1aHHBIX T€HOMOB
pacrenuii. Taoke B nanHoil padore SNP u InDel o6o3nauarorcst o0mmm TepMuUHOM «single
nucleotide variants» (SNVs).

HJ'ISI 9TOI'0 UCIIOJIb30BAJIUCH CIICAYOIINEC CTAHAAPTHBIC METOBI:

CexBennpoBanue, c0OpKa, AaHHOTAlUsi M AHAJIM3 TEHOMOB OIYX0JIeBOH U
0e301yX0JIeBOil TMHHUI peauca

Brinenenne JIHK w3 50 3THonupoBaHHBIX MNPOPOCTKOB peauca jauHuit 18 u 19
OCYIIECTBIISUIM IO MPOTOKOJY, JIFOOE3HO IPEIOCTaBIEHHOMY J1abOpaTopueil pacTUTENIbHO-
MUKPOOHBIX B3aMMOJEHCTBHI BcepoccHiickoro Hay4YHO-HCCIIEOBATEIBCKOTO HHCTUTYTA
CEJIbCKOXO03SUCTBEHHOW MUKPOOHOJIOTHUHU (HEOIyOIUK. JaHHEIE).

CexBenupoBanue JIHK muanu 19 mpoogwmmock ¢ momoinbto Texuojoruu Oxford
Nanopore B ueHTpe «['€HOMHBIE TEXHOJIOTUH, IMPOTEOMHKAa U KJIETOYHAss OHMOJIOTHS»
Bcepoccuiickoro  Hay4yHO-MCCIIEIOBATENbCKOIO  HMHCTUTYTAa  CEJIbCKOXO3SIIICTBEHHOM
MHUKpPOOHOJIOTHH ¢ ucnoib3oBanueM npubopa MinlON (Oxford Nanopore, Cambridge, UK).
COopky reHoma nuHMM 19 oOcCylIecTBISIM C MOMOIIbI0 HHCTpyMeHTta Canu v.1.7.1

(https://github.com/marbl/canu/releases) c HpeyCTaHOBICHHBIMH napMeTpamH.

CexBenupoBanue auHUM 19 Taxke npoBojmiock no texHojoruu [llumina Ha cekBeHatope
HiSeq2500 B LlenTpe MoNeKyIApHBIX U KIETOYHbIX TexHosoruit Hayunoro mapka CIIOI'Y.
Jlns cozmanus OubaroTek mcmoab3oBaincss NEBNext® Ultra™ DNA Library Prep Kit for
[llumina (New England Biolabs, Ipswich, MA, USA). JIBoiiHoii GapKOIUHT MPOBOAMICS C
ucnonp3oBanneM NEBNext® Ultra™ DNA Index Prep Kit for Illumina u NEBNext®
Multiplex Oligos® Illumina® (Dual Index Primers Set 1). Jlns moBslieHns kauecTBa cOOPOK
T€HOMOB NPOBOJIWINM YTOYHEHHE JAHHBIX C LENbI0 KOPPEKIHMH BO3MOXHBIX OIIMOOK B
nporpamme  Pilon v.1.22 (https://github.com/broadinstitute/pilon/releases) wa ocHoBe
JTAaHHBIX, TOJYYEHHBIX C MCIIOJIb30BAaHMEM JBYX TexHojorui cexkBeHupoBanus (Illumina u
Oxford Nanopore).

CexsenupoBanue JJHK nunnn 18 npooamnocs Ha cekBernarope HiSeq2500 B Llentpe

MOJICKYJISIPHBIX W KJIETOYHBIX TexHojoruid Hayunoro mapka CIIOI'Y. [lns co3ganus
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oubnmorek ucnonp3oBaics NEBNext® Ultra™ DNA Library Prep Kit for lllumina (New
England Biolabs). JIBoiiHoii 6apkoauHT poBoauiIcs ¢ ucnoiab3oBanneM NEBNext® Ultra™
DNA Index Prep Kit for lllumina u NEBNext® Multiplex Oligos® Illumina® (Dual Index
Primers Set 1). Coopka reHoma guHHHA 18 npon3BoaMIach C UCIOIB30BAHUEM HMHCTPYMEHTA
SOAPdenovo v.2.04 (https://github.com/aquaskyline/SOAPdenovo2) ¢ mapamerpamu:
maximal read length = 150, average insert size = 100, cutoff of pair number for a reliable
connection = 5.

B cinydae kaxngol cOOpKM it KOHTPOJIA KadecTBa M KOPPEKIUH IMPOYTEHUI
ucrnoabp3oBaan aaroputMbel MultiQC v.1.12 (Ewels et al., 2016) u Trimmomatic v.0.40
(Bolger et al., 2014) coorBercTBeHHO. MHIEKCHpOBaHHE COOPKH MPOBOIMIN C IIOMOIIBIO
uHctpymenTa bowtie2 (https://github.com/BenLangmead/bowtie2). COopku ABYX T€HOMOB
70 ypOBHS XpPOMOCOM OBLIM IOATOTOBJIEHBI C HCIIOJIIb30BaHMEM HHCTpyMeHTa Ragtag
(https://github.com/malonge/RagTag) u wumeromerocs B 0a3ax MAaHHBIX peepeHCHOro
reHoma penuca, coOpaHHOTO Ha YPOBHE XpOMOCOM GCA _019703475.1
(https://www.ncbi.nlm.nih. gov/data-hub/genome/GCA_019703475.1/; Zhang et al., 2021).

I'enombl uHui 18 1 19 aHHOTHPOBAIN € TOMOILBIO HHCTPYMEHTA JUIsl IPECKA3aHUS
renoB Augustus (https://github.com/Gaius-Augustus/Augustus) ¢ mapamerpom —Species =
arabidopsis.

BripaBHuBaHuEe mocienoBarenbHOCTEN JTUHUKM 19 Ha cOopky reHoMa nuHUAU 18
MPOBOJIMIIA C TOMOINBI0 TporpamMMbl bowtie2 (https://github.com/BenLangmead/bowtie2).
WNnentudukanus reHOB-KaHIUAATOB U PA3NIUYUI B CTPYKType ITHX T'€HOB y Pa3HBIX JUHUI
penuca mnpoBoaunack ¢ momomieio mporpamMm SnpEff (http://pcingola.github.io/SnpEff/),
SnpSift (https://pcingola.github.io/SnpEff/ss introduction/) u GATK ¢ mnapamerpom
HaplotypeCaller (https://gatk.broadinstitute.org/hc/en-us/articles/360037225632-
HaplotypeCaller), co cneayromumu Hactpoiikamu: SelectVariants --select-type SNP wmm --
select-type INDEL.

AHanu3 oOorarieHus: MyTel TeHHON aHTOJIOTUH MPOBOJIMIICS Ha OCHOBE CITHCKA BCEX
reHoB ¢ SNV 1 cniucka BceX 'eéHOB peliica B KAUeCTBE UCXOIHBIX JAHHBIX C UCIOJIb30BAHUEM
a3bIKka porpamMmmupoBanus R (v. 4.0.2) Ha ocHOBe HEOMYOJIMKOBAaHHOTO IMOJIb30BATEILCKOTO
ckpunta ana R. Jlng Budyanusanuu gaHHbIX  ucnoib3oBann GSEABase v. 1.50
(https://bioconductor.riken.jp/packages/3.11/bioc/manuals/GSEABase/man/GSEABase.pdf).
Bcero Obuto BbisiBIeHO 148 myTel, CBS3aHHBIX C Pa3IUYHBIMU  OHMOJOTHYECKUMU
mporieccaM, BCe M3 KOTOPBIX ObUIM cTaTUCTHUecKu 3HaunmMbiMH (p.val GO < 0,01,
OddsRatio_ GO « 2).

ITouck SNP wu 1InDel u copTupoBKy 1O T€HOTUNAM Ui  BbISBJICHUS
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(GUIOreHeTUYECKUX OTHOUICHHM MeXIy H30JITaMH W JIMHUSAMH peauca pa3Horo
MPOMCXOXKACHUS ocyliecTBIsUTH B iporpamme TasselS (https://tassel.bitbucket.io/).

Busyanuzanuio BBIpaBHMBAHHUSL IIOCJIEOBATEILHOCTEH Ha COOpPKY M IPOBEPKY
naymyust InDel u SNP in silico ocymectsisuin B renomuom 6paysepe IGV (https://igv.org/).

Jlnst moaTBep KACHUS OOHApY)KEHHBIX pasnuuuii mo SNV Mexnay 18 u 19, a taxke
MeXIy Apyrumu omyxoieBeiMu (12, 13, 14, 16, 20, 21, 32) u HeonyxonebsiMu (3, 5, 6, 8, 9,
23, 25, 26, 27, 28, 29, 30, 37, 39) nuHUAMH TEHETHMYECKOW KOJUICKIIMU peauca, u3
IIPOPOCTKOB peauca nepeunciaeHHblx JuHui Bbyiensuin JJHK ¢ momompio CTAB-Merona.
[P mpoBogmnu B cieayromux ycloBusax: HadanbHas aeHarypauus JHK mpu 98 °C B
teuenue 3 muH; neHarypauus JIHK npu 98 °C B Teuenue 10 ¢, omxur npaiimepos nipu 52 °C
B Teuenue 30 c, smonraums npu 72 °C B Teuenue 1 MuH, moBTOp 35 pa3; KOHEUHAS
anoHrauuss npu 72 °C B Teuenue S5 wmuH. [lpaiimepbl ObUIM CKOHCTPYMpPOBAHBI C
UCIOJIb30BaHWEM airopuTMma mnporpammuoro obecneuenuss VectorNTI vI.1.1 (Invitrogen,
Waltham, MA, USA) mis ammumdukanuy aMmmimkoHoB JymuHor 300-400 1 cHHTE3HpOBaHbI
komnanueil «Esporen» (MockBa, Poccust). [lonyuyennsie III[P-cmecu cexBeHupoBaiu 1o
metony CaHrepa.

OO0mas cxema KCIepUMEHTa M0 aHaJu3y T'eHOMOB JIMHUM peluca MpeaCcTaBlIeHa Ha

pucynke 13.


https://igv.org/
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Pucynok 13. O0mmas cxema S5KCIepUMEHTA M0 aHAINU3Y OITyXOJIEBBIX U HEOMYXOJEBbIX JTMHUN
penuca. Bce SNV, uccnenyemslie B JaHHOH paboTe, OTMEUEHBI KPACHBIM KPYTOM.
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2.2.2. U3yuyeHue poJii reHOB, KOAMPYKIINX KOMIIOHEHTHI cuctem WOX-

CLAVATA, B pa3BuUTHM KOPHA

B 3amgaun pabotel Bxoamna uneHtudukanus reHoB cemeiicts CLE u WOX y oObekra
UCCIIEJOBAaHUN — peauca, a Takxke uszyueHue 3@ekra UX CBEPXIKCIPECCUU Ha pa3BUTHE
KopHs. [l ororo ObUT  HMCIONB30BaH IMIMPOKMH  PSJ  METOJOB, CBA3aHHBIX C
OnonH(pOPMAaTHYECKUM aHAJIM30M, KOHCTPYMPOBAHHMEM BEKTOPOB, TpaHChopMmanueil u

CBETOBOM MUKPOCKOIIHUEH.

Iouck, uaeHTHGUKANMA U aHAJIN3 NIocaegoBaTeabHOCTel reHoB RSCLE m RsSWOX

ITouck reHoB RSCLE um RSWOX mnpousBoawiu B cOOpkax TreHoma pejuca,
MPEACTABICHHBIX B Ta0IuIE 3, C HCTIOJb30BaHUEM anropuTMoB blastP, blastN u tblastN 6a3sr
naaabix  NCBI  (https://blast.ncbi.nlm.nih.gov/Blast.cgi) 1m0  HykJI€OTHOHBIM U
AMHHOKHCIIOTHBIM IOCJICIOBATEIBHOCTSIM F'eHOB 1 OenkoB A. thaliana u R. sativus.

Ounorenernyeckue aepeBbs OenkoB CLE m WOX penuca Obuid mOCTpoeHBI Ha
OCHOBaHHMH BBIPAaBHMBAHUS aMHHOKHCJIOTHBIX IocieaoBarenbHocteit 6enkoB CLE R. sativus
¢ momormrpio anroputMa Muscle B mporpamme MEGA7 (https://www.megasoftware.net/)
(Kumar et al., 2016) metomom Neighbor joining (Saitou and Nei, 1987) co craHmapTHBIMH
napamerpamu u Bootstrap 1000 (Felsenstein, 1985); nepeBbst ObUIM BU3yaTU3UPOBAHbBI C
ucnonb3oBanuem nporpamMmel iTOL v.6.9  (https://itol.embl.de/). CTpykTypa CHUTHAJIBHBIX
MOTHBOB ObLIa npecKa3aHa c MTOMOIIIBIO MIPOTPAMMBI SignalP-6.0
(https://services.healthtech.dtu.dk/service.php?SignalP).

HyxieoTuaHple W aMUHOKUCIOTHBIE TOCIEJOBATENBHOCTH  AHAIM3MPOBAIM  C
nomoripio crenyronmx mporpamm: ApE  (https://jorgensen.biology.utah.edu/wayned/ape/;
v.3.1.0), SnapGENE (https://www.snapgene.com/; v.6.0.2), UGENE (http://ugene.net/ru/;
v.33), MEGAT7 (https://www.megasoftware.net/; v.10.2).

PacrnionoxeHne reHoB Ha XpoOMOCOMax penuca ObUIO BU3YaJIM3UPOBAHO C IMOMOIUIBIO
makpoca s Excel MapDrawJZ (https://github.com/pinbo/MapDrawJZ).

Jns momcka w Bu3yanuzanuu goMmeHoB OenkoB RsCLE Owima wumcmosbp3oBaHa
nporpamma MEME  (https://meme-suite.org/meme/tools/meme). JlomeHHass CTpyKTypa
6enxoB RsWOX4 u RsWOX14 Opima npoaHalu3upoBaHa C TOMOIIBIO HMHCTPYMEHTA
Conserved domains (https://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi).

CxeMbl, OTpaKarollue TIpearnojaraeMble B3aMMOACHWCTBUS KOMIIOHEHTOB TEHHBIX

cereit, ObUTH MOCcTpoeHsI B porpamme String (https://string-db.org/).


https://www.megasoftware.net/
https://jorgensen.biology.utah.edu/wayned/ape/
https://www.snapgene.com/
http://ugene.net/ru/
https://www.megasoftware.net/
https://github.com/pinbo/MapDrawJZ
https://github.com/pinbo/MapDrawJZ
https://www.ncbi.nlm.nih.gov/Structure/cdd/wrpsb.cgi)
https://string-db.org/
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Boigenenune JJIHK

Hns  ammumpukanuu  otaensHeix reHoB RSCLE u RSWOX cymmapnyro JTHK
BBICTSUTH U3 7-AHEBHBIX ATHOJIMPOBAHHBIX MPOPOCTKOB peauca MOIU(UIIMPOBAHHBIM
CTAB-meromom (Aboul-Maaty et al., 2019). PactutensHblil MaTepHal pacTHPAIN MECTHKOM
B MPUCYTCTBUH XujKkoro a3zota, JJHK skcrparupoaiu 2xXCTAB-6ydepom (2 r CTAB, 8.18 r
NaCl, 10 mn Tris-HCL 1 M, pH 8, 4 mn DATA 0.5 M), B teueane 40 MHHYT, 3aTeM
MPOBOAMIIM OYHCTKY cMechio (¢eHona ¢ xmopodopmom (1:1) wm pasgensmu  ¢asbl
nentpudyruposannem (20 mmu., 13000 oboporos/muH.). Bomnyio a3y mnepeHocwnu B
YUCTYI0 MUKponpoOupky u ocaxnaanu JJHK uzonponanosom, mHKyOupyst mpoOupku mpu +4
°C B Teuenne 30 wmwuH., c mnocienyrommMm IeHTpudyrupoBanuem (20 wmuH., 13000
obopotoe/muH.). Ocanok JIHK mpomsiBanu xonogasiM 70% 3TaHOIOM M BBICYITUBAIH TTO]]
TOKOM BO3/lyXa B JIJaMHHape, 3aTeM pacTtBopsuid B 100 MKII CTepUIbHON AMCTUIUIUPOBAHHON
Boabl. Konnentpamuio BoiaenenHoit JIHK wusmepsniu ¢ momomisio criektpodoromerpa

Nanodrop-2000 (Thermo Scientific) npu amiHe BoiHbI 260 HM.

ITotumepa3Has memHas peakmus
[paiitmeps! 11t aMmIuUKaUd KOAUPYIOIMIUX U IPOMOTOPHBIX 001acTel TeHOB ObLIH
noo0pansl ¢ ucronb3oBanueM mporpamm Vector NTI (Invitrogen) u Primer3 (Untergasser et
al., 2012) c¢ mocrneayromiei OmEHKOH KadecTBa B mporpamMme Ugene Ha OCHOBE
npejacTaBieHHbIX B 0ase manHbix NCBI  mocnemoBarenmbHOCTEl TeHoB R.  sativus.
[TocnenoBarenpHOCTH TipaliMepoB mpeacTaBieHbl B Tabmure 1 [Tpunoxenus.
Peakuuu [P npoBoamiIn npu CIeAYyOMMUX YCIOBUSIX:
Amnaugukayus Kooupyrowux uacmeti 2eHO8:
e 3 muH. ipu 95°C — 1 1uki;
e 60 cek. mpu 95°C, 30 cek. mpu 54°C, 30 cek. npu 72°C - 35 UKIOB;
e 5 wmun. ipu 72°C — 1 mukiL.
Amnnughuxkayus npomomopHuix obracmeirl 2eHO8:
e 3 mun npu 95°C — 1 ki,
e 20 cek. ipu 95°C, 20 cek. ipu 45°C u 2 muH. ipu 72°C - 5 HUKIIOB;
e 20 cek. pu 95°C, 20 cek. npu 65°C u 2 muH. nipu 72°C - 30 qHKIOB;
e 5 wmun. ipu 72°C — 1 mukiL.
[Tocne mpoxoxknenust ko [P npoBoaumm snextpodopes B 1% arapozrom rere,
B KoTopblil pobasisnu 0,1% wunTtepkanupyromuii kpacutens SYBR Safe (Invitrogen) st
pm3yanmzanuun JIHK B cunem cBere. lns omnpenenenuss npumepHoro pasmepa [I1[P-

¢parmenToB wucnonb3zoBanu Mapkep anuH JIHK 100+ wmm 1kb (EBporen). Ilenesbie
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(bparMeHTBI BBIJICSUIM U3 TEJs C MOMOIIBI0 Habopa peakTMBOB M KoJoHOK Cleanup Mini

(EBporen) no npuiaraeMomy rpoToKOIy.

Ilosryuyenune BeKTOpOB

Hns xionupoBanusi nocnepoatenbHoctet JJHK umcnonb3oBanu cucremy Gateway
(Invitrogen, CIIIA). IILP-dparmMenTsl, nonydeHHble pu amiuiudukanuu renomuoit JJHK
peauca ¢ npaiiMepaMu, NEPEUUCICHHBIMU B NPWIOKEHUH 1, ObLIM KJIOHUPOBaHbI B BEKTOpA
BBOJIa TIPU IOMOIIM CMECH BHUPYCHBIX pekomOuHa3z BP-clonase (Invitrogen), a 3arem
MEePEKJIOHUPOBAHbl B BEKTOpa HA3HAUEHHUS C MOMOIIbI0 CMECH BHPYCHBIX pekomOuHa3z LR-
clonase (Invitrogen). Peakiuu pexoMOUHAIIMK TPOBOIMIIH 110 IPOTOKOIY MTPOU3BOIUTEIS.

Jlig osyyeHust BEKTOPOB Uil CBEPXIKCIPECCUN KOAMPYIOIINE MOCIE10BATEIbHOCTH
I€HOB KJIOHHpOBaJiu B BekTOop BBoAa pDONR221, nocne uero nepexkjioHUpoBalid B BEKTOP
HazHaueHus: pB7WG2D (pucynok 14), coamepxkamuit mpomotop 35S BHpyca MO3aMKHU
I[BETHOM KaITyCThI.

Jnst momydeHust BekTopa sl cainmencuara RSWOX4 ammmudunupoBain y4acTok,
COOTBETCTBYIONIMI MepBbIM 150 HyKI€OTHIaM KOJIUPYIOIIEH YacTh reHa BHE TOMEOJOMEHA,
KIIOHUpOBAIU €ro B BekTop BBoga pDONR221, mocne yero mepekjioHUpPOBAIA B BEKTOP

naznauenuss pH7GWIWG?2 (pucynok 14).

o Shee
"‘qOS rerminatge

WOX4-2_150 nucl - pH7GWIWG2

RsWOX4-2 - pB7WG2D
P

1L B8 by 11804 bp

RB T-pa repe™

e (000

Pucynok 14. KapTel mmazmuj Ha OCHOBE BEKTOPOB HA3HAYEHUS I CBEPXIKCIPECCUU
(creBa) u 7T CaillIeHCHHTa TEHOB (CIIpaBa).

Jnst TpoAOKeBOM OJHOTMOPHIHONW CHCTEMBI NPOMOTOPHBIE OOJIACTH TE€HOB OBLIH
KJIOHMpOBaHbl B BeKTOp BBOoAa pDONR207 ¢ nanpHEHIIMM NEPEKIIOHUPOBAHUEM B BEKTOD

pHisLeu, conepxxamum mapkepsl UIisl CeJIEKLUMU MO TUCTUIMHY U Jeiuuny. Konupyromas
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nocneaoBarebHOCTh ToMmeogoMeHa TO WOX4, B3auMoieiicTBUE KOTOPOU C TPOMOTOPAMH
U3ydalld METOJIOM JIPOXKKEBOW OAHOTHOPUAHON CHCTeMbI, ObUla KIOHHMPOBaHAa B BEKTOD
pDONR207 u 3arem nepexionupoBaHa B BekTtop pDEST22, comepxammm Mapkep s
CEJIEKIUH 110 TPUNTO(aHy.

['eneTnyeckue KOHCTPYKILUH, TMOJy4YeHHbIE B paboTe, NepedyuciieHbl B Tadiuie 2

[Tpunoxenus.

Tpanchopmanus 6akrepuii

[TomyyeHHBIMH ~ KOHCTPYKLIHMSMH  ObUITM  TPaHCHOPMHPOBAHBI  XHUMHYECKH
komreTeHTHble Kiaetku Escherichia coli mramma DHI10B, mosydeHHBIE MO MPOTOKOJY
Sambrook et al., 2006. Tpancdopmanuto E. coli mpoBommiu 1mo mpoToKosy, ONMMCAHHOMY
Inoue et al., 1990, nociie yero GakTepru BhICEBAIM HA CEJICKTHBHYIO TBepAyIo cpeny LB c
CEJICKTUBHBIM aHTUOMOTHKOM B 3aBUCUMOCTH OT BEKTOpA.

[Tnasmugayro JTHK oTnenbHBIX KOJMOHHMEA OaKTepHil BBHIISISIN C IMOMOIIbIO HAbopa
peaktuBoB Plasmid Miniprep (EBporen), 3aTeM mia3Muabl MPOBEPSUIH HA HAIWYHE LEICBOM
BCTaBKM ¢ moMouipto nocraHoBku [P ¢ mpaliMepamu Kk reHaMm HHTEpECa.

Jlis monydeHus pacTeHHil CO cBepxdKcmpeccuedl m3yudaembix TreHoB RSCLE41,
RSWOX4, RSWOX14 unu HCHOib30BAaHHOIO B KayeCTBE KOHTPOJS I'eHa TIIIOKYPOHHUAA3bI
(GUS) mpoBoaunu TpaHchopMalnio XHMHYSCKH KOMITETCHTHBIX KieTok Agrobacterium
rhizogenes mramma Arqua mia3MuaMu, HECYIMMH IIEJIEBbIC BCTABKH, 110 POTOKOIY Inoue

etal., 1990. ITony4yennbivu mrammamu A. rhizogenes tpancdopMupoBaIn pacTeHHUS.

Tpauncdopmanus pacrenuii ¢ nomomb Agrobacterium rhizogenes

Jnist mosTydeHus] KOMITO3UTHBIX PACTeHHH C TPAHCTEHHBIMH KOPHSMH HCIOIH30BAIH
mramMmmbl A. rhizogenes, Hecyiue KOHCTPYKIWH sl cBepxdkcmpeccuu reHoB RSCLE41L,
RSWOX4, RsWOX14, koTopble peryiaupyioT pa3BUTHE KaMOMs, M IITaMM, HECYIIHii
KOHCTPYKIIMIO ISl CBEpXIKCHpeccHu penopTepHoro reHa GUS, wucmonme3yromyrocss B
KauecTBe KOHTpois. KoHCTpykiuu ObLIM ToMydyeHbl Ha OcHOBe BekTopa pB7WG2D
(pucyHok 14).

Jns TpanchopMmanuu 7-THEBHBIX AacENTHUYECKUX IPOPOCTKOB peauca OTpe3aln
HIKHIOI0 9acTh THUIIOKOTHIIS W HAHOCWIM cycrieH3uio A. rhizogenes Ha paHeBOH y4acCTOK.
TpancopmupoBaHHBIE pacTeHUs MOMEMATN TS KOKYJbTHBAMK ¢ OaKTEpHSIMU Ha Cpeay
MS na 3 s, 3aTeM TpaHC(POPMAHTHI EPeHOCHIH Ha cpeay MS ¢ negorakcumom (500 mr/im)
11l yHUYTOXKEHUs Oaktepuid. [lepBrle kKopHH, HHAyIIMpoBaHHBIe A. rhizogenes, ynansum, Tak

Kak OHM OBUTM HETPAaHCTeHHbIMM MWW XuMepHbIMH. [locie oOpa3zoBaHusi 0O0JBIIOTO
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KOJMYECTBAa MPUIATOYHBIX KOPHEM pacTeHus TMOMellaJii Ha CTepUIbHBIA  (QUIbTP,
Haxoasmuiics Ha yamike [Terpu ¢ MSO u nedgorakcumom.

Uepes 3 Hepenu mpoBOIMIN OTOOP TPAHCTCHHBIX KOPHEH MyTEeM JCTEKIIMH CBEUCHHUS
penoprepuoro 6enka GFP (Green Fluorescent Protein) B cuHem cBete. Pacrenus c
TPAaHCTEHHBIMU KOPHSMHU TEepecakMBaJldi B TOPIIKHM C BEPMUKYJIUTOM M BBIpAlIUBAIA B
TEIUIMIle, 4Yepe3 2 HeAend BBIpAllMBAaHMS HAa BEPMUKYJIMTE PACTCHUS IEepecaKuBajidl B
ropuiku ¢ nmouyBo. YUepes 30 mueit (cramus ToBapHOW crnenoctd KopHeruiona; CazaHoBa,

1985) npoBoaun cOOp KOPHEH JIs AabHEUIIIEr0 aHATN3a.

CaeToBasi MUKPOCKONINS

JInisi IPUTOTOBJICHUS TIPETIApaTOB PACTUTENLHBIA MaTepuan (KOPHH KOHTPOJBHBIX H
TPAHCTCHHBIX PACTEHHI, KOPHU PACTCHUH Ha pa3HBIX CTAIUSX PAa3BUTHS) MHKYOHMpPOBAIU B
oydepe mns duxcamuu (3% napadopmansaerun; 0,5% rmrotapansaerun; 0,2% Tween20;
0,2% TritonX-100; 10% DMSO B 6ydepe TBS (50 MM PIPES, 5 MM MgSOs, 5 MM EGTA,
pH 6,9)), 3aTem obecuBeunBaan STHUIOBBIM CHUPTOM ¢ KoHUeHTpanuei ot 10% no 90% c
mtarom 10% o 30-60 MuHyT, 1anee NpoBOAMIN 00€CLIBEUMBAHUE CIIUPTOM C KOHIIEHTpaLuei
ot 90% mo 10%, 3arem nmomemanu kopHu B Oydep TBS.

Jns momyueHust cpe3oB (parmeHThl KOpHS (uxcupoBanuch B 3% arapose.
[Tomepeunsle W MPOAOIBHBIE CPE3bl KOPHEH M3 3a()MKCHPOBAHHOTO MaTepUaya IMOJydalld C
MOMOIIIbI0 MUKpPOTOMa ¢ BUOpupytonuM JiesBueM Leica VT1200S. TomnmmHa mogydeHHBIX
cpe3oB coctapisa 50 MkM ¢ marom 1 MM, ammuntyaa 1 M.

Cpesbl kopHel oxpammBaau 2% TOJYHIMHOBBIM CHHUM, 3aTeM H3y4dald HUX C
MOMOMIBIO ToTyaBToMaTu3upoBanHoro mukpockona LEICA DMS500 npu 10x, 20x u 40x

YBCIIMYCHUU.

2.2.3. KosinyeCcTBEHHbII aHAJN3 IKCIPECCHH T€HOB

Jns m3ydeHust s¢dekxra cBepxdKcrpeccun kamOuanpHOro perymsitopa RSCLE41
MIPOBOJIMIIOCH CEKBEHHUPOBAHHE TPAHCKPHUIITOMOB PACTEHUH pennca CO CBEPXIKCIpPEcCHen
reHa RSCLE41 1 KOHTpOJIBHBIX PaCTeHHIA CO cBepxIKcnpeccueit rena GUS.

Kpome Ttoro, mns msydenus spdexra cBepxskcnpeccun RSCLE41 u ero mumeHu
RSWOX4 npoBoauiu KOJIWYECTBEHHBIN aHAJIN3 3KCIPECCUU OTJIENBHBIX [€HOB C MOMOIIBIO

TTLIP-PB.



84

PHK-cexBeHUpOBaHME TPAHCKPUIITOMOB Peca U AHAJIHU3 TPAHCKPUIITOMHBIX IAHHBIX

Hns  nposenennsi PHK-cexkBenupoBanusi cymmapuyro PHK w3  pacrenuit u
MIPOPOCTKOB pEANCa BBIACISIA MOIUGUIMPOBAHHBIM  (PEHONI-XTIOPOYOPMHBIM METOJIOM
(Siebert, Chenchik, 1993). k/IHK cunatesupoBanmu ¢ momompo Habopa Mint-2 («EBporen»,
Poccust). [lnst moaroroBku OMOAMOTEK Uil CEKBEHHUPOBAHMS HCIIOJIB30BAIM  HAOOD
NEBNext® Ultra™ DNA Library Prep Kit s Illumina (New England Biolabs).

OuucTKy CBHIpBIX pHIOB B Qopmare fastq OT MHUTOXOHAPHAIBHOM, IMJIACTUAHON U
pubocomuoit IHK peanca nmpoBoauiu ¢ momompio HHCTpyMeHTa bbduk n3 makera bbtools
(v. 38.96) (https://jgi.doe.gov/data-and-tools/bbtools/). OuuiiieHHbIE U OTGUIBTPOBAHHBIE TIO
Ka4ecTBy puabl oOpesanu ¢ momormipto Trimmomatic v. 0.40 (Bolger et al., 2014) c
napamerpamu «HEADCROP:15 CROP:95». Kontpons kauecTBa pPHIOB MPOBOIUIH C
nomoipo MultiQC v.1.12 (Ewels et al., 2016).

OTdubTpoBaHHBIC PHUIIBI OBUTH BHIPOBHEHBI Ha TOCIIEIOBATEIILHOCTh peepeHCHOTO
resoma R. sativus Rsl.0 (https://www.ncbi.nlm.nih.gov/assembly/GCA 000801105.2) ¢
ucnonpzoBanuem HISAT2 v. 2.01.2 (Kim et al.,, 2015). 3atem puabsl NOJCYMTHIBATH C
nomoinkio Stringtie (Pertea et al., 2015) ¢ ucnonbs3oBanuem pedeperncHoro remoma R. sativus
Rs1.0. duddepeHnmanbHy0 SKCIPECCHI0 MEXY ONBITHBIMU W KOHTPOJILHBIMU 00Opa3iiamMu
aHanM3upoBaK ¢ nomoripio nakera DESeq2 (v. 1.28.1) mis R v. 3.6.2 (Love et al., 2014).
I'ensl co 3HaueHuem p-value adjusted <0,05 wu logFoldChange >1 cuuranuce
muddepeHIManbHO  dKcnpeccupyromumucsa. g aHanuza  oborameHuss reHoB GO

ucnons3oBajics naker GSEABase v.1.50 (https://rdrr.io/bioc/GSEABase/) s R.

I P-PB

Jns ananu3za skcnpeccuu reHoB ¢ nomoinpto [IIP-PB Beigensnu toransayro PHK u3
KOpHeH penuca. PacTUTenbHBIM MaTepuasl HW3MeNbYald B XKHUJIKOM a30Te, 3KCTparupoBalv
PHK ¢ momomsto pearenta Trizol (Invitrogen) B Teduenue 5 muH. mpu temmneparype 25°C,
OYUIIIAJIM CMECh OT OCTATKOB TKaHH MyTeM LeHTpu@yrupoBanus Ha ckopoctu 13000 06/mMun
npu +4°C, 3aTeM NpOBOIWIM OYUCTKY XJopogopmoMm u ocaxaenne PHK usonpomnanonom B
tedeHne 20 muH. OcafoK TpHUXKAbl NMPOMBIBAIM XOJIOAHBIM 80% 3TaHOJIOM, CYLIMJIN TOJ
BO3yIIHBIM IIOTOKOM B JIJAMMHAPE U PaCTBOPSUIM B CTEPUIIBHOM IEMOHU30BAHHOM BOJIE.

Ounctky PHK ot mpumeceit renomuoit JIHK mpoBoaunu c¢ momoinsio ¢epmeHTta
JIHKa3e1 A (Thermo Fisher Scientific) B Teuenune 30 mun nipu 37°C, 3atem ynansiu JIHKazy
¢ nomorbio copoenta DNA Removal Reagent (Thermo Fisher Scientific).

Konnenrpauuio PHK usmepsiin na cnekrpodoromerpe Nanodrop (Thermo Fisher

Scientific) npu muHe BosHbl 260 HM. B COOTBETCTBUM C TMOKa3aHUSIMH IpUOOpa


https://rdrr.io/bioc/GSEABase/
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paccunThiBain HeoOXxoaumoe koimdectBo PHK mms mocraBkum 00paTHOM TpaHCKPHIIIUH,
ucxonas u3 toro, 4ro KoHueHtpanus PHK B mpoGax momkHa ObITh mMpuMepHO paBHOW. Ha
OJIHY pEeaKIrio 0OpaTHOW TPAHCKPUIIIUYU HCcToib30oBany npumepHo S00 ar PHK.

Oo6patnyro Tpanckpumniuio PHK mnpoBomumm ¢ mnomompio dT-18 mpaiimepos
(EBporen) m oOparnoii tpanckpunta3bl RevertAid (Thermo Fisher Scientific), na omgny
peaknuto ucnoip3oBanu 100 en. obpatHoit TpaHckpunrtassl u 10MkM mnpaiimepoB dT-18.
[Tonmyuyennsie mpo6s! kK IHK pa3Boannm cTepuinbHON JEMOHM30BAHHOW BOJIOM O KOHEYHOTO
obowvema 100 Mk u xpanunu npu Temmepatype —20°C.

KonnuecTBeHHYI0  OIIGHKY  YpOBHEM  AOKCOpECCHHM  MPOBOJIWIM,  HU3MEPSs
OTHOCHUTENIbHBIM ypPOBEHb JKCIIPECCHMM HW3Y4aeMOro Te€Ha II0 OTHOIIEHUI0 K YPOBHIO
skcripeccun pedepeHcHoro rena ¢ nmomomsio Metona [IIIP-PB. B kadectBe pedepeHcHBIX
TCHOB OBUIM  WCIOJIb30BaHBI reHbl  yOukBurmHa (UBIl) w  mmnepansaerun-3-
docharnerunporenazsl (GAPDH), xotopple xXxapakTepusyroTcs CTaOUIBHBIM YpPOBHEM
IKCIPECCHUHU B pa3IMUHbIX TKaHAX peauca (Dodueva et al., 2013).

boul ucnonb3oBan Habop pearenToB ans nposeneHus IILP-PB B mpucyrcrBum
kpacutensa Eva Green (Cunromn). [1HP npoBoaunu B cneayronmx ycnosusx: 1 nuki - 10 cex
npu 94°C; 45 muknos - 15 cex mpu 94°C, 30 cex mpu 52°C u 30 cex mpu 72°C, nanee
modTarHoe MoBeieHHEe Temmeparypbl oT 72°C mo 95°C ¢ marom 5 cek mo 0,5°C.
[TocnenoBarensHOCTH MpaiiMepoB npuBeaeHb! B Ta0auie 1 [punoxenus. Peakiuu [11P-PB
npooawin Ha amrumdukatope CFX96 c tepmouukiepom C1000 (BioRad); mannble mo
pacuery mnoporoBbix I1ukiaoB (Ct) momyuanu c¢ momomisto mporpammbl CEFX-Manager
(BioRad).

O1eHKyY 9KCIIPeCCHU TeHOB Ui KaKJOW MPOOBI MPOBOAMIN B TPEX aHAIUTHUECKUX
MMOBTOPHOCTSX, JAHHBIE TI0 KOTOPHIM 3aTeM ycpeansuin. O0paboTKy pe3ysbTaToB IPOBOIUII
¢ momosio Metoza 2-24¢T (Livak and Schmittgen, 2001). JlaHHbIE KONTHYECTBEHHON OLEHKH
OKCIIPECCUM TEHOB TMPEJACTABISUIM B OTHOCUTENBHBIX €IMHHUIAX, PACCUUTAHHBIX MPHU
CpaBHEHHH C YPOBHsIMH 3Kcripeccun pedepeHcHbix reHoB UBlI u GAPDH. Crnennduvnocts
[MIP-ammumdukamuu moaTrBepkaanu mo kpuBoi mmiaBineHus (72-95°C). CTaTHCTHUYECKYIO

00paboTKy MOJIy4eHHBIX Pe3yIbTaTOB MPOBOAMIH B iporpamme R (http:// www.rproject.org/).



86

2.2.4. Ananaus B3aumopeiicteuii T®-/IHK

Hns  noucka wumener Td WOX4 Obul npuMEHEH METOA  JAPOXIKEBOU
onHorubpuaHoii cucrembl (Davies, 2013), KOTOpBIH MO3BOJSIET OLIGHUTH B3aUMOJICHCTBUE
mexnay JJHK u 6enkoM, TO ecTh BO3MOXKHOCTD CBSI3BIBaHMS ToMeojoMeHa Td ¢ mpoMoTopoM

mnmpeanojaracéMoro rcHa-MuInICHU.

Tpanchopmanus apoxxei

Jljia mpyUMeHeHHUs APOXKeBOl OAHOTMOPUAHON CUCTEMBI TpaHC(HOPMALIUIO IPOXKKEH
MIPOBOAMIIN IO MIPOTOKOITY, onrcanHoMy Gietz and Schiestl (2007).

[Mony4eHre KOMIIETEHTHBIX KiIeTOK Sacharomyces cerevisiae mramma Y2H Gold
(Clontech), nmro6e3HO MpenoCcTaBICHHOr0 KoJuleraMu u3 l'ocymapcTBeHHOro YHHBEpCHUTETa
Oxnaxomer (CHIA), mpoBoamsioch cienyrommM oOpa3oMm. KieTku BbICEBaIM Ha TBEPAYIO
cpeny YPD (pH 6,0) (10 r gpoxckeBoro skcrpakra, 20 r nentona, 20 r riroko3sl, 20 T arapa
Ha 1 mutp dH20) u3 croka u BeipammBanu npu 30°C B Teyenue 3 qHeil. 3aTeM eAMHUYHYIO
KOJIOHHIO TIOMEIIAIi B JKHUIKYI0 cpeny YPD (6e3 arapa) m makyOupoBamu npu 30°C Ha
meiikepe (200 o6/mMuH) B TeueHwe Houd. Ha ciemyromuii aeHb 1 M1 HOYHOH KyJIBTYpBI
pazBogmiu B 10 mi xkwunkoi cpeasl YPD u umnkyOuposanu npu 30°C Ha meiikepe (200
00/MuH) B TedeHue 3 yacoB. KynbTypy ocakganu HEHTpUPYTHPOBAHUEM B TEUEHUE 2 MUHYT
npu ckopoctu 4000 00/MUH, CylepHATaHT CIMBAJIM, 3aTEM MPOMBIBAIIM OCAJOK CTEPUIbHON
Bojoil. Ocanok pecycnenaupoBanu B 450 mxn 0,1 M arerarta nutusi, 3aTeM WHKYOHUPOBAIH
nostyuusiyrocs cycnensuto rnpu 30°C B reuenne 20 MuH.

3atem i TpaHcdopmai K 50 MKI CyCHeH3uH KIETOK S. Cerevisiae moGapisiiu
mnasmuabl (mo 500 Hr), copepskaiue IMOCiIea0BaTeIbHOCTh ToMeogoMeHa Td U yuyacTku
MIPOMOTOPHBIX obJacTelt reHoB, 20 Mk 6amnactHou JJHK (5 mr/mi) u 276 Mk pactBopa 1Jis
Tpanchopmaru (240 mxn 50% nonusTHieHrAMKONA, 36 Mkn 1M anerara auTus),
TIIATEIbHO PECYCNEeHAUPOBAIM M MHKyOMpoBamu B TedeHue 30 muuyT npu 30°C. 3arem
MPOOUPKH C CYCIIEH3USIMU OMEIIANU Ha BOJsHYI0 OaHto ¢ TemnepaTypoii 42°C Ha 20 MUHYT.
Hanee npoBomgwm neHTpudyrupoBanue mpu ckopoctu 5000 06/mun B Teuenue 30 cexyHI.
3areM M3 MNPOOMPOK OTOMpaNM CymepHAaTaHT, OCaAKU pecycneHaupoBaiu B 100 Mk
CTepUJILHOW BOJBI, BBICEBATM HA YAIIKY ¢ ceekTuBHOM cpenoit DDO (pH=5,9) (1,74 r cmecu
Yeast nitrogen base (Sigma), 5 r (NH4)2SOa, 20 r riroko3sr, 20 r arapa, 0,68 r cmecu “Yeast
Synthetic Drop-out Medium Supplements without leucine and tryptophan” (Sigma, Y0750) B

1 auTpe qUCTUITMPOBAaHHOM BOb). Hamku nHKyOupoBanu B Teuenue 3 aueit npu 30°C.
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ApoxxeBasi ofHOrHOpHAHAA CCTEMA

ITocTaHOBKY SKCIIEPUMEHTOB C HCIOJb30BAHUEM JAPOXKKEBOH OJHOTMOPUAHON
CHCTEMBl TPOBOJIWIM MO MpPOTOKONIy, omucaHHoMy Davies (2013). IlomyueHnsle mocie
TpaHchopMaluy KOJOHUHM JAPO}¥OKEeH pecycneHaupoBaiu B 50 MK BOIBL, HM3MEpsUIU
IUIOTHOCTh Cycrnensuu ¢ momornipio iMark™ Microplate Absorbance Reader (Bio-Rad),
3aTeM pa3BOJIWIN BOJOU ISl JOCTHXKEHUS! OJIMHAKOBOM ONTHUYECKOW IJIOTHOCTH U BBICEBAIIN
Ha CEJEKTUBHBIE CPElbl, B KauecTBe KOTOpbIX ucnoas3oBaiu DDO (1,74 r cmecu Yeast
nitrogen base (Sigma), 5 r (NH4)2S04, 20 r rmoko3sl, 20 r arapa, 0,68 r cmecu “Yeast
Synthetic Drop-out Medium Supplements without leucine and tryptophan” (Sigma, Y0750) u
TDO (1,74 r cmecu Yeast nitrogen base (Sigma), 5 r (NH4)2SOs, 20 r riaroko3sl, 20 1 arapa,
0,68 T cmecu “Yeast Synthetic Drop-out Medium Supplements without leucine, tryptophan
and histidine” (Sigma, Y2146) ¢ pa3nuuHbIMU KOHLIEHTpalusiMu 3-aMmuHo-1,2,4-Tpuaszona (3-
AT). lns aHanmu3a KaXI0ro M3 BapUaHTOB B3aMMOJAEHCTBUI Ha cpelibl BbICEBaJIOCh 10 4
KOJIOHUH JPOKKEH, HECYILUX MIIa3MU/IbI.

AHaMM3UPOBaIM POCT KOJOHUH JAPONOKEH, TpaHC(HOPMUPOBAHHBIX IIA3MHIAMH,
COJZICPIKALIMMH TIOCIICAOBATEIFHOCTH CANTOB CBS3BIBAHHS IPOMOTOPOB M TOMEOJIOMEHa, a
TaKKe KOHTPOJBHBIMM IUIA3MUAAMU (HE COJEpXkAlUMM JaHHBIX IOCJIEJOBATEIBHOCTEH).
[Ipu Hanuuuu B3auMoAeWCTBUIM romeonomeHoB Td ¢ mpomMoTOpamMy Ie€HOB-KaHAMJIATOB B

OIIBITE KOJIOHUH POCIIN JTy4lIC, YEM B KOHTPOJIC.

2.2.5. Crarucruueckasi 00padoTka JaHHBIX

Cratuctuueckyro 0o0pabOTKy, a TaKke IMOCTpOeHHE TpauKOB, OCYIIECTBISUIA C
noMoinpio makera R v. 4.0.2 (http://www.rproject.org/). Jlns Busyamusaiiu JaHHBIX
ucrionp3oBanu  maker «ggplot2» (Wickham, 2016). CpaBHeHHE KOJIUYECTBEHHBIX

nokaszatesieil mpoBOIMIN ¢ HcToib30BaHueM t-kputepus Cterofenta (Clogg et al., 1995).


http://www.rproject.org/
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I')TABA 3. PE3YJIBTATHBI

OO0mast cxema SKCIEePUMEHTA TI0 aHAU3y POJIU MEPHCTEMHBIX PETYISITOPOB B XOJIE

pa3BUTHUS KOPHS y peauca npecTaBiieHa Ha pUcyHke 15.

NvHina 19
™ Nokanuszayna
(onyx.) CeksennposaHue PuGpiHan AHHOTaUMA Vigsriisatin -
= MOXPOMOCOMHaA — w — W aHanws — TeHOB
(Nanopore/lllumina) reHoma ¢ SNP/InDel
i 18 — cbopka InDel n SNP
doisto || | Ha XpoMOocoMax
(Bfonyx.) .
WneHTuchnk | WpeHTuUchuk 1 fgg;gziiﬂﬂ £
aLua reHos alys reHos / :
| RsSCLE RsWOX AHANM3 POMN reHa
g ————{  RsWoXxi4
Atanna AHa/IU3 ponn
crpykrype: || T1OKB/M3AUNA Ha Anann3 filiann reHa RsWOX4
Gen Xpomocomax ponu rexHa CTRYKTYPE! Mowck
Ka
6enka 7
RsCLE41 | \ MuLIeHeit
/ R | Mowck Fo WCR 13
. MuLeHel T o
Ananua rucronoruecki WOX4 in silico
B3auMoaeiicTens aHanns pacTeHui co . TMCTONOIMYECKWIA
npomoTopa ¢ T® ceepxaKcnpeccuei AHanus aHan3 pacTeHuii co
WOX4 RsWOX4 BsaMMOAENCTBNN C ceepxakcnpeccuelt
- npoMOTOpami RWOX14
TpaHCKPUATOMHBIA KonuyecTseHH.Iii npegnonaraembix
aHanus pacﬂrEH“ﬁ co aHanm3 TEHOB-MULLIEHel
CBEpX3KCNpeccuein JKcnpeccun
RsCLE41 npegnonaraemelix
reHOB-MULLEHENA
/‘:ﬂ_‘_ﬁ"—
B Hopme i T
CBEPXIKCIPECCUN calineHcuHre

Pucynok 15. OcHoBHbIE 3Tanbl paboThl. Pa3HBIME IIBETaMH BBIJEICHBI ATAIbI, BHIMOTHEHHBIE
B XOJI€ PELIeHUs pa3IU4HbIX 3a7ad pabotTel: Nel (cunwmii), Ne2 (kpacHsrii), Ne3 (3eneHsbiii),
Ned (xenThiit).

3.1. AHaJIM3 reHOMOB /IBYX JIMHUI FreHETUYeCKOM KOJUIEKIIUN peauca,

KOHTPACTHBIX M0 CIIOCOOHOCTH K CHIOHTAHHOMY OITyX0.1€00pa30BaHMIO0

K HacTosiiieMy MOMEHTY T€HOM peauca cekBeHHupoBaH u anHoTHpoBaH (Kitashiba et
al., 2014; Xu et al., 2023). B 6a3ax naHHBIX JTOCTYIHBI CEKBEHHUPOBaHHbIE COOPKU T'€HOMOB
penuca (cm. Tabmuiy 3), a Takke HeOOpaOOTaHHBIC JTaHHBIE CEKBEHHUPOBAHUS OTIACIHHBIX
TeHOTHUIIOB peuca.

CexkBeHHpOBaHUE TE€HOMA peanca paHee MPOBOIWIM JUIsI HECKOJIBKHUX COPTOB
a3uaTCKOW M eBporeicKoi cenekiun u aByX u3oisaToB (Kitashiba et al., 2014, Kim et al.,
2016, Li et al., 2021, Zhang et al., 2021, Xu et al., 2023). Hamu BuepBbie MpPOBEICHO

CCKBCHHUPOBAHUC JBYX POIACTBCHHBIX BLICOI(OI/IH6pC,[[HBIX JIMHUMN CBpOHCfICKOTO peauca,
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KOHTPAaCTHO Pa3lMYAIONIMXCSl 10 CHOCOOHOCTH K CIIOHTaHHOMY OIyX0J€00pa30oBaHHUIO
(Kuznetsova et al., 2024a), yto BaxxHO B JaHHOU pabote. JIMHMM TakKe Pa3IndaroTCs U 110
OpyruM Tpu3Hakam (dpopMe KOpHEIIIONa, POCTy, OIMYIICHHOCTH JIUCTA W T.J.); TaKUM
o0pa3oM, JaHHBIE CPABHUTEIHLHOTO CEKBEHHWPOBAHUS MOTYT OBITh B JaJIbHEUIIEM
WCIIOJIb30BAHBI JIsl M3YYCHUS UX TEHETHYECKOTO KOHTPOJIs. s uaeHTnuKanuu pa3imani
[0 TIOCJIEJOBATEIILHOCTSM T'€HOB MEXKIy OIyXOJIEBOM M 0O€30ITyXOJCBOH JTMHHSIMU
MIPOBOMIIMCH CJICTYIOIINE ATAIBI AaHAIN3Aa: OI[CHKA Ka4eCcTBa COOPKU T€HOMOB JIMHUH pe/ica;
unentudukamuss reHoB ¢ InDel m w SNP; momydenue maHHBIX O (YHKIHSX TEHOB,

conepxammx 3HaunMble SNP u InDel y ormyxoneBoii nuauu 19.

3.1.1. Ouenka kayecTBa COOPKH r¢eHOMOB JIMHMH peauca

Jis unentudukamu SNP u InDel B renax, sBIsSrOmuxcsi KaHAWIaTaMU Ha Y4acTHE B
MpoIIecce OIMyX0JIe0Opa3oBaHus, HaMU ObUTa OCYIIECTBJIICHA THOpHaIHAsS cOopka (cOopka c
KOMOMHHPOBAHUEM JIAaHHBIX, IOJYYEHHBIX C TIOMOIIbIO TEXHOJIOTUNA CEKBEHHUPOBAHUS
Illumina u Oxford Nanopore) reHOMOB ABYX OJH3KOPOJCTBEHHBIX JIMHUN, KOHTPACTHBIX 10
MPU3HAKY «oIyxosneoOpazoBaHue» (iuHuM 18 u 19 U3 reHeTnyeckoil KOJUIEKIMU peauca
CIIervy).

B pesynbrate oleHKH KadecTBa cOOpkM ¢ momoinpio mporpammbl  BUSCO
(https://busco.ezlab.org/) OblTH MOMyYEHBI CIEAYIOUINE TOKA3aTEIH:

1) 'enom nuHuM 19: YKCIO €IUHUYHBIX KOMUN SANEPHBIX TeHOB 92,4%, wuucio
NYTUIMIIMPOBAHHBIX  TocheaoBatenbHocTe  6,4%, oOmmi  mokazatens 98,8, uyTO
CBUJCTEIHCTBYET O HU3KOM  COJCpKaHWM (PArMEHTHUPOBAHHBIX WM  HETOJTHBIX
MOCIE0BATEIbHOCTE W OTCYTCTBUHU 3arpsi3HEHUN MOCIEAOBATEIBHOCTIMU U3 JAPYTUX
(UIOTEeHETUUECKUX IOMEHOB;

2) Tenom guHuM 18: 4YHCIO eAWHWYHBIX Komuid TeHOB 92,2%, uwucio
NYTUIMIIMPOBAHHBIX ~ TocaeaoBarenbHocTed  6,4%, oOmmui  mokazatenp 98,6, 4TO
CBUACTENLCTBYET O HU3KOM COJAEpPKaHUU (PArMEHTUPOBAHHBIX WM  HEMOJIHBIX
MOCNIE0BATEIbHOCTE W OTCYTCTBUU 3arpsi3HEHUU MOCIEAOBATEIBHOCTIMU U3 JAPYTUX
(UIIOTCHETHYECKUX JIOMEHOB.

Kpome toro, ObuT IpOBEIEH CpaBHUTEIIBHBIA aHAIN3 COOPOK TeHOMOB JuHUK 18 u 19
¢ apyrumu cObopkamu reHomoB peauca (u3 6a3el manHbix NCBI datasets) mo mokaszatensam

KauecTBa. bbulo ycTaHOBIEHO, 4yTO OHM BapbupyrT oT 93.8 mo 98.9 BUSCOs, Ttakum
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o0pa3zoM, coOpaHHbIE B HACTOSIIECH pab0Te TE€HOMBI 110 Ka4eCTBY HE YCTYIAOT HMEIONTUMCS B
0a3e naHHBIX (Tabnuma 3).

Tabnuua 3. XapakTepucTuka JOCTYIHBIX cOOpOK reHoMOB peauca u3 0a3sl NCBI. 3enensim

[IBETOM BBIJIeJICHBI COOPKH, TIOTYYEHHBIE B X0/1€ HACTOALICH PabOTHI.

Ne [ GCA/GCF | Ton Merton cOopku YpoBeHb TexHonorus BUSCOs
cOopku CEKBECHUPOBAHMS
1 | Juamsa 19 | 2022 Canu/RagTag XpoMOCOMBI Nanopore; 98.8
CIIor'y Illumina
2 | Junms 18 | 2022 | SOAPdenovo v. XpoMOCOMBI Illumina 96.8
CIlery 1.05/ RagTag
3 Copt 2015 | Newblerv. 1.2.3 Cxkaddommst Illumina; PacBio; 97.6
GCF_0008 Sanger; 454
01105.1
3 Copr 2017 | SOAPdenovo v. XpOMOCOMBI Illumina HiSeq 97.4
GCA_0021 1.05
97605.1
4 W3omnsar 2021 | MECAT V.10 XpOMOCOMBI PacBio RSII; 98.7
GCA_0197 Illumina
05855.1
5 Wzomsar 2021 MECAT v. 1.0 XPpOMOCOMBI PacBio RSII; 98.5
GCA_0197 Illumina
05875.1
6 Wzomsar 2021 MECAT v. 1.0 XPpOMOCOMBI PacBio RSII; 98.9
GCA_0197 Illumina HiSeq X
05955.1 Ten
7 | Monowusons | 2020 Her manHBIX XPOMOCOMBI PacBio u Hi-C 98.7
T
GCA_0197
05955.1
8 Copt 2015 | Newblerv. 2.7; Ckaddomnabt 454; lllumina 96.7
Aokubi SSPACE V. 2.0
GCA_0010
47155.1
9 Copr 2014 | SOAPdenovo?2 Ckaddonast Illumina 93.8
Aokubi S-h r223; GapCloser HiSeq2000
GCA_0007 v. 1.10; SSPACE
15565.1 v. 2.0
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3.1.2. UnenTH(PUKANMSA T€HOB, COEPKAIMX OTHOHYKJICOTHIAHbIE 3AMEHbI

(SNP), uncepunu u aesenun (InDel) y onmyxoJieBoii JJunumn

[Ipu anamuze mnociegoBaTeNbHOCTE reHoMOB JUHUH 18 u 19 reHerndeckoi
KOJUICKIIMU penuca y JUHUU 19 ObUIM BBISBICHBI MHOTOYMCIEHHBIE (COTHU Thicssd) SNP u
InDel (pucynok 16). ns manpHelimero ananuza Hamu Obutn BeIOpanbsl Te¢ SNP u InDel,
KoTopblie: 1) BplT B TOMO3UTrOTHOM cOCTOSIHMM; 2) Haxoaunauch B KOOUPYIOMKX 00JACTIX
TeHOB WJIM B moJiokeHus1X —1-20 5’-nerpancnupyemoit oomactu (5°-UTR); 3) IpuBoaunu
CABHUTY PaMKH CUMTBIBAHUSI U, BEPOSITHO, K MOSBICHUIO HEPYHKIIMOHAIBHOTO MIPOYKTa reHa.
Taxkue SNP u InDel mbl Ha3Banu 3HaunMbIMH. bonbmmHCTBO HaeHTHGUITUPOBaHHBIX SNP 1
InDel nokanusyroTcs B Hayajle WM CEPEMHE COOTBETCTBYIOLIMX N€HOB, YTO MPUBOJMIO K
HapylleHuo ux QyHKOuH. Bce TeHbl, coaepkamue 3amMeHbl y 19 nuHUM, SBASIOTCS
(GyHKIIMOHATBHBIMU, YTO MOATBEPIKIAETCS TaHHBIMH TPAHCKPUIITOMHOTO aHAlM3a OIyXOJel

penuca o cpaBHeHHIO ¢ 6okoBeiMU KopHsIMHE (Tkachenko et al., 2021a, b).

B HexoIHpYROIIITY
obmacTax:
InDel: 478,684

SNP: 1,572,122
. CeKBeHHPOBAHIE
mfﬁ;ﬁ:ﬁ;ﬂg OtHocAmmecs K lomozurorsr: o AMILIHKOHOB (Sanger)
AHHBIS Y IHHIIL Hpyrie GO-myram  — msﬁ;l 3?62 4 oIyxoJeBsIX I
19: 3 dexTrr: LY 2 4 Be30myX0NeBBIX
InDel: 514.083 InDel: 13.701 Tabe JHHHAT
SNP: 2,260,270 « SNP: 675.697 o
u / SOESAAS e T eTepO3nToTH:
B KomIpyIOmIK Skt InDel: 168
ob1acTAX: R SNP: 99
InDel: 35,399 Sl
SNP: 688,148 etp 2 OTHOcENECT K
" i opyrum GO -myTam:

Denka: - G
InDel: 21,698 e 21,
SNP: 9.451 SNP: 9.316

Pucynoxk 16. SNV, BbIsBI€HHBIE Ha pa3IMYHBIX DJTalax HACTOALUETO HCCIIEIOBaHUS.
3naunmble SNV, nccienyeMble B JaHHONW paboTe, OTMEUEHBI KPAaCHBIM KPYTOM.

K renmam co 3naunmmeiMu InDel y omyxomneoOpasyromeld JTUHHUW peanca ObUIH
otHeceHbl 72 reHa. Ouu cozepkanu InDel B ux xomupyrommx o07acTsX, MPUBOAAIIAE K
pa3aMYHBIM BapHaHTaM HApYLIEHUS paMKU CUMTHIBAHUSA, TaKUM KakK: CIBUT DPAaMKHU
cunuthiBaHUs (57 T€HOB), CIBUT PaMKHM CUMTBIBaHUS U ToTeps crapT-kogoHa (10 reHos),
CABUI PAMKH CUUTBIBAHMS U MpHOOpeTeHue cTon-KojaoHa (5 reHoB). DyHKIMOHAIbHAas
XapaKTepUCTHKA TeHoB ¢ 3HaunMbiMK INDel mpezcrasiena B Tadbmuiie 4.

Kpome Toro, k renam co 3HauuMbiMu SNP y omyxoneoOpasyromieil TMHUN penuca

66110 oTHECeHO 36 reHoB, SNP B KOTOPBIX IPUBOJAAT K Pa3ITUYHBIM BapUaHTaM CABHIa PaMKH
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CUMTHIBAHMS, TAKUM KaK: MPHOOpPETEHUE CTOI-KojoHa (23 reHa), moreps crtom-komoHa (10
TeHOB), MOTepst crapT-kojgoHa (3 reHa). XapakTepUCTHKU TEHOB, pa3IMYAIOLIUXCS 110
OTHOHYKJICOTHJITHBIM 3aMEHaM Y OITyXOJICBOH © O€30IMMyX0JeBOW JIMHUN KOJUICKIUH,
MPEJCTaBIICHbI B TAOIHIIE 5.

Kpome Toro, mpu anamuze SNP pa3MyHbIX TEHOTHIIOB peauca ObLIO IOKa3aHO
(pucynok 17), 4TO JIMHUM TEHETUYECKOW KOJUIEKIIMM KJIACTEPU3YIOTCS (PUIOTeHEeTHYECKH
ommke K eBponeiickumM auHuAM peauca (Dongby102, Long Scarlet 1 WK10024), noctynabsiM
s ananusa B 6aze NCBI, 4To MBI M 0KHJIQJIM TTOJIyYUTh IPU aHAIN3E JIMHUH, BBIACICHHBIX
u3 copta Cakca eBpOIeCKON CEeNEKIUHU.

I'enbl, B KOTOpBIX ObLTH OOHapysxeHbl INDel u SNP, ObutH HaMHU JIOKATM30BaHbI HA
xpomocoMax peauca (pucynku 18, 19). B wmemom, SNP wu InDel pacnpenenensl Ha

XpoMocoMax penrca JIMHUU 19 10cTaTOYHO paBHOMEPHO.

JInHna 19
87 |

78 NvHus 18
35

- PedhepeHCHbLIN
reHom (R. sativus
cultivar: WK10039)

- MoHouzonat Dongby102,
MepmaHus

51 MoHou30NAT Long
Scarlet, CLLA

MoHouzonatT WK10024,
MrepmaHuns

PucyHnok 17. ®unoreHeTndyeckoe IPeBO Pa3HBIX (OPM peamca, TEHOMBI KOTOPBIX OBLTH
CEKBEHHPOBAHEI, MOCTPOCHHOE o ATOPUTMY Neighbor-joining.
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Pucynok 18. Pacnionoxxenue reHos, coaepxanmx InDel y omyxoneBoit muaun 19, Ha Xxpomocomax pezuca.
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Pucynok 19. Pacnionoxxenne renos, conepxkamux SNP y omyxoneBoit muauu 19, Ha xpomocomax peauca. Ha xpomocome 8 He ObLIO JIOKAIU30BAaHO
redHoB ¢ SNP, mosToMy OHa OTCYTCTBYET Ha PUCYHKE.

v6



95

3.1.3. IIpoBepka Hanuuust SNP u InDel y onyxoJieBoii TMHUM ¢ TOMOIIBIO

CECKBCHHUPOBAaHUA aMIIJIMKOHOB

Cpenu Bcex reHoB co 3HaunuMbiMu SNP u InDel namu ans panpHeiimero usy4deHus
ObUIH BBIOPAHBI T€HBI, KOTOPBIE OTHOCATCA K CIEAYIOUINM ITyTSIM renHoi ontonorun (GO):

1. llyru GO, nuMerlouye OTHONIEHHE K KJIETOYHOMY IIHKJIY, PeryJIsiiuu JTeJeHusl,
NMOCTPOEHHsI M PocTa KJeTok: ‘“mponudeparnus nomynsamuid kinetok” (GO:0008283),
“perynsauus knerounoro nukna” (GO:0007346; GO:0010564; GO:0000278; GO:0051726),
“pemmukanus  JJHK wa wmarpune JJHK” (GO:0006261), “sunopenymnukaunus JIHK”
(GO:0042023), “murokmue3” (GO:0000910; GO:0000911), “opranuszamusi HUTOCKeneTa”
(GO:0000226), “xommoneHT kierounoit crenku”  (GO:0009828; GO:0009505),
“mHOromepHelii poct kietok”’ (GO:0009825), “3agKOpeHHBII KOMIOHEHT MEMOpaHbI’
(GO:0031225).

2. Ilyrm GO, uMeomye OTHOIIEHHE K KOHTPOJII0O AKTHBHOCTH MeEpHCTEM:
“uannuanus MmepucreM” (GO:0010014), “perymsmus pocta mepuctem” (GO:0010075),
“peryssiust CTpyKTypHO# opranuzanuu mepucteM” (G0O:0009933);

3. HOyrm GO, wumewmue OTHOIIEHHEe K MeTa00au3My (PUTOTOPMOHOB U
¢puToropmonanbHoMy  curHaaamHry:  “l{K-aktuBupyemslii  CUTHalbHBIA  MyTh
(GO:0009736), “merabomm3m LIK” (GO:0009690), “6mocunres I'K” (GO:0009686),
“katabommzm  I'K”  (GO:0045487), “‘ayKCHH-aKTMBMPYEMBIH  CUTHAJbHBIA  IMyTh”
(GO:0009734), “otBet Ha aykcun” (GO:0009733), “orBet Ha IIK” (GO:0009735), “oTBeT Ha
I'K” (GO:0009739);

4. Myt GO, uMelomMe OTHOLIEHHMEe K peryasiuu 3Kkcnpeccun renos: “JIHK-
cesa3piBatoue T®”  (GO:0003700),  “mermnupoBanue  JIHK”  (GO:0006306),
“meTusimpoBaHue TUCTOHOB 1o u3uHy” (GO:0034968), “meTnnupoBanue ructoHoB o H3-
K9” (GO:0051567).

5. Iyru GO, uMewounue OTHOIIEHHe K OpPraHoreHesy: ‘“pa3BUTHE KOpHS~
(GO:0048364), “pasButne OokoBoro kopHs~ (GO:0048527), “bopmupoBaHHe TIpaHMIL
cemsioneir” (GO:0090451).

B nutepaTypHBIX HCTOUHMKAaX ObUIM OMucaHbl 3PGEKThl BBHIKIIOYEHHUS (QYHKIMN Ha
TeHOTUI/(DEHOTUIT PACTEeHUH Ui TOMOJIOTOB HEKOTOPhIX reHoB, InDel u SNP B xoTophix
ObUIM BBISBJICHBI HAMH Yy OIyXOJIEBOM JMHUM penuca. OTH 3PQPEKThl NpeACTaBIeHbl B

Tabaunax 4 u 5.
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TaK, MyTalluu B I'€HaX, OTHOCAIIUXCA K IYTAM PETYJIANNWN KJICTOYHOI'O IMKJIA U pOCTa

KJICTOK, UMeJU cienyromue (et y apabu1oncuc.

Myranust B rene CDCS, KOHTpOMMpPYIOIIEM pPErysSUi0 KIETOYHOrO IIMKIIA,
MPUBOAMIIA K YCKOPEHHOW T'mOeny KJIETOK M MOBBIIMICHHONH BOCHPUUMYMBOCTU PACTCHHUU K
Bo30OyauTersim (Palma et al., 2007; Lin et al., 2007).

Y wmyranta mo reHy NET1A, koHTponupyromeMy OpraHu3aiyil IIUTOCKENeTa,
oTMeYasics yCKOPEeHHBIH pocT kieTok kopHs (Deeks et al., 2012).

VY pacreHuwii ¢ HOKJAyHOM IO SJ02, B HOPME pETYJIUPYIOIMIEMY KOTE3UI0 H
Cerperamuio CeCTPHHCKHX XpOMAaTHI B MeEl03e, HE OTMEYaIoCh MEHOTHYECKUX WU
BereTaTHBHBIX Je(ekToB u cHiKeHus deprunsaoctu (Cromer et al., 2013; Zamariola et al.,
2013). JIBoiinbie MyTaHThl SQO1 1 SJ02 MMENH MPEKACBPEMEHHOE Pa3eiCHUE CECTPUHCKHUX
xpomaruj B anadase | u Obun crepuinbhbl (Zamariola et al., 2014).

Y wmyrtantoB mo reny PDSS5, B Hopme koHTpomupytomemy pemnapanuio JIHK,
HaAOJIOAANCh HAPYIICHUS TOMOJIOTMYHON pexoMOuHanuu u pernapanuu JJHK, ciencrBuem
4ero sIBISUIMCH JeeKThl pa3BUTHs U cHKeHune Gpeptuibaocty (Pradillo et al., 2015)

MVTaLII/II/I B I'€HaX, MMCHOIIINX OTHOMICHHUEC K KOHTPOJIKO aKTUBHOCTH MCPUCTCEM.

Myrtant no reny KIN-4A, xoHTponupyromemMy pa3BUTHE KIETOYHOW CTEHKH, UMEIN
Oosiee KOPOTKHE KOPHHM M CTEOJNM COIBETUH M M3MEHEHHYIO OPUEHTAIIMI0O MHUKPO(PHOPHILT
[EJITIOJIO3bI B CTEHKAaX BOJIOKHA, YTO TMPUBOJIWIO K CHHIKCHHIO MEXaHHYECKOW MPOYHOCTH
BOJIOKHA. bojee HU3Kas CKOPOCTb pocTa CTEONS COILBETHS pPACTSDKEHHEM Hapsiay C
YMEHBIIEHHOH TOJIIMHON CTEHOK MPUBOIMIA K (POPMUPOBAHHIO MEXaHUYECKHU OoJiee cradbix
crebneit (Zhu et al., 2015). CornacHo MMEMOLIMMCS AaHHBIM, JHHUS 19 xapakTepu3yercs
0ojiee HU3KUM POCTOM pacTeHuil 1o cpaBHeHuio c¢ nuHued 18 (by3zoBkuna, Jlyrosa, 2007),
YTO MOXKET OBITh CBS3aHO C 3aMEHOW B 3TOM T'€HE, HO JUIS BBISICHEHUS TOTO, CBSI3aH ATOT I'eH C
OITyX0JIe00pa30BaHUEM MIIM POCTOM PacTE€HUH, HY>KHBI JONOJIHUTEIbHbIE HCCIIETOBAHMS.

Y wmyrtanta mo renHy MYBG65, koropelii B HOpME peryaupyeT pocT TKaHei
MOCPEIICTBOM  CHW)KEHHUsSI Tponudepanuyd KIETOK, OTMEYaloch CHUKEGHHE YpOBHEU
IKCTPECCUH TeHOB alneiipoHoBoro ciost cemsiH (Alonso-Peral et al., 2010). JIBoitHoit MyTaHT
myb33 myb65 xapakTepu3zoBaics HamuuueM Ae(EKTOB Pa3BUTHUS MBUIBHUKA, YTO MPHBOJIUIIO
K Myxckoii crepubHocTy (Millar et al., 2005).

MVTaHI/II/I B T€HaX, HMMCIOININX OTHOIICHHEC K MeTa6OJ'II/I3MV d)I/ITOFO[)MOHOB n

d)I/ITOFODMOHaHBHOMV CUTHAJIJIMHTY .

Myrtamuss B reHe HKS, B Hopme HeratuBHo perynupyromem ETRI-3aBucumslii
curHanuHr ABK, omnpenenser cBepX4yBCTBUTENBHOCTh KopHeM kK ABK wu »Tuieny,

CHMXXCHHOC 3aKPBITHEC YCTHUII B OTBET Ha Pa3JIMYHBIC CTPCCCOBLBIC BOSI{@I\/IICTBI/ISI, a TaK¥XKe
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MOBBIIIEHHYIO YyBCTBUTEIBHOCTh K MaTOT€HAM U IMOBBIILIEHHYIO TOJEPAaHTHOCTh K BBICOKOM
cosenoctu (Iwama et al., 2007; Desikan et al., 2008; Pham and Desikan, 2012).

VY myrtanta no ETR1 He nabmiomanock BUIUMOro (heHOTHIIa B OTBETE HA ITHIICH, a
NBOMHBIE MyTaHTBI EISl etrl nemMoHCTpUpOBaIM KOHCTUTYTHBHBIA ()EHOTHUII OTBETa Ha
stuieH (Qu et al., 2007).

Y wmyranta mo reHy AGL24, KOHTpoiupyroIieMy OTBET Ha THOOEpEIUIHHBI,
Ha0Omoanack 3aaepxkka nperenus (Yu et al., 2002).

vy apa6I/II[OHCI/IC OIMMCAaHbl TAKXXC MYTAallMM B I'CHAX - PCryJIsiITOpax 3KCIIPECCUHU, B

KOTOPBIX y OIyXOJICBOH JTMHHUU pefrica ObUTH BhIsiBICHBI InDel.

Tak, Myrtaius B TeHe, KOIMPYIOIIEM THCTOHMeTHITpaHcdepasy Suvh9, Bema k
HapyIICHUIO CAWJICHCHHTa T'€HOB W3-332 JEKOHJCHCAIIMM XPOMOILIEHTPOB M IIOCIIEAYIOIICH
nepenpeccun JITHK-MeTrmnpoBaHHbIX TeHOB 1 MOOMIIbHBIX 31eMenToB (Liu et al., 2016).

Myrtauus B GT-2 (romonore DF1-L penuca), momaBnsromeM pocT KOPHEBBIX
BOJIOCKOB, HE MPHBOJMWIA K BHUAUMOMY ()EHOTHILy B HOPMAaJbHBIX YCJIOBHSX pOCTa, HO
nBoitabie MyTaHThl gtl1-1 df1-1 umenu yBenuueHHy0 JUIMHY KOpHEBBIX BojiockoB (Shibata et
al., 2018) u menblIce KoMMUECTBO BhipabaTbiBacMoii umu cimsu (Vasilevski et al., 2012,
Voiniciuc et al., 2015).

[TpopocTku, MyTaHTHBIE 110 TeHy DZIP19, KoTOpbIi B HOpME KOHTPOJIUPYET MPOIIECCHI
aKKyMYJSIIIMM ITUHKA B KOPHSX, TPU pOCTE€ Ha OOCTHEHHON HHMHKOM cpene (hopMHpOBAIU
KOpHH MeHbIIel b (Inaba et al., 2015).

Myrtanuu B reHax MYR1 u CDF2, perynupyromux (poTonepuoauyeckiuii KOHTPOIb
userenus (Fornara et al., 2009, Zhao et al., 2011), BeI3bIBaIN paHHEe 3al[BETAHHE.

Kpowme Toro, nmerorcs nureparypHble JaHHbIE U 110 HApYIIEHUIO paboThl reHoB, SNP
B TOMOJIOTaX KOTOPBIX BBISBJICHBI HAMH Yy OIyXOJEBOW JIMHHUW peauca (JaHHBIC

MMpEACTABJICHBI B Ta6J'II/II_Ie 5) BoapmMHCTBO U3 HUX KOAUPYCT TPAHCKPUTIHINOHHBIC d)aKTODLI.

Tak, y myranta nmo bZIP44 ormedanoch CHIKEHHE CKOPOCTH MPOPACTAHUS CEMSIH
mocie HaOyxaHusi, KOTOpO€ HE BIMSAIO Ha OOmIyr0 ckopocTh mpopactanus (Iglesias-
Fernandez et al., 2013). MyranTs! o reny CDF3, oTBeTcTBeHHOMY 32 pOTOIIEpHOANIESCKHIA
koHTpoJb 1BeTeHus (Fornara et al., 2009), a taxxe no reny ARR21, aktuBupytomemy ARR
A-tuna B otBeT Ha lIK, He o6nananu suaumem ¢perorunom (Horak et al., 2003).

Kpome Toro, myTtant o reay CRWN, oTBeTCTBEHHOMY 32 METHJIMPOBAHHUE TUCTOHOB,
XapaKTepu30BaIICs (PEHOTHIIOM YMEPEHHOW KapJIMKOBOCTH W CKPYYHBAHUS JINCTHEB. Y HETO
TaKxke (POPMUPOBAIUCH PO3ETKH JIMCThEB MeHblero pasmepa (Choi et al., 2019).

Y MyTaHTa TO TeHy-peryinstTopy opHueHtamuu neneHuit PS1 ¢opmuposamuch

JMILIONIHBIC MBUTBIICBBIE 3epHa u3-3a aedektoB I nenenus meitosa (d'Erfurth et al., 2008).
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Mytant mno reHy LRX1, perymupytomemy poct OOKOBOro KOpHSA, HWMeEN
HEpaBHOMEPHOE pa3BUTHE KOPHEBBIX BoJocKoB (Schaufelberger et al., 2019).

Wtak, y omyxoyieBoi TUHUU peanca ObUT BBISBICH PsiJl PYHKIHOHAIBHO 3HAYUMBIX
HapyIlIeHUH B BaXXHBIX PETYISATOPHBIX reHax. ['eHbl, B KOTOPBIX Yy OMYyXO0JIeBOW JUHUU 19
Oobutn BeIsiBIICHBI InDel mnu SNP, mpuBogsimue k morepe (GyHKIWN, BaXKHBI JJII Pa3HBIX
aCMEeKTOB PEryJsiluy pa3BUTHUsS PACTeHH, W ToTeps MX (YHKUHMU MOXKET NPUBECTU K
aHoMausaM Mop(doreHe3a WM HApYIICHUIO OTBETa Ha cpenoBbie GakTopsl. K HacTosmemy
MOMEHTY HET JINTEPATYPHBIX JAHHBIX O TOM, MyTallUH B KAKUX U3 HCCIIEyEeMbIX T€HOB MOTYT
MPUBOJUTH K SKTOMMYECKUM KJIECTOYHBIM JICJICHUSIM, BEAYIIUM K (POPMUPOBAHUIO OITYXOJIEH.
Bo3MOXHO, 4TO MO OTIENHHOCTH 3TU MYyTAallMd HE BBI3BIBAIOT OIyX0JieBOro »d¢ekra, a B
COBOKYITHOCTH, BEPOSTHO, MOTYT NIPHBOJUTH K OOPAa30BAHHIO OITyXOJICH. BOJBIIUHCTBO
BBISIBIICHHBIX TE€HOB TPEJCTABIECHbl Yy peauca, TE€HOM KOTOPOro TPHUILIHUIIMPOBAH TIO
CPaBHEHHUIO C apaOHJIONCHUC, HECKOJbKUMH KOIHUAMH, YTO TaKXKE HE TIO3BOJIET C
YBEPEHHOCTBIO CUYUTATh HMX PEryjsITopamMH oIyxosieoOpa3oBaHus. [laHHas 4acTb pabOTEHI
MIpeICTaBIIsIeT 3311 1S JalbHEUIIUX MCCIeA0BaHUN B ATOM HampasieHuu. [Ipogomkennem
3TOI PabOTHl MOXKET OBITh MPOBEpKa cuerieHus onpeneneHubix InDel u SNP ¢ mpusHakom
«omyxo0Jie00pa3oBaHUE» C MOMOIIBIO T€HETUYECKOT0 aHalu3a, a TakKe MPOoBepKa (PYHKIIHMA
OTJENbHBIX BBIBICHHBIX TE€HOB C TOMOIIBID MX CBEPXIKCIPECCHH, CANICHCHHTa,

peaaKTUPOBaHUS.


https://pubmed.ncbi.nlm.nih.gov/?term=Schaufelberger%20M%5BAuthor%5D

Tabnuma 4. I'ensl muanm 19, B KOTOpBIX 00HApY)eHBI nHCepiuu/aeneruu (InDel).

Ne I'en ° InDel; wactp Id romosnora B OyHkuusa Kon-Bo Ccplika
§ < reHa 6aze NCBI roMoJI0
2 = TOB Y
8 penuca
KoHTPOJIb KJ1€TOYHOTr0 IUKJIA, POCT U JieJIeHHE KJIeTOK
1 CFAT 7 €.868_871del | LOC108815961 | brocuHTe3 IMrHUHA. 2 Dexter et al., 2007
AGGA|p.Arg
290fs
cepeauHa
2 CYCDs3;1L 2 | c.967delC| LOC130508373 |[Koutposib kieTO4HOro Ikiaa mpu mepexome G1/S: 2 Dewitte and Murray,
p.Arg323fs aktuBammst B otBer Ha LIK; mpomumdeparus 2003; Menges et al.,
cepeauHa AIUIEPMAIBHBIX KIETOK JTUCTHEB M IJIOTHOCTH YCTBHHII, 2006; Dewitte et al.,
PETyJISALNS BTOPHYHOTO POCTa KOPHSIL. 2007; Elsner et al.,
2012; Randall et al.,
2015; Han et al,
2022
3 SGO2 7 ]¢.391_392ins | LOC108814355 [Kore3us u cerperausi CECTpPUHCKUX XpPOMAaTH]I B 1 Cromer et al., 2013;
CT|p.Phel31 Meiio3e. Zamariola et al.,
HA4aJ10 2013
4 CYCD4;1-L 9 €591 592delC LOC108828557 |AktuBanus mnepexoma GI1/S B orBer nHa 1IK; 3 Kono et al.,, 2003;
A MHUTOTHYECKOE JI€JIEHNE KIETOK, aKTHBAIUS KJIETOYHOIO Masubelele et al.,
p.Lys199fs ukia B AMK; npoasrkeHue 3apoIbIeBOro KOpHsI. 2005; Nieuwland et
cepeauHa al., 2009; Strzalka et
al., 2015
5 KIN-7N 6 | c.234 237del | LOC108807218 |CeszbiBanre AT®; moTopHast pyHKIIUS MUKPOTPYOOUEK. 2 Day et al., 2009
GATT]|p.lle7

ofs

66


https://pubmed.ncbi.nlm.nih.gov/?term=Menges%20M%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Randall%20RS%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Han%20SK%5BAuthor%5D

Ha4vaJio

6 PDS5 c.1delAJp.Me | LOC108845796 [Pemnapanms JJHK; kore3usi CECTpUHCKUX XPOMATHT B Pradillo et al., 2015
t1fs mauamo MHUTO3E.

7 EXPATL €.375_376ins | LOC108810873 |OcnabieHue KISTOUHBIX CTCHOK M3-32 HApYIICHHUS CBSI3H Cho et al., 2002; Lin
TAAT|p.Gly MEXIYy MUKpPOGUOpMIIAaMHM LEJUIION03bl U TIIIOKaHAMU etal., 2011
126fs MaTpHUKCa; YIUTMHCHUE KOPHEBBIX BOJIOCKOB.
HAYajI0

8 EXPA4 c.1delAjp.Me | LOC108813883 |OcnabieHue KICTOUHBIX CTCHOK M3-3a HAPYIICHUS CBSI3H Jamil et al., 2019;
t1fs mauamo MEXITy MHUKpO(QHOpIILIIAMH TISJUTFOJIO3BI U TIIFOKAaHAMH Liuetal., 2021

MaTpUKCa; 00pa30BaHUE CHHIIUTHSI.

9 LTP1 c.1dupAjp.M | LOC108853879 [[lepeHoc aumuUI0B uepe3 MEMOpPaHbI, OTIOKEHHE BOCKA] Potocka et al., 2012;

etlfs mavasuo M KyTHHA B KJICTOYHBIX CTEHKaX M CEKPETOPHBIX TKAHSIX; \Wang et al., 2016b
CBSI3bIBAHME KAJIbMOIYJINHA.
10 | LOC108817 €.148dupT|p. | LOC108817684 [bruocHHTE3 KCHIIOTIIOKAHOB. Sampedro et al.,
684 Cysb0fs 2017

Ha4yaJio

11 | PMEGO €.2861 2862i | LOC108826705 Moaudukarus KJIETOUHBIX CTEHOK TOCPEICTBOM Coculo and Lionetti,
nsCCTC|p.Th meMeTHIIITepU(DUKAITH TEKTHHA. 2022
r955fs konen

12 | KIN-4A c.61dupAlp.Il | LOC108827664 |Otnoxenne MHUKPOGHUOPUILT [EJIFOIO3bI; MEXaHHKa| Zhong et al., 2002;
e21fs KJIETOYHOW CTEHKH BO BpeMs YIUIMHEHUS KJIETKH. Kong et al., 2015;
HAYAJIO0 Zhu et al., 2015

13 | LOC108859 €.2410delG|p. | LOC108859024 ['en ¢ Heu3BeCTHOW (DyHKIHEH - BEPOSTHO, PETYISATOD| Heyndrickx and

024 Glu804fs KJIETOYHOTO [IAKJIA 'Vandepoele, 2012

KOHeIl

14 | FZR3 €.353dupA|jp. | LOC108844659 [Kontponb aAKTUBHOCTH yOUMKBUTHHIIUTA3bI u Larson-Rabin et al.,
GIn119fs cyOcTpaTHOi CHEeU(PUIHOCTH KOMIIJIEKCA, 2009; Dangarh et al.,
HA4YaJ10 CTUMYJIMPYIOLIETo aHadasy. 2020

00T


https://pubmed.ncbi.nlm.nih.gov/?term=Liu%20W%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Sampedro%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Coculo%20D%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Lionetti%20V%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Zhong+R&cauthor_id=12468730
https://pubmed.ncbi.nlm.nih.gov/?term=Kong+Z&cauthor_id=25600279
https://pubmed.ncbi.nlm.nih.gov/?term=Zhu+C&cauthor_id=25646318
https://pubmed.ncbi.nlm.nih.gov/?term=Heyndrickx%20KS%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Vandepoele%20K%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Larson-Rabin%20Z%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Dangarh%20P%5BAuthor%5D

15 | NET1A c.1664 1665dellLOC108862024 |Accouunamust ¢ F-akThHOM Ha  IUIa3MaTHYCCKOM Deeks et al., 2012;
TT|p.Val555fs MeMOpaHe M IUIa3MOJECMax; peakius Ha MaTOreH- Hawkins et al., 2014
cepenHa ACCOLIMUPOBAHHBIA  CTPECC; HWHTHOMPOBAHHUE  POCTA

KOpHEH.
16 | PCNA1l c.154_155ins | LOC108832540 [Kontposns perumkanuu JIHK 3a cuer moBbimeHus Strzalka and
GClp.Leu52f TEXHOJIOTHYHOCTH  IOJMMEPa3bl MPU  YAJIMHCHHH Aggarwal, 2013;
S HAYAJIO BeAyIIEH ICIIH. Qian et al., 2019
17 | WOX14 €.135_136ins | LOC108853278 |®yHKIIMOHUPYET B OPraHU3YIOIIEM LEHTPE MEPHCTEMBI Hirakawa et al.,
TClp.Phe46fs mobera,  MOAJACP)KHBAas  CTBOJOBBIC  KIETKH B 2010; Etchells et al.,
Ha4aJ10 HeaudepeHIPOBaHHOM cocTtosiHuU. Bmecte ¢ WOX4 2013;
neiictByror  Himke PXY, HE3aBHCHMO  peryimpys Zhang et al., 2016b
nposrepanuio CoCyI0B PACTCHHI.

18 | HAG?2 €.909 910del | LOC108847241 MoauduKkanus IrHCTOHOB; KOHTPOJb KJIETOYHOIO IHMKIIA, Chen and Tian,

GG|p.Ala304 BPEMCHHU I[BETECHUSI, PEAKIIUK HA YCIOBHS OKPYKaIOIIEH 2007; Pfluger and
fs cepeauna Cpebl, TOPMOHAJIBLHOTO CHUTHAJIWHTA U MU eHETUYECKHUX \Wagner, 2007
POLIECCOB.
19 | BIN4AL €.96_100delTT |LOC130499962 |Opranuzaiusi XpoMaTHHAa W MPOXOXKICHHE ITUKJIOB Breuer et al., 2007
CAT|p.Cys32fs DHIOPEAYIUTUKAITHH.
HAYAJI0

20 | MYB65L €.195_196ins | LOC108862100 MurubupoBanue pocta TKaHEH 3a CUET CHHKEHHS Gocal et al., 2001;
AGGCTGG nponudepanuy KJIETOK; NpOrpaMMHUPOBaHHAs THOEIb Millar et al., 2005;
GTGCCT|p.L KJICTOK OEJIOK-3aImacarolux BaKyoJied B aleldpoHOBOM Alonso-Peral et al.,
eu66fs CJI0€ IIPU MPOPACTaHUU CEMSH; Pa3BUTHE NBUIBHUKA U 2010.
HAYajI0 rarmeTyMma.

21 | DUF724 C.25dupAlp.Thr|[LOC108820138 [[TossipHBIiA POCT KJIETOK. Cao et al., 2010
Ofs nauaso

22 | AGP22 c.1_1delGAlp. [LOC108826274 |[luddepenuupoka, sMOpHOreHes3 u Schultz et al., 2000;

Metlfs nvauano

[MporpaMMHupOBaHHaAA rudesb KIETOK.

Pereira et al., 2014
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https://pubmed.ncbi.nlm.nih.gov/?term=Hawkins%20TJ%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Qian%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Zhang%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Breuer%20C%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Pereira%20AM%5BAuthor%5D

23 | AGP27 c.111 112delT |LOC108809107 |TuddepeniupoBka, SMOpHOreHes3 u Pereira et al., 2014
C| pOrpaMMHUPOBaHHAs THOEIb KIIETOK.
p.Pro38fs
cepennHa
KoHTpoIb aKTHBHOCTH MEepHCTEM
24 | LBD4 €.17dupG|p.G | LOC108857433 [mcrorenes (hi03Mbl/KCHIEMBL; PErYIISLNs PaaHaIbHOIO Smit et al., 2020; Ye
ly7fs nauaJio pocTa dYepe3 KOHTPOJIb pa3Mepa KIETOK W JIeJICHHH et al., 2021; Turley
KJIETOK KaMOusl. and Etchells, 2022
25 | ASK1 €.535_536du | LOC108827710 [Perymsiiusi ~ pa3BUTHS  MEPUCTEM; OTBET  HA Dornelas et al.,
pTT|p.Leul? OCMOTHYECKHIA CTpecC. 2000; Dong et al.,
9fs cepeauna 2020
26 | LOC130500 €.654delT|p. | LOC130500851 [Muunuarus 60KOBOTO KOPHS M pereHeparius mooera. Johnson et al., 2011
851 Ala219fs
KOHeIl
27 | REM15 €.2917dupT]|p | LOC108808545 [Pa3BuTHE I[BETKA. Mantegazza et al.,
.Cys973fs 2014
KOHeIl
28 | PLT1 €.177_178ins | LOC108829093 |Crenudukarisi MOKOSIIErOCs  IEHTpa  KOpHS | Shimotohno et al.,
TA KOJyMEJIbl; (POPMUPOBAHME HHUIIM CTBOJIOBBIX KJIETOK| 2018; Xiong et al.,
|p.Asp60fs BO BpeMs HMOpHUOreHe3a; MOIYJSUMS IOJIIPHOTO 2020
HAYaJI0 TPaHCIIOpTa ayKCHHA 4Yepe3 PETYILUI0 PacipeIeIeHus
renoB  PIN. KommoHeHT  3TuUIEH-aKTHBHUPYEMOTO
curHaiabHOTO MyTH. [loanepxanue Tenomep.
PeryJisinusi JKCIPecCHH FeHOB
29 | WOX2 €.860delG]| LOC108841333 |®opmupoBaHre IMOPHOHAILHOTO MTATTEPHA. Chung et al., 2016;
p.Glu865fs Hassani et al., 2022
KOHeIl
30 | ERF121 c.428_429delA [LOC108837093 [Perymsinusi SKCIPECCUU TEHOB CTPECCOBBIMU (pakTopamu Zlobin et al., 2021
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https://pubmed.ncbi.nlm.nih.gov/?term=Pereira%20AM%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Smit%20ME%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Ye%20L%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Turley%20EK%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Etchells%20JP%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Shimotohno%20A%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Xiong%20F%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Zlobin%20N%5BAuthor%5D

Gl

1M KOMIIOHCHTaMU HYTCI\/'I nepeaadun curaaia mpu CTpecce.

p.Lys143fs
KOHeII
31 | ARR21 €.599delT|p.Le [LOC108815221 [Perynsitop orBera B-THma, y4acTBYIOIIMH B CHCTEME Horak et al., 2003;
u200fs nepexaun curHana ot His Ha Asp mo tumy ¢ocdoperne. Brenner et al., 2012;
cepeauHa AxtuBupyeT RR A-tuma B otBet Ha 1IK. Hill et al., 2013
32 | SCL23 €.97delT|p.Ser3|LOC108848776 |DopmupoBaHHe KJICTOK 000I0YKH COCYIUCTOTO MyUKa. Cui etal., 2014
3fs nauasio
33 | ERF115-L .232_235delA [LOC108846562 |AktuBanus GpUTOCYIbGOKHHA; OTPAHUYCHHE CKOPOCTH Heymann et al.,
GCT|p.Ser78fs NETICHHUS KJIETOK TIOKOSIIIIETOCs [IEHTPA, aKTHBEH TPH 2016; Zhang et al.,
HA4aJ10 MOBPEXICHUN OKPYKAIOIIUX CTBOJIOBBIX KIIETOK. 2016a; Johnson et
[Tporeomutuueckast muieHb komruiekca APC/C-FZR1. al., 2018; Canher et
al., 2020; Hoermayer
et al., 2020; Lakehal
etal., 2020
34 | bHLH143 c.182_183dupALOC108817725 [Pa3BuTHE COCY/IOB. Jorgensen et al.,
Alp.Val62fs 2012
HA4aJ10
35 | MYR1 €.291_294delC |LOC108815809 |[TomaBasieT 1BETEHUE U YAJHHEHNE OPTaHOB IIPU Thelander et al.,
CCC|p.Pro98fs CHI)KEHUU MHTEHCUBHOCTH cBeTa; nmoaasiuser I K- 2002; Zhao et al.,
HA42J10 3aBHCHMBIE PEAKLIUU U BIMsET Ha ypoBeHb ['K. 2011; Zhao and
Beers, 2013
36 | PHR1-L1 €.262_263insT [LOC108824019 |OtBer Ha aepuuut hocdopa; TPAaHCHOPT YIIEBOIOB. Sun et al., 2016;
G| Spies et al., 2022
p.Ser88fs
HAYaJ10
37 | CDF2 c.378delA|p.GI [LOC108849692 |KonTpomab hoTOneproIuuecKoil peakiuy [BETCHUS Imaizumi et al.,
ul27fs uyepes moaaBneHue CONSTANS. 2005; Fornara et al.,
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https://pubmed.ncbi.nlm.nih.gov/?term=Brenner%20WG%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Hill%20K%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Zhang%20Y%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Johnson%20RA%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Canher%20B%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Hoermayer%20L%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Lakehal+A&cauthor_id=32634250
https://pubmed.ncbi.nlm.nih.gov/?term=Thelander+M&cauthor_id=12008900
https://pubmed.ncbi.nlm.nih.gov/?term=Zhao+C&cauthor_id=21255164
https://pubmed.ncbi.nlm.nih.gov/?term=Zhao%20C%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Beers%20EP%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Beers%20EP%5BAuthor%5D

cepeInHA

2009; Sun et al.,
2015

38 | ARR10 c.865 866delG LOC108830348 |AkrtuBamust ARR A-tmma B orBer Ha 1K Cortleven et al,,
C| dopmupoBaHUE KajuTyca, MOAJACPKAHUE WIACHTHYHOCTHU 2016; Nguyen et al.,
p.Ala289fs AMII, mnepBuYHOE pa3BUTHE KOPHS, PETyJALHUs 2016; Meng et al.,
cepeauHAa MeTaboJiM3Ma aHTOIMAaHOB, OHMOCHHTE3a XJopoduiuia, 2017; Zubo et al,

[pOCTa CeMsH; peakius Ha Je(UIIUT BOJIBI. 2017; Rong et al.,
2018; Xie et al.,
2018a

39 | bzIP19 C.763_764dupG|LOC108818944 |OmocpenyeT 3KCIPECCHIO MEPEHOCYMKOB IHKAa ZIP3, Assun¢ao et al,
Alp.Asp255fs ZIP4, ZIP5 w ZIP9 npu pocTe B YCIOBHSAX IePHINTA 2010; Inaba et al.,
cepeqnHa LIMHKA. 2015; Lilay et al,

2019; Lilay et al,
2020

40 | DIV .38 _39dupTG |LOC108840441 |[[TomaBnenne 6uocunte3a ABK; otser Ha I'K; orBer Ha Fang et al., 2018
|p.Lys14fs CATMIUIOBYIO KUCJIOTY; OTBET Ha 3aCOJICHHE.
HAYaJI0

41 | AGL61 c.278_279delT |LOC108808389 |Koutposs auddepeHIupOBKHA KIETOK IMPH Pa3BUTHH Steffen et al., 2008
G|p.Met93fs PKEHCKOTO TaMeTo(uTa.
cepeauHa
c.1dupA|p.Met

42 | AGL29 1fs magaiio LOC108850931 [Pa3BuTHE NBUIBLIEL. Verelst et al., 2007

43 | bHLH67 €.632_633insT||[LOC108860648 |Amamrariust K X0JIO0Ty. Gao et al., 2017
p.Thr212fs
cepeauHa

44 | HDG4 c.1189 1190dellLOC108820851 |MaeHTHYHOCTh CyOIMHUACPMAIBHBIX KIETOK B  XOJ€ Nakamura et al.,
GC|p.Ala397fs MOCTAMOPHOHATIBHOTO PAa3BUTHS. 2006; Bhatia et al.,

cepeIuHA

2021
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https://pubmed.ncbi.nlm.nih.gov/?term=Sun%20Z%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Cortleven%20A%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Nguyen%20KH%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Meng%20WJ%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Zubo%20YO%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Rong%20XF%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Xie%20M%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Assunção+AG&cauthor_id=20479230
https://pubmed.ncbi.nlm.nih.gov/?term=Lilay%20GH%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Lilay%20GH%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Fang+Q&cauthor_id=30014159
https://pubmed.ncbi.nlm.nih.gov/?term=Steffen%20JG%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Verelst%20W%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Gao%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Bhatia%20S%5BAuthor%5D

45 | SCL3 c.100delAlp.1le [LOC130499224 (Otset Ha I'K. Zentella et al., 2007;
34fs nauaso Zhang et al., 2011
46 | AGL24 c.246_247insC |LOC108852002 |[Tepexoq K [BETEHHIO B OTBET Ha SPOBU3ALHIO; Michaels, et al.,
|p.Tyr83fs OIpe/icICHHe  CyIbObl  COLBETHS B  alUKAIbHBIX 2003; Yu et al.,
HAYAJI0 MEpHCTEeMax; Iepeaada CHUTHAJIOB dYepe3 perenTop- 2004; Lee et al.,
nmonoOHble  kuHa3bl. Ilpm  cBs3eBanuum ¢ SOCI 2008; Torti and
onocpenyer BiusHue ['K Ha [BETeHHE B YCIOBHSX Fornara, 2012
KOPOTKOT'O JHS U perynupyert sxcnpeccuto LFY.
47 | bHLH74-L c.1020delT]| LOC108856918 [Dnonrammsi KJIETOK; CBSA3BIBAHHE C XPOMATHHOBOM Bao et al., 2014
p.Tyr340fs o0nacteio FT, 9TO CIOCOOCTBYET €ro SKCIPECCHH H
cepeauHa [IBETEHUIO B OTBET Ha CHMHUU cBeT. KoMnoHeHT monyns
miR396a - bHLH74, perymupytomiero (GpopMupoBaHue
KOPHSI Y TIPOPOCTKOB apaOHIOTICHC.
48 | AlIL1 c.1039 1040ins|LOC130498742 |KouTposib MepHUCTEM MoOera ¥ IBETKA, HHHUIHALNS Horstman et al.,
TT|p.Tyr347fs [BETCHHS; pa3BUTHE CEMs3a4aTKOB, HWJICHTUYHOCTD 2014
cepeanHa OpraHoB IIBETKa; Mpojudepamus KICTOK;, peryJsius
PKCIIPECCUU T€HOB CTPECCOBBIMU (DAKTOPaMH.
49 | ERF018 c.-1 _1insCAG [LOC108835321 |IeneHnne KJIETOK, OTBET Ha BO3JCHCTBHE HACCKOMBIX; Etchells et al., 2012;
HA4aJ10 DTHJICH-aKTUBUPYEMBIil CUTHAIBHBIA ITyTh; THCTOTEHE3 Nieminen et al.,
(b7I09MBI/KCUJIEMBI; PEaKIMsl Ha MOPAHEHHE, aKTUBAIlUs 2015; Huang et al.,
PKCIIPECCUN TeHOB OMOCHHTE3a KACMOHATOB. 2021
50 | DF1-L c.709_710delC [LOC108848832 [[lomaBieHue pocTa KOPHEBBIX BOJOCKOB; CHHTE3 CIIM3H B Vasilevski et al.,
C| CEMEHHOM KOXYype. 2012; Voiniciuc et
p.Pro237fs al., 2015; Shibata et
cepeqnHAa al., 2018
51 |LRL1 .206delG|p.Gl [LOC108852215 |AKKyMyJsiiusi JIMOMAOB B YCIOBUAX  AeduUIMTA Karas et al., 2009;

y69fs nauaso

DJICMCHTOB IMUTAaHUA,; YIJIMHCHNC KOPHEBBIX BOJIOCKOB.

Lin et al., 2015;

Hidayati et al., 2019
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https://pubmed.ncbi.nlm.nih.gov/?term=Zhang%20ZL%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Sun%20LM%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Sun%20LM%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Sun%20LM%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Torti%20S%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Fornara%20F%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Horstman%20A%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Nieminen%20K%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Huang%20Y%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Vasilevski+A&cauthor_id=22735692
https://pubmed.ncbi.nlm.nih.gov/?term=Voiniciuc+C&cauthor_id=25658798
https://pubmed.ncbi.nlm.nih.gov/?term=Shibata+M&cauthor_id=29439132
https://pubmed.ncbi.nlm.nih.gov/?term=Lin%20Q%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Hidayati%20NA%5BAuthor%5D

52 | ERF019 c.458 459delA |LOC108809887 |OtBeT Ha 3aCyXy; dTHICH-aKTUBUPYEMBIN CUTHAIBHBIN Scarpeci et al., 2017;
A [yTh; OTBET Ha TPUOHYIO HH()EKIIUIO. Huang et al., 2019;
p.Lys153fs Lu et al., 2020
cepennHa
53 | bHLH111 c.1delA|p.Metl [LOC108829884 |brocuHTE3 aHTOIMAHOB; YKCIIPECCUPYETCS B OTBET Ha Silva et al., 2019; Li
fs neduuT a3ora et al., 2021
HAYaJ10
54 | CRF1 c.252_253insG||LOC108846019 |Beposithas muinenb CLE41l; KOMIIOHEHT CHIHAJIMHTa| Cutcliffe et al., 2011;
p.Thr85fs [IK; pasBuTHE CEeMAMOJEH, JIMCTHEB W 3apOJbIIIEH; \Wickramasuriya and
HA4aJ10 PETYJSIHS SKCIIPECCUH T€HOB CTPECCOBBIMU (PaKTOpPaMH Dunwell., 2015; Huo
M KOMITOHEHTaMH ITyTeH Iepelaun CUrHalla IIpu cTpecce. et al., 2020
55 | CDC5 €.1494 1495ins| LOC108830943 |Perysiusi 3allMTHBIX PEAKIMA MOCPEIACTBOM KOHTPOJIS Lin et al., 2007b;
TT|p.Alad99fs TPAaHCKPHIILINY; crumaiicunr  MPHK; KOHTPOJIb| Palma et al., 2007;
cepeauHA KJIETOYHOro 1ukia, passutue AMII,  KoHTpoJb Zhang et al., 2013
BPOXKJICHHOTO MMMYHHUTETA PACTCHHUH.
56 | PRHA-L C.714dupG|p.SelLOC108821801 |(OTBeT Ha ayKCHH; peaKilis Ha MaTOTCHBI. Plesch et al., 1997
r239fs
cepennHa
57 | SUVH9-L €.865delG|p.Gl [LOC108835120 |CaiiieHCHHT  TpPAHCIIO30HOB; PHK-nanpasientoe Johnson et al., 2008;
u289fs metupoBanue JJHK. Kuhlmann and
cepeauHAa Mette, 2012;
Johnson et al., 2014,
Liu et al., 2014; Liu
etal., 2016
58 | TOPII c.680delG| LOC130508706 [Koutpoas Tomosorndeckux cocrosauii JIHK myrem Martinez-Garcia et
p.Arg561fs BPEMEHHOT'O Pa3pbiBa U MOCIEAYIONIETO BOCCOSTMHCHHUS al., 2018; Martinez-
KOHeEI uuteit JJHK. Garcia et al., 2021
59 | BBX27 €.690dupT|p.Se|LOC108816763 |PoTomneprouuecKuii KOHTPOJIb IIBETEHUS HA KOPOTKOM Gangappa et al.,
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https://pubmed.ncbi.nlm.nih.gov/?term=Huang%20PY%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Lu%20W%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Cutcliffe%20JW%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Huo%20R%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Johnson+LM&cauthor_id=19043555
https://pubmed.ncbi.nlm.nih.gov/?term=Kuhlmann%20M%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Mette%20MF%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Mette%20MF%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Johnson+LM&cauthor_id=24463519
https://pubmed.ncbi.nlm.nih.gov/?term=Liu%20ZW%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Liu+ZW&cauthor_id=27171427
https://pubmed.ncbi.nlm.nih.gov/?term=Martinez-Garcia%20M%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Martinez-Garcia%20M%5BAuthor%5D

r231fs ITHE. 2014; Lyu et al.,
cepeauHAa 2020
Opranorenes
60 | ARA2 €.926_927insT |LOC108854961 [Bakmanka u pa3BUTHE OOKOBBIX KOPHEH HE3aBUCHMO OT Coates et al., 2006;
G| aykcuHa u ABK. Nibau et al., 2011,
p.Arg310fs Gibbs and Coates,
cepeauHAa 2014
MeTa00J13M U CUTHAJIUHT (PMTOTOPMOHOB
61 | CLE7 c.1 2delAT|p | LOC108853737 (CurHajbHbBIi TMENTHA, CHHTE3UPYETCS B OTBET HA| Araya et al., 2014;
Metlfs neguIuT a3ora. IKCIPECCUPYETCs B COCYAUCTON CETH U Kang et al., 2022
Ha4ajI0 MEpUIMKIe, TOAaBIseT  (GopMHUpPOBaHHE  OOKOBBIX|
KOpHEH.
62 | SAUR15A- c.1dupAjp.M | LOC108846677 [@opmupoBaHue OOKOBBIX M IPUAATOYHBIX KOPHEH B Yun et al., 2020; Li
L etlfs nauaso OTBET Ha ayKCHH. et al., 2022
63 | SAUR32 €.365_366del | LOC108809074 (OTBeT Ha ayKCHH; ITOJABIISIET POCT KJICTOK TMITOKOTHIISL. Park et al., 2007
AA|p.Lys122
fs cepenuna
64 | SAUR40-L c.543delAlp. | LOC108846468 [OTBeT Ha ayKCHH. Qiuetal., 2013
Lys181fs
cepeauHa
65 | GA20X3 €.827_834del | LOC130510497 [KommoneHT curHansHoro mytu ['K. Sakai et al., 2003
CACCATTG|
p.Ala276fs
cepeanHa
66 | LOC108857 C.72dupT|p.P | LOC108857184 [en ¢ wHeusBecTHOW (¢yHKUMeH, BeposTtHo, LK+
184 ro25fs AKTUBUPYEMBIii
Ha4ajI0
67 | HK5-L €.2573delA|p. | LOC108844370 [HeratusHas perynsuus ETR1-3aBUCHMOTO CUTHAJIBHOTO Desikan et al., 2008;
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https://pubmed.ncbi.nlm.nih.gov/?term=Gibbs%20DJ%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Coates%20JC%5BAuthor%5D
https://www.uniprot.org/uniprotkb/O64692/entry
https://pubmed.ncbi.nlm.nih.gov/?term=Desikan%20R%5BAuthor%5D

Asn858fs nytd ABK u sTuieHa; MHrHOMPYET YIAJIUHEHHE KOPHS; Mira-Rodado et al.,
cepeauHa OTKpPBIBAaHUE/3aKPhIBAHUE  YCTHUI] B  3aMBIKAIOIINX 2012; Pham and
kinetkax — ABK-He3aBucHMBIM  TyTeM; KOHTPOJIH| Desikan, 2012; Huo
BeIpaboTKH ADK B OTBET Ha cTpecc. et al., 2020
68 | ETR1 C.77dupT|p.L | LOC108817715 |[IByXKOMIIOHCHTHBII HETAaTUBHBIN PETYJSTOP Meperaadn Qu and Schaller,
eu26fs curHayioB dTwicHa. KOHTpoIb MpopacTaHust CEMsH, 2004; O'Malley et
HAYAJI0 KoHTpoJsr AMK. al., 2005; Bisson and
Groth, 2010; Bakshi
et al., 2015; Bakshi
et al., 2018; Harkey
et al., 2018; Li et al.,
2019; Zdarska et al.,
2019; Schott-
\Verdugo et al., 2019
Apyrue ¢pyHkuuu
69 | LOC108842 €.716_717ins | LOC108842019 [[Ipeamonaraemasi pelielITOPHAsI KHHA3a. Rodriguez-Furlan et
019 AT]|p.Leu240 al., 2022
fs cepenuna
70 | PNG1 €.1773_1779 | LOC108813526 [KoHTposb KauecTBa OelKa. Diepold et al., 2007
delGCCGCC
A|p.Pro592fs
KOHeIl
71 | LOC108851 €.383_384del | LOC108851456 |Cs3biBanne HOHOB MeTa/utoB; perutnkaitust JTHK. Ronceret et al., 2005
456 TT|p.Phel28f
S cepenuHa
72 | ASP39 €.387_388ins | LOC108812392 (Cuute3  (UTOXETATHHOB W  TOMO(DHUTOXECIATHHOB, '\Vatamaniuk et al.,
Cl|p.Lys130fs CBS3BIBAIOIINX  TsDKENIble  MeTautel.  Jlerpamammsy 2004

cepeauHa

KOHBIOT'aTOB I'NTyTaTHUOHA.
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https://pubmed.ncbi.nlm.nih.gov/?term=Mira-Rodado%20V%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Pham%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Desikan%20R%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Huo%20R%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Qu+X&cauthor_id=15466228
https://pubmed.ncbi.nlm.nih.gov/?term=Schaller+GE&cauthor_id=15466228
https://pubmed.ncbi.nlm.nih.gov/?term=O'Malley+RC&cauthor_id=15703053
https://pubmed.ncbi.nlm.nih.gov/?term=Bisson+MM&cauthor_id=20591837
https://pubmed.ncbi.nlm.nih.gov/?term=Groth+G&cauthor_id=20591837
https://pubmed.ncbi.nlm.nih.gov/?term=Bakshi%20A%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Bakshi%20A%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Harkey%20AF%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Li%20X%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Zdarska%20M%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Schott-Verdugo%20S%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Schott-Verdugo%20S%5BAuthor%5D

Tabnumua 5. 'enbl muanm 19, B KOTOPBIX 00HAPYKEHBI OTHOHYKIICOTHAHBIC 3aMeHBI (SNP).

3 Kon-Bo
S o rOMOJIO
2 | 1d romorora B TOB Y
Ne I'en > 6aze NCBI SNP OyHKIMA peauca Cchuika
KoHTpPOJIb KJIETOYHOr0 HMKJIA
1 CYCJi18 4 | LOC1088304 | c.718T>C| JleneHre  KJIETOK;  PErylsalds  UKIHH-3aBHCHMOM 1 Abrahams et al.,,
38 p.Ter240Argext mpoTenHCEepUH/TPEOHMHKUHA3HOW aKTUBHOCTH; (ha30BbIT 2001
*KoHeIl Mepexo MUTOTHYECKOTO KIIETOYHOTO IIUKJIIA.
2 PSI1L 9 | LOC1088617 | c.1297G>T]| OpueHTalMs BEpETeHA JeJICHHS BO BTOPOM JICIICHUH 1 d'Erfurth et al., 2008
42 p.Glu433* Meli03a, 00pa3oBaHue TETPaJIbl MHKPOCIIOP.
cepeauHa
3 AUR1 2 LOC1088192 | c.1168C>T]| [{uToknHe3; (OPMUPOBAHKWE IIEHTPOB OpraHU3AIHUH 2 Kawabe et al., 2005;
97 p.Arg390* MHKPOTPYOOUEK. Van Damme et al.,
KOHeIl 2011
4 bZIP1 5 | LOC1088259 | c.64C>T|p.Arg2 [[IpoCcTpaHCTBEHHBIH KOHTPOJIb IIUTOKHMHE3a 3a CYET| 1 Miiller et al., 2019;
55 2* HayaJyio MpaBIIBHON cOOpKH (pparmorniacra. Romanowski et al.,
2021
5 LRX1 5 | LOC1088364 | c.1638C>A| MopdoreHnes KJIeTOK, B TOM UHCIIe KOPHEBBIX BOJOCKOB, 3 Baumberger et al.,
86 p.Tyr546* yepe3 (opMHUpOBaHME U COOpPKY KJIETOUYHOM CTEHKH 2003; Draeger et al.,
cepeauHa W/WITH TIOJISIPU3AIUIO POCTa. 2015; Schaufelberger,
et al., 2019; Herger et
al., 2020
6 AGP18 4 | LOC1088072 | c.578C>A| Juddepernmporka, aMOpHOreHe3, MporpaMMHUpPOBaHHAS 3 Demesa-Arévalo and
96 p.Ser193* rr0OeNb KIETOK. \Vielle-Calzada, 2013;
cepeauHa Farquharson, 2013
7 COBL11 2 | LOC1088412 | c.574A>T| dopmMupoBaHUe U Pa3BUTHE MBUIBLEBBIX TPYOOK. 1 Brady et al., 2007;Li
17 p.Argl92* etal., 2013
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https://pubmed.ncbi.nlm.nih.gov/?term=Baumberger%20N%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Draeger%20C%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Schaufelberger%20M%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Herger%20A%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Farquharson%20KL%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Brady%20SM%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Li+S&cauthor_id=23384085

‘ cepeanHa

MeTa00113M H CUTHAJIMHT (l)l/lTOl"OpMOHOB

8 GRR1-L1 LOC1088250 | c.665A>T| Penenuus aykcuHa; OTBET HA ayKCHH. Thelander et al.,
13 p.Ter222Leuext 2002; Dharmasiri et
*cepeanHa al., 2005
PeryJisinusi JKCIPecCHH FeHOB
9 CHR35 LOC1088626 | c.2327T>A| OnureHeTHueckuii  koutposb  PHK-nHampasiasiemoro Cho et al., 2016
o4 p.Leu776* meTmiupoanuu JJHK.
KOHeII
10 | CMT1 LOC1088073 | ¢.902G>C| MetunupoBanue CpXpG; cailieHCHHT IeHOB. Yadav et al., 2018
43 p.Ter301Ser*
cepeanHa
11 | WOX2 LOC1088413 | c.802A>T| dopmMupoBaHre SMOPHOHAILHOTO ATTEPHA. Chung et al., 2016;
33 p.Arg402* Hassani et al., 2022
KOHeII
12 | bZIP44 LOC1088141 | c.415T>C| Perynsuus ~ mpopacTaHHst ~— CEeMssH  TOCPEICTBOM Iglesias-Fernandez et
36 p.Terl39GInext |ocnaGieHuss MUKPONMISPHOTO 3HIOCIIEPMA M Pa3phIBa al., 2013
*cepeauHa CEMEHHON 000I0YKH.
13 | ARF21 LOC1088221 | c.487A>T| OTBET HA ayKCHUH. Hagen and Guilfoyle,
18 p.Lys163* 2002
cepennHa
14 | NACO017 LOC1088563 | c.2T>C|p.Metl |OtseT Ha cTpecc. Meng et al., 2019
30 HA4aJIo0
15 | MYB104L LOC1088105 | c.448C>T| MHuKpoTraMeToreHes, pa3BUTHE MOJISIPU30BAaHHBIX Oh et al., 2020
75 p.GIn150* MUKPOCTIOP.
cepennHa
16 | NF-YB8 LOC1088444 | c.566A>T| KoHTpoib BpeMeHU 1BETeHHsI; OMOCHHTE3 ()IIaBOHOUIOB. Wei et al., 2017;
81 p.Terl89L euext \Wang et al., 2021
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https://pubmed.ncbi.nlm.nih.gov/?term=Wei%20Q%5BAuthor%5D

* cepeanHa

17 | WRKY55L LOC1305097 | ¢.363G>A| Perynsiusi  crapeHusi JIMCTBEB  4epe3  KOHTPOJb \Wang et al., 2020b
46 p.Trpl21* HAKOIUICHUS CaTuuiIoBoi Kucinotel u ADK.
cepeauHa
18 | ERF119 LOC1088334 | c.841T>C| Perynsium SKCIpeccuu TeHOB (akTopaMu cTpecca H Kavas et al., 2015;
29 p.Ter281Gluext [KommoHeHTaMuU nyTeit nepeaadn cTpecc- Seyfferth et al., 2018
*cepeanHa OIOCPEIOBAHHOTO CUTHAaA; O0pa3oBaHHE BTOPHYHOH
KJICTOYHOM CTCHKH.
19 | ARR21 LOC1088468 | c.1694C>G| Perynsarop orBera B-Tuma, ydacTByrommii B cucTeMe Horak et al., 2003;
09 p.Ser565* nepenaun curHana ot His Ha Asp mo tumy docdoperne. Brenner et al., 2012;
KOHeII AxtuBupyeT ARR A-trma B otBet Ha LK. Hill et al., 2013;
20 | REM5S LOC1304945 | ¢.392G>T| Be3uKyIIsIpHBIA TPAHCIIOPT. Paul et al., 2014
31 p.Terl31Leut*
cepeauHa
21 | bHLH63 LOC1088241 | c.487A>T| OnUreHeTHYecKasl pPeryyisiiius I[IBETCHUS: aKTUBAIHSI Radoeva et al., 2019
02 p.Lys163* bkcripeccun FT, mBeTeHWe B OTBET HA CHHHMA CBET.
cepennHa [TomaBiieHue BPOXKACHHOTO HMMYHHOTO OTBETA.
22 | AGL80 LOC1088152 | c.432A>C| [Tponmepanus KIETOK SHAOCTIEpMA. \Wolff et al., 2011;
29 p.Terl44Trp* Sun et al., 2020a
cepeauHa
23 | SHOC1 LOC1305007 | c.20T>A|p.Leu7 [buocuntes I'K; mpopacranue cemsin; nuddepeHInpoBka Frei dit Frey et al.,
34 * DIIEMEHTOB  KCWJIEMBI, JUTHU(UKAIMS  BTOPUYHOU 2010; Liu et al.,
HAYAJI0 KJIETOYHON CTEHKH. 2010; Yan et al.,
2014; Gutierrez-
Beltran et al.,
2015a,b; 2021
24 | CDF3 LOC1088135 | c.984G>A| @DOoTONEepUOINYECKUIT  KOHTPOJb  LIBETEHHUs  depes Renau-Morata et al.,
43 p.Trp328* nonasneHne CONSTANS; mnossienrne 3¢GeKTHBHOCTH 2017; Krahmer et al.,
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https://pubmed.ncbi.nlm.nih.gov/?term=Wang+Y&cauthor_id=32680933
https://pubmed.ncbi.nlm.nih.gov/?term=Seyfferth%20C%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Brenner%20WG%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Hill%20K%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Renau-Morata%20B%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Krahmer%20J%5BAuthor%5D

cepeauHa MCIIOIb30BaHUS  a30Ta; YBEJIUYHMBAET IPOU3BOJICTBO 2019; Dominguez-
OroMacchl W YpPOXKaWHOCTh B YCIOBHSX CTpecca, Figueroa et al., 2020
BHI3BAHHOT'O 3aCOJICHUEM.
25 | dZIP30 LOC1088484 | c.240T>A| Td, perpeccop pPENpOIyKTUBHOTO pa3BUTHS, pa3Mepa] Lozano-Sotomayor et
13 p.Cys80* MEpPHCTEMbl W pPOCTa pacTeHuidl. BzammopeicTByeT ¢ al., 2016
Ha4aJj0 peryasTopaMu pa3BUTHS MepucTeMbl U ruHenes (WUS,
HEC1, KNAT1, KNAT2, HATI1, BEL1 u NGA1).
KoHTpo/Ib aKTHBHOCTH MePHCTEM
26 | REM10L LOC1088579 | c.604A>T| Pa3BuTne 1BETKA. Mantegazza et al.,
73 p.Lys202* 2014; Yamasaki et
cepeauHa al., 2017
27 | BRX LOC1088500 | c.946T>A| [Mponudepaius U yIUIHHEHHE KIETOK KOPHS M TMo0era; Mouchel et al., 2004;
63 p.Ter316Arg*  [KOHTPOJH TPOTOQIIOAIMBI;  B3aMMOJICHCTBHE MEXKIY] Rodriguez-Villalon et
cepeauHa curnasmmarom MYK  u  Opaccunocrepounmos; LK+ al., 2014; Breda et
OTIOCPEIOBAHHOE MHTMOWPOBAaHUE WHUIIMALIMUA OOKOBBIX al., 2017
KOpHEH.
JApyrue GpyHKuuu
28 | PER30 LOC1088620 | c.2T>C|p.Metl |OkucieHre TOKCHYHBIX BOCCTAHOBHTENEH; OHMOCHHTE3 U] Showalter et al., 2010
38 HA42aJ10 nerpajanys JMTHUHA, CyOepuHH3alMs, KaTaOoIu3M
AYKCHHOB, PEAKIIHs HA SK30T€HHBIE CTPECCHI.
29 | CRWN LOC1088068 | c.8G>A|p.Trp3* |Opranusaims CTPyKTYpPHI sIpa. \Wang et al., 2013a;
51 HA4aJ10 Choi et al., 2019
30 | LRR-RK LOC1088421 | c.1526T>A| Konupyer OeloK C CepuH/TPEOHHH/TUPO3UHKUHA3ZHOM Xun et al., 2020
45 p.Leu509* AKTUBHOCTBIO.
cepeauHa
31 | LecRLK LOC1088240 | c.107G>T| Pa3BuTHE pacTeHUil, OTBET Ha CTpecC. \Wang et al., 2014,
77 p.Ter36Leuext Sun et al., 2020b

AN


https://pubmed.ncbi.nlm.nih.gov/?term=Domínguez-Figueroa%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Domínguez-Figueroa%20J%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Mantegazza%20O%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Yamasaki%20Y%5BAuthor%5D

cepeanHa

32 | SBT2.6 LOC1088499 | c.2442C>G| [Iporeonus; aktuBupyetcs B orBeT Ha e0CLE40. Stiihrwohldt et al.,
71 p.Tyr814* 2020
KOHeI|
33 | LOC108853 LOC1088530 | c.87T>A|p.Tyr2 |YuacTHHK YOUKBUTHH-3aBHCHUMBIX MPOIIECCOB Kosarev et al., 2002
023 23 9* nauaino KaTaboIu3Ma.
34 | VLG LOC1304961 | ¢.309C>G|p.Tyr ["ameroreues D'Ippolito et al., 2017
56 103* navaso
35 | LOC108856 LOC1088565 | ¢.1354C>T]| OTBET Ha TUIIOKCHIO. Giuntoli et al., 2014
505 05 p.Arg452*
KOHeI|
36 | LOC108854 LOC1088545 | c.3G>A|p.Metl |Her maHHbIX
537 37 Ha4aJ10

ETT


https://pubmed.ncbi.nlm.nih.gov/?term=Giuntoli%20B%5BAuthor%5D
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W3-3a Gombloro konumuectsa uacHtuduimpoBanHbix INDels u SNP B Hacrosiiee
BpeMs  HEBO3MOXXHO  CJeJlaTh ~ TOYHBIE  MPENANOJIOKEHHS O POJIU  KaKIOW U3
UACHTU(UIMPOBAHBIX 3aMEH B CIOHTaHHOM oOImyxosieoOpa3oBanuu. COrjacHO JaHHBIM
TPAHCKPUIITOMHOT'O aHAN3a KOPHEIUIOAOB M CIOHTAaHHBIX OIMYXOJIeH WHOpETHOW IIMHUU
penuca, Bce 108 reHoB ¢ SNV y onyxosieBoit 1uHUM 19 3KCIIpeccHpoBaIMCh B KOPHEILIOIAaX
penuca (Tkachenko et al., 2021a). Bonee Toro, math reHoB ¢ TakuMu SNV, BBISIBICHHBIMH B
JAaHHOM HCCJIeIOBaHWHU, OKa3aJuch B uHcie AuddepeHnnanbHo IKCIPECCUPYIOLINXCS: B
OITyXOJISIX OBLIM MOBBIIIEHBI YPOBHH SKCIIPECCUH peryisiTopa kietoynoro nukia RSPCNAL u
reHa ¢ HemsBecTHou ¢ynkuuerr LOC108817684, Torma kak ypoOBHH 3KCIPECCHH TOMOJIOTOB
reHa orBera Ha aykcuH RSSAUR32, xamOwuii-acconMupoBaHHBIX I€HOB OTBETAa Ha AITHIICH
RSERF018 u RSERF019, a Ttaxxke rena RSLRR-RK, komupyromiero penentoporiogo0Hyo
npoTeuHkrHa3y, Obuth cHikensl (Tkachenko et al., 2021a).

C uenpio Oosiee aeTanbHOro u3ydeHus BbissBIeHHBIX INDels u SNP pesynbTathl,
MOJIyY€HHBIE C HMCMOJIb30BAaHUEM HHCTPYMEHTOB OMOMH(OPMATHKH, OBLIM MOATBEPHKIACHBI
CEKBEHHPOBAHHEM KOJUPYIONIUX MMOCIIEI0BATeILHOCTEH TeHOB, coaepkamux SNP u InDel, y
omyxoueBbix (12, 13, 14, 16, 19, 20, 21, 32) u 6e3onyxonessix (3, 5, 6, 8, 9, 18, 23, 25, 26,
27, 28, 29, 30, 37, 39) nuHUHA TEHETHYECKOW KOJUIGKIMU peauca. s 3Toro
COOTBETCTBYIOIIME TEHBbl aMIUIM(UIMPOBANU, & IOCIEJOBATEILHOCTH CEKBEHUPOBAIH IO
Courepy. s Takoil mpoBepku ObUIM B NEpPBYIO Odepedb ObLIM BBIOpaHbI I'eHbl, 1) Juis
TOMOJIOTOB KOTOPBIX B JIUTEpaType OINHCaHA POJb B KOHTPOJIC Pa3BUTHUS MEPHUCTEM; 2)
KOTOpBIE€ JIOKATM30BAIUCh HA XPOMOCOMAaxX BHE TelIOMEepHbBIX obnacteit; 3) SNV B KOTOPBIX
pacmofaraiuch OJrKe K Hayaly reHa.

B pesynbrate y OGONBIIMHCTBA OIMYXOJEBBIX JIMHUN OBUIO MOATBEPKICHO HATUYHE
InDel B rene RSERF018 (pucynox 20). V ocranehbix renoB INDel/SNP Obuim 160
UICHTU(QUIUPOBAHBl TONBKO y JHHMM 19, nub0 MNPUCYTCTBOBAI MOIUMOP(PU3M, HE
ACCOIMUPOBAHHBIN C MIPU3HAKOM «OIMYX0JIE00pa30BaHUEY.

I'en RSERF018, romomnor xoToporo y apaOHaOICHCa KOHTPOJUPYET pPEaKIHio Ha
3TWJICH U jaernenue kietok kamous (Etchell et al., 2012), y miectu u3 BOCbMH OIMyXOJIEBBIX
(12, 13, 14, 19, 20 u 21), a Takke y ABYX 0€30mMyXoJieBbIX JTUHUHN (26 u 27) COAEPKUT
BcraBKy CAG mnepes cTapT-KOAOHOM, TOTJA KaK y OMYXOJEBBIX JMHUM 16 u 32, a Takxke y
OombIMHCTBA 6e30myxoeBbix JuHUH (y 10 u3 15) nanHas BcTaBka OTCyTCTBOBaJa (PUCYHOK
20). be3 BcraBku 5'-UTR-06macTs comeprkania mocienoBaTenbHOCTh AAA HEOCPEACTBEHHO
mepesl CTapT-KOJOHOM, YTO JOJDKHO MPHUBOJAUTH K BBICOKOW 3(P(GEKTUBHOCTH TPAHCISIIUU

(Kim et al, 2014). Ilostomy BcraBka CAG Mexay crapT-koJoHOM u  AAA-
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MOCIe0BATENbHOCTRIO (pucyHOK 20) MOJDKHA MPUBOAUTH K 3HAUYUTEIHHOMY CHUKEHHIO

KOJIMYECTBA TPAHCIUPYEMOro Oelika, Kak 3T0 ObLIO MmokaszaHo Ha apabumorcuce (Kim et al.,

2014).
(@) ﬁ-h’h AP zoven ﬂ
’UTR
©) acs ATCCICAMCAAA ATG GTG AAG AAA —— *ATG GTG AAG AAA
20 Sl ) | -20 -1
| g | |
S'UTR CD 5TUTR CDS
{ |
1
v
Be.]IOK Benox
el L e
Junuu 3,5,9,16,18,25,28,29,30 32,37,39 Junuu 12,13,14,19,20,21,26,27

Pucynok 20. CxemaTtnueckoe u300paxeHHe HMHCEpUUU (OTMEYEHA  3BE3/I0YKON),
obnapyxennoi B reHe RSERFO018. (a) Cxema rena ERF18. BcraBka pacmonoxkena Ha
rpanute 5'-UTR u crapt-konona. (6) Uucepuus B 5'-UTR rena RSERFO18 y nununii penuca
U €€ BO3MOXHBIC IOCICJICTBUSA. AMHUHOKHCIOTHBIA COCTaB O€lIKa, CHHTE3MPYEMOIO IIpU
TPAHCISAIUKA HOPMAJIBHON IOCIIEIOBATCIILHOCTH, OTMEUYEH YEPHBIM IIBETOM, a OCJIOK,
CUHTE3UpyeMbIil Tipu TpaHcisiuu B ciaydyae CAG-BctaBku, - 6enbiM. Homepa omyxomneBbix
JUHUH pejrica BBIICIICHBI KPACHBIM I[BETOM.

CornacHo nuteparypHbiM naHHBIM, T® WOX4 monmaBnser akTUBHOCTh HECKOJIBKHX
Td, orHocsmuxcs k cemeiictBy ERF (RSERF018, RSERF019 u RsERFI1), xortopsie
AKTHBUPYIOTCS MPU JCUCTBUU ATUJICHA M Y4acTBYIOT B mposudeparu kiaerok (Etchell et al.,
2012). ITockonsky RSERF018 siBnsiercst oguo¥# 13 npeanonaraemeix Mutieneit TO WOX4 y
penuca M BaXHBIM PETyJISTOPOM KaMmOus, JOMOJHUTENIbHOE H3yueHHe ero (GpyHKuuil u
MIPOBEpKa MPEANOJIIOKEHUSI O POIM €ro Kak BO3MOXKHOTO KOHCEPBATHBHOI'O DETYJSATOpa
CIIOHTAaHHOTO  OITYyX0JICOOpa30BaHUsl  SBJISCTCS TEPCIICKTUBHOW 3aJaued  JadbHEHITNX

HCCIIEIOBAHNI B TaHHOM 00JIaCTH.

Kpome Toro, wuHTEpecHbIM pe3ydbTaTOM JTaHHOTO HWCCIEIOBAHUS  SBISIETCS
obuapyskenue InDel u SNP y rexos cuctemer WOX-CLAVATA - RsWOX14, RsSWOX2 u
RSCLE7 (pucyHok 21).
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RsCLE7 genenus AT B monoxenuax 1-2 DddekT: IOTEPS CTAPT-KOJ0HA

CAC TAT RTJG GCT CAC TAT GGC TGT
Juruu 18;3-39 His Tyr Met Ala (  ~ His Tyr Jurnuu 19
RsWOX2 gHcepnasa TACG B monoxeHHax 1576-1577 ¢ dexT: CABUT paMKIH CIHTHIBAHILA

TCT ATA CAG TTC TCT ATA CGIr ACA
Jhuru 18, 3-39 Ser Ile Gln  Phe [ Ser I Arg Thr Junuu 19; 25,39
RsWOX2 3amMeHa A>T B monoxenun 1240 I deKT: HOBHII CTON-KOJ0H

ATCIIGA GTG CA

Junuu 18; 3-39 AIEC I%kg}A (\;aTG gﬁx(} | e M Junnu 19; 25
RsWOX14 mHcepnua: TC B nmonoxennsx 135-136 I deKT: cOIBUT paMKIl CUIITEIBAHIIA

TCT CTC TCT TCT TCT CTC CTT
Junuu 18; 3-39 Ser Leu Ser Ser (— Leu Phe Leu Murnuu 19

Pucynok 21. Cxemaruueckoe m3obpaxkenue renoB RSCLE7, RSWOX2, RsSWOX14 6e3 3amen
Y BCTaBOK (JIeBasi 4aCTh PHCYHKA) W C 3aMEHaMH/BCTaBKaMHu (IIpaBas 4acTh PUCYHKA) U UX
BEPOSTHBIX TPOAYKTOB. [l kaxkmoro SNV yka3zaH €ro THUN W BIHMSHHE Ha OCJIKOBBIN
npoaykT reHa. InDel u SNP ormeuensl kpacHoii pamkoil. Homepa omyxoneBbIX ITUHUIN
peauca BbIIEJIEHbI KPAaCHBIM LIBETOM.

VY apabunoncuca ren WOX14 sBiisiercst peryasTopom Oananca KaMOHsI U KCHIIEMBI
neiicteyer coBMecTHo ¢ WOX4 (Etchells et al., 2013). 'en WOX2 u3BecTeH Kak peryisitop
panHero smOpuoreHe3a u ¢dopmupoBanus kamryca (Hassani et al.,, 2022). I'ew CLE7 y
apabujorncuca TaKxKe sIBJISETCs PEryIsITopoM KaarycooOpazoBaHus U pereHepauuu (Kang et
al., 2022). TTockonbKy CIIOHTAHHBIC OMYXOJIM HA KOPHEIIOAaX Pelnuca BOSHUKAIOT U3 KaMOusl
W pa3BUBaIOTCS Kak HeauddepeHnnpoBaHHbIe KauTyconoqo0Hbie cTpykTypsl (Lebedeva et
al., 2015), o™i reHbl paccMATPUBAIKMCh HAMH KaK TEPCIEKTHUBHBIC KaHAMUIATBI HAa POJIb
PeryasTopoB onyxosieodpasoBanus. OHAKO NOTyUYEHHBIE 110 HUM pe3yJIbTaThl OKAa3aJlUCh HE
CIIMIIKOM OOHAJIeKUBAIOLIMMH: MpOBEepKa OHMOMH(POPMATUYECKUX JAHHBIX C TOMOIIbIO
CEeKBEHHPOBAHMUSI aMIUTMKOHOB TTO3BOJIMIIA TTOATBEPINTh HATMYME 3aMEH/BCTABOK Yy JTHHUU 19
u orcyrcTtBue ux y 18 nuHum, onHako npucyrctBus naHHeix InDel m SNP y npyrux
OIyXOJIEBBIX JIMHUM He HaOII0aI0Ch M KOPPENALMU 3TUX MHIENOB C MPHU3HAKOM
«OMyX0J1e00pa30BaHue» BbISIBIEHO HE OBLIO (pUCYHOK 21).

I'emsr RSWOX14, RSWOX2 u RSCLE7 mpencraBieHbl B TEHOME peIuca OJHOM
KONHMeH, HO TOMO3WUTOTHOCTh IO MYTalUsM C TOTeped (YHKIMU B HHUX HE TPUBOIUT K
CHIDKEHHMIO J>KU3HecrocoOHOcTH 19 nuuum penuca. CorjacHO MMEIOUIMMCS JaHHBIM,
€IMHUYHAs. MyTalusl B KQKJIOM M3 3THX I'€HOB HE BBI3BIBAET CEPbE3HBIX AHOMAJIHMM pa3BUTHUS

y 3pesbix pactenwuii apadbumorncuca (Etchell et al., 2013).
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Takum oOpa3zoM, cpeau Bcex BbIABICHHBIX TeHOB ¢ SNP u InDel nauGonee
MEPCIEKTUBHBIM KaHAUIATOM Ha POJIb KOHCEPBATUBHOTO PETYJIATOpa OMyXoJieoOpa3oBaHUs
spisiercss  RSERFO18. B nanpHelimem moTpeOyeTcs CEKBEHHPOBAHHE U MEHEe
MEPCIIEKTUBHBIX T€HOB, HE B3SATHIX HAMH B TICPBOHAYAIBHBIN aHAIN3, JUI KOTOPBIX Y JIMHUU
19 6buM BBIsIBIIEHBI (DyHKIIMOHATBEHO 3HaunMble SNP u InDel, y npyrux omyxoseBbIX JIUHHMA

TeHETHUYECKOM KOJUICKIUHK peauca.

3.2. Unentudpukanus, aHaau3 nocjenoBarejbHocteid reaoB RSWOX
u RSCLE peauca u npeacka3zanmne 10MeHHO# CTPYKTYPbI KOTUPYEMbIX UM

0eJIKOB

Cucrema WOX-CLAVATA y pacreHuil mnpeacTaBiseT cOOOW MpUMEp CIOKHO
OpPraHU30BAHHOTO KOHCEPBATUBHOTO MOJIYJIS, PErYJIHPYIOIIET0 aKTUBHOCTh MEPUCTEM U DS
JPYTHX TPOIECCOB B pacTUTEIBLHOM opranu3Me. OHa BKIIFOYAET B CeOSI CHTHATBHBIC ITETITHIBI
CLE, ux peuentopsl — NPOTEMHKUHA3BI C JIEHIIMH-00TaTHIMU MTOBTOPAMH, a TAKXKE MUIICHU
nentunoB CLE — romeogomenconepxkamue T WOX (Stahl and Simon, 2009; Lee and
Torii, 2012). Hama pabGoTa mocBslieHa H3yYEHUIO POJIM MEPUCTEMHBIX DPETYISTOPOB B
pa3BUTHHU 3amacaroiiero kopHs; B 3ToMm mporecce cucrema WOX-CLAVATA wurpaer
BOXHYIO PpOJIb, PETYJHUPYS AKTHBHOCTH JAaTePaJbHON MEPUCTEMBI - KaMOus - M €ro
MPOU3BOJIHBIX, & TakK)Ke, BEPOATHO, KOHTPOJIUPYS (POPMUPOBAHHE SKTOMHUYECKHX OYaroB
MEpHCTEeMaTHYEeCKOW aKTUBHOCTH B OMyXolsix. Takum o0pa3oM, BaXKHOW YacThIO JaHHOMN
paboThl ObuTa WAEHTU(DUKAIMS ¥ aHATU3 TOCJIEI0BATEILHOCTEN T€HOB, MPUHAICKAIINX K
JTOU CUCTEME.

[TockonbKy T€HOM pennca Mo CPaBHEHUIO ¢ TEHOMOM apaOHI0INCUC TPUIUTHIIMPOBAH
(Jeong et al., 2016), obbruno mns kaxgoro rema AtWOX wmm AtCLE umerorcs mo 2-3
TOMOJIOTA y pelirca: HampuMep, B TeHOMeE peauca umeercs 3 rena-romonora AtWUS, 5 renos
- romosioroB AtWOX13. BHyTpr Kaxk10i U3 TaKuX TPYII T'€HbI XapaKTePU3yIOTCs OOJIBIIM

CXOJICTBOM: Hampumep, cxoctBo reHoB RSWOX4-1 u RSWOX4-2 nocturaet 95%.
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3.2.1. UnenTudgukanus 1 XxpoMocoMHas jJokaau3zanus renoB RSWOX;

aHaJu3 CTPYKTYphbI 0eakoB RsWOX y peauca

Bcero B reHome peamca Mbl uaeHtudumupoBanu 24 rena RSWOX (3nauutenpHas
4yacTh MX OblIa HACHTU(UIMPOBAaHA paHee B pe)epeHCHOM reHoMe peauca B padore Aliaga
et al., 2019) u 52 rena RSCLE. Ocoboe BHuMaHue B padote ObuIO yneneHo reHam RSWOX4
(2 rena), RSWOX14 (1 ren) u RSCLE41 (2 rena), roMoI0TH KOTOPBIX Y apaOUIO0NICUC UTPAIOT
LEHTPAJIBHYIO POJIb B PETYJISALUN aKTUBHOCTH KaMOu4.

®dunorenerndeckoe apeBo renoB WOX pearca npencrabieHo Ha pucyHke 22. CuHUM

BeToM otMeudeHbl Tenbl RSWOX4, kpacHbiM - RSWOX14.

400 RsWOX9-like1
66 RsWOX9-like2
100 aRsWOX8-like
! 100 [ RsWOX12
L sRsWOX11

48
1 100 RsWUS1
{ rewuss
L aRsWOX3-like
82 RsWOX13-like2
100 RsWOX13-liked
aRsSWOX13-likel
100 aRSWOX14

) . aRsSWOX1-1
RSWOX1-2

98 RsSWOX7
%—:stoxz"ke
100 aRsWOX5

100 }—aﬂswt)m.l
~-aRSWOX4.2

aRsWOX2

Pucynok 22. @unorenerndeckoe qpeBo reHoB RSWOX, mocTpoeHHOE ¢ TIOMOIIBIO allTOPUTMA
Neighbor-joining. [[BeToM 0TMeUeHBI FeHBI, PEICTABISIONINE HHTEPEC TS JaHHON pabOTHI.

Taxxe HaMH OBIIO M3yYEHO CTPOCHHE TOCIenoBaTeNbHOCTEH OenkoB RsWOX4-1,
RsSWOX4-2 u RsWOX14 pemnuca (pucyHok 23). Y HEX ObUT HACHTUDHUIIMPOBAH TOMEOJOMEH

— JIHK-cBsi3pIBaromuii  JOME€H Bcex romMeogoMeHn-comgepxamumx Td. Kpome Ttoro, y


https://www.ncbi.nlm.nih.gov/pubmed/30787007
https://www.ncbi.nlm.nih.gov/pubmed/30787007
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RsSWOX4-1 u RsWOX4-2, koTtopeie OTHOCATCS K COBpeMEeHHOW BeTBH OenkoB WOX
(Haecker et al., 2004), Obutr BBISIBJICH psJi IPYTHUX JOMEHOB, BIHUSIONIMX Ha PETYJISAILUIO
sKcrpeccun reHos-muuieHed. B gactHoctn, RsWOX4-1 u RsWOX4-2 conepxar WUS-
O0KC, KOTOPBIII HEOOXOIUM IJIsi TPAHCKPHUIILIMOHHOM PErpeccuy TeHOB-MUIICHENH U KOTOPBIN
y WOX 6enkoB apabuorcuca cs3biBaetcs ¢ kopenpeccopom TOPLESS (Martin-Arevalillo
et al.,, 2017). B To *xe Bpems, BTOPOro PENpPECcCHBHOTO JOMEHA, KOTOPBIM €CTh Y MHOTHX
WOX, — EAR-momena (van der Graaff et al., 2009) — y GenkoB RsWOX4, xak u y
cootBeTcTByOmero Td apabumoncuca, Her. Y OenkoB RsWOX4-1 u RsWOX4-2 Takxke
HMEIOTCS KOHCepBaTHBHBIM st T®d osykapuor kuciaelii aomeH (acidic domain),
HEOOXOAUMBIM JJIsi akTUBaluu TpaHckpuniuu (Ma and Ptashne, 1987), a Takxke
Ucrosb3yeMbiii HekoTopbiMu WOX Oenkamu it B3aumoeictsus ¢ apyrumu Td (Su et al.,
2020). BeisBiieHa y HUX ¥ KOHCEpBAaTUBHAS ISl BCEX dyKapuoT nocieaoBatensbHocts PEST -
MUIICHb I YOUKBUTHHUPOBAHUS U MPOTEONM3a, KOTOpass SBISETCS MPU3IHAKOM
HEJONTOXKUBYIIUX OCIKOB.

Hecmotpss Ha 1O uyto renst WOX4 u WOX14 npunHamiexar K pasHbIM KiIaJam:
npeaeir  (WOX14) u coBpemennoit (WOX4) (cm. o0630p Tvorogova et al.,, 2021),
MOCIIEI0BATEILHOCTH TOMEOI0OMEHAa Y HUX KOHCEPBATHBHBI, YTO IMPEAINOJAraeT CBS3bIBAHUE
WX C OJIHUMHU U TEMH K€ MUIICHSIMH. BeposTHO, TOJIBKO HaIHMYKME TOMEOJAOMEHA JOCTATOUHO
JUTSL TIOJIOKUTEIIBHON PETYJISIIIUKU dKcrpeccuu ux muimiene. Hammune y WOX4 (B oTiinune
or WOX14) WUS-60okca 1 EAR-10MeHa BaXXHO JUIsi HETaTUBHOM PEryJsIIMM OCPEICTBOM
NPUTATUBAHUSL KOPENPECCOPOB, UTO CBUIETENBCTBYET O TOM, 4yTo Yy WOX4 MoryT ObITh U
OTJeNIbHbIE, XapaKTEepPHbIE TOJIBKO Uil HUX "MHUHYC"-mumeHH. Takum obpazom, y WOX4 u
WOX14 npeanonaraercss YacTU4YHOE TMepeKpblBaHME (YHKUIMNA, a HE IOJHOE UX
nyOnmupoBaHue.

Kpome Toro, mMpl MAECHTU(GUIMPOBATM M JIOKAIM30BAIM HAa XPOMOCOMAax M TEHBI
RsSWOX, xotopslie siBistitoTcst MuiieHssMu reHoB RSCLE u perynsropamu pa3BUTHsI MEPHCTEM.
Nudopmanms o gdokammszammu reHOB RSWOX, KoTOpeIX y peawca Bcero OBLIO

uaeHTUQUIMPOBaHO 24, Ha XpOMOcOMax Ipe/icTaBieHa B Tabnuile 6 U Ha pucyHKe 24.
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Tabmuma 6. 'enst RSWOX 1 ux XpoMOCOMHasl IOKaTHU3aIus.

Ne I'en Id Xpomocoma Koopnunatst
1 RsWUS1 LOC108826423 9 25391638..25393659
2 RsWUS-2 LOC108860672 5 32134429..32136395
3 RsWUS-3 LOC108810506 6 25374911..25376943
4 RsWOX1-1 LOC108859792 5 7390678..7389734
5 RsWOX1-2 LOC108862713 5 7388589..7391154
6 RsWOX2 LOC108841333 2 21341442..21342606
7 RsWOX3 LOC108853017 4 36182105..36183709
8 RsWOX3-like LOC108837685 3 11436310..11437644
9 RsWOX4-1 LOC108857708 5 28767860..28769449
10 RsWOX4-2 LOC108820732 8 22263942..22265330
11 RsWOX5 LOC108860345 5 3995650..3996669
12 RsWOX6 LOC108825323 9 33082008..33082440
13 RsWOX6-like LOC108808383 6 37791476..37794151
14 RsWOX7 LOC108816831 7 5878921..5879361
15 RsWOX7-like LOC108841429 2 25782570..25783384
16 RsWOX8-like LOC108808083 6 20653111..20655047
17 RsSWOX9-likel LOC108810630 6 48266564..48268968
18 RsWOX9-like2 LOC108846840 3 18165462..18167903
19 RsWOX11 LOC108812707 6 2916296..2919135
20 RsWOX12 LOC108815129 7 1948016..1952302
21 RsWOX13-likel LOC108843060 2 38230366..38231894
22 RsWOX13-like2 LOC108854890 4 1228814..1230202
23 RsWOX13-like3 LOC108820866 8 8201772..8202881
24 RsWOX14-like LOC108853278 1 9049502..9051017
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Pucynox 23. J[lomennl OenxoB WOX4 u WOXI14 pemuca u apabupgorncuca.
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Pucynok 24. Pacnionosxkenne reaoB RSWOX Ha XpoMocoMax peuca.
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3.2.2. Unentuduxanus u XpoMocoOMHasn Jokaau3anusa reioB RSCLE;

a”Haau3 cTpykTypbl 0eakoB RsCLE y peauca

Kpowme toro, y penuca 6suto uaeatudunuponano 52 rena RSCLE, B ToM umcrie reHsl,
otHocsmrecs k rpymne TDIF. V apabunoncuc mmeercst 33 rema AtCLE (Strabala et al.,
2008), To ectb B cpennem s kaxnoro rena AtCLE Owimo maentudunmpoBaHo mo asa

romosiora RSCLE. Hekortopsie u3 BoisiBieHHBIX reHOB RSCLE Obutn aHHOTHPOBaHBI paHee B

pabote Gancheva et al., 2016.
HNutepecno, uro momumo romojoroB AtCLE wamu ObuT0 HACHTH(PHUIIMPOBAHO 2

YHUKaIbHBIX MyJIbTHIOMEHHBIX RSCLE (pucyHok 25), romosoru KoTopsix ecth y Brassica

(Han et al., 2020), o otcyTcTBytoT y Arabidopsis; ux ¢ynkuun HensBectrbl (Kuznetsova et

al., 2024a).
Cpemu Bcex renoB RSCLE mnTtepec mis nac npeacrasisiim RSCLE41 n RSCLE42 u3

rpynnsl TDIF (pucyHnok 25).
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Pucynox 25. ®unorenerndeckoe apeBo reHoB CLE pemwca, mocTpoeHHOE € MOMOIIBIO
anroput™a Neighbor-joining. I{BeToM 0TMEYEeH CEKTOp, COOTBETCTBYIOLIUI I€HaM TPYIIIbI

TDIF — perynstTopaM pa3BUTHS KaMOUsL.
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K rpynmie TDIF (unu rpynme B), yuacTByromiel B peryisiiii akTUBHOCTH KaMOUs, y
apabuoricuc otnocsrces 3 rena: AtCLE4L, AtCLE42 u AtCLE44 (Ito et al., 2006; Yaginuma
et al., 2011), y penuca xe - 6 reroB (RSCLE41-1, RSCLE41-2, RsCLE41-L, RsCLE42-1,
RsSCLE42-2, RSCLE43). Ilentumabl 3TOM TpymIibl OTINYAOTCsA OT ocTaibHbiX CLE-menTumoB
Mo amMuHOKUCIOTHOMY coctaBy CLE-momena (pucynkm 26, 27): B KOHCEPBAaTHBHBIX
nostoxkeHusax 5, 10 u 11 CLE-goMeHa y HUX, B OTJIMUME OT MENTUAOB IPYIIIBI A, HAXOIATCS

CCPHUH, HU30JICHIINH 1 CCPUH COOTBCTCTBCHHO.
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Pucynok 26. MoTuBBI aMHHOKHUCIIOTHBIX ocnefoBarenbHocTelt CLE-nomena y nentuios 1)
rpynnsl A; 2) rpynns B.

[IpoananusupoBan MOCJIE0BATEILHOCTH CLE—nomMmeHoB y BCEX
UIEHTU(DUIIMPOBAHHBIX HAMH MENTUIOB Tpynimibl B, Mbl ormetwiin, uto coctaB CLE-momena
nentuna RsCLE43 otnuuaercs ot coctaBa CLE-momMeHa ocTalbHBIX MPEICTAaBUTENIEH ITOM
Tpynmnbsl MO0 aMHUHOKUCIOTAM B CIEAYIOMIMX TOJIOKEHUSAX: AapruHuH-1, TIyTaMuH-2,
W30JIeHIInH-3, cepuH-6, acmaparuHoBasi KucioTa-8, neiiun-9, ructuans-10 (pucynok 27). ¥
apabumoncuc reabl CLE41/44 w CLE42 xomupytoT (QyHKIMOHAJIBHBIC MENTHIBI TPYIITBI
TDIF, perynupyoniue akTUBHOCTb KaMOUs U pa3BUTHE MPOBOSIIEH CHUCTEMBI, TOTJa KaK

nentug CLE43 sBnsercs HeyHKIIMOHAIBHBIM.
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Species/Abbrv o it (1 fi -
1. RsCLE41-1 5 N
2. RsCLE41-2
3. RsCLE41-L
4. RsCLE42-1
S. RsCLE42-2
6. RsCLE43

Pucynoxk 27. CLE-nmomens! npoayktoB renoB RSCLE, npunamnexamux k rpymme TDIF.

VY penmuca Takxke ObUIM BBISBJICHBI JBa T€HA, KOTOPBIX HET Yy apaOUIOICUC, — OHU
obutn Ha3BaHbl HamMu RSCLEM1 u RSCLEM2, mockonbKy KOAUPYIOT MYJIBTUIOMEHHBIE
nentuael CLE: B cocraBe kaxkmoro u3 HuX umeerca mo 8 CLE-momenos. I'eHsl,
Konupyromre Myiabruaomennbie nentuasl CLE, umerotes Taxoke y Brassica napus (Han et
al., 2019). B 3amaum nanHOW pabOTHI HE BXOAWIO H3y4YeHHE (YHKIUH STHUX TCHOB, OHO
IUTAHUPYETCS B JAIbHEUIIIEM.

Kpome Toro, mbl nokanuzoBanu rensl RSCLE Ha xpomocomax penuca: naHHbie
npejcTaBieHbl B Tabauie 7 U Ha pucyHke 28. MHTepecHbIM sBIseTCS TOT (akT, 4To Ha 9
xpomocome ObuT 0OHapykeH kiactep RSCLE-TeHOB, 4TO, BO3MOXKHO, CBSI3aHO C TE€M, YTO

34€Chb UMCJIM MCCTO AYTIIJIMKAIIUH.

Tabnuma 7. I'enst RSCLE 1 ux nokanuzamusi Ha XpOMOCOMaXx.

Ne I'en Id Xpomocoma Koopnunatet

1 RsCLE1-1 | LOC108841390 2 3191415..3192147
2 RsCLE1-2 | LOC108843041 2 3197975..3198516
3 RsCLE2-1 | LOC108821700 8 13271037..13271432
4 RsCLE2-2 | LOC108853569 4 6882809..6883161
5 RsCLE2-3 | LOC108853568 4 6891416..6891719
6 RsCLE3 LOC108824362 1 607138..607689

7 RsCLE4 LOC108853505 4 37230512..37230914
8 RsCLE5-1 | LOC108846750 3 19875811..19876403
9 RsCLE5-2 | LOC108811152 6 47131282..47131923
10 RsCLE6-1 | LOC108846750 3 19875811..19876403
11 RsCLE6-2 | LOC108853458 4 37280842..37281463
12 RsCLE7 LOC108853737 4 37245967..3724644
13 RsCLE9-1 | LOC108831381 8 4812048..4812772
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14 RsSCLE9-2 LOC108821573 8 4812324.. 4812844
15 RsCLE9-3 | LOC108810044 6 35921594..35922686
16 RsCLE10 LOC108826236 9 2423342..2424998
17 RsCLE11-1 | LOC108857705 1 22097302..22097985
18 RsCLE11-2 | LOC108821365 8 24037054..24037712
19 RsCLE12-1 | LOC108840313 2 6241832..6242663
20 RsCLE12-2 | LOC108826002 9 2066133..2067263
21 RsCLE13 LOC108826513 9 5380674..5381240
22 RsCLE16-1 | LOC108850391 4 15636111..15636434
23 RsCLE16-2 | LOC108808008 6 19256776..19257099
24 RsCLE16-3 | LOC108825322 9 33079361..33080497
25 RsCLE17 LOC108846339 9 3546645..3549159
26 RsCLE19 LOC130503403 6 9074418..9074865
27 RsCLE20-1 | LOC108860579 5 21410155..21410896
28 RsCLE20-2 | LOC108858161 1 2412807.. 2413362
29 RsCLE21 LOC108860201 5 32912076..32912755
30 RsCLE22-1 | LOC108818245 7 3709257..3710007
31 RsCLE22-2 | LOC108846157 3 26138832..26139918
32 RsCLE25-1 | LOC108833148 9 32051111..32054680
33 RsCLE25-2 | LOC108851777 4 12718828..12720994
34 RsCLE25-3 | LOC108809875 6 16707003..16708424
35 RsCLE26-1 | LOC108840632 2 5203217..5205554
36 RsCLE26-2 | LOC108836893 9 2944703..2946116
37 RsCLE27-1 | LOC108810763 6 17738367..17739088
38 RsCLE27-2 | LOC108837461 4 13849353..13849910
39 RsCLE40-1 | LOC108816739 7 3541867..3542573
40 RsSCLE40-2 | LOC108846890 3 26030539..26031690
41 RsSCLE41-1 | LOC108857555 5 12821672..12822454
42 RsSCLE41-2 | LOC108857305 5 34479291..34479891
43 RsCLE41-L | LOC130512782 5 35284491..35285276
44 RsCLE42-1 | LOC108855008 4 39036056..39036736
45 RsCLE42-2 | LOC108837535 6 48711791..48712456
46 RsSCLE43 LOC130511469 1 11388890..11389614
47 RSCLE45-1 | LOC108841040 2 5633117..5633932
48 RsSCLE45-2 | LOC108826373 9 2629261..2630076
50 RsCLE46 LOC108826060 9 5928323..5929081
51 RSCLEm1 LOC108807713 6 6757266..6757976
52 RsCLEmM2 LOC108858878 5 35811497..35812612
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Pucynok 28. Pacnionoskenne renoB RSCLE Ha xpomocomax penuca.
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3.3. U3yuenmne Biaussnus renoB RSWOX4, RSWOX14 u RsCLE41 na

PAa3BUTHEC KOPHEILJIOAA U IKCIIPECCHUIO I'€HOB peauca

JUia  wm3ydyenus poau  KoMioHeHToB cucreM WOX-CLAVATA B pa3Butuu
3amacaromniero KOopHs y peauca Mbl uccienoBanu (GyHkiuu reHoB RSWOX4, RSWOX14 u
RSCLE41, romosorm KOTOpPBIX y apaOUIONCHC W JAPEBECHBIX PACTEHUU PETyJIHPYIOT
aKTUBHOCTh KaMOWs W (OPMUPOBAHME MPOBOIAIICH CUCTEMBI. It 3TOr0 Mbl H3yUWIH
3¢ (}EeKThl CBEPXIKCIPECCHU COOTBETCTBYIONIMX TEHOB Ha (EHOTUIl KOpPHA W TPOodUiIb

OKCIPECCHUH ITPCAIIoIaracMbIX ICHOB-MHUIIICHEH.

3.3.1. TpaHCKPUNITOMHBIH aHAJIN3 KOPHE peauca co

cBepxdkcnpeccueit RSCLE41

[To panee momyueHHBIM B Halllel JlabopaTOpuu JaHHBIM, cBepxdkcnpeccus RSCLE41
OKa3bIBaeT BIMSHUE HA (DEHOTHUI PACTEHUI peluca, BbI3bIBasl yBEJIMYCHUE AUaMeTpa KOpHS U
HIDKHEN 4yacTu cTeluisl, a TakKKe CHUKEHHE KOJIMYECTBA OJPEBECHEBLIMX 3JIEMEHTOB CTEJIbI
(Gancheva et al., 2016; I'anueBa u ap., 2018). Ilockonbky mentun CLE41, kak u apyrue
CLE-nentunsr cemeiictea TDIF, sBisercs BaKHBIM pEryJsiTOpOM JAEJICHUS KJIIETOK
COCYJUCTOI MepucTeMbl (Mpo)kaMOus M MpeAoTBpaiiaeT AU(QPpepeHIuPOBKY KCUIEMBbI, MbI
MPOJOJIKHMIIN MCCIIEI0BAHUS POJIM 3TOTO I'eHa M MPOBEIU TPAHCKPUIITOMHBINA aHAJIN3 KOpHEH
penuca co cBepxokcnpeccueit RSCLE41l. Mer mpoananmusupoBanmu anuddepeHrantbHyo
JKCIIPECCUIO TE€HOB B KOPHAX peauca IEpBUYHOIO CTPOEHUsS, HECYIIMX KOHCTPYKLUU
p35S:RsCLE41-1, ¢ ucnonb3oBanuem PHK-cekBeHMpoBaHus. AHanu3 TPaHCKPUIITOMHBIX
JAHHBIX BBIIBUJ B OOIIEH CIOXKHOCTH 62 reHa, nuddepeHInanbHO IKCIPECCUPYIOITUXCS
(pucynok 29) B kopHsx pemuca co cBepxdkcrpeccueii RSCLE41-1 mo cpaBHeHuio c
KOHTPOJIbHBIMH KOpHSIMH €O cBepxakcnpeccueir rena GUS, cpemu kotopeix 38 reHoB
MOBBIIIATM YPOBHH 3Kcrpeccuu, a 24 — nonmwkanu (Kuznetsova et al., 2022). Ha pucynke 30
IpeJCTaBIeHa cXeMa, oTpaxaromas BiusHue ceepxskcnpeccun RSCLE41-1 na skcnpeccuto
TeHOB-MUIIIEHEW U (aKT B3aUMOJECHCTBUN MeX1y KOMIOHEHTaMU IeHHBIX ceTeil. JIuHusmu
MOKa3aHbl MpPEJCKa3aHHbIE B3aUMOACHCTBUS MEXIy KOMIIOHEHTaMHU IaHHOW T'€HHOM CEeTH.
Ecnyn KOMIIOHEHTBI CETM HE COEIMHEHBI JIMHUSAMH, 3TO O3HAYAET, YTO OHM, BEPOSITHO, HE

B3aHMOHCﬁCTByMT H HC PETYJIUPYIOTCA COBMECTHO.
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PREDICTED: histone deacetylase complex subunit SAP18-like
PREDICTED: embryonic protein DC-8-like

PREDICTED: embryonic protein DC-8

PREDICTED: late seed maturation protein P8B6
PREDICTED: late seed maturation protein P8B6
PREDICTED: dehydrin Xero 1-like

PREDICTED: late embryogenesis abundant protein
PREDICTED: peroxygenase 2-like

PREDICTED: vicilin-like seed storage protein At2g28490
PREDICTED: glucose and ribitol dehydrogenase homolog 1, partial
PREDICTED: GTPase LSG1-1-like, partial

PREDICTED: uncharacterized protein LOC108835723
PREDICTED: 1-Cys peroxiredoxin PER1

PREDICTED: aquaporin TIP3-1

PREDICTED: CLAVATA3/ESR (CLE)-related protein 41-like
PREDICTED: oleosin 21.2 kDa

PREDICTED: mitochondrial uncoupling protein 4
PREDICTED: transcription factor MYC2-like

PREDICTED: uncharacterized protein LOC108806859
PREDICTED: probable caicium-binding protein CML30
PREDICTED: protein LITTLE ZIPPER 4-like isoform X2
PREDICTED: protein LITTLE ZIPPER 4-like iscform X2
PREDICTED: protein LITTLE ZIPPER 4-like isoform X2
PREDICTED: protein LITTLE ZIPPER 4-like isoform X1
PREDICTED: protein argonaute 9-like, partial

PREDICTED: NAC domain-containing protein 35-like
PREDICTED: ethylene-responsive transcription factor 11-like
PREDICTED: probable WRKY transcription factor 40
PREDICTED: cyclin-U2-2

PREDICTED: protein FANTASTIC FOUR 3

PREDICTED: probable CCR4-associated factor 1 homolog 9
PREDICTED: methylsterol monooxygenase 1-1
PREDICTED: classical arabinogalactan protein 1
PREDICTED: protein BIG GRAIN 1-like B

PREDICTED: WRKY transcription factor 18-like
PREDICTED: WRKY transcription factor 18-like
PREDICTED: homeobox-leucine zipper protein ATHB-14-like
PREDICTED: uncharacterized protein C1604.06¢-like
PREDICTED: hypersensitive-induced response protein 1
PREDICTED: hypersensitive-induced response protein 1
PREDICTED: hypersensitive-induced response protein 1
PREDICTED: protein SULFUR DEFICIENCY-INDUCED 2
PREDICTED: neutral ceramidase

PREDICTED: profilin-1

PREDICTED: trans-cinnamate 4-monooxygenase-like
PREDICTED: pirin-like protein 2

PREDICTED: uncharacterized protein LOC108816968
PREDICTED: probable methyitransferase PMT21
PREDICTED: probable methyitransferase PMT21
PREDICTED: protein SRC2 homolog

PREDICTED: glycine-tich protein DOT1

PREDICTED: glycine-rich protein DOT 1-like

PREDICTED: filaggrin-2 isoform X2

PREDICTED: histidine-rich glycoprotein isoform X1
PREDICTED: probable 2-oxoglutarate-dependent dicxygenase At3g49630
PREDICTED: organic cation/carnitine transporter 1
PREDICTED: uncharacterized abhydrolase domain-containing protein DDB_G0269086-like
- PREDICTED: uncharacterized protein LOG108809250
PREDICTED: probable cysteine protease RDL5S
PREDICTED: probable cysteine protease RDL5
PREDICTED: defensin-like protein 206

PREDICTED: uncharacterized protein LOC108810797

P

Pucynoxk 29. luddepenunanbHo dKCIpeccupyomuecs reHsl B kopHsax 35S:RSCLE41-1
110 CPABHEHUIO C KOHTPOJIEM.
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Pucynok 30. Cxema, oTpakaromias HW3MEHEHHS YpPOBHEW ODKCIPECCHU TEHOB-MUIICHEH
RSCLE41-1 y pacrenuii co cepxakcnpeccueit RSCLE41-1. KpacHbIM LIBETOM BBIACIEHBI
TCHBI-MHIIICHH, TOBBIMArONMe ypoBHU Hdkcrpeccun npu RSCLE4loe. CuHuM 1mBeToM
BBIJICJIEHBl TEHBI, CHIDKaromue ypoBHU skcrpeccuu npu RSCLE4loe. benbim 1Betom
BBIJICTICHBI JIPYTHE YYaCTHUKU CUTHATBHOU ceTh. JKenTbim 1iBeToM BhineneH red RSCLE41-1.
Jluansamu mokazaHbl OenoK-OeIKOBBIE B3aUMOJICHCTBHUS, MpeACcKa3aHHBbIE Ui OETKOBBIX
MIPOAYKTOB JaHHBIX TeHOB. CXeMa MocTpoeHa ¢ MmoMoInbko mporpammsel String (https://string-

db.org/).


https://string-db.org/
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Cpenu Bcex TeHOB HAac 3aMHTEPECOBANIM YUYACTHUKHU CHEIUPUKAIUN KCUIEMBI, TaK KakK
00JbIIOE KOJIMYECTBO N€HOB M3 ATOW TPYIIBI MPOAEMOHCTPUPOBATIN AU depeHInaTbHyO
sKcrpeccuo. JlaHHbIE 1O TE€HaM, CHIKAKOIIMM YPOBHM CBOEM JKCIPECCUH, OKa3aJIUCh
oxungaembiMu, Tak kak RSCLE41, kak u3BecTHO, mojamisier Aud@epeHupoBKy COCY/IOB.
Tax, cpeay TeHOB CO CHIKEHHBIM YPOBHEM IKCIIPECCUU MTPe0dIIajalid CTpecC-peryIupyemble
I'eHbI, B 0COOCHHOCTH reHbl oTBeTa Ha matoreHsl (RSDEFL206, RSHIR1), a Takke HEKOTOpbIE
ICHBI, CBsi3aHHBIC ¢ JaerepMuHanmed kietok kcuiembl (RSC4AH, RSPRN2) u 3amutoit ot
3acyxu (RSRDL5, RsDOT1). Cpeau reHOB, HOBBIIIAIONIMX YPOBHH IKCIIPECCHH, B OCHOBHOM
ObUTM BBISIBJIGHBI T€HBl YCTOWYMBOCTH K JIETHJApATallUM: CBS3aHHBIE C [O3JHUM
smOpuorenezom, orserom Ha ABK u aykcuH-3aBUCHUMOMN CyIb00H KIIETOK KCHUJIEMbI. MBI
MperoigaraeM, 9TO TaKOH HEOXHIAHHBIH pPe3ysbTaT CBS3aH C TEM, YTO CBEPXIKCIIPECCHUS
RSCLE41 npuBOIUT K M3MEHEHHIO MPOTPAMMBI CIICHU(PHUKAIIMHA COCYIOB, CIECICTBHEM YETro
SIBJICTCS ACTUAPATAIHS.

Takum o00pazoM, Ha OCHOBE TMOJYYEHHBIX JMJAHHBIX HaMH ObUIM CHEJIaHO
MPENOoI0KEHHEe O TOM, 4TO, BEposATHO, cBepxdkcmnpeccus RSCLE41-1 mpuBogut k
aKTHBAIlMM ITyTE€W, MOMOTAIONIMX PACTCHHUSM IOBBICUTh CBOIO YCTOWYHMBOCTH K 3acyxe
(Kuznetsova et al., 2022). Dtu nmytu Oosiee XapakTepHbI IS TO3HEr0 3MOpPHOTEHE3a,
OJIHAKO, KaK MbI MpeanonaraeM, B ycioBusx cepxdkcnpeccun RSCLE41-1 onu moryt
aKTUBUPOBATHCSA TAaK)K€ — B YAaCTHOCTH, 332 CUET CHMKCHHS YPOBHEH OSKCIIPECCHU TEHOB,
PETYIUPYIOMHUX IPOrPaMMy Pa3BUTHS COCY/IOB.

Cpenu MOJTy4EHHOTO0 HAaMH CITMCKA TeHOB, AM(QepeHInanbHO IKCIPECCUPYIOIIUXCS
B KOPHAX pacTeHuit co cepxakcnpeccueit RSCLE41-1, ne 6b110 BoisiBieHo WOX4 u WOX14,
n3BecTHhIX MuiieHed TDIF. Bo3MoxkHO, 3TO CBSiI3aHO C T€M, YTO y pEIuca, B OTIUYUE OT
apabuorcuc, ICWCTBYIOT JApyrde IyTH UX PEeryJslud, OJHAKO JTO BCEro JIHIIb
npeanoioxenue. Kpome Toro, BeposSTHO, CUTHaJbHbIE IyTH B Pa3HbIX YacTSIX pPAcTEHUs
MOTYT OBITh HampaBiIeHbl Ha pa3Hble MHIIEHHU. [lomyyeHHble HaMU TPAHCKPUIITOMHBIE
JTaHHBIE OTPAXKAIOT U3MEHEHHS SKCIIPECCHH T€HOB B KOPHSX co cBepxdkcrpeccueit RSCLE41-
1 B xozme mepBUYHOTO pocTa. BO3MOXHO, y pacTeHHH, HAXOMSAIIMXCS HA CTaTUM Pa3BHUTH,

npu KOTOpOfI IMPOUCXOOUT BTOpPI‘-IHLIIjl POCT, CUTHAJIMHT ITPOUCXOAUT IO-APYTOMY.
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3.3.2. U3yuenue Bausinus ceepxakcnpeccun RSWOX4 u RsSWOX14 na

Pa3BUTHUEC KOPHS peauca

ITonmyueHHble B XO/€ pELICHUs NPEAbIAYIIMX 3aJay JaHHbIE MO3BOJIMIM HNEPEedTH K
HCCIeA0BaHUIO BIMSAHHUS cBepxdkcnpeccun muineHn RSCLE41l - RsWOX4, a rtaxke ero
naptaepa RsWOX14, na passutne kopHs. M3BectHo, uto y apabumorncuc ren AtWOX4
SBIISICTCS EHTPAJIbHBIM MTO3UTUBHBIM PETYJISATOPOM MpoJudepanun KieTok kamous (Wang et
al., 2020a; Fisher et al., 2019), ciemoBaTenbHO, €0 TOMOJIOTH y PeAKMca MOTYT BJIMATH Ha
pa3sBUTHE 3allacalollero KOpHs, (OPMHUPYIOIIErocss IOJ BIUSHUEM aKTUBHOCTH 3TOU
MEpPUCTEMBI.

[To mureparypusiM nanueM (Ji et al., 2010), cepxakcnpeccust AtWOX4 npuBoaut
M30BITOYHON AaKTUBHOCTH KaMOusi M mnpoiudepanuu KcuwieMbl U ¢iosmbl. B Hammx
HKCHEPUMEHTAX Mbl OXXMJAJIM YBHUJCTh HA PEIMCE CXOKUE Pe3yJIbTaTbl, KOTOPbIE MOTYT
MIPUBECTH K YCHIJICHHIO BTOPUYHOTO POCTa KOPHSL.

Jlis TPOBEPKH 3TOTO TPENIOJIOKEHHS MBI TPAHCPOPMHUPOBAIHM TPOPOCTKU peruca
mraMmmamu A. rhizogenes, HecylmuMH TeHETHYECKHE KOHCTPYKIHH CO CBEPXIKCIpecCHeil
rera RSWOX4-2 u co cBepxakcnpeccueid reHa RSWOX14, u mnpoaHaIu3upoBaIu
THCTOJIOTHYECKOE CTPOCHUE KOPHEH COOTBETCTBYIOIINX KOMIIO3UTHBIX PACTEHUH.

VY pacrenutii co cBepxakcnpeccueit RSWOX4-2, B oTirune 0T KOHTPOJIBHBIX PACTCHHIMA
co cepxakcnpeccueit GUS (pucynok 31), B KOpHAX MOXHO ObUIO HAONIOJIaTh U3MEHEHHOE
CTPOEHHUE CTEbl - KOMIUIEKCAa TKaHEH, JIeKaluX BHYTPH OCEBBIX OPTraHOB COCYJIHUCTBIX
pacTeHuii, 1o NMEPBUYHOM KOpOIl: OHa TpuapxHas (cocTosas U3 Tpex Jy4yeil MepBUYHON
KCUJIEMBI), a HE JAMapxHas (cocTosimas W3 JIBYX Jy4ei), Kak y KOHTPOJIBHBIX PAaCTeHUH, TO
€CTb y Hee YBEJIWYEHO YHUCIIO IOJIIOCOB IMEPBUYHON KCwieMbl. Takke y pacTeHui co
ceepxakcrpeccueil RSWOX4-2 Oblio 0TMEYEHO yBEJIWYEHHE KOJIUYECTBA COCYAOB, YTO,
BEPOSITHO, CBHJICTEIBCTBYET O TOBBIIICHHON AKTUBHOCTH KaMOWS W TIOSBICHWUH OOJBIIETO
yucina mpoBoasmmx dnementoB (Kuznetsova et al., 2024b). Ortor sddext sBusercs
OKHJIaeMBIM U XOpOLIO COOTHOCUTCS C JaHHBIMU 1o cBepxakcnpeccun WOX4 y npyrux
pacrenuii (Kucukoglu et al., 2017; Wang et al., 2020a).

V3MeHeHHe  MPOCTPAHCTBEHHOH  CTPYKTYpbl  CTENbl  SIBIAETCS  JIOBOJIBHO
HEOXHUIaHHBIM A((HEKTOM M MOXET CBHIETEILCTBOBATH O TOM, 4TO OT akTuBHOcTH WOX4
MEPBOHAYAIIGHO 3aBUCUT 3aKjaJka ¥ TPOCTPAHCTBEHHAS OpHEHTAIMS TPOKamMOus u

MPOBACKYJISIPHBIX TKaHEeH B (OPMHUPYIOLIEMCS KOPHE IIEPBUYHOTO CTPOCHHUS.
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Pucynok 31. Brusaue cBepxakcnpeccuu rena RSWOX4 na pa3Butue KopHs (clieBa - cpes
KOpHs co cBepxakcnpeccueit RSWOX4, crena TpuapxHas; cripaBa - CO CBepXdKCcIpeccueit
GUSoe (KoHTpOIIB), CTeNna JuapxHasi).

Td WOX14 sBasercs mpeanoyiaracMpiM maptTHepoM u “myonepom” WOX4 (Etchells
et al., 2013), mosTomy npu cBepxakcnpeccun RSWOX14 Mbl 0xkuaamu yBUIETh CXOAHBIE CO
ceepxakcnpeccueit RSWOX4 a¢dextrl Ha pazButue kopHsa. Kpome Toro, WOX14, B oTiuume
or WOX4, cnocobctByer muddepeHIupoBKe U JTUTHU(DUKAIMHA COCYJHUCTHIX KIETOK B
cTebnsax competwit apabumoncuca (Denis et al., 2017), ciemoBaTenbHO, MOBBIIICHUE YPOBHS
€ro OKCIpecCMH Yy peauca MOTJIO  CHOCOOCTBOBAaTH  YBEIMUYEHHUIO  KOIWYECTBA
TUTHA(DUIIMPOBAHHBIX 3JIEMEHTOB KCHUIIEMBI.

Ha pucynke 32 npenacraBieHsl cpe3bl KopHei co cBepxakcnpeccueit RSWOX14. 3nech
MBI HaOmonamu 3¢gdexr, cxomusiii ¢ 3ddexrom crepxakcnpeccun RSWOX4: Hapymenue
o0IIero CTPOCHHSI TPOBOMAIICH CHCTEeMBI W (OPMHUPOBAHHE TPHUAPXHOW CTEIBI BMECTO
nuapxHoil. B To ke Bpemsi, CTONb CHJIBHOTO YBEIWYEHHsI KOJUYECTBA COCYJIOB B KOPHSX
pactenuii co ceepxakcnpeccueit RSWOX14 ne nabmonanocs (pucynku 32, 33; Kuznetsova et
al., 2024b), uto cBHaETEALCTBYET O TOM, 4T0 UMeHHO RSWOX4 sBiseTcsl HeHTpalbHBIM

PEryasaTOpoOM aKTUBHOCTH KaMOUs.
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Pucynok 32. [Tonepeunslii cpe3 KOpHEH pearca co cBepxakcnpeccueii rena RSWOX14
(crmeBa) ¥ KOHTPOJB (CIIpaBa).
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Pucynoxk 33. Biusuue cepxaskcnpeccun reHoB RSWOX4 n RSWOX14 Ha KoMH4YecTBO KJIETOK
pasHBIX THIOB B CTelle KOpHS. B KadecTBE KOHTPOJIS WCIIOJNB30BAINCH TPAHCTEHHBIC
pacTeHusi CO CBEpXdKclpeccuell penopTepHoro rena rimokyponunasel (GUS). ITlogcuer
KJIETOK MPOBOAMIICS B CEKTOPE cpe3a KopHs pazmepom 200 x 200 MkM. YpoBeHb 3HAYMMOCTH
OLICHUBAJU C MTOMOIIIO t-KpuTepus CThIOICHTA.
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Y pacrenuii co cBepxokcnpeccueid reHoB RSWOX4-2 u RsWOX14, coriacHo
IMOJIYUCHHBIM HaMHW JaHHBIM, Ha6JIIOI[aJIOCB YBCIMYCHUC KIICTOK KaM6I/Iﬂ: OTMCUYAJIOCH
OoJblIIee YHCIIO CI0EB KIETOK KaMOus 1 0ojiee MEJIKUIA UX pa3Mmep, 4To, BEPOSTHO, CBSI3aHO C

ycusieHHo# nponugeparmeii kam6us (cMm. pucynku 33, 34; Kuznetsova et al., 2024b).

KaMOui

Pucynok 34. Cekrop xopHsi co cBepxdkcnpeccuerr RSWOX14 (cnmeBa) u GUS (koHTpOIIB;
CrpaBa).

Takum oOpa3om, y pacreHuid co cBepxdkcrnpeccuerr RSWOX4 m RSWOX14 wmet
BBISIBIUIM CXOJHBIE 9()(EKThI: HapylIeHHEe paJualbHOTO MATTePHAa TKAHEW W yBEIWYCHHE
KoJuuecTBa cocynoB. [lomyueHHble HaMu JaHHBIE COOTHOCSTCS C JaHHBIMH IO

CBEPXIKCIIPECCUH ITUX F'€HOB y IPYTHMX PAaCTEHUHN.
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3.4. Ilouck MuieHel TPAHCKPUNIIUOHHBIX pakTopoB RsWOX4 n

RswWOX14

3.4.1. Mouck Bo3MOKkHbIX MueHeit T® RsWOX4 u RsW0OX14 in

silico

Ha ceropgnasmnauii 1eHs He OBUIO TOCTOBEPHO MOATBEPkACHO cBsi3biBaHne Td WOX4
nmu WOX14 ¢ npomotopamMu Kakux-1u00 reéHOB-MHUIIIEHEH, U MBI B IAaHHON pab0Te peIIniIn
IIPOBECTU MOUCK TaKWX MulIeHed. B nurepatype mmerorcs pansble 1no mumeHsM WUS u
WOXS, Ha oCHOBE KOTOPBIX ObUTM ToONy4deHa HH(OpPMAIMs O KOHCEPBATHUBHBIX CalTax
cBs3eiBanud 11 BceX T WOX. UzsectHpiMu MutieHaMu WUS 1 WOXS gBistrores:

1) rerst 6nocuntesa LIK (IPT, LOG) (Guo et al., 2010; Tokunaga et al., 2012);

2) renst orBeTa Ha LIK (ARR-4) (Leibfried et al., 2005);

3) rennl nukimHOB (CYCD) (Randall et al., 2015);

4) TeHbl, KOHTPOJIHUPYIOIINE pa3BUTHE KaMOus u mposojsiei cucremsl (HD-ZIPIII,
ANT, PEAR) (Smetana et al., 2019, Miyashima et al., 2019);

5) rensl, kogupytomue nentuasl CLE (Schoof et al., 2000);

6) rensl apyrux T, Hanpumep, peryistop nuddeperuupoku korymerisl CDF4 (Pi
etal., 2015).

CornacHo TUTEpaTypHBIM JaHHBIM, y APYTUX PACTUTEIHHBIX 0OBEKTOB, B YaCTHOCTH,
y JIEPEBBEB, Y KOTOPHIX TOXKE YCHJICH BTOPUYHBINA pocT, cBepxdkcnpeccuss WOX4 Biusiia Ha
YPOBHH 3KCTpeccur reHoB curHanunara puroropmonoB (ARF2, ARF3, ARF7 u ARF18); TO,
paboratorux B kopae (WOXS, LBD29 u SCR), a takxke renoB CYCD3, GRF1 u TAAL,
acCOIIMMPOBAHHBIX C JIEIEHMEM KIETOK, pa3BUTHEM KOpHI M OuocuHtezom WVYK,
cooTBeTcTBeHHO (Wang et al., 2020a).

C moMoIIpI0 MHCTPYMEHTA JUTSl TpeackaszaHus B3aummoseicTuit in silico (STRING,
https://string-db.org/) ObuIM  TOCTPOEHBI TEHHBIE CETH, OTPAKAIONIIUE BEPOSTHBIC
B3aumoieiicTBust T® WOX4 u T® WOX14 ¢ npyruMu peryisropaMi akTUBHOCTU KaMOus y
apabunorncuc (pucynku 35, 36; Kuznetsova et al., 2024b).

[Ipy wuccnenoBaHUM JUTEPATYpPHBIX MCTOYHHUKOB MBI COCTaBUJIM CIIMCOK TI'€HOB-
KaHJIUJAaTOB M MPOBEPWIM HAJIUYHUE TMOCIeA0BaTEeNbHOCTEN st cBaA3biBaHus TO WOX4 B
MpPOMOTOpax dSTUX TEHOB. Bcero Mbl BBISIBWIM HECKOJIBKO BapHaHTOB  TaKHX
nocnegoBarenbHocTeil: TAAT[G/C][G/C] (Lohmann et al., 2001); TCACGTGA (Busch et

al., 2010). Cpenn kaHAMIATOB, COAEPKAIIMX MOJOOHBIE CAaWTHI B MTPOMOTOPAX HEIAIEKO OT
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cTapT-KojoHa, ObuTM BbImeneHBl cienytomme reHbl: RSCLE41, RsCLE42, RsCLE22,
RsHAM4, RsLOG3, RsLOG6, RsRR18, RsIAA28, RsYUC7. B mpoMoTopax 3TUX T€HOB MOTYT

ObITh caThl cBsa3biBanua TD WOX4.

RUL1

()
LBD4
MOL L, CLEAT
; Z
§ = { - F—

L

Pucynok 35. Ilpenckazannble B3aumojencTBus Mexay WOX4 u ero npeanosaraéMbIMU
MHUIIICHSIMH, TOCTPOCHHBIE ¢ Hcronb3oBanueM mporpammel STRING (https://string-db.org/).
JIuHUM pa3HBIX LBETOB YKAa3bIBAIOT HA pPa3HbIC THIIBI OEJIOK-OENKOBBIX B3aUMOICHCTBUM,
MPEJCKa3aHHBIX JUIS OCJIKOBBIX IPOJYKTOB JaHHBIX T'€HOB: I[BET MOPCKOH BOJHBI —
W3BECTHBIC B3aMMOJICHCTBHS HAa OCHOBE WHGpoOpManuu H3 0a3 JaHHBIX, MaJTUHOBBIA —
W3BECTHBIE  OKCIEPUMEHTAIBHO  TOATBEP)KICHHBIE  B3aUMOJCHCTBHS;  3€NEHBIH  —
MpeACKa3aHHbIC B3aMMOJICHCTBHS MEXAy reHaMu-coceqsaMu (gene neighborhood); xpacHbrit
— TMpelcKa3aHHbIE B3aMMOACWCTBUS Ha OCHOBE MH3YYCHHUS CIUSHHUS TEHOB, CHHHUHA -
IpeJCKa3aHHbIE B3aUMOJECWCTBUS Ha OCHOBE H3yuYeHHs COBMAJeHHs T'eHOB (gene co-
occurrence); CBETJIO-3€JICHBI — Jpyrue TUIBI B3aUMOJICHCTBUH, BBISIBICHHBIE HAa OCHOBE
MHTEJUJIEKTYallbHOTO aHaIM3a TeKCeTa (textmining); YepHBI - APyTryue TUIBI B3aUMOACHCTBUIA,
BBISIBIICHHBIE C TMOMOINBIO  KO-DKCIIPECCHU; CBETIO-(UONETOBBIA - JIpyrHe  THIIBI
B3aMMO/ICHCTBUI, BBIABICHHBIE Ha OCHOBE TOMOJOTHH OenkoB. KpyKKH pa3HBIX IIBETOB
YKa3bIBAIOT Ha pa3HbIe OEIKOBBIC IPOIYKTHI TEHOB, B IEHTPE KPYKKOB ITOMEIICHA CTPYKTYpa
COOTBETCTBYIOIIUX OEIKOB.

BepositHbiMu 00HapyxkeHHbIMU MeToioM N Silico mumensmu T® WOX14 (pucyHok
36) ABIAIOTCS CEIYIONIUE TeHBI:

1) DOF5.3 — xomupyer T® ¢ IOMEHOM «IIMHKOBBIC MAalbIb» H CHEHUPHUSCKH
CBA3BIBAETCS €  KOHCEHCYCHOM  mociemoBarenbHOCThIO  5'-AA[AG]G-3'  reHoB,
CMOCOOCTBYIOUIMX PaAHaIbHOMY POCTY CHUTOBHAHBIX 3JIEMEHTOB MpoTododmMel (Miyashima
etal., 2019).

2) LBDA4, KOHTpOIUPYIOIIUI THCTOreHe3 (JI0IMBI MITA KCHIIEMBI;, HApsIy C IPyTUMH
LBD perynupyer panuanbHbIi POCT, KOHTPOJHPYS pa3Mep KJIETOK U JeJIeHHE KIETOK B

kam6Oum (Smit et al., 2020; Ye et al., 2021; Turley and Etchells, 2022).


https://string-db.org/
https://pubmed.ncbi.nlm.nih.gov/?term=Smit%20ME%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Ye%20L%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Turley%20EK%5BAuthor%5D
https://pubmed.ncbi.nlm.nih.gov/?term=Etchells%20JP%5BAuthor%5D
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3) CLE41, CLE42, CLE44 - nupeacraButenu TDIF-ienTuaoB ¢ HIACHTHYHOM

MOCIIEI0BATEIBHOCTRIO, MOMAABISAIOT JU(PGEPEHIUPOBKY CTBOJOBBIX KIETOK pacTEeHUI
(Etchells and Turner, 2010).

4) CLV3 — omun u3 tpex renoB CLAVATA, perymupytomux pasmep AMII y
apabunmoncuca. [eictByer B mape c¢ penentopHoi kuHazoi CLAVATA1 (CLVI),
KOHTpoypys ©Oananc mpodudepanun/mudpepeHIupPOBKH  MEPUCTEMATHIECKUX  KJIETOK.
Perymupyer pa3sutue mepuctem nodera u 1serka (Fletcher et al., 1999; Fiers et al., 2005).

5) PXY/TDR - koaupyeT perenTopornoao0Hy0 MPOTEHHKHHA3Y C JICHIIUH-00raThIMU
noBtopamu. JleiictByer BMecTe ¢ nentuaamu CLE41 u CLE44 B xauectBe maphl JUTaH/I-
pelenTop B IMyTH I[epelayd CHUTHajga, YYacTBYIOIIEM B PEryJlUd TMOJACPKAHUS U
MOJISIPHOCTH MTPOKaMOMs BO BPEeMsI pPa3BUTHUSI COCYAUCTHIX TKaHed. OmocpenayeT pernpeccuto
TG QepeHIIMPOBKH  COCYIUCTBIX DJIEMEHTOB U  CIIOCOOCTBYET OOpa30BaHHMIO KIIETOK
MpokamMOus W TOJSPHOMY JEJICHHIO, IPUBOIANIEMY K (OPMUPOBAHUIO KJIETOK (hJI0AMBI B
nucroBsix xkunkax (Fisher and Turner, 2007; Hirakawa et al., 2008).

6) MOL1 u RUL - xoaupyrOT MPOTEUHKUHA3BI C JICHIIMH-OOraThIMH MTOBTOPAMH —

BEPOSITHBIE pETyNIATOPHI pa3BuThsa kamoOus (Gursanscky et al., 2016).

CLE41

Pucynox 36. I'eHHas cerp, oTpaxaromas B3auMozaelcTBus Mexay WOXI14 wu ero
Mpe/iCcKa3aHHbIMU MMILEHSIMU, IOCTPOEHHasi ¢ ucrnosb3oBaHueM mnporpammel STRING
(https://string-db.org/). Onucanue coBmagaeT ¢ ONMMCaHUEM PUCYHKA 35.

Takum 00pa3oM, BakHOM 4acTbiO paboOThI siBisieTcss mouck mumieHed TO WOX4
Cpenu MpeIoyiaraeMbIX T€HOB-KaHIUIATOB, YTO OBLIO MPOBENECHO HaMu ¢ momorbio [TIP-

PB u npox:xeBoil 0THOrHOPUIHON CUCTEMBI.


https://string-db.org/
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3.4.2. KonuvyecTBeHHbI aHAJIN3 IKCNIPECCHU TeHOB-KAHIU/IATOB B

HOpMe, TP CBEPXIKCIPECCUM U NPH cailjieHcuHre rena RSWOX4-2

Mumenn T® WOX4, OCHOBHOTO peryisTopa KaMOHWs, Ha JaHHBIH MOMEHT
Heu3BeCTHBI. [IJis mpoBepkH HaHHBIX O MuineHsx WOX4, momyueHHbix in Silico, mbr
KOJIMYECTBEHHBIN aHAIU3 YPOBHEW JKCIPECCUMM TE€HOB - IpeanosiaraeMblx muineHen T
RsWOX4. Msbl ouenuBaim ypoBHH 3kcrpeccun RSWOX4-2 u ero mpexmonaraeMbix
MUIICHEH B KOPHAX KOMIIO3UTHBIX PACTEHMI CO CBEPXIKCIpPEcCHEl U CaNJIIEHCHUHIOM 3TOTO
reHa [0 CpPaBHEHUIO C KOHTPOJIbHBIMH KOPHSIMH, HECYIIMMH KOHCTPYKIIMHU CO
ceepxakcmnpeccuerr GUS, meromom TT1P-PB.

Bruta mpoananu3upoBaHa dKCIPECCHs CIICAYIONINX TeHOB:

1) l'enst WOX: RSWOX5, RsSWOX9, RsSWOX11, RsWOX12, RsWOX14;

2) T'ennt CLE: RSCLE41, RsCLE42, RsCLE12, RsCLE22, RsCLEZ2;

3) I'enbl, xomupytomme napyrue T, yuacTByromue B pEryyisdlUd pa3BUTUS KaMOus:
RsHAM4, RsCYCD3-1, RsREV, RsHBS;

4) I'enn 6uocuntesa LIK: RsSIPT1, RsIPT3-1, RsIPT3-3, RsIPT5, RsIPT7, RsIPT8, RsLOG1,
RSLOG2, RsLOG3, RsLOG4, RsLOGS5, RsLOG6, RsLOGS,;

5) I'ennr otBeta Ha LIK: RSRR3, RSRR7, RSRR18;

6) I'ennr otBeta Ha UYK: RSIAA7, RSIAA2S;

7) I'ennt 6nocunTeza UYK: RsYUC1, RsYUC3, RsYUC4, RsYUCS5, RsYUC7, RsYUCO.

B pesynbrate ObUIM BBIABIEHBI TE€HBbI, YPOBHM OHKCIPECCHHM KOTOPBIX HpHU
cBepxaKkcinpeccnn u caiiiencuare RSWOX4-2 mensmuch «3epkanbHo»: RSCLE41, RSCLE42,
RsYUC7, RsLOG3, RsRR18 (pucynok 37). OTu reHbl OBLIM BBHIOpAHBI HAMHU B KauyeCTBE
KaHIUJATOB JUIs JajdbHEHIINX UcciaenoBaHuid. KpoMe Toro, Mbl MOKa3aiu, YTO SKCIPECCHUS
psna reHoB, B ToM uucie RSHAM4 u RsSIAA28, noBelmanach Hpu CBEPXIKCIPECCHU

RsSWOX4-2 u e mensutach mipu ero caitnencunre (Kuznetsova et al., 2024b).
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Pucynok 37. VI3MeHeHHUs] ypOBHEH 3KCIPECCUU T€HOB-KaHAMJATOB IPHU CBEPXIKCIPECCUU
(MaJIMHOBBIM IIBET CTOJIOIIOB) W MPHU CaiIeHCHHTe (CHHUH 1BEeT cToJIONoB) reHa RSWOX4 mo
CPaBHCHHIO C KOHTPOJIEM - PACTCHHSIMH CO CBepxdkcrpeccueid reHa GUS. DkcrepumenTt
MIPOBOMIICS B TPEXKPATHOM OMONOTHUECKON MOBTOPHOCTH. [lTaHKK MOTpenIHOCTH 03HAYAIOT
OIMOKY CPeTHET0. YPOBEHb 3HAYMMOCTH OIICHUBAJIH C IMTOMOIIIKIO0 t-Kputepust CThIOICHTA.
[To nureparypHBIM JaHHBIM O (QYHKIHSIX TOMOJIOTOB BBISBICHHBIX T€HOB Y
apabuIOIICUC, OTH T€HBI y PeIrca MOTYT y4acTBOBAaTh B KOHTPOJIC aKTUBHOCTH KamOws. B
gacTHOCTH, romojiord TeHoB RSCLE41, RSCLE42 xomupyroT curHaimpable nientuasl TDIF -
perymnstopsl aktuBHOocTH kKamOus (Ito et al., 2006), a romonor rena RSHAM4 — naptHep u
koakrop T® WOX4 (Zhou et al., 2015). I'omonoru reroB RSYUC7, RSLOGS3, RsRR18,
RSIAA28 komupytor, cooTBeTcTBeHHO, reH OmocuHTe3a UYK (Won et al., 2011; Lee et al.,

2012), ren 6buocuntesa LIK (Kuroha et al., 2009), uaru6urop nepenaun curnaia [{K (Mason

et al., 2004), uarubutop nepegauu curiaga BER (Liscum and Reed, 2002).
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3.4.3. Anaaus B3anmoaeiicteus romeogomena Td RsWOX4 ¢
MPOMOTOPAMM IF€HOB-KAHIUIATOB € MOMOIIbIO POKKEeBOIM

OTHOTUOPHUIHOM CHCTEMBbI

Jnst mpoBepkM JaHHBIX O BO3MOXHBIX MulleHsX RsWOX4, mnonydeHHBIX Ha
MpebIIyIIeM 3Tare, Mbl U3YYWIM B3aWMOJIEUCTBHE MPOMOTOPHBIX O0JIacTeil BHIOpAHHBIX
HaMH TEHOB-KaHAMAATOB ¢ roMeogoMeHoM RsWOX4 ¢ mnomoibio  JIposxiKeBOM
oIHOrHOpUIHON cucTeMbl. Meton apoxokeBoil omHormbpunHoi cucremsl (Davies, 2013)
COCTOUT B IpOBepKe B3aumoxaeucTBuss Td, K KOTOPOMY IPHUCOCIUHEH AKTHUBUPYIOILMN
JIOMEH, C H3y4aeMbIM IPOMOTOPOM, IOJ KOHTPOJEM KOTOPOrO HAaXOAUTCS MPOMOTOP
Ipoxoked u penoprepHbld reH. B ciywae B3aumopneiicteus Td ¢ JIHK axktuBupyronmit
JIOMEH CBSI3bIBAE€TCSI C IPOMOTOPOM JIPOACGKEN U 3aIlyCKaeT IKCIPECCUIO PETIOPTEPHOTO I'eHa,
B pe3yJIbTaTe Yero HabJI0JaeTCsl pOCT APOXOKEN Ha CEJIEKTUBHOM Cpefie.

B nanHol pa0GoTe OBUIM NPOBEPEHBI B3aUMOJIECHCTBUS MEXIYy TOMEOJOMEHOM H
yuyactkamu mnpomotopoB reHoB RSCLE41, RsCLE42, RsYUC7, RsLOGS3, RsRR18,
coJiep>KalnX KOHcepBaTUBHbIE calfThl cBsa3biBaHus it T@ WOX (Lohmann et al., 2001;
Busch et al, 2010), npencraBmsromme coboii Bapuantel MotuBa TAATG/CG/C
Bzaumopeiicteue T® u yyacTka mpoMOTOpa CUMTANIOCh MOATBEPKIACHHBIM, €CIIH JIPOXKKH,
TpaHc(hOpMHUpPOBAHHBIE COYETAHHEM IUIa3MUM, Hecymmx romeogoMeH WOX4 u yyacTku
MPOMOTOPOB MPOBEPSIEMBIX T€HOB-MHILEHEH, pacTyT Oojieeé WHTEHCHBHO, YeM KOHTPOIIb,
TpaHC(HOPMUPOBAHHBIN IMyCTHIMH TIA3MHUIAMHU.

[Ipeanonaraemeie  reHbl-mMumieHn  WOX4,  BbISIBJICHHbIE B MPEIBIAYIIEM
skcriepumente 1o [11[P B peanbHOM BpeMeHH, UMEIOT pa3HOOOpa3Hbie GYHKITNH, CBSI3aHHbBIE
C KOHTpoJIeM (PUTOTOPMOHATLHOTO TOMEOCTa3a B TKAHAX PACTCHHIA.

I'en LONELY GUY3 (LOG3) apabumorncuc komupyer LIK-aktuBupyrommuii hepmeHr,
Y4acTBYIOUIMI B 3aKOYMTeNbHOM JdTane OuocuHtre3a LK, u mnpeacrasnser coboit
dbochopudoruapomnasy, koropas npespaiaet HeakTuBHble [[K B Ononornuecku akTHBHBIE
¢dbopmbl B Buzie cBoOOIHBIX ocHOBaHui (Kuroha et al., 2009). M3BecTHO, 4TO €ro 3Kcrnpeccus
B MOJIOJIBIX KJIETKAaX KCHieMbl HanpsMmyro peryinupyercs TMOS u LHW, xortopsle, B cBOIO
ouepenb, SABISIOTCS MuIleHblo reHa MP, perynupyromero, B ToM umcie, u TO WOX4
(Ohashi-Ito et al., 2013, Brackmann et al., 2018). [Ipsimoro B3aumoaericTBust Mmexay WOX4
nu LOG3 B nureparype moka3zaHO He OBLJIO, OJHAKO B HAMIKUX OKCIEPUMEHTaX IO

KOJIMYECTBEHHOMY aHaM3y TeHoB co cBepxadkcnpeccreir RSWOX4 ren RSLOG3 moxka3eiBan
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CTaTHUCTUYECKH 3HAUMMOE YBEJIMUYEHHUE YPOBHS CBOEH OSKCIPECCHH, IMO3TOMY CTall
KaHJMJIaTOM Ha poJib BeposiTHOU npsaMoit mutienn TO WOX4.

I'en AtYUC7, xomupyrommii WHAON-3-MUPYyBaT-MOHOOKCUTE€HA3y, Yy4YacTBYeT B
OMoCHHTE3e ayKCHHA, a TakKe B AYMOPHOTrEeHE3e M Pa3BUTUU MPOPOCTKOB. Heobxomum s
dbopMUpOBaHUS OpPraHoOB IIBETKa M TKaHed cocyaoB. OH MpUHAIICKUT K Habopy
n30bITouHBIX TeHOB YUCCA, OTBETCTBEHHBIX 3a OMOCHHTE3 ayKCHMHOB B moOerax. Taxxke
AtYUCT unnyuupyercst B otBeT Ha 3acyxy (Won et al., 2011; Lee et al., 2012). Kpome Toro,
u3BectHo, yto YUCT yuactByer B mHAykmmu OmocuHTe3a YK B mepucreme OOKOBBIX
KOpHEH TIpW TIepefadye CuUTHajia OT Kopeuentopa OpaccuHocTepousioB  BAKI,
WHIyIUPYIOIIETOCs B YCIOBUAX HU3KOM mocTymHOCTH a3ota (Jia et al., 2019, 2020, 2021).

I'en ARR18 komupyer T® - perymsarop orBera Tunma B (ARR-B), kortopslit
aKTUBUPYET HEKOTOphbIE perysaTopsl oTBeta THna A (ARR-A), nanpumep, ARR22-ARR24, B
otBeT Ha [IK.

[Mentuner CLE41 u CLE42, xotopeie otHocsaTcs K rpynne TDIF u perynupyror
akcripeccnro WOX4, mpencraBisor coboii komrmoHeHTH cucteMbl WOX-CLAVATA,
KOHTpOJHMpYIoIei 6ananc kamous u quddepennmupoanHbix kinerok (Hirakawa et al., 2010).
Mexny aumu 1 TO WOX4 B kamOuu mpenonaraeTcs Hanuuue o0OpaTHOM CBsI3U, KaK MEXIy
WUS u CLV3 B nobere, rae T® WUS aktusupyet sxcnpeccuto rena CLV3 (Schoof et al.,
2000).

B pesynbraTe sKCnepuMeHTa € JAPOXIKEBON OAHOTMOPUAHOM cHCTEMOM ObLIO
MIOKa3aHO HaJIMYue B3aMMOACUCTBHS TOJIBKO Mexay romeonomeHoM WOX4 u TAATCC-
caiirom B mpomotope reHa RSLOGS3 (pucynox 38), perymupylomiero mHOCIeIHHH 3Tar
ouocunte3a cBoOomubix [IK (pucynox 39). B TO ke Bpems, ajisi MPOMOTOPOB TE€HOB
RsCLE41, RsCLE42, RsYUC7 um RSARR18 BzaumoneiictBus ¢ romeomoMeHoM WOX4
METOJIOM JIPOXOKEBOM OJHOTHOPHIHOM cHcTeMbl mokasaHo He Obuto (Kuznetsova et al.,

2024b).
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Baaumopeticteue |pRsLOG3 | pARR18_|pARR18 | KoHTponk 2 KouTtpons 3*
TAATCC | TAATCC |TAATCG; | (nycToii BEKTOP
TAATCC, HISLEU)

TAATCC

HD

RsWOX4 . . A

KoHTpone 1 (nycroi pDEST22 + |pHisLeu+ NAM
BekTop pDEST22) . E . pAILHY (KoHTpOIb)

e (KoHTpONB)

Pucynok 38. Busyanuzanus pe3yibTaToB OLIEHKM B3aUMOJEHCTBUN YYacTKOB IIPOMOTOPOB
redoB RSLOG3 u RSARR18 wu romeomomena RsWOX4 ¢ momompio JIpOXKKEBOM
OTHOTHOPHUIHON CHUCTEMBI. B3amMomelCcTBHE CUMTAETCS MOATBEP)KACHHBIM, €CIU JPOXOKH,
TpaHC(HOPMUPOBAHHBIE COYETAHUWEM IIIa3MHJ, PACTyT JIydyllle, YeM KOHTPOJIU (JIPOXIKH,
TpaHC(HOPMUPOBAHHBIE IUIa3MHIAMH 03 BCTaBOK aHanmu3upyembix ¢parmentoB JIHK).
OKkcriepuMeHT Obul  IpoBeeH B 4  MOBTOPHOCTSAX, HAa PHUCYHKE IPEICTABICHbI
pEeNpe3eHTaTUBHbIE  BAapUaHTHl.  3€JE€HBIM  I[BETOM  BBIJEJIEHO  IOJATBEPAMBILEECS
B3aumMo/eiicteue. Kononuu pociu Ha cpenax ¢ pa3nuyHoil kKoHeHTpanueil 3-AT, Ha cepun
(dotorpaduii mokazan poct koyioHui Ha cpee ¢ 10 MM 3-AT (MakcuManbHas KOHIICHTPAIUS
IUI JIaHHOTO JKcrepuMeHTa). *B kadecTBe KOHTpoist 3 (HOJOXKMUTENIbHBIM KOHTPOJIb)
ucnonp3oBaiuch miasmuasl pHisLeu-pAtLHY u pDEST22-NAM, conepamue y4acTKu
npomMoropa U T®d, COOTBETCTBEHHO, KOTOpbIE, IO JMUTEPAaTYpHbIM  JTAHHBIM,
B3aMMOJICHCTBYIOT IpyT ¢ Apyrom (Lopato et al., 2006).

lIPTI | CYP735A I DMAPP

b ATP —» iPRTP —» tZRTP *
3 tRNA
| Cowner)
prenyl-tRNA
DMAPP +< ADP —» |PRDP —p» tZRDP
| cis-prenyl-tRNA
AMP —» iPRMP —p» tZRMP - DZRMP cZRMP

VIV T) 1)
FRYRYRY

Active form

—. 1

Pucynoxk 39. Perymsiiiust 6nocuaTe3a MMTOKMHUHOB y pactenuii (mo Hirose, 2008).
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Takum oOpa3oM, MBI BIEpBbIE UICHTU(DHUIIUPOBAIN MPEANOIaraeMyo MHIICHb T
WOX4 cpenu reno 6uocunrteza K. M3BectHo, uto LK urparoT ponb B mponudeparuu
KJIETOK KamOus: IO JIMTepaTypHBIM JaHHBIM, moteps ¢yHkuuu renoB IPT1, -3, -5 u -7,
KOAMPYIOLIMX HW30MEHTEHUITpaHcepasy — (QepMeHT, ICHCTBYIOIIMI Ha TEpBOM JTare
ouocunte3a LIK (n0 ¢epmentoB LOG), cHMkala akTHBHOCTh KaMOUsI U YTOJIIICHUE KOPHS
(Matsumoto-Kitano et al., 2008). B pa6ore Nieminen et al. (2008) Takke ObLIa MOKa3zaHa
BakHas pouib LIK B KOHTpOJIE aKTUBHOCTH KaMOUs y TOTIOJS: T€HBI, KOJUPYIOIINE PEICITOPHI
LK, mpenMyIiecTBEHHO SKCIIPECCUPYIOTCS B AETSAIIMXCA KaMOMAIbHBIX KJIETKax cTe0uis
tonosisi.  M3BectHo Takke, uro cepxdkcnpeccuss reHa CYTOKININ - OXIDASE,
komupytouiero LIK-aerpanupyromuii hepMeHT, IPUBOIUT K MOIABICHUIO BTOPUYHOTO POCTA.

Bosmoxnas posib rera LOG3 B KOHTpoJIe aKTUBHOCTH KaMOHS ITOKa3aHa HaMH BIICPBEIC.

3.5. 3aknwuenue: UnenTndukanus peryisiTopoB pa3BUTHSA 3aMACAIOLIET0

KOPHA X CIOHTAHHBIX OHyXOHeﬁ Y peauca

[Tpu BBIIOJHEHUU PAaOOTHI B paMKaxX JIUCCEPTAMHA HAMH BIIEPBbIC OBLJIO MPOBEIACHO
CCKBEHHPOBAHHE TE€HOMOB JIBYX HWHOPEIHBIX JIMHUNA TEHETHYECKON KOJUICKIIMH peIuca,
KOHTPACTHBIX IO CIOCOOHOCTH K CIIOHTAHHOMY OITyXO0JieoOpazoBaHUEM. MEXIy ITUHUSMU
OBLT BBISIBIICH DS/l PA3JIMYMil, B TOM YHCIIC - CBSI3aHHBIX ¢ MOTeped (QyHKINN TeHOB, KOTOPHIE
MOTYT OBITh BOBIICYCHBI B PETYIALMUIO Pa3BUTHSI KOPHS /WM aKTUBHOCTH MEPUCTEM. JTO
nepBas MacmTtabHas paboTa 1O aHamU3y TEHOMOB pPAcTeHUH CO  CIOHTAHHBIM
orryxoseo0pa3oBaHueM. 3ydeHne BIUSIHIS 3TUX T€HOB, BBISBICHHBIX B 9TOM HCCIICIOBAaHHH,
Ha pa3BUTHE KOPHS M CIOHTAHHBIX OITyXOJIEW TIOMOXKET TIOJYYUTh HOBBIC JIAHHBIC O
MeXaHM3MaX KOHTPOJISI MEPUCTEMATUYECKOW aKTUBHOCTH KJIETOK Y PACTEHHIA.

bruta nponenana paboTta mo U3y4eHHUIO POJIH KOMIIOHEHTOB «KaMOUAIbHONY) CHCTEMBI
WOX-CLAVATA B pa3BUTHM 3amacamwInero KOpHS peaumca. Y peauca MpoBelIeHa
WICHTH(UKAIUS, aHAJIN3 PACIIOJIOKEHUS HAa XpOMOCOMaX W aHaIHM3 IOCIeI0BaTEIbHOCTEH
reHoB, koaupyrommx KomrnoHeHTsl cucteM WOX-CLAVATA — T® WOX u curHaibHbIE
nentuael CLE. Jlns otnensHbix mpenctaButeneir cemeiictB reHoB WOX u CLE penwca,
TOMOJIOTH KOTOPBIX Y apaOUIONICHC SIBIISTFOTCS KITIOYEBBIMH PETYJISITOPAMHU PA3BUTHS KaMOWS
(to ectb mms RSWOX4-2, RsSWOX14 u RsCLE41-1), Obu1 mpoBenmeH aHaimu3 3(QexTor
CBEPXDIKCIIPECCMM HA pa3BUTHE 3alacallliero KOpHS. bBbUTIO  BBIABICHO  BIHSHHE

ceepxakcrpeccun RSWOX4-2 u RSWOX14 na ¢QopmupoBaHue cTenbl KOpHS penuca U
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nponaudepanno KIETOK KamMOWs, 4TO CBHUJAETEIbCTBYET 00 HMX pOJM KaK BO3MOXHBIX
perynsaTopoB pa3BuTHs 3amacatomero kopHs. C momouipio [P B peambHOM BpeMeHH U
TPAHCKPUIITOMHBIX HMCCJIECIOBAaHUN ObUIM TOJYYEHbI JAHHBIE O BIUSHUU CBEPXIKCIPECCUU
RSWOX4-2 u RSCLE41-1 B xopHsX peamca Ha SKCIPECCHIO LEIOTO psiia TeHOB pa3HBIX
CEeMEMCTB, KOTOpPhIE MOTEHLUAIBHO MOTYT OBITh MX MPAMBIMU MHILIEHSIMHU «KaMOUaTbHON
cucrembl WOX-CLAVATA. Ina T® RsWOX4-2 Ttakxe npoBeAeH MOUCK MHIICHEH C
MTOMOIIIBIO JIPOKKEBOW OJTHOTUOPUTHOW CUCTEMBI, IIPH STOM BBHISBICHO CBS3bIBaHHE Oelika
RsWOX4-2 ¢ mpomoropom rena RSLOG3, perymupyromero 6uocunre3 LK. Dto mepsbie
nanHble o npsaMod wmumeHn TO WOX4, mno3BoisiomKe YCTaHOBUTH CBS3b MEXKIY
akTuBHOCTBIO cucteMbl WOX-CLAVATA u yposuem LK B kamGum.

Harma paboTa mo3BoJivia MOJy4YuTh Psifi HOBBIX JaHHBIX OTHOCHTEIHHO MEXaHH3MOB
Pa3BUTHS 3amacaroniero KopHs (XO3sSHWCTBEHHO 3HAYMMBIA MPU3HAK), B YACTHOCTHU CBS3ATh
cuctemy WOX-CLAVATA, perynupymoilyo akTUBHOCTb KaMOUsI U BTOPHUYHBINM POCT KOPHS,
¢ UK (uepe3 mnpsamyro wmumenb Td WOX4 — ren LOG3). IlpoBenenHoe Hamu
CEeKBEHHPOBAHNE T€HOMOB OIYXO0JIEBOHM M O€30ITyX0JIEBOW JIMHUI peirca MO3BOJINIO BBISIBUTh
PN pa3auyMii, AETaNbHBIA aHAIN3 KOTOPBIX OTKPHIBAET BO3MOKHOCTH JJIsSi BBISABIICHUS
MEXaHHM3MOB OITyX0JIeOOpa30BaHUsl y pacTeHHil (IpHU3HAK, U3y4YeHHUE KOTOPOrO BAXKHO JUIS
BBISIBJICHHSI PAaHEEe HEU3BECTHBIX CHCTEMHBIX PEryJIsSTOPOB Mpoiudepanuu KIETOK Yy

pacTeHuit).
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I''TABA 4. OBCYKJAEHHUE

IIpoBeneHHOE HaMU Hcciel0BaHUE ObLIO MOCBALIEHO M3YUYEHUIO JBYX Pa3HbIX, XOTA U
B3aMMOCBSI3aHHbIX, IIPU3HAKOB Pa3BUTHS KOPHS y MOJEIbHON KOPHEMJIOAHON KYJIbTYPbI —
penuca nmoceBHOro: 1. CIIOHTaHHBIX OMYyXOJel Ha KOPHE OINpeaeIeHHBIX WHOPEIHBIX JTUHUN
penuca u3 reHerudeckoit kosuekuu CIIOIY u 2. 3anacaroniero KopHs y peauca.

IIpu oOpa3zoBaHMM 3amacaroIlMX KOpPHEH M OIyXojgeo0pa3oBaHUM MOIYT ObITh
HCIOJIb30BaHbl CXOJIHBIE MEXAHM3MBbI, BKJIIOYAIOLIME B Ce0sl MEPUCTEMHBIE PEryJsTOpHI,
3aJeliCTBOBaHHbIE B KOHTpOJIE AKTUBHOCTH MepucTeM. CorJlacHO paHee MOIy4EeHHBIM
JaHHBIM, B ()OPMHPOBAHUU 3aIlacarolIero KOPHS M OIyXOJIeH pennca MPUHUMAET y4acTHe
OJTHa W Ta e JarepanbHas mepucrema — kamoOwmii (Lebedeva et al., 2015). bonee toro, B
CTPOEHUU CIIOHTAHHBIX OITyXOJICH y peauca BBISABIEH PsiJl YePT, XapaKTEPHBIX JJII MEPUCTEM,
- TaKUX, KaK pa3rpaHUYeHHe 30H AaKTUBHOM mponudepanuu KIETOK M 30H HX
i epeHIIMPOBKH; MaKCUMyMbl KOHIIGHTPAllMM AayKCHHA, COBMAJAIONIME C 30HAMHU
skcnpeccnn reHa RSWOX5 — perymsaropa anukansHbIx Mepuctem KopHsi (Lebedeva et al.,
2015); ycuieHHast 3Kcrpeccusi FeHOB KIETOYHOIO IMKJIA U MEpUCTeM-CHEM(PUUHBIX T€HOB
(JIyroBa u gp., 2008; Tkachenko et al., 2021a). C »53Toil TOYKH 3pEHUS OMYXOIU
MPEJCTABISIOT CO00I 0COOBIN THIT HEPETYISIPHBIX ((aKyIbTATUBHBIX) BTOPUYHBIX MEPUCTEM,
MPOUCXOIANIMNX M3 KaMOHWs, W HMX MOXXHO CYHTATh AHOMAJMEHl BTOPUYHOTO pOCTa W
«o0paTHOI cTOpOHOW» (opMupoBaHMs 3amacaroliero kopHs. Hamuume B reHeTHuyeckoi
kosekiuu CII6I'Y MHOrouucieHHbIX OMyXOJEeBBIX JIMHUM peanca pa3HOro MPOUCXOXKACHUS
CBHJIETEIICTBYET O TOM, YTO B CEJIEKIIMOHHOM IPOIIECCE PEArca MOTIIH OTOUPaThCs (HOPMBI €
HapylIeHHeM KOHTPOJIs mpoirdepanud KIETOK KOpPHS, KOTOPO€ MOXKET IPHBOIUTH K
YCUJICHHIO BTOPUYHOI'O YTOJIIIEHUS KOPHS, @ IPU HAINYUU ONPEAETICHHOTO IeHEeTUYECKOTro
¢oHa — k omyxoseoOpa3oBaHuto. TakuM 00pa3oM, HM3ydE€HHE OMYXOJEBBIX (OPM MOXKET
MOMOYh B TOHWMAaHWUU HANpPaBJICHUS CEJEKIUH TPHU CO3JAHWH KOPHETUIOMHBIX KYJIBTYP
(by3oBkuHna, JIyrosa, 2007).

XapakTepHOH 4epTOil KOHTPOJISE Pa3BUTUS PACTEHUN SABISETCSA UCIOIB30BAHUE OJJHUX U
TeX JXK€ «OJOKOB» B3aUMOJIECHCTBYIOUIMX TI'€HOB M MX MPOAYKTOB (TaKk Ha3bIBaeMbIX
PEryJISITOPHBIX MOJYJIeH) B pa3HBIX Iporpammax pas3Butus (cM. o63op Kuznetsova et al.,
2023). Takum 00pa3om, psll CXOIHBIX MEXAaHHU3MOB MOXET OBITh 3aJICHICTBOBAH B Pa3BUTHH
CMIOHTAHHBIX OITyXOJiell M 3amacaromiero KopHs peauca. OgHUM M3 Hambosee BaKHBIX
PEryIsSTOPHBIX  MOJYyJIeH, WrpalolUX KIOYEBYI0 pOJb B KOHTPOJE AaKTMBHOCTU

pa3HooOpa3HbIX Mepuctem, sBisiercss Moayib WOX-CLAVATA, Bkimoodaronmii B ceds
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nentuaabie utoropmonbl CLE, ux pernenTopsl U X MHUIIEHH — TeHBI, Kogupyromue T
WOX. B cBs3u ¢ 3TUM, UIMEHHO «KaMOuaiabHbIM» KoMmroHeHTaMm Moayiist WOX-CLAVATA
OBUIO y/IeTIeHO 0c000€ BHUMAHKE B HAILIIEM HCCIICIOBAaHUH.

CrioHTaHHBIE OMYXOJU PACTEHUH Pa3BUBAIOTCS 0€3 ydacTHs WH()EKIIMOHHOTO areHTa WK
BHEIIHETr0 MHIYKTOpa, 32 CUET MyTalul WiK ’nureHetTndeckux usmenenuit (Dodueva et al.,
2021). CornmacHOo nHMTEpaTypHBIM JAaHHBIM, H3Y4YCHHE CIIOHTAHHBIX ONMYyXOJCH pPACTCHHM
MO3BOJIMJIO BBISIBUTH PSiJl HOBBIX CHUCTEMHBIX PETYJISTOPOB JEJICHUS KJIETOK pacTeHUM. ITO
BAXXHO, TAaK KaK, HECMOTPS Ha KOHCEPBATHMBHOCTh OCHOBHBIX MEXAHWU3MOB pEryJIslHUU
KJIETOYHOTO I[UKJIa, CHCTEMHBIN KOHTPOJIb KJIETOK PACTEHUI MOCTPOEH [0 HHOMY MPHUHIIMILY,
4YeM Y KUBOTHBIX, B CBS3H C UEM CIIOHTaHHBIE OMYyXOJHM pacTeHUi J0BOIbHO penku (Doonan,
Sablowski, 2010; Dodueva et al., 2021). Hemaublii mporpecc B BBISBICHHH HOBBIX
MEXaHH3MOB CHUCTEMHOTO KOHTPOJIS JICJICHHS KJICTOK pPACTEHWUH OBUT JOCTUTHYT IIpU
W3YYCHHUH MHOTOT€HHBIX OIYXOJIEBBIX MYTAHTOB apaOuJONCUC, Yy KOTOPBIX OBLIN
UICHTU(QUIMPOBAHBI T€HBI, TOTEPSI PYHKIIMH KOTOPBIX MPUBOAUT K OIMYX0JIE00pa30BaAHUIO Y
pacTeHuii, — 3TO PsAJ F€HOB, CBA3aHHBIX ¢ (POPMUPOBAHUEM KJIETOUYHOW CTEHKU M KIETOYHOU
anresueit (Krupkova, Schmulling, 2009), koaTponem kinerounoro mukia (Bellec et al., 2002)
WU peMoJieTmHroM xpomatuHa (Mao et al., 2006).

B renernueckoii kosekuuu CIIOIY wumerorcs wHOpemHbIE JIMHMM peauca co
CIIOHTAHHBIM oOIlyXosieoOpazoBaHueM Ha KopHemione (by3zoBkuna, Jlyrosa, 2007), mpu
CKpEIIMBAaHUM KOTOPBIX OMyXo0JieoOpa3oBaHHE BeleT ce0s KaK MOHOTEHHBIM pPEeleCCUBHBIN
npusHak (HapOyt u ap., 1995; Matveeva et al., 2004). CpaBHUTENbHOE H3y4YE€HUE TAKHX
TUHUH, KaK U U3Y4YEHHE OIMyXOJIEBBIX MYTAHTOB apaOUIONCHUC, MOXKET OBITh HCIIOJIIB30BAHO
JUTSl BBISIBJICHHSI PETYJIATOPOB CIIOHTAHHOTO OITYX0JIeOOpa30BaHUSI M CUCTEMHOTO KOHTPOJIS
JIEICHUS KJIETOK pacTeHuii. IMEHHO Takue JIBeé KOHTPACTHBIE POJCTBEHHBIE JIMHUM, OJHA U3
KOTOPBIX (POPMUPYET OMYyXOJH, B OTIMYME OT JIPYrod, ObLIM B3ATHI HaAMH B aHanu3. Ha
MepBOM  dTale  HallMX  MCCIEIOBAaHWW  Mbl  NpeanojaraeéM eAuHyK  [pPUPOIY
OMYyX0JICOOpa30BaHUsI y Pa3HBIX OIYXOJEBbIX JUHUN Kosuiekiuu. [lo nuTeparypHbIM
JAHHBIM, MyTaIi, TPUBOSIINX K OMyX0JI€00pa30BaHUIO y PAaCTeHHH, OYeHbh Majo. B cBs3u
C 3TUM HEJOTUYHO MpPEINoJiararb, YTO HECKOIBKO HEAJUIENBHBIX MYTallUid C OJUHAKOBHIM
OIyXOJIEeBbIM (DEHOTHIIOM HaxoasTcs B oaHoi koutekiuu CIIOIY, Torma kak B Apyrux
MHUPOBBIX KOJUICKIIUSAX KOPHEIJIOMHBIX KYJIbTYp HET HH OJHOM OIMyX0JieBOH (OpPMBL.
[Tockonbky npupojaa 3TOMU MYTallAu MOJKET OBITH pa3IMYHON -

I/IHCepI_II/ISI/I[eHeI_II/ISI/OIIHOHYKJ'ICOTI/II[HaH 3aMCHa B KO,Z[I/IpyIOIJ_Ieﬁ HNIn HpOMOTOpHOﬁ qacTu
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I€Ha, - TO IIOUCK TaKOr0 BEPOSATHOIO T'€Ha-KaHJUAaTa sIBJIETCs CIOXKHOM 3ajadeld, KoTopas
BPSIJL JIU MOKET OBITh pellieHa B paMKaX OJHON KaHAWJATCKOHN JTuccepTaluy.

TpaHCKPUNTOMHBIA aHAJIU3 CIOHTAaHHBIX OIIYXOJIEW peauca BBIABUI AKTUBALIMIO
0O0JIBIIIOTO KOJMYECTBA TEHOB, ACHCTBYIONMX HA BCeX dTamax kierouHoro mukia (Tkachenko
et al, 202la), yro mpeanojaraeT HaJW4YMe HEU3BECTHOI'O BBILIEJIEKALIETO PETYJIATOPA,
KOTOPBI KOHTPOJIUPYET BCIO 3Ty T€HHYK CeThb. TakuMm o00pa3oM, BBISBICHHE TI'€HOB,
«HapyLIEHHBIX» Yy OIyXOJIEBBIX JIMHUHM, BEPOATHO, IO3BOJMT HAaM BBIIBUTH TaKue
PEryJsTOpHI.

B nanHoil pabore Hamu BrepBble OBbLIM OCYIIECTBIECHBI CEKBEHHUPOBAHHE M COOpKa
TE€HOMOB JIBYX OJHM3KOpPOJCTBEHHbIX JMHUN TIeHeTHueckod Kosekuuu penuca CIIOIY,
Pa3NUYAOIIMXCSA IO CHOCOOHOCTH K CIIOHTaHHOMY OITyXOJIeOOpa30BaHUIO, M MPOBEACH HX
CpaBHUTEIBHBIN aHAJIHN3, YTO OTHOCUTCS K HanboJiee 3HAaYMMBIM Pe3yJIbTaTaM Haliei padoThl.
B pesynbrare y onyxoseBoi JUHUN ObLIO BBISBIEHO 72 reHa ¢ MHCEPLUUSAMHU WIN JeNeUsIMUA
(InDel) B ux xoaupyrommx OOJACTAX, MPUBOMSAIIMMH K CABHUTY PaMKH CUUTHIBAaHHS H,
BEPOSITHO, CHUHTE3y HE(PYHKIHMOHAIHHOTO OEJIKOBOTO MPOAYKTa, a Takke 36 TEeHOB C
OJTHOHYKJICOTUHBIMH 3aMeHaMu. Cper HUX OKa3aJiCs Psiji BaXKHBIX PETYJSTOPHBIX T'€HOB,
JEUCTBYIOIMX B pa3HbIX MPOrpamMMax pa3BUTHUs pacTeHUU. Mbl MpOBEpUIIM HEKOTOPHIE U3
HUX € NOMOILbIO cekBeHupoBanus [11[P-hparmeHTOB 1 MOATBEPANIN BBISBIECHHBIE PA3INUUS
y IIECTH U3 JIECATH TPOBEPEHHBIX TeHOB. V3yyaemble B paboTe JTMHUN PA30ILINCh HA TIEPBOM
MOKOJICHWW WHOPHIMHTAa W OTIMYAIOTCS IO OOJIIIOMY KOMIUIEKCY NPU3HAKOB. Takum
o0pa3oMm, OOJIBIIOE YHCIO BBIABICHHBIX PA3JIMYUA 10 TOCIEJOBATEIBHOCTSAM T'€HOB
OTKpBIBAaET JaJbHEUIINE MEPCHEKTUBBI Ul UCCIEAOBAaHUM M Ul BBIICHEHUS TOTrO, Kakue
TeHbl WrPalOT pOJb B OIyXOJeOOpa3oBaHWHM, a KaKhe acCCOIUUPOBAHBI C JIPYTHMHU
MIPHU3HAKAMHU.

[ToMrMO TmOMCKAa HOBBIX PEryJATOPOB CHUCTEMHOTO KOHTPOJS JI€IEHUs KIETOK,
CEeKBEHHPOBAHUE HCMOJb3yEMBbIX HaAaMHM B paboTe JMHUHA peanca MO3BOJIMIO OCYILIECTBUTh
XPOMOCOMHYIO JIOKQJIH3AIMI0 W AaHajJW3 IOCIENI0BATeIbHOCTEH TEHOB, KOAHMPYIOIIMX
kommoHeHTHl cucteM WOX-CLAVATA, koTopble PEACTABISAIOT JJIsI HaC 0COOBIN MHTEpEC.
Bcero B renome y penuca BoisiBiaeHo 24 rena WOX (u3 Hux 3 — RSWOX4-1, RsSWOX4-2 u
RSWOX14 - sBnfioTcs romMojoraMu KaMOWalbHBIX PEryJsTOPOB, BBISBIEHHBIX y IPYTHUX
BunoB pacreHuii) m 52 rena CLE (w3 wux 3 xomupyror mnentuael Tpymmer TDIF,
peryJIupyIole aKTHBHOCTh KaMOWsi). XpPOMOCOMHAs JIOKaJIH3alHs TE€HOB HCCIIEAYEMbIX
CEeMEHCTB, MPOBEJICHHAs HAa OCHOBE IMOJYYEHHBIX COOPOK I'€HOMOB MCCIEIyEeMBIX JUHHIM,

OTKPBIBACT NCPCIICKTHUBBI IJIA pa60T B o0jacTu HU3YYCHUsS TI'CHOB, BJIMAIOIIHUX Ha Pa3BUTUC



149

KaMOWsl W TPOBOMSAIICH CHUCTEMBI, a TakKKe B HW3YUYCHUH TEHOB, KOHTPOJIHMPYIOIIUX
X035 CTBEHHO-BAKHBIE MPU3HAKU. B MepcneKkTuBe 3TH JaHHBIE MOTYT HCIIOIB30BAaThCS IS
FEHETUYECKOT0 aHAIM3a U 0TOOpa FreHOTUIIOB Pe/lica ¢ HOBBIM COYETAaHUEM MTPU3HAKOB.

[TockonmbKy pa3nuuusi OMyXOJEBOW U O€30IyXOJICBOM JIMHUK OBLIM BBISBICHBI IO
MTOCJIEIOBATEILHOCTSAM OOJIBIIIOT0 KOJIMYECTBA PETYJISATOPHBIX TE€HOB, MPEINOI0KUTEIHLHO
3aJICICTBOBAaHHBIX B KOHTPOJIE aKTHBHOCTH MEPHCTEM M Pa3BUTHS KOPHS, TO KPYT MOUCKOB
KaH/JMIaTOB HA POJIb HOBBIX PACTUTEIBHBIX «OHKOT€HOBY SIBJIECTCS JIOBOJILHO IIUPOKUM. J1Jist
€ro Cy>KeHHs TpeOyIOTCs ajdbHEUIIINEe UCCIIEIOBAHMS C MPUBJICYEHUEM COBMECTHOI'O aHAIN3a
HAcJeAOBaHUS  BBIABICHHBIX  MOJICKYJIAPHBIX  NPU3HAKOB C  MOP(OIOTHYECKUMH
HapYUICHUSIMH, a TAK)Ke PACHOJI0KEHUS JaHHBIX TPU3HAKOB HA TEHETHUECKUX KapTax.

Tonpko reHeTHYeCKHid aHAIM3 COBMECTHOTO HACJICIOBAHMS C OIyX0Je00pa3oBaHUEM
MIOMOKET BBISIBUTH B3aMMOCBSI3b 3TOTO MPU3HAKA C BBISIBJICHHBIMH HAaMU HYKJICOTHIHBIMU
pa3IUYUAMU B T€HAX C WHCEPLHSIMU/AETCHUIMI U OJHOHYKICOTUIHBIMU 3aMEeHaMU. Takum
oOpa3oM, maHHas paboTa OTKPHIBAET HOBBIM IIJIACT HCCIEJOBAaHUH B OTOH 00MacTH,
BKJIIOYAIOIUX KAaK YCTAHOBJICHHE CBSI3M MOJICKYJIIPHBIX OTJIMYHMI C pa3MepoM KOPHEIUIOJa,
TaK ¥ yCTaHOBJICHWE OTJIMYHMH, CBS3aHHBIX ¢ omyxoyieoOpa3zoBanueM. OcoOblid HHTEpEC IS
TanbHEHIIMX PabOT MPEACTaBISAIOT ONM3KOPOACTBeHHBIC JUHUU 19, 20 u 21, sBistomuecs
MEPCTIeKTUBHBIMUA ISl CKpEUIMBAaHUN C JuHUEH 18 W mociHedyromero reHeTUYECKOro
aHanu3a. MHOTHE BOIPOCH, M3y4Y€HHWE KOTOPBHIX OBUIO HayaTO B JIaHHOW paboTe mpu
CEKBEHUPOBAHUHM  OTACIbHBIX JIMHUW TE€HETUYECKOW KOJJIEKIIMH peauca, TpeOyroT
NalnbHEHIINX UCCIeNOBaHMI. B  4acTHOCTH, NEPCHEKTUBHBIMHM SIBJISIFOTCS  aCHEKTHI,
CBA3AaHHBIE C CEKBEHUPOBAHUEM JPYTUX JIMHUM KOJUJIEKIMM U BBISIBICHUEM T€HOB-
KaHJWJATOB, YYaCTBYIOIIMX B JPYTHX TIpOLIecCax, OMPECISIONIUX TaKHe aHOMAJIUU
pa3BUTHs, KaK U3rHOBI CTEOJIs1, TPOpACTaHUE CEMSH B CTPYUKE, U3pacTaHUE 3aBsi3H, ACPUIIUT
xJIopoduiia, KapIUuKOBOCTb.

Crnenyrouuii Onok 3amad Hamieid paboThl - M3yYeHHE TeHETHUYECKUX MEXaHHU3MOB,
JeXKAIMX B OCHOBE pa3BUTHS 3amacaroliero KOpPHsS peauca. JTa paboTa HMMEET Kak
MPaKTUYEeCKOE€  3HAYeHWE B  CBSI3M C  BaXHBIM  BKIAJOM  KOPHEIUIOJIHBIX
CEJIbCKOXO35IMCTBEHHBIX KYJbTYp B MUTAaHUE YEJIOBEKA U KUBOTHBIX, TaK U TEOPETHUECKOE
3HAQUEHHE - B OTHOIICHUM TMIOJTYYEHHUS HOBBIX JaHHBIX O MEXAaHM3Max pEryJISIUU
JaTepabHBIX ¥ HEPETYJISIPHBIX MEPUCTEM KOPHSI.

B kadectBe 00OBeKkTa HCCIEIOBaHUSA OBLIM HCIOIL30BAHBl HHOpPEIHBIC JIMHUU U3
TCHETHUYECKOM KoJUIeKIu peauca nocesHoro (R. sativus var. radicula Pers.), co3nanHoii Ha

kadenpe renetuku u OwmorexHonorun CIIOIY. Penuc sBnsiercss yaoOHBIM MOJENBHBIM
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O00BEKTOM Il M3Y4EHUs PA3BUTHS 3alacarollero KOpHs, MOCKOJbKY 00JIafjaeT KOPOTKUM
’KU3HEHHBIM LIUKIJIOM M TecHbIM pozacTBoM ¢ A. thaliana. Kpome Toro, coriiacHo nmerommmcest
nanabiM  (Hoang et al., 2020), pasHble BHIBI pPACTEHMH C 3alacarolldM KOpPHEM
XapaKTEepU3yIOTCS U3MEHEHUEM JKCIPECCUU OJHMX M TEX )K€ PErYyJATOPHBIX I'€HOB B XOE
pocTa KOpHeIIoJa, TakuM oOpa3oM, JaHHbIE, BBIBIECHHbIE Ha peaAHuce, MOTyT OBITbh
UCIIOJIb30BaHBbI IS CEJIEKIUU APYTUX KOPHEIUIOAHBIX KYJIbTYP.

B ocHoBe pa3BuTHsI 3amacaroliero KOpHs JEKUT aKTUBHOCTD JIATEPAJIbHOW MEPUCTEMBI
KaMOMsI, KOTOpast 3aBHUCUT OT paboThl ompeneneHHbix rpynn Td, 6amanca GUTOrOpPMOHOB
(rmaBHbIM 00pazom — MVYK u LK) u dyHkumonupoBanus kamOuanpHOM cuctemMbl WOX-
CLAVATA. Cucrembt WOX-CLAVATA, koTOpbI€ BKIIIOUAIOT B C€0sI MENTHAHBIE TOPMOHBI
CLE, ux peuentopsl U UX MHILEHU - I'€Hbl, KOAUPYIOIIKUE rOMEoJOMeH-coaepxamue TP
WOX, npeacraBisitioT co0Oi  BBICOKO KOHCEPBATUBHBIA  PETYJIATOPHBI  MOJIYJIb,
KOHTPOJIMPYIOIIUHI MOAJIepKaHUE CTBOJIOBBIX KJIETOK U pa3ianuHbIX Mepucremax (Kuznetsova
etal., 2023).

Bmecre ¢ Tem, uccnenoBanus ¢yHkuuii moaynst WOX-CLAVATA B pasButuum
3amacaroliero KOpHs B HAacTOsLlee BpEeMs HAXOIATCS Ha HadyajabHOM »JTamne. PaHee
uccnenoBatensiMu kagenpsl renetuku CII6IY Obuiu mosaydeHbl JaHHBIE O KIIFOYEBOH POJIU
nentuaa CLE41 B yTonmenuu 3amacatomiero kopas peauca (Gancheva et al., 2016; 'anyeBa
u ap., 2018). B mannoi paboTte 3TU ucciaea0BaHUs ObUTH MPOAODKeHBI. Cpear OCHOBHBIX
pe3ysbTaToOB Halield paboThl ciaeayeT OTMETUTh: 1) BeigBieHue mMpOKOro Kpyra MHUIIEHEH
RsCLE41 ¢ mnomMompr TpaHCKPUITOMHOIO aHajlW3a KOPHEH CO CBEpXIKCIpeccuei
COOTBETCTBYIOLIEro reHa; 2) zyuenue iusiaus TO-perynsatopos kamous WOX4 u WOX14
Ha pa3BUTHE KOpHsA peauca; 3) BrisgBieHue BepoATHbIX NpsAMBIX MmulieHed T WOX4,
KOTOpBIM  SIBISIETCSI LEHTPAJIbHBIM PEryJISITOPOM AKTUBHOCTH KamMOWs, C IIOMOIIbIO
JPOKKEBON OJHOIMOPUIHON CUCTEMBI.

IlosyyeHHBIE HAaMM JAHHBIX O HOBBIX MMIIEHSAX cuUrHanpHOro nenrtuga CLE41 cpeam
T€HOB, PEryJIUPYIOUINX JUTHU(PUKALKUIO COCYAOB U OTBET Ha 3aCyXy, OKAa3aJIUCh JOBOJBHO
HEOXXHWJAaHHblE — TaK, CpeOu IMPEANoJaraéMblX MHUIIEHEH ObUIM BBISIBICHBI T'€HBI,
konupyromre LEA-Oenku, oTBeyaronye 3a 3aluTy KIeTok ot aeruaparanuu (Kuznetsova et
al., 2022).

Bbeuto takke mokazano, uto cBepxakcnpeccust WOX4 u WOX14 u3MeHseT CTpyKTypy
CTeNIbl KOPHSI peauca U BBI3bIBAET YBEIMUEHHUE CJOEB KJIETOK KaMOHMS M YHCIO IOIIOCOB
MEPBUYHON KCUJIEMBI, YTO MOXKET CIOCOOCTBOBATH YCHJICHHIO BTOPUYHOIO pocTa KOpHsS. B

HaleM SKCIepuMeHTe, ojHako, "TpaauuuonHbie" mumenu TDIF, takue xak WOX4 u
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WOX14 (Etchells et al.,, 2013), ne Obun uaeHTUGUUIUPOBaHBI Kak auddepeHnanIbHO
9KCIIPECCUPYIOIIMECS T€HBI: UX YPOBHU 3KCIPECCUU CTATUCTUYECKU 3HAUMMO HE MEHSUIUCH B
KOpHsX penuca co cBepxdkcnpeccueir RSCLE41l mo cpaBhHenuio ¢ KoHTposieM. ITOT
PE3YJIBTaT MOXKET OOBSCHATHCS MPEANONIOKECHHEM, YTO CUTHAIIBHBIC MMYTH B Pa3HBIX YacTIX
pacTeHuss MOTYT OBITh HAalpaBJi€Hbl HA pa3Hble MHUIICHH, a TaKKe CTagueil pa3BUTHS
pacTeHuii, Ha KOTOPOH MPOBOAUIICS TPAHCKPUIITOMHBIN aHAIH3.

Haxonen, BnepBbie Obu1a BhIsIBIICHA BepoaTHas npsimas mutenb T WOX4: nokasano,
YTO 3TOT BaXHEUIUH T - perynsarop kamMOUsl - CBS3BIBAETCS C ONPEJACICHHBIM yYacTKOM
npomotopa rTeHa RSLOG3. Ilpomykrom »3TOoro reHa sBIsSeTCs (PEPMEHT W3 TPYIIIbI
dbocopuboruaponas, AeHCTByOmUNA Ha mocieqHeM dTane OuocuHTesa LK wu
BbICBOOOXKMarom it aktuBHBIe [[K w3 HeakTuBHBIX TpaHcmopTHeIX (opMm (Kuroha et al.,
2009). T'omosoru 3toro reHa, corjiacHo jutepaTypHbiM jganHbiM (Ohashi-Ito et al., 2013,
Brackmann et al., 2018), skcnpeccupyroTcss B KCHJIEME, O €ro pOjd B Pa3BUTUU KaMOWHsI
nanubix Her. LK BaxkHbI [y1s1 peryssuuu aktuBHOCTH KamOus (Brackmann et al., 2018) u
YTOJIIIIEHHUS 3aIlacarollero KOpHs, B ToM uuciie y peauca (Jang et al., 2015); takum o6pazom,
uMeHHO yTh WOX4-LOG3 moxer ObiTh BakeH s [[K-3aBucumoi perymsiuu pocra
3aracaroiero KOpHs.

Wtak, B nanHO#l paboTe Mbl BBISIBIJIM T€HBI-KaHAWJAThl HA y4acTHUE B Ipolleccax,
CBSI3aHHBIX C 0COOCHHOCTSIMH Pa3BUTHSI KOPHSI peiica — BTOPHYHBIM POCTOM, MIPHBOISIINAM K
Pa3sBUTHIO 3aracaiollero KOpHS, W aHOMAJIBHOW MEPHCTEMAaTHYECKOH aKTHBHOCTHIO,
NPUBOASILICH K CIIOHTaHHOMY oOImyxosieoOpa3oBaHuto. Mpbl  HccneqoBanu  (QyHKIHMU
HEKOTOPbIX M3 HHUX, B TOM 4YHCIE - MPEJICTABISAIONIMX A HAac OCOObI HWHTEpeC I'eHOB
cucteMbl WOX-CLAVATA. Ilpeanonaraemasi cxema B3auMojaeUcTBusi cucteMbl WOX-
CLAVATA c¢ pnpyrumu peryisTopaMd B 3amacarolleM KOpHE peauca, NMOCTPOEHHas Ha

OCHOBC ITOJIYYCHHBIX HAMU U JINTCPATYPHBIX JaHHBIX, IPCACTABJICHA HAa PUCYHKC 40.
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Pucynok 40. Cxema ywactusi kommnoHeHTOB cuctemMbl WOX-CLAVATA B pasButuu
3armacarouiero KOpHsI peauca, COCTaBJI€HHas Ha OCHOBE I[IOJYYEHHBIX HaMH JIaHHBIX
(BBIIEIIEHBI LIBETOM).

Kpome TOro, mepcrneKTHBHBIM IPEACTABISAETCS M BONPOC O TOM, SBISIOTCS JIH
MEpPUCTEMHBIE PEryJIATOPBI, BBIABICHHBIE Yy pEINCa, KOHCEPBATUBHBIMU B XOJE Pa3BUTHUSA
KOpHS U y JPyruX BHIOB poja Brassica, a Takke u y Ipyrux pojoB pacTECHHiA, U MOTJIH JIX
OHH CBITPaTh POJIb B MPOIECCEe TOMECTUKAIIMH peluca U KOPHEIUIOAHBIX KYJIbTYp BOOOIIIE.

Taxkum oOpa3oM, HacTosmIas paboTa SBISAETCS BaXKHOW Il MOHUMAHUS MEXaHU3MOB
pa3BUTHs 3alacarouiero KOpHS (XO3SIMICTBEHHO 3HAUYMMBIM MpPH3HAK) MU CHOHTAaHHBIX
ormyxojiei (Impu3HaK, HW3y4eHHE KOTOPOrOo Ba)XHO MJIs BBISIBICHHS paHEe HEU3BECTHBIX
CHCTEMHBIX PETYJSATOPOB THpoiudepanuy KIeToK y pactenui). I[lomyueHHsle Hamu
pe3yabTaThl SBISAIOTCS MEPCHEKTUBHBIMU I MCIOJIB30BAaHUS B CEJICKLUHUHU KOPHEIUIOAHBIX

KYJBTYp Ha yPOXKaNHOCTb.
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BbIBO/IbI

[Toydenbl cOOpPKM M aHHOTAIIMM T€HOMOB JABYX POJCTBEHHBIX WHOPETHBIX JIHHHMA
reHeTudeckoil kosutekuuu peauca CIIOIY, KOHTpacTHO pa3aUYaroIIUXcs IO

CIIOCOOHOCTH K CIIOHTAHHOMY OHYXOJ'ICO6pa3OBaHI/II-O.

VY onyxoneoOpa3syrolieid JTUHUM TeHeTH4YecKol Kosutekuuu peauca CIIOIY 1o
CpaBHEHHIO C 0€30IyX0JIeBON JMHUEH BBISBICHBI 36 T€HOB ¢ OAHOHYKJICOTHIHBIMU
3ameHamu (SNP) u 72 rena ¢ maceprusmu/aeneiusamu (InDel), mpenmnoioxuTensHo
BIIUSIIOLUME HA CTPYKTYPY KOJAUPYEMBIX OCIIKOB.

B sinepHoMm renome penuca uaeHtudumuposano 24 rena RSWOX u 52 rena RSCLE,

OIIpCACICHA UX XPOMOCOMHaAA JIOKAJIU3als.

[To pesysnbprataM TPaHCKPUITOMHOIO aHalHM3a BbISIBICHBI HOBBIC MpEIIOIaracMble
MUIIIEHU JeicTBusl curHaibHoro mnentuga RsCLE41: reHpl, acCOIMHpPOBAHHBIC C
MO3/JIHUM ASMOPHOTCHE30M, peakiMeld Ha JePUIUT BOABI M ayKCHH-3aBUCHMOMN
JeTepMUHAINCH CYAbOBI KIIETOK KCUJIEMBI.

ITokazano, uto cBepxakcrnpeccus reHoB RSWOX14 u RsSWOX4 BeI3bIBaeT U3MEHEHUE
CTPOCHUSI CTEJIbI KOPHS M YBEIMUCHHUE YKCIIa KICTOK BTOPUYHOM KCHUJICMBI.

BrisBieHsl  crieayronie  BEpOSITHBIE MUIIEHW TPAHCKPHIIIIMOHHOTO  (akTopa
RsWOX4: RsCLE41, RsCLE42, RsYUC7, RsLOG3, RsRR18. B mpomoropax 3tux
T€HOB OOHapyXeHbl KOHCEPBATHUBHBIE CAWTHl CBSI3bIBAHUS TPAHCKPHUIIIUOHHOTO

¢akTopa cemeiictBa WOX.

BoisiBneHo B3aumojeiicTBHE TpaHCKpUMNIMOHHOrO (aktopa RsWOX4 c¢ caiitom

TAATCC B mpomotope rena RSLOG3, perymupyrormiero 6HOCHHTE3 TUTOKUHUHOB.



10.

11.

12.

13.

14.

154

CIIMCOK JIMTEPATYPBbI

byzoBkuna W.C., Kuemke MW., JlyroBa JILA. I'eHeTnmueckuil aHanu3 NpuU3HaKa
«4yBCTBHUTEIILHOCTh K LIUTOKUHHUHY» Yy peauca in vitro // I'eneruka. 1993. T. 29. C.
995-1001.

Byzoskuna U.C., JlyroBa JI.A. ['eHeTndeckas KOJUIEKIUsI MHOPEAHBIX JJMHUN peauca:
ucropus u nepcruektussl // I'eneruka. 2007. T. 10. C. 1411-1423.

l'anueBa M.C., HonyeBa W.E., JlyroBa JI.A. Ponp mentuma CLE41 B pa3Butuu
3aracarolleil mapeHXuMbl KOpHs y mpencraBureneid poga Raphanus // @usnonorus
pactenuii. 2018. T. 65. C. 279.

l'ocynapcTBeHHBIE  pEecTp  CEJIIEKUMOHHBIX  JOCTHKEHUW,  JOMYIICHHBIX K
ucnonp3oBanuio (Harmonaneuseiii cricok). Tom 1 «Copra pactenuii» (odunuanbHoe
nznanne). — Mocksa: ®I'BHY «Pocundopmarporex», 2021. — 719 c.

Honyesa W.E., I'anueBa M.C., OcumnoBa M.A., TBoporoBa B.E., JlyroBa JLA.
JlarepanbHble MEPUCTEMBI BBICIIMX PACTEHUN: (PUTOrOPMOHANBHBIM U T'€HETHYECKUIl
KOHTpOJIb /| ®usmonorus pacrenuit. 2014. T. 61, Ne 5. C. 611-631.

Honyesa WN.E., JlebeneBa M.A., JlytoBa JI.LA. ®duTomatoreHsl M MOJEKYJspHas
mumukpust // Teneruka. 2022. T. 58, Ne 6. C. 642-660.

Honyesa W.E., TsoporoBa B.E., Azapaxm M., JlebeneBa M.A., JlytoBa JL.A.
CTBOJIOBBIC KJIICTKM PACTEHHI: €MHCTBO W MHOrooOpasue // BaBUIOBCKMit sKypHa
reHeTuku u cenexuu. 2016. T. 20. C. 441.

Unvuna E.JI., Honyesa WU.E., iBanoBa H.M., JlyroBa JI.A. U3yueHue peakiuu Ha
IUTOKUHUHBI IN Vitro y nHOpeaHbIX MuHME peauca (Raphanus sativus) ¢ reneTndeckn
JEeTEePMUHHUPOBAHHBIM oOmyxoseodpa3oBanueM // dusnonorus pactenuid. 2006. T. 4.
C. 575-584.

Kysnenosa K.A., Jlomyesa M.E., IlayroB A.A., KpsuioBa E.I'., JlyroBa JLA.
['eHeTHYECKUIT KOHTPOJb Pa3BUTHUs 3amacarouiero KopHs // OU3NONOTUs pacTeHHUH.
2020. T. 67. C. 589-605.

Kysuenosa K. A., Edppemosna E. I1., by3oskuna U. C., oayesa U. E., Jlyrosa JI. A.
CranncnaBa Mocudosua HapOyT - coznarensHuia nepoii B Poccun reHeTH4eckoit
KoJuteKuu pemuca // Dxonorndeckas reneruka. 2023. T. 21, Ne 2. C. 168-182.
Jlytroa JILLA., Honyea W.E. Ponp MepucremocnenuuuHbIX T'€HOB pAcTeHUH B
bopmupoBanuu reHetrueckux omyxoieit // Ourorenes. 2007. T. 38, Ne 6. C.420-433.
Matseesa T.B., lonyesa N.E., Byn /., byzoBkuna U.C., JIyrosa JI.A., Hectep IO.
W3yuyeHune ponu (UTOTOPMOHOB B TpoOLECCEe OIMyXosieoOpa3zoBaHust y peamca //
I'enernxa. 2000. T. 36. C. 203-208.

Hapoyr C.U., BoiimoxoB A.B., Kupunnoa I'.A. T'eHernueckas xapakTepucCTHKa
nunuil peauca Raphanus sativus var. radicula pers // Bectauk JIT'Y. 1985. T. 24. C.
75-78.

HapOyr C.U., BoitnokoB A.B., Paxman M.U., u np. buomerpuueckuit anaius
YacTOTHl CIIOHTAHHOTO OIyX0JIeoOpa3oBaHUsl Yy WHOpPEAHBIX JHMHUE peauca //
I'enernka. 1995. T. 31, Ne 9. C. 1268-1272.



15.

16.

17.

18.

19.

20.

21.

22.

23.

24,

25.

26.

27.

28.

29.

30.

155

Hap6yr C.W. TI'enetnueckas KoJUIEKIMsS HHOpenHbIX nuHuil pemuca // T'eHerunka.
1966. T. 5. C. 89-100.

Hap6yr C.U. I'eHetnueckas OmyXxoyib y peauca, MojydeHHas npu uHOpuauare //
Bectauk JIT'Y. 1967. T. 15. C. 144-149.

[TayroB A.A. Mopdonorust 1 aHaTOMHs BEreTaTHUBHBIX opraHoB pactenuit // CII6:
u3a-so CIIOI'Y, 2012. ¢.335.

IlepmsixkoBa H.B., Ilymueii B.K., [leiineko E.B. Arpo0akrepuanbHas
Tpanchopmalus pacteHuid: nepenoc ¢pparmeHToB BekropHoit JIHK B pactutenbHbIi
renoMm // T'eneruxa. 2009. T.45, Ne 3. C. 305-317.

Cazanosa JI.B. Raphanus L. - peaska, peauc/ Kynstypras ¢aopa CCCP. T. XVIIL.
Kopuennonnsie pacrenns. JI., Arponpomusaat. 1985, c. 186 - 316.

Aboul-Maaty N.A.-F., Oraby H.A.-S. Extraction of high-quality genomic DNA from
different plant orders applying a modified CTAB-based method // Bull Nat Res Cent.
2019. Vol. 43, Ne 25.

Abrahams S, Cavet G, Oakenfull EA, et al. A novel and highly divergent Arabidopsis
cyclin isolated by complementation in budding yeast // Biochimica et Biophysica
Acta. 2001. Vol. 1539, Ne 1-2. P. 1-6.

Adeyemo OS, Hyde PT, Setter TL. Identification of FT family genes that respond to
photoperiod, temperature and genotype in relation to flowering in cassava (Manihot
esculenta, Crantz) // Plant Reprod. 2019. Vol. 32, Ne 2. P. 181-191.

Agusti J, Herold S, Schwarz M, Sanchez P, Ljung K, Dun EA, Brewer PB, Beveridge
CA, Sieberer T, Sehr EM, Greb T. Strigolactone signaling is required for auxin-
dependent stimulation of secondary growth in plants // Proc Natl Acad Sci U S A.
2011. Vol. 108, Ne 50. P. 20242-7.

Ahuja M.R. A hypothesis and evidence concerning the genetic components
controlling tumor formation in Nicotiana // Molecular and General Genetics. 1968.
Vol. 103. P. 176-184.

Ahuja M.R. Genetic control of phytohormones in tumor and non-tumor genotypes in
Nicotiana // Indian Journal of Experimental Biology. 1971. Vol. 9. P. 60-68

Ahuja M.R. Genetic tumors in Nicotiana and other plants // Q Rev Biol. 1998. Vol.
73, Ne 4, P. 439-4509.

Akiyoshi DE, Morris RO, Hinz R, Mischke BS, Kosuge T, Garfinkel DJ, Gordon MP,
Nester EW. Cytokinin/auxin balance in crown gall tumors is regulated by specific loci
in the T-DNA // Proc Natl Acad Sci U S A. 1983. Vol. 80, Ne 2. P. 407-11.

Aliaga Fandino AC, Kim H, Rademaker JD, Lee JY. Reprogramming of the cambium
regulators during adventitious root development upon wounding of storage tap roots
in radish (Raphanus sativus L.) // Biol Open. 2019. Vol. 8, Ne 3. P. bio039677.

Ali MA, Azeem F, Li H, Bohlmann H. Smart Parasitic Nematodes Use Multifaceted
Strategies to Parasitize Plants // Front Plant Sci. 2017. Vol. 4, Ne 8. P.1699.
Alonso-Peral MM, Li J, Li Y, Allen RS, Schnippenkoetter W, Ohms S, White RG,
Millar AA. The microRNA159-regulated GAMYB-like genes inhibit growth and
promote programmed cell death in Arabidopsis // Plant Physiol. 2010. VVol. 154, Ne 2.
P.757-71.



31.

32.

33.

34.

35.

36.

37.

38.

39.

40.

41.

42.

43.

156

Alvarez-Buylla ER, Garcia-Ponce B, Sanchez MP, Espinosa-Soto C, Garcia-Gomez
ML, Pifieyro-Nelson A, Garay-Arroyo A. MADS-box genes underground becoming
mainstream: plant root developmental mechanisms // New Phytol. 2019. Vol. 223, Ne
3.P.1143-1158.

Ames |.H., Mistretta P.W. Auxin: its role in genetic tumor induction // Plant
Physiology. 1975. Vol. 56. P. 744-746.

Ames I.H. The influence of cytokinin on genetic tumor formation // Journal of
Botany. 1972. Vol. 50. P. 2235-2238.

Anzola JM, Sieberer T, Ortbauer M, Butt H, Korbei B, Weinhofer I, Miillner AE,
Luschnig C. Putative Arabidopsis transcriptional adaptor protein (PROPORZ1) is
required to modulate histone acetylation in response to auxin // Proc Natl Acad Sci.
USA. 2010. Vol. 107. P.10308-10313.

Aoki S, Syono K. Synergistic function of rolB, rolC, ORF13 and ORF14 of TL-DNA
of Agrobacterium rhizogenes in hairy root induction in Nicotiana tabacum // Plant
Cell Physiol. 1999. Vol. 40. P.252-256.

Araya T, von Wirén N, Takahashi H. CLE peptides regulate lateral root development
in response to nitrogen nutritional status of plants // Plant Signal Behav. 2014. Vol. 9,
Ne 7. P.e29302.

Arguello-Astorga G, Lopez-Ochoa L, Kong LJ, Orozco BM, Settlage SB, Hanley-
Bowdoin L. A novel motif in geminivirus replication proteins interacts with the plant
retinoblastoma-related protein // J Virol. 2004. Vol. 78. P. 4817-4826.
Ascencio-Ibanez JT, Sozzani R, Lee TJ, Chu TM, Wolfnger RD, Cella R, Hanley-
Bowdoin L. Global analysis of Arabidopsis gene expression uncovers a complex array
of changes impacting pathogen response and cell cycle during geminivirus infection //
Plant Physiol. 2008. VVol. 148. P. 436-454.

Assuncao AG, Herrero E, Lin YF, Huettel B, Talukdar S, Smaczniak C, Immink RG,
van Eldik M, Fiers M, Schat H, Aarts MG. Arabidopsis thaliana transcription factors
bZIP19 and bZIP23 regulate the adaptation to zinc deficiency // Proc Natl Acad Sci U
S A. 2010. Vol. 107, Ne22. P. 10296-301.

Atta R., Laurens L., BoucheronDubuisson E., Guivarch A., Carnero E., Giraudat-
Pautot V., Rech P., Chriqui D. Pluripotency of Arabidopsis xylem pericycle underlies
shoot regeneration from root and hypocotyl explants grown in vitro // Plant J. 2009.
V.57. P. 626-644.

Baima S, Possenti M, Matteucci A, Wisman E, Altamura MM, Ruberti I, Morelli G.
The Arabidopsis ATHB-8 HD-zip protein acts as a differentiation-promoting
transcription factor of the vascular meristems // Plant Physiol. 2001. Vol. 126, Ne 2.
P.643-55.

Bakshi A, Piya S, Fernandez JC, Chervin C, Hewezi T, Binder BM. Ethylene
Receptors Signal via a Noncanonical Pathway to Regulate Abscisic Acid Responses //
Plant Physiol. 2018. Vol. 176, Ne 1. P. 910-929.

Bakshi A, Wilson RL, Lacey RF, Kim H, Wuppalapati SK, Binder BM. Identification
of Regions in the Receiver Domain of the ETHYLENE RESPONSE1 Ethylene
Receptor of Arabidopsis Important for Functional Divergence // Plant Physiol. 2015.
Vol. 169, Ne 1. P. 219-32.



44,

45.

46.

47.

48.

49,

50.

51.

52.

53.

54,

55.

56.

157

Bao M, Bian H, Zha Y, Li F, Sun Y, Bai B, Chen Z, Wang J, Zhu M, Han N.
miR396a-Mediated basic helix-loop-helix transcription factor bHLH74 repression
acts as a regulator for root growth in Arabidopsis seedlings // Plant Cell Physiol. 2014
Vol. 55, No7. P.1343-53.

Bardaji L, Pérez-Martinez 1, Rodriguez-Moreno L, Rodriguez-Palenzuela P, Sundin
GW, Ramos C, Murillo J. Sequence and role in virulence of the three plasmid
complement of the model tumor-inducing bacterium Pseudomonas savastanoi pv.
savastanoi NCPPB 3335 // PLoS One. 2011. Vol. 6, Ne 10. P. e25705.

Barry GF, Rogers SG, Fraley RT, Brand L. Identification of a cloned cytokinin
biosynthetic gene // Proc Natl Acad Sci U S A. 1984. Vol. 81, Ne 15. P. 4776-80.
Baumberger N, Doesseger B, Guyot R, Diet A, Parsons RL, Clark MA, Simmons MP,
Bedinger P, Goff SA, Ringli C, Keller B. Whole-genome comparison of leucine-rich
repeat extensins in Arabidopsis and rice. A conserved family of cell wall proteins
forms a vegetative and a reproductive clade // Plant Physiol. 2003. Vol. 131, Ne 3. P.
1313-26.

Baum S.F., Dubrovsky J.G., Rost T.L. Apical organization and maturation of the
cortex and vascular cylinder in Arabidopsis thaliana (Brassicaceae) roots // Am. J.
Bot. 2002. V. 89. P. 908-920.

Beeckman T., Burssens S., Inzé D. The peri-cell-cycle in Arabidopsis // J. Exp. Bot.
2001. V. 52. P. 403-411.

Bellec Y, Harrar Y, Butaeye C, Darnet C, Bellini C, Faure J-D. Pasticcino 2 is a
protein tyrosine phosphatase-like involved in cell proliferation and diferentiation in
Arabidopsis // Plant J. 2002. Vol. 32. P. 713-722.

Bennett T, Hines G, van Rongen M, Waldie T, Sawchuk MG, Scarpella E, Ljung K,
Leyser O. Connective Auxin Transport in the Shoot Facilitates Communication
between Shoot Apices // PLoS Biol. 2016. VVol. 14, Ne 4. P. €1002446.

Betekhtin A., Siwinska D., Hasterok R., Dodueva L., Ilina E., Lutova L. Cytological
and Histological Analysis of Radish Root Tumors; Proceedings of the VII Meeting of
Russian Society of Plant Physiologists, International Conference “Plant Physiology—
Fundamentals of Ecology and Biotechnology Innovation”; Nizhny Novgorod, Russia.
4-10 July 2011.

Bhatia S, Kumar H, Mahajan M, Yadav S, Saini P, Yadav S, Sahu SK, Sundaram JK,
Yadav RK. A cellular expression map of epidermal and subepidermal cell layer-
enriched transcription factor genes integrated with the regulatory network in
Arabidopsis shoot apical meristem // Plant Direct. 2021. Vol. 5, Ne 3. P. e00306.
Bishopp A, Help H, El-Showk S, Weijers D, Scheres B, Friml J, Benkova E,
Mihonen AP, Helariutta Y. A mutually inhibitory interaction between auxin and
cytokinin specifies vascular pattern in roots // Curr Biol. 2011. Vol. 21, Ne 11. P. 917-
26.

Bisson MM, Groth G. New insight in ethylene signaling: autokinase activity of ETR1
modulates the interaction of receptors and EIN2 // Mol Plant. 2010. Vol. 3, Ne5. P.
882-9.

Bogani P, Lio P, Intrieri MC, Buiatti M. A physiological and molecular analysis of
the genus Nicotiana // Mol Phylogenet Evol. 1997. Vol. 7. P. 62—70.



S7.

58.

59.

60.

61.

62.

63.

64.

65.

66.

67.

68.

69.

70.

158

Boher P, Soler M, Sanchez A, Hoede C, Noirot C, Paiva JAP, Serra O, Figueras M. A
comparative transcriptomic approach to understanding the formation of cork // Plant
Mol Biol. 2018. Vol. 96, Ne1-2. P.103-118.

Boivin S, Fonouni-Farde C, Frugier F. How Auxin and Cytokinin Phytohormones
Modulate Root Microbe Interactions // Front Plant Sci. 2016. Vol. 7. P.1240.

Bolger A.M., Lohse M., Usadel B. Trimmomatic: A Flexible Trimmer for Illumina
Sequence Data // Bioinformatics. 2014. Vol. 30. P.2114-2120.

Bonke M, Thitamadee S, Midhonen AP, Hauser MT, Helariutta Y. APL regulates
vascular tissue identity in Arabidopsis // Nature. 2003. Vol. 426, Ne 696. P.181-6.
Bouton S, Leboeuf E, Mouille G, Leydecker MT, Talbotec J, Granier F, Lahaye M,
Hofte H, Truong HN. QUASIMODOI encodes a putative membrane-bound
glycosyltransferase required for normal pectin synthesis and cell adhesion in
Arabidopsis // Plant Cell. 2002. Vol. 14. P.2577-2590.

Brackmann K, Qi J, Gebert M, Jouannet V, Schlamp T, Griinwald K, Wallner ES,
Novikova DD, Levitsky VG, Agusti J, Sanchez P, Lohmann JU, Greb T. Spatial
specificity of auxin responses coordinates wood formation // Nat Commun. 2018. Vol.
9, Nel. P. 875.

Brady SM, Song S, Dhugga KS, Rafalski JA, Benfey PN. Combining expression and
comparative evolutionary analysis. The COBRA gene family // Plant Physiol. 2007.
Vol. 143, Nel. P.172-87.

Breda AS, Hazak O, Hardtke CS. Phosphosite charge rather than shootward
localization determines OCTOPUS activity in root protophloem // Proc Natl Acad Sci
U S A. 2017. Vol. 114, Ne28. P.E5721-E5730.

Brenner WG, Ramireddy E, Heyl A, Schmiilling T. Gene regulation by cytokinin in
Arabidopsis // Front Plant Sci. 2012. Vol. 3. P.8.

Breuer C, Stacey NJ, West CE, Zhao Y, Chory J, Tsukaya H, Azumi Y, Maxwell A,
Roberts K, Sugimoto-Shirasu K. BIN4, a novel component of the plant DNA
topoisomerase VI complex, is required for endoreduplication in Arabidopsis // Plant
Cell. 2007. Vol. 19, Ne11. P.3655-68.

Burkart RC, Strotmann VI, Kirschner GK, Akinci A, Czempik L, Dolata A, Maizel A,
Weidtkamp-Peters S, Stahl Y. PLETHORA-WOXS5 interaction and subnuclear
localization control Arabidopsis root stem cell maintenance // EMBO Rep. 2022. Vol.
23, Ne6. P.e54105.

Busch W, Miotk A, Ariel FD, Zhao Z, Forner J, Daum G, Suzaki T, Schuster C,
Schultheiss SJ, Leibfried A, Haubeiss S, Ha N, Chan RL, Lohmann JU.
Transcriptional control of a plant stem cell niche // Dev Cell. 2010. Vol. 18, No5.
P.849-61.

Cabrera J, Fenoll C, Escobar C. Genes co-regulated with LBD16 in nematode feeding
sites inferred from in silico analysis show similarities to regulatory circuits mediated
by the auxin/cytokinin balance in Arabidopsis // Plant Signal Behav. 2015. Vol. 10,
Ne3. P. €990825.

Canher B, Heyman J, Savina M, Devendran A, Eekhout T, Vercauteren I, Prinsen E,
Matosevich R, Xu J, Mironova V, De Veylder L. Rocks in the auxin stream: Wound-
induced auxin accumulation and ERF115 expression synergistically drive stem cell



71.

72.

73.

74.

75.

76.

77.

78.

79.

80.

81.

82.

83.

84.

85.

159

regeneration // Proc Natl Acad Sci USA. 2020. Vol. 117, Ne28. P.16667-16677.

Cao X, Yang KZ, Xia C, Zhang XQ, Chen LQ, Ye D. Characterization of DUF724
gene family in Arabidopsis thaliana // Plant Mol Biol. 2010. VVol. 72, Ne1-2. P.61-73.
Capone 1., Spano L., Cardarelli M., Bellincampi D., Petit A., Costantino P. Induction
and growth properties of carrot roots with different complements of Agrobacterium
rhizogenes TDNA // Plant Molecular Biology. 1989. Vol. 13. P. 43-52.

Carbonnel S, Cornelis S, Hazak O. The CLE33 peptide represses phloem
differentiation via autocrine and paracrine signaling in Arabidopsis // Commun Biol.
2023. Vol. 6, Nel. P.588.

Chalupowicz L, Weinthal D, Gaba V, Sessa G, Barash I, Manulis-Sasson S. Polar
auxin transport is essential for gall formation by Pantoea agglomerans on Gypsophila
/I Mol Plant Pathol. 2013. Vol. 14, Ne2. P.185-90.

Chalupowicz L., Barash I., Schwartz M., Aloni R., Manulis S. Comparative anatomy
of gall development on Gypsophila paniculata induced by bacteria with different
mechanisms of pathogenicity // Planta. 2006. VVol. 224, Ne2. P.429-37.

Chanclud E, Morel JB. Plant hormones: a fungal point of view // Mol Plant Pathol.
2016. Vol. 17. P.1289-1297.

Chen K, Dorlhac de Borne F, Sierro N, lvanov NV, Alouia M, Koechler S, Otten L.
Organization of the TC and TE cellular T-DNA regions in Nicotiana otophora and
functional analysis of three diverged TE-6b genes // Plant J. 2018. Vol. 94, Ne2.
P.274-287.

Chen K, Otten L. Natural Agrobacterium Transformants: Recent Results and Some
Theoretical Considerations // Front Plant Sci. 2017. Vol. 8. P.1600.

Chen ZJ, Tian L. Roles of dynamic and reversible histone acetylation in plant
development and polyploidy // Biochim Biophys Acta. 2007. Vol. 1769, Ne 5-6.
P.295-307.

Chickarmane VS, Gordon SP, Tarr PT, Heisler MG, Meyerowitz EM. Cytokinin
signaling as a positional cue for patterning the apical-basal axis of the growing
Arabidopsis shoot meristem // Proc Natl Acad Sci U S A. 2012. Vol. 109, Ne10.
P.4002-7.

Cho EJ, Choi SH, Kim JH, Kim JE, Lee MH, Chung BY, Woo HR, Kim JH. A
Mutation in Plant-Specific SWI2/SNF2-Like Chromatin-Remodeling Proteins, DRD1
and DDM1, Delays Leaf Senescence in Arabidopsis thaliana // PLoS One. 2016. Vol.
11, Nel. P. e0146826.

Cho HT, Cosgrove DJ. Regulation of root hair initiation and expansin gene expression
in Arabidopsis // Plant Cell. 2002. Vol. 14, Ne12. P. 3237-53.

Choi J, Strickler SR, Richards EJ. Loss of CRWN Nuclear Proteins Induces Cell
Death and Salicylic Acid Defense Signaling // Plant Physiol. 2019. Vol. 179, Ne4.
P.1315-1329.

Chowdhury MR, Ahamed MS, Mas-Ud MA, Islam H, Fatamatuzzohora M, Hossain
MF, Billah M, Hossain MS, Matin MN. Stomatal development and genetic expression
in Arabidopsis thaliana L // Heliyon. 2021. Vol. 7, Ne8. P. e07889.

Chung K, Sakamoto S, Mitsuda N, Suzuki K, Ohme-Takagi M, Fujiwara S.
WUSCHEL-RELATED HOMEOBOX 2 is a transcriptional repressor involved in



86.

87.

88.

89.

90.

91.

92.

93.

94.

95.

96.

97.

98.

160

lateral organ formation and separation in Arabidopsis // Plant Biotechnol (Tokyo).
2016. Vol. 33, Ne4. P.245-253.

Ciss¢ OH, Almeida JM, Fonseca A, Kumar AA, Salojérvi J, Overmyer K, Hauser PM,
Pagni M. Genome sequencing of the plant pathogen Taphrina deformans, the causal
agent of peach leaf curl // MBio. 2013. Vol. 4. P. e00055-e113.

Clark E, Manulis S, Ophir Y, Barash I, Gafni Y. Cloning and characterization of iaaM
and iaaH from Erwinia herbicola pathovar gypsophilae // Phytopathology. 1993. Vol.
83. P.234-240.

Clark E., Vigodsky-Haas H., Gafni Y. Characteristics in tissue culture of hyperplasias
induced by Erwinia herbicola pathovar gypsophilae // Physiological and Molecular
Plant Pathology. 1989. Vol. 35. P.383-390.

Clogg C. C., Petkova E., Haritou A. Statistical methods for comparing regression
coefficients between models // American Journal of Sociology. 1995. Vol. 100, Ne5.
P. 1261-1293.

Coates JC, Laplaze L, Haseloff J. Armadillo-related proteins promote lateral root
development in Arabidopsis // Proc Natl Acad Sci U S A. 2006. Vol. 103, Ne5.
P.1621-6.

Coculo D, Lionetti V. The Plant Invertase/Pectin Methylesterase Inhibitor
Superfamily // Front Plant Sci. 2022. Vol. 13. P.863892.

Corbesier L, Vincent C, Jang S, Fornara F, Fan Q, Searle I, Giakountis A, Farrona S,
Gissot L, Turnbull C, Coupland G. FT protein movement contributes to long-distance
signaling in floral induction of Arabidopsis // Science. 2007. Vol. 316, Ne5827.
P.1030-3.

Cortleven A, Marg I, Yamburenko MV, Schlicke H, Hill K, Grimm B, Schaller GE,
Schmiilling T. Cytokinin Regulates the Etioplast-Chloroplast Transition through the
Two-Component Signaling System and Activation of Chloroplast-Related Genes //
Plant Physiol. 2016. Vol. 172, Ne 1. P.464-78.

Cromer L, Jolivet S, Horlow C, Chelysheva L, Heyman J, De Jaeger G, Koncz C, De
Veylder L, Mercier R. Centromeric cohesion is protected twice at meiosis, by
SHUGOSHINs at anaphase | and by PATRONUS at interkinesis // Curr Biol. 2013.
Vol. 23, Ne21. P. 2090-9.

Cui H, Kong D, Liu X, Hao Y. SCARECROW, SCR-LIKE 23 and SHORT-ROOT
control bundle sheath cell fate and function in Arabidopsis thaliana // Plant J. 2014.
Vol. 78, Ne 2. P.319-27.

Cui H., Hao Y., Kovtun M., Stolc V., Deng X.W., Sakakibara H., Kojima M.
Genome-wide direct target analysis reveals a role for SHORT-ROOT in root vascular
patterning through cytokinin homeostasis // Plant Physiol. 2011. Vol. 157. P. 1221-
1231.

Cutcliffe JW, Hellmann E, Heyl A, Rashotte AM. CRFs form protein-protein
interactions with each other and with members of the cytokinin signalling pathway in
Arabidopsis via the CRF domain // J Exp Bot. 2011. Vol. 62, Ne 14. P. 4995-5002.
d'Erfurth I, Jolivet S, Froger N, Catrice O, Novatchkova M, Simon M, Jenczewski E,
Mercier R. Mutations in AtPS1 (Arabidopsis thaliana parallel spindle 1) lead to the
production of diploid pollen grains // PLoS Genet. 2008. Vol. 4, Ne 11. P. e1000274.



161

99. D'Ippdlito, S., Arias, L. A., Casalongué, C. A., Pagnussat, G. C., & Fiol, D. F. The
DC1l-domain protein VACUOLELESS GAMETOPHYTES is essential for
development of female and male gametophytes in Arabidopsis // The Plant journal:
for cell and molecular biology. 2017. Vol. 90, Ne 2. P. 261-275.

100.Da Costa M, Bach L, Landrieu I, Bellec Y, Catrice O, Brown S, De Veylder L,
Lippens G, Inzé D, Faure JD. Arabidopsis PASTICCINO2 is an antiphosphatase
involved in regulation of cyclin-dependent kinase A // Plant Cell. 2006. VVol. 18, Ne 6.
P.1426-37.

101.Dangarh P, Pandey N, Vinod PK. Modeling the Control of Meiotic Cell Divisions:
Entry, Progression, and Exit // Biophys J. 2020. Vol. 119, Ne 5. P.1015-1024.

102.Davies S. E. W. Transcription factor interactions at the promoter of the Arabidopsis
circadian clock gene LHY. PhD thesis, University of Warwick. 2013.

103.Day RC, Miiller S, Macknight RC. Identification of cytoskeleton-associated genes
expressed during Arabidopsis syncytial endosperm development // Plant Signal
Behav. 2009. Vol. 4, Ne 9. P.883-6.

104.De Almeida E.J., Gheysen G. Nematode-induced endoreduplication in plant host
cells: why and how? // Mol. Plant-Microbe Interact. 2013. Vol. 26. P. 17-24.

105.De Buck S., de Wilde C., van Montagu M., Depicker A. Determination of the T-DNA
transfer and the T-DNA integration frequencies upon cocultivation of Arabidopsis
thaliana root explants // Mol. Plant—-Microbe Interact. 2000. Vol. 13. P. 658-665.

106.De Rybel B., Vassileva V., Parizot B., Demeulenaere M., Grunewald W., Audenaert
D., van Campenhout J., Overvoorde P., Jansen L., Vanneste S., Moller B., Wilson M.,
Holman T., van Isterdael G., Brunoud G., Vuylsteke M., Vernoux T., de Veylder L.,
Inzé D., Weijers D., Bennett M.J., Beeckman T. A novel Aux/[AA28 signaling
cascade activates GATAZ23-dependent specification of lateral root founder cell
identity // Curr. Biol. 2010. Vol. 20. P. 1697 1706.

107.Deeks MJ, Calcutt JR, Ingle EK, Hawkins TJ, Chapman S, Richardson AC, Mentlak
DA, Dixon MR, Cartwright F, Smertenko AP, Oparka K, Hussey PJ. A superfamily
of actin-binding proteins at the actin-membrane nexus of higher plants // Curr Biol.
2012. Vol. 22, Ne 17. P.1595-600.

108.Dekhuijzen HM, Overeem JC. The role of cytokinins in clubroot formation // Physiol
Plant Pathol. 1971. Vol. 1. P. 151-161.

109.De Lillo E, Monfreda R. Salivary secretions of eriophyoids (Acari: Eriophyoidea):
first results of an experimental model // Exp App Acarol. 2004. Vol. 34. P.291-306

110.Demesa-Arévalo E, Vielle-Calzada JP. The classical arabinogalactan protein AGP18
mediates megaspore selection in Arabidopsis // Plant Cell. 2013. Vol. 25, Ne 4. P.
1274-87.

111.Denis E, Kbiri N, Mary V, Claisse G, Conde E Silva N, Kreis M, Deveaux Y.
WOX14 promotes bioactive gibberellin synthesis and vascular cell differentiation in
Arabidopsis // Plant J. 2017. Vol. 90, Ne 3. P.560-572.

112.Deom CM, Mills-Lujan K. Toward understanding the molecular mechanism of a
geminivirus C4 protein // Plant Signal Behav. 2015. Vol. 10. P. e1109758.



162

113.Depuydt S, De Veylder L, Holsters M, Vereecke D. Eternal youth, the fate of
developing Arabidopsis leaves upon Rhodococcus fascians infection // Plant Physiol.
2009. Vol. 149, Ne 3. P. 1387-98.

114.Depuydt S, Dolezal K, Van Lijsebettens M, Moritz T, Holsters M, Vereecke D.
Modulation of the hormone setting by Rhodococcus fascians results in ectopic KNOX
activation in Arabidopsis // Plant Physiol. 2008. VVol.146. P. 1267-1281.

115.Desikan R, Hordk J, Chaban C, Mira-Rodado V, Witthoft J, Elgass K, Grefen C,
Cheung MK, Meixner AJ, Hooley R, Neill SJ, Hancock JT, Harter K. The histidine
kinase AHKS5 integrates endogenous and environmental signals in Arabidopsis guard
cells // PLoS One. 2008. Vol. 3, Ne 6. P. €2491.

116.De Smet 1., Vanneste S., Inzé D., Beeckman T. Lateral root initiation or the birth of a
new meristem // Plant Mol. Biol. 2006. Vol. 60. P. 871-887.

117.Dessaux Y., Petit A., Tempe J., Demarez M., Legrain C., Wiame J.M. Arginine
catabolism in Agrobacterium strains: role of the Ti plasmid // Journal of Bacteriology.
1986. Vol. 166. P. 44-50.

118.Devos S, Vissenberg K, Verbelen J-P, Prinsen E. Infection of Chinese cabbage by
Plasmodiophora brassicae leads to a stimulation of plant growth: impacts on cell wall
metabolism and hormone balance // New Phytol. 2005. Vol. 166. P. 241-250.

119.Dewitte W, Murray JA. The plant cell cycle // Annu Rev Plant Biol. 2003.Vol. 54. P.
235-64.

120.Dewitte W, Scofield S, Alcasabas AA, Maughan SC, Menges M, Braun N, Collins C,
Nieuwland J, Prinsen E, Sundaresan V, Murray JA. Arabidopsis CYCD3 D-type
cyclins link cell proliferation and endocycles and are rate-limiting for cytokinin
responses // Proc Natl Acad Sci U S A. 2007. Vol. 104, Ne 36. P. 14537-42.

121.Dexter R, Qualley A, Kish CM, Ma CJ, Koeduka T, Nagegowda DA, Dudareva N,
Pichersky E, Clark D. Characterization of a petunia acetyltransferase involved in the
biosynthesis of the floral volatile isoeugenol // Plant J. 2007. Vol. 49, Ne 2. P. 265-75.

122.Dharmasiri N, Dharmasiri S, Weijers D, Lechner E, Yamada M, Hobbie L, Ehrismann
JS, Juirgens G, Estelle M. Plant development is regulated by a family of auxin receptor
F box proteins // Dev Cell. 2005. Vol. 9, Ne 1. P. 109-19.

123.Diepold A, Li G, Lennarz WJ, Niirnberger T, Brunner F. The Arabidopsis AtPNG1
gene encodes a peptide: N-glycanase // Plant J. 2007. Vol. 52, Ne 1. P. 94-104.

124.Di Giacomo E, lannelli MA, Frugis G. TALE and Shape: How to Make a Leaf
Different // Plants (Basel). 2013. Vol. 2, Ne 2. P. 317-42.

125.Dodueva I, Lebedeva M, Lutova L. Dialog between Kingdoms: Enemies, Allies and
Peptide Phytohormones // Plants (Basel). 2021. VVol.10, Ne 11. P. 2243.

126.Dodueva LE., Illyina E.L., Arkhipova T.N., Frolova N.V., Monakhova V.A.,
Kudoyarova G.R., Lutova L.A. Influence of Agrobacterium tumefaciens ipt and
Agrobacterium rhizogenes rolC genes on spontaneous tumor formation and
endogenous cytokinins content in radish (Raphanus sativus) inbred lines // Transgenic
Plant Journal. 2008. Vol. 2. P. 45-53.

127.Dodueva L.E., Kiryushkin A.S., Yurlova E.V., Osipova M.A., Buzovkina I.S., Lutova
L.A. Effect of Cytokinins on Expression of Radish CLE Genes // Russ. J. Plant
Physiol. 2013. Vol. 60. P. 388-395.



163

128.Dodueva IE, Lebedeva MA, Kuznetsova KA, Gancheva MS, Paponova SS, Lutova
LL. Plant tumors: a hundred years of study // Planta. 2020. Vol. 251, Ne 4. P. 82.

129.Doehlemann G, Wahl R, Horst RJ, Voll L, Usadel B, Poree F, Stitt M, Pons-
Kuehnemann J, Sonnewald U, Kahmann R. Reprogramming a maize plant:
transcriptional and metabolic changes induced by the fungal biotroph Ustilago maydis
// Plant J. 2008. Vol. 56. P. 181-195.

130.Dominguez-Figueroa J, Carrillo L, Renau-Morata B, Yang L, Molina RV, Marino D,
Canales J, Weih M, Vicente-Carbajosa J, Nebauer SG, Medina J. The Arabidopsis
Transcription Factor CDF3 Is Involved in Nitrogen Responses and Improves Nitrogen
Use Efficiency in Tomato // Front Plant Sci. 2020. Vol. 11. P. 601558.

131.Dong L, Wang Z, Liu J, Wang X. AtSK11 and AtSK12 Mediate the Mild Osmotic
Stress-Induced Root Growth Response in Arabidopsis // Int J Mol Sci. 2020. Vol. 21,
Ne 11. P. 3991.

132.Doonan JH, Sablowski R. Walls around tumours - why plants do not develop cancer //
Nat Rev Cancer. 2010. Vol. 10, Ne 11. P. 794-802.

133.Dornelas MC, Van Lammeren AA, Kreis M. Arabidopsis thaliana SHAGGY -related
protein kinases (AtSK11 and 12) function in perianth and gynoecium development //
Plant J. 2000. Vol. 21, Ne 5. P. 419-29.

134.Dowd CD, Chronis D, Radakovic ZS, Siddique S, Schmiilling T, Werner T, Kakimoto
T, Grundler FMW, Mitchum MG. Divergent expression of cytokinin biosynthesis,
signaling and catabolism genes underlying differences in feeding sites induced by cyst
and root-knot nematodes // Plant J. 2017. Vol. 92, Ne 2. P. 211-228.

135.Draeger C, Ndinyanka Fabrice T, Gineau E, Mouille G, Kuhn BM, Moller I, Abdou
MT, Frey B, Pauly M, Bacic A, Ringli C. Arabidopsis leucine-rich repeat extensin
(LRX) proteins modify cell wall composition and influence plant growth // BMC
Plant Biol. 2015. Vol. 15. P. 155.

136.Dubrovina A.S., Kiselev K.V., Veselova M.V., lsaeva G.A., Fedoreyev S.A.,
Zhuravlev Y.N. Enhanced resveratrol accumulation in rolB transgenic cultures of
Vitis amurensis correlates with unusual changes in CDPK gene expression // Plant
Physiology. 2009. Vol. 166. P. 1194-1206.

137.Dubrovsky J.G., Doerner P.W., Colon-Carmona A., Rost T.L. Pericycle cell
proliferation and lateral root initiation in Arabidopsis // Plant Physiol. 2000. VVol. 124.
P. 1648-1657.

138.Dubrovsky J.G., Sauer M., Napsucialy-Mendivil S., lvanchenko M.G., Friml J.,
Shishkova S., Celenza J., Benkova E. Auxin acts as a local morphogenetic trigger to
specify lateral root founder cells // Proc. Natl. Acad. Sci. USA. 2008. Vol. 105. P.
8790-8794.

139.Elsner J, Michalski M, Kwiatkowska D. Spatiotemporal variation of leaf epidermal
cell growth: a quantitative analysis of Arabidopsis thaliana wild-type and triple
cyclinD3 mutant plants // Ann Bot. 2012. Vol.109, Ne 5. P. 897-910.

140.Emery J.F., Floyd S.K., Alvarez J., Eshed Y., Hawker N.P., Izhaki A., Baum S.F.,
Bowman J.L. Radial patterning of Arabidopsis shoots by class Il HD-ZIP and
KANADI genes // Curr. Biol. 2003. Vol. 13. P. 1768- 1774.



164

141.Eserman LA, Jarret RL, Leebens-Mack JH. Parallel evolution of storage roots in
morning glories (Convolvulaceae) / BMC Plant Biol. 2018. VVol. 18, Ne 1. P. 95.

142.Etchells JP, Provost CM, Mishra L, Turner SR. WOX4 and WOX14 act downstream
of the PXY receptor kinase to regulate plant vascular proliferation independently of
any role in vascular organization // Development. 2013. Vol. 140, Ne 10. P. 2224-34.

143.Etchells JP, Provost CM, Turner SR. Plant vascular cell division is maintained by an
interaction between PXY and ethylene signaling // PLoS Genet. 2012. Vol. 8, Ne 11.
P. €1002997.

144 Etchells JP, Turner SR. The PXY-CLE41 receptor ligand pair defines a
multifunctional pathway that controls the rate and orientation of vascular cell division
// Development. 2010. Vol.137, Ne 5. P. 767-74.

145.Eves-Van Den Akker S, Lilley CJ, Yusup HB, Jones JT, Urwin PE. Functional C-
TERMINALLY ENCODED PEPTIDE (CEP) plant hormone domains evolved de
novo in the plant parasite Rotylenchulus reniformis // Mol Plant Pathol. 2016. Vol. 17,
Ne 8. P. 1265-75.

146.Ewels P., Magnusson M., Lundin S., Killer M. MultiQC: Summarize Analysis
Results for Multiple Tools and Samples in a Single Report // Bioinformatics. 2016.
Vol. 32. P. 3047-3048.

147.Fang Q, Wang Q, Mao H, Xu J, Wang Y, Hu H, He S, Tu J, Cheng C, Tian G, Wang
X, Liu X, Zhang C, Luo K. AtDIV2, an R-R-type MYB transcription factor of
Arabidopsis, negatively regulates salt stress by modulating ABA signaling // Plant
Cell Rep. 2018. Vol. 37, Ne 11. P. 1499-1511.

148.Farquharson KL. Mirror, Mirror on the Wall: A Role for AGP18 in Functional
Megaspore Selection // Plant Cell. 2013. Vol. 25, Ne 4. P. 1190.

149.Faure JD, Vittorioso P, Santoni V, Fraisier V, Prinsen E, Barlier I, Van Onckelen H,
Caboche M, Bellini C. The PASTICCINO genes of Arabidopsis thaliana are involved
in the control of cell division and differentiation // Development. 1998. Vol. 125. P.
909-918.

150.Felsenstein J. CONFIDENCE LIMITS ON PHYLOGENIES: AN APPROACH
USING THE BOOTSTRAP // Evolution. 1985. Vol. 39, Ne 4. P. 783-791.

151.Ferguson B.J., Indrasumunar A., Hayashi S., Lin M.H., Lin Y.H., Reid D.E.,
Gresshoff P.M. Molecular analysis of legume nodule development and autoregulation
/1 J. Integr. Plant Biol. 2010. Vol. 52. P. 61-76.

152.Fernandez-Pinan S, Boher P, Soler M, Figueras M, Serra O. Transcriptomic analysis
of cork during seasonal growth highlights regulatory and developmental processes
from phellogen to phellem formation // Sci Rep. 2021. Vol. 11, Ne 1. P. 12053.

153.Fernie AR, Yan J. De Novo Domestication: An Alternative Route toward New Crops
for the Future // Mol Plant. 2019. Vol. 12, Ne 5. P. 615-631.

154.Fiers M, Golemiec E, Xu J, van der Geest L, Heidstra R, Stiekema W, Liu CM. The
14-amino acid CLV3, CLE19, and CLE40 peptides trigger consumption of the root
meristem in Arabidopsis through a CLAVATAZ2-dependent pathway // Plant Cell.
2005. Vol. 17, Ne 9. P. 2542-53.

155.Fiers M, Hause G, Boutilier K, Casamitjana-Martinez E, Weijers D, Offringa R, van
der Geest L, van Lookeren Campagne M, Liu CM. Mis-expression of the CLV3/ESR-



165

like gene CLE19 in Arabidopsis leads to a consumption of root meristem // Gene.
2004. Vol. 327, Ne 1. P. 37-49.

156.Firon N, LaBonte D, Villordon A, Kfir Y, Solis J, Lapis E, Perlman TS, Doron-
Faigenboim A, Hetzroni A, Althan L, Adani Nadir L. Transcriptional profiling of
sweetpotato (Ipomoea batatas) roots indicates down-regulation of lignin biosynthesis
and up-regulation of starch biosynthesis at an early stage of storage root formation //
BMC Genomics. 2013. Vol.14. P. 460.

157.Fischer U, Kucukoglu M, Helariutta Y, Bhalerao RP. The Dynamics of Cambial Stem
Cell Activity // Annu Rev Plant Biol. 2019. Vol. 70. P. 293-319.

158.Fisher K, Turner S. PXY, a receptor-like kinase essential for maintaining polarity
during plant vascular-tissue development // Curr Biol. 2007. Vol. 17, Ne 12. P. 1061-
6.

159.Fletcher JC, Brand U, Running MP, Simon R, Meyerowitz EM. Signaling of cell fate
decisions by CLAVATAZ in Arabidopsis shoot meristems // Science. 1999. Vol. 283,
Ne 5409. P. 1911-4.

160.Fornara F, Panigrahi KC, Gissot L, Sauerbrunn N, Riithl M, Jarillo JA, Coupland G.
Arabidopsis DOF transcription factors act redundantly to reduce CONSTANS
expression and are essential for a photoperiodic flowering response // Dev Cell. 2009.
Vol. 17, Ne 1. P. 75-86.

161.Forzani C, Aichinger E, Sornay E, Willemsen V, Laux T, Dewitte W, Murray JA.
WOXS5 suppresses CYCLIN D activity to establish quiescence at the center of the root
stem cell niche // Curr Biol. 2014. Vol. 24, Ne 16. P. 1939-44.

162.Frank M, Guivarc'h A, Krupkova E, Lorenz-Meyer I, Chriqui D, Schmiilling T.
Tumorous shoot development (TSD) genes are required for co-ordinated plant shoot
development // Plant J. 2002. VVol. 29, Ne 1. P. 73-85.

163.Frei dit Frey N, Muller P, Jammes F, Kizis D, Leung J, Perrot-Rechenmann C,
Bianchi MW. The RNA binding protein Tudor-SN is essential for stress tolerance and
stabilizes levels of stress-responsive mMRNAs encoding secreted proteins in
Arabidopsis // Plant Cell. 2010. VVol. 22, Ne 5. P. 1575-91.

164.Frémont N, Riefer M, Stolz A, Schmiilling T. The Arabidopsis TUMOR PRONE5
gene encodes an acetylornithine aminotransferase required for arginine biosynthesis
and root meristem maintenance in blue light // Plant Physiol. 2013. Vol. 161. P. 1127—
1140.

165.Fu X, Su H, Liu S, Du X, Xu C, Luo K. Cytokinin signaling localized in phloem
noncell-autonomously regulates cambial activity during secondary growth of Populus
stems // New Phytol. 2021. VVol. 230, Ne 4. P. 1476-1488.

166.Gaion, L.A., Carvalho, R.F. Long-Distance Signaling: What Grafting has Revealed? //
J Plant Growth Regul. 2018. Vol. 37. P. 694-704.

167.Gancheva MS, Dodueva IE, Lebedeva MA, Tvorogova VE, Tkachenko AA, Lutova
LA. Identification, expression, and functional analysis of CLE genes in radish
(Raphanus sativus L.) storage root // BMC Plant Biol. 2016. Vol. 16. Suppl. 1. P. 7.

168.Gangappa SN, Botto JF. The BBX family of plant transcription factors // Trends Plant
Sci. 2014. Vol. 19, Ne 7. P. 460-70.

169.Gao B, Allen R, Maier T, Davis EL, Baum TJ, Hussey RS. The parasitome of the



166

phytonematode Heterodera glycines // Mol Plant Microbe Interact. 2003. Vol. 16, Ne
8. P. 720-6.

170.Gao H, Wang Z, Li S, Hou M, Zhou Y, Zhao Y, Li G, Zhao H, Ma H. Genome-wide
survey of potato MADS-box genes reveals that StMADS1 and StMADS13 are
putative downstream targets of tuberigen StSP6A // BMC Genomics. 2018. Vol. 19,
Ne 1. P. 726.

171.Gao J, Wang T, Liu M, Liu J, Zhang Z. Transcriptome analysis of filling stage seeds
among three buckwheat species with emphasis on rutin accumulation // PLoS One.
2017. Vol. 12, Ne 12. P. e0189672.

172.Gaudin V., Jouanin L. Expression of Agrobacterium rhizogenes auxin biosynthesis
genes in transgenic tobacco plants // Plant Molecular Biology. 1995. Vol. 28. P. 123-
36.

173.Geem KR, Kim J, Bae W, Jee MG, Yu J, Jang I, Lee DY, Hong CP, Shim D, Ryu H.
Nitrate enhances the secondary growth of storage roots in Panax ginseng // J Ginseng
Res. 2023. Vol. 47, Ne 3. P. 469-478.

174.Gelvin S.B. Agrobacterium-mediated plant transformation: the biology behind the
"genejockeying” tool // Microbiology and molecular biology reviews. 2003. Vol. 67.
P. 16-37.

175. Geng Y, Zhou Y. HAM Gene Family and Shoot Meristem Development. Front Plant
Sci. 2021. Vol. 12. P. 800332.

176.Ghate TH, Sharma P, Kondhare KR, Hannapel DJ, Banerjee AK. The mobile RNAs,
StBEL11 and StBEL29, suppress growth of tubers in potato // Plant Mol Biol. 2017.
Vol. 93, Ne 6. P. 563-578.

177.Gibbs DJ, Coates JC. AtMYB93 is an endodermis-specific transcriptional regulator of
lateral root development in Arabidopsis // Plant Signal Behav. 2014. Vol. 9, Ne 10. P.
€970406.

178.Gietz RD, Schiestl RH. High-efficiency yeast transformation using the LiAc/SS
carrier DNA/PEG method // Nat Protoc. 2007. Vol. 2, Ne 1. P. 31-4.

179.Giron D, Huguet E, Stone GN, Body M. Insect-induced effects on plants and possible
effectors used by galling and leaf-mining insects to manipulate their host-plant // J
Insect Physiol. 2016. Vol. 84. P. 70-89.

180.Giuntoli B, Lee SC, Licausi F, Kosmacz M, Oosumi T, van Dongen JT, Bailey-Serres
J, Perata P. A trihelix DNA binding protein counterbalances hypoxia-responsive
transcriptional activation in Arabidopsis // PLoS Biol. 2014. Vol. 12, Ne 9. P.
€1001950.

181.Gocal GF, Sheldon CC, Gubler F, Moritz T, Bagnall DJ, MacMillan CP, Li SF, Parish
RW, Dennis ES, Weigel D, King RW. GAMYB-like genes, flowering, and gibberellin
signaling in Arabidopsis // Plant Physiol. 2001. Vol. 127, Ne 4. P. 1682-93.

182.Gonzali S., Novi G., Loreti E., Paolicchi F., Poggi A., Alpi A., Perata P. A turanose-
insensitive mutant suggests a role for WOX5 in auxin homeostasis in Arabidopsis
thaliana // Plant J. 2005. Vol. 44. P. 633-645.

183.Goverse A, Overmars H, Engelbertink J, Schots A, Bakker J, Helder J. Both induction
and morphogenesis of cyst nematode feeding cells are mediated by auxin // Mol Plant
Microbe Interact. 2000. Vol. 13, Ne 10. P. 1121-9.



167

184.Grsic-Rausch S, Kobelt P, Siemens JM, Bischof M, Ludwig-Miiller J. Expression and
localization of nitrilase during symptom development of the clubroot disease in
Arabidopsis // Plant Physiol. 2000. Vol. 122. P. 369-378.

185.Guoa R., Lia W., Wang X., Chen B., Huang Z., Liu T., Chen X., Xuhana X., Laia Z.
Effect of photoperiod on the formation of cherry radish root // Sci. Hort. 2019. Vol.
244. P 193.

186.Guo X, Wang J, Gardner M, Fukuda H, Kondo Y, Etchells JP, Wang X, Mitchum
MG. Identification of cyst nematode B-type CLE peptides and modulation of the
vascular stem cell pathway for feeding cell formation // PLoS Pathog. 2017. Vol. 13,
Ne 2. P. €1006142.

187.Guo Y, Han L, Hymes M, Denver R, Clark SE. CLAVATAZ2 forms a distinct CLE-
binding receptor complex regulating Arabidopsis stem cell specification // Plant J.
2010. Vol. 63, Ne 6. P. 889-900.

188.Gursanscky NR, Jouannet V, Griinwald K, Sanchez P, Laaber-Schwarz M, Greb T.
MOL1 is required for cambium homeostasis in Arabidopsis // Plant J. 2016. Vol. 86,
Ne 3. P. 210-20.

189.Gutiérrez-Beltran E, Bozhkov PV, Moschou PN. Tudor Staphylococcal Nuclease
plays two antagonistic roles in RNA metabolism under stress // Plant Signal Behav.
2015a. Vol. 10, Ne 10. P. €1071005.

190.Gutierrez-Beltran E, Elander PH, Dalman K, Dayhoff GW 2nd, Moschou PN,
Uversky VN, Crespo JL, Bozhkov PV. Tudor staphylococcal nuclease is a docking
platform for stress granule components and is essential for SnRK1 activation in
Arabidopsis // EMBO J. 2021. Vol. 40, Ne 17. P. €105043.

191.Gutierrez-Beltran E, Moschou PN, Smertenko AP, Bozhkov PV. Tudor
staphylococcal nuclease links formation of stress granules and processing bodies with
MRNA catabolism in Arabidopsis // Plant Cell. 2015b. Vol. 27, Ne 3. P. 926-43.

192.Haecker A, Gross-Hardt R, Geiges B, Sarkar A, Breuninger H, Herrmann M, Laux T.
Expression dynamics of WOX genes mark cell fate decisions during early embryonic
patterning in Arabidopsis thaliana // Development. 2004. VVol. 131, Ne 3. P. 657-68.

193.Hagen G, Guilfoyle T. Auxin-responsive gene expression: genes, promoters and
regulatory factors // Plant Mol Biol. 2002. Vol. 49, Ne 3-4. P. 373-85.

194.Hagen GL. Morphogenesis in a tobacco hybrid tumor // Dev Biol. 1962. Vol. 4. P.
569-579.

195.Hanley-Bowdoin L, Settlage SB, Robertson D. Reprogramming plant gene
expression: a prerequisite to geminivirus DNA replication // Mol Plant Pathol. 2004.
Vol. 15. P. 149-156

196.Han S, Khan MHU, Yang Y, Zhu K, Li H, Zhu M, Amoo O, Khan SU, Fan C, Zhou
Y. Identification and comprehensive analysis of the CLV3/ESR-related (CLE) gene
family in Brassica napus L // Plant Biol (Stuttg). 2020. Vol. 22, Ne 4. P. 709-721.

197.Han SK, Herrmann A, Yang J, Iwasaki R, Sakamoto T, Desvoyes B, Kimura S,
Gutierrez C, Kim ED, Torii KU. Deceleration of the cell cycle underpins a switch
from proliferative to terminal divisions in plant stomatal lineage // Dev Cell. 2022.
Vol. 57, Ne 5. P. 569-582.€6.

198.Harkey AF, Watkins JM, Olex AL, DiNapoli KT, Lewis DR, Fetrow JS, Binder BM,



168

Muday GK. Identification of Transcriptional and Receptor Networks That Control
Root Responses to Ethylene // Plant Physiol. 2018. Vol. 176, Ne 3. P. 2095-2118.
199.Hassani, S.B.; Trontin, J.-F.; Raschke, J.; Zoglauer, K.; Rupps, A. Constitutive
Overexpression of a Conifer WOX2 Homolog Affects Somatic Embryo Development
in Pinus Pinaster and Promotes Somatic Embryogenesis and Organogenesis in
Arabidopsis Seedlings // Front. Plant Sci. 2022. Vol. 13. P. 838421.

200.Hawkins TJ, Deeks MJ, Wang P, Hussey PJ. The evolution of the actin binding NET
superfamily // Front Plant Sci. 2014. Vol .5. P. 254.

201.Hazak O, Hardtke CS. CLAVATA 1-type receptors in plant development // J Exp
Bot. 2016. VVol. 67, Ne 16. P. 4827-33.

202.Hearn DJ, O'Brien P, Poulsen TM. Comparative transcriptomics reveals shared gene
expression changes during independent evolutionary origins of stem and
hypocotyl/root tubers in Brassica (Brassicaceae) // PLoS One. 2018. Vol. 13, Ne 6. P.
e0197166.

203.Heidstra R, Sabatini S. Plant and animal stem cells: similar yet different. Nat Rev Mol
Cell Biol. 2014. Vol. 15, Ne 5. P. 301-12.

204.Helariutta Y., Fukaki H., Wysocka-Diller J., Nakajima K., Jung J., Sena G., Hauser
M.T., Benfey P.N. The SHORT-ROOT gene controls radial patterning of the
Arabidopsis root through radial signaling // Cell. 2000. Vol. 101. P. 555-567.

205.Helfer A., Clement B., Michler P., Otten L. The Agrobacterium oncogene AB-6b
causes graft-transmissible enation syndrome in tobacco // Plant Molecular Biology.
2003. VVol. 52. P. 483- 493.

206.Hennion N, Durand M, Vriet C, Doidy J, Maurousset L, Lemoine R, Pourtau N.
Sugars en route to the roots. Transport, metabolism and storage within plant roots and
towards microorganisms of the rhizosphere // Physiol Plant. 2019. Vol. 165, Ne 1. P.
44-57.

207.Herger A, Gupta S, Kadler G, Franck CM, Boisson-Dernier A, Ringli C. Overlapping
functions and protein-protein interactions of LRR-extensins in Arabidopsis // PL0S
Genet. 2020. Vol. 16, Ne 6. P. €1008847.

208.Hewelt A., Prinsen E., Thomas M., Van Onckelen H., Meins F. Ectopic expression of
maize knottedl results in cytokinin-autotrophic growth of cultured tobacco tissues //
Planta. 2000. Vol. 210. P. 884-889.

209.Heyman J, Cools T, Canher B, Shavialenka S, Traas J, Vercauteren I, Van den Daele
H, Persiau G, De Jaeger G, Sugimoto K, De Veylder L. The heterodimeric
transcription factor complex ERF115-PAT1 grants regeneration competence // Nat
Plants. 2016. VVol. 2, Ne 11. P. 16165.

210.Heyndrickx KS, Vandepoele K. Systematic identification of functional plant modules
through the integration of complementary data sources // Plant Physiol. 2012. Vol.
159, Ne 3. P. 884-901.

211.Hibino H. Biology and epidemiology of rice viruses // Annu Rev Phytopathol. 1996.
Vol. 34. P. 249-74.

212.Hidayati NA, Yamada-Oshima Y, lwai M, Yamano T, Kajikawa M, Sakurai N, Suda
K, Sesoko K, Hori K, Obayashi T, Shimojima M, Fukuzawa H, Ohta H. Lipid
remodeling regulator 1 (LRL1) is differently involved in the phosphorus-depletion



169

response from PSR1 in Chlamydomonas reinhardtii // Plant J. 2019. Vol. 100, Ne 3. P.
610-626.

213.Hilbert M, Voll LM, Ding Y, Hofmann J, Sharma M, Zuccaro A. Indole derivative
production by the root endophyte Piriformospora indica is not required for growth
promotion but for biotrophic colonization of barley roots // New Phytol. 2012. Vol.
196. P. 520-534.

214 Hill K, Mathews DE, Kim HJ, Street IH, Wildes SL, Chiang YH, Mason MG, Alonso
JM, Ecker JR, Kieber JJ, Schaller GE. Functional characterization of type-B response
regulators in the Arabidopsis cytokinin response // Plant Physiol. 2013. Vol. 162, Ne
1. P. 212-24.

215.Hinsch J, Vrabka J, Oeser B, Novak O, Galuszka P, Tudzynski P. De novo
biosynthesis of cytokinins in the biotrophic fungus Claviceps purpurea // Environ
Microbiol. 2015. Vol. 17. P. 2935-2951.

216.Hirakawa Y, Bowman JL. A Role of TDIF Peptide Signaling in Vascular Cell
Differentiation is Conserved Among Euphyllophytes // Front Plant Sci. 2015. Vol. 6.
P. 1048.

217.Hirakawa Y, Kondo Y, Fukuda H. Regulation of vascular development by CLE
peptide-receptor systems // J Integr Plant Biol. 2010. Vol. 52, Ne 1. P. 8-16.

218.Hirakawa Y, Shinohara H, Kondo Y, Inoue A, Nakanomyo I, Ogawa M, Sawa S,
Ohashi-Ito K, Matsubayashi Y, Fukuda H. Non-cell-autonomous control of vascular
stem cell fate by a CLE peptide/receptor system // Proc Natl Acad Sci U S A. 2008.
Vol. 105, Ne 39. P. 15208-13.

219.Hirose N, Takei K, Kuroha T, Kamada-Nobusada T, Hayashi H, Sakakibara H.
Regulation of cytokinin biosynthesis, compartmentalization and translocation // J Exp
Bot. 2008. Vol. 59, Ne 1. P. 75-83.

220.Hirsch A.M., Bhuvaneswari T.V., Torrey J.G., Bisseling T. Early nodulin genes are
induced in alfalfa root outgrowths elicited by auxin transport inhibitors // Proc. Natl.
Acad. Sci. USA. 1989. Vol. 86. P. 1244-1248.

221.Hoang NV, Park C, Kamran M, Lee JY. Gene Regulatory Network Guided
Investigations and Engineering of Storage Root Development in Root Crops // Front
Plant Sci. 2020. Vol.11. P. 762.

222.Hoermayer L, Montesinos JC, Marhava P, Benkova E, Yoshida S, Friml J.
Wounding-induced changes in cellular pressure and localized auxin signalling
spatially coordinate restorative divisions in roots // Proc Natl Acad Sci U S A. 2020.
Vol. 117, Ne 26. P. 15322-15331.

223.Horak J., Brzobohaty B., Lexa M. Molecular and physiological characterisation of an
insertion mutant in the ARR21 putative response regulator gene from Arabidopsis
thaliana // Plant Biol. 2003. Vol. 5. P. 245-254.

224.Horstman A, Willemsen V, Boutilier K, Heidstra R. AINTEGUMENTA-LIKE
proteins: hubs in a plethora of networks // Trends Plant Sci. 2014. Vol. 19, Ne 3. P.
146-57.

225.Hough JS. Studies on the common spangle gall of oak. Ill. The importance of the
stage in laminar extension of the host leaf // New Phytol; 1953. Vol. 52. P. 218-228.

226.Huang G, Dong R, Allen R, Davis EL, Baum TJ, Hussey RS. A root-knot nematode



170

secretory peptide functions as a ligand for a plant transcription factor // Mol Plant
Microbe Interact. 2006. VVol. 19, Ne 5. P. 463-70.

227.Huang PY, Zhang J, Jiang B, Chan C, Yu JH, Lu YP, Chung K, Zimmerli L. NINJA-
associated ERF19 negatively regulates Arabidopsis pattern-triggered immunity // J
Exp Bot. 2019. Vol. 70, Ne 3. P. 1033-1047.

228.Huang Y, Wang S, Wang C, Ding G, Cai H, Shi L, Xu F. Induction of jasmonic acid
biosynthetic genes inhibits Arabidopsis growth in response to low boron // J Integr
Plant Biol. 2021. VVol. 63, Ne 5. P. 937-948.

229.Huffman GA, White FF, Gordon MP, Nester EW. Hairy-root-inducing plasmid:
physical map and homology to tumor-inducing plasmids // J Bacteriol. 1984. Vol.
157, Ne 1. P. 269-76.

230.Huo R, Liu Z, Yu X, Li Z. The Interaction Network and Signaling Specificity of Two-
Component System in Arabidopsis // Int J Mol Sci. 2020. Vol. 21, Ne 14. P. 4898.

231.1glesias-Fernandez R, Barrero-Sicilia C, Carrillo-Barral N, Ofate-Sanchez L,
Carbonero P. Arabidopsis thaliana bZIP44: a transcription factor affecting seed
germination and expression of the mannanase-encoding gene AtMAN7 // Plant J.
2013. Vol. 74, Ne 5. P. 767-80.

232.1keuchi M, Iwase A, Ito T, Tanaka H, Favero DS, Kawamura A, Sakamoto S,
Wakazaki M, Tameshige T, Fujii H, Hashimoto N, Suzuki T, Hotta K, Toyooka K,
Mitsuda N, Sugimoto K. Wound-inducible WUSCHEL-RELATED HOMEOBOX 13
is required for callus growth and organ reconnection // Plant Physiol. 2022. Vol. 88,
Ne 1. P. 425-441.

233.Imaizumi T, Schultz TF, Harmon FG, Ho LA, Kay SA. FKF1 F-box protein mediates
cyclic degradation of a repressor of CONSTANS in Arabidopsis // Science. 2005.
Vol. 309, Ne 5732. P. 293-7.

234.lnaba S, Kurata R, Kobayashi M, Yamagishi Y, Mori I, Ogata Y, Fukao Y.
Identification of putative target genes of bZIP19, a transcription factor essential for
Arabidopsis adaptation to Zn deficiency in roots // Plant J. 2015. Vol. 84, Ne 2. P.
323-34.

235. Inacio V., Lobato C., Graga J., Morais-Cecilio L. Cork Cells in Cork Oak Periderms
Undergo Programmed Cell Death and Proanthocyanidin Deposition // Tree
Physiol. 2021. Vol. 41. P. 1701-1713.

236.Inoue H, Nojima H, Okayama H. High efficiency transformation of Escherichia coli
with plasmids // Gene. 1990. Vol. 96, Ne 1. P. 23-8.

237.Intrieri MC, Buiatti M. The horizontal transfer of Agrobacterium rhizogenes genes
and the evolution of the genus Nicotiana // Molecular Phylogenetics and Evolution.
2001. Vol. 20. P. 100-110.

238.Inzé D, Follin A, Velten J, Velten L, Prinsen E, Riidelsheim P, Van Onckelen H,
Schell J, Van Montagu M. The Pseudomonas savastanoi tryptophan-2-mono-
oxygenase is biologically active in Nicotiana tabacum // Planta. 1987. Vol. 172, Ne 4.
P. 555-62.

239.Irani S, Trost B, Waldner M, Nayidu N, Tu J, Kusalik AJ, Todd CD, Wei Y, Bonham-
Smith PC. Transcriptome analysis of response to Plasmodiophora brassicae infection
in the Arabidopsis shoot and root // BMC Genomics. 2018. Vol. 19. P. 23.



171

240.1to Y, Nakanomyo I, Motose H, lwamoto K, Sawa S, Dohmae N, Fukuda H. Dodeca-
CLE peptides as suppressors of plant stem cell differentiation // Science. 2006. Vol.
313, Ne 5788. P. 842-5.

241.lvanov VB. The problem of stem cells in plants // Ontogenez. 2003. Vol. 34, Ne (4) . P
253-61. Russian.

242.1wai H, Masaoka N, Ishii T, Satoh S. A pectin glucuronyl transferase gene is essential
for intercellular attachment in the plant meristem // Proc Natl Acad Sci USA. 2002.
Vol. 10. P. 16319-16324.

243.lwama A, Yamashino T, Tanaka Y, Sakakibara H, Kakimoto T, Sato S, Kato T,
Tabata S, Nagatani A, Mizuno T. AHKS5 histidine kinase regulates root elongation
through an ETRI1-dependent abscisic acid and ethylene signaling pathway in
Arabidopsis thaliana // Plant Cell Physiol. 2007. Vol. 48, Ne 2. P. 375-80.

244 . Jamil HMA, Ahmed A, Irshad U, Al-Ghamdi AA, Elshikh MS, Alaraidh 1A, Al-
Dosary MA, Abbasi AM, Ahmad R. Identification and inoculation of fungal strains
from Cedrus deodara rhizosphere involve in growth and alleviation of high nitrogen
stress // Saudi J Biol Sci. 2020. Vol. 27, Ne 1. P. 524-534,

245.Jang G, Lee JH, Rastogi K, Park S, Oh SH, Lee JY. Cytokinin-dependent secondary
growth determines root biomass in radish (Raphanus sativus L.) // J Exp Bot. 2015.
Vol. 66, Ne 15. P. 4607-109.

246.Jasinski S, Piazza P, Craft J, Hay A, Woolley L, Rieu I, Phillips A, Hedden P, Tsiantis
M. KNOX action in Arabidopsis is mediated by coordinate regulation of cytokinin
and gibberellin activities // Curr Biol. 2005. Vol. 15, Ne 17. P. 1560-5.

247.Jeong YM, Kim N, Ahn BO, Oh M, Chung WH, Chung H, Jeong S, Lim KB, Hwang
YJ, Kim GB, Baek S, Choi SB, Hyung DJ, Lee SW, Sohn SH, Kwon SJ, Jin M, Seol
YJ, Chae WB, Choi KJ, Park BS, Yu HJ, Mun JH. Elucidating the triplicated
ancestral genome structure of radish based on chromosome-level comparison with the
Brassica genomes // Theor Appl Genet. 2016. Vol. 129, Ne 7. P. 1357-1372.

248.Jewaria PK, Hara T, Tanaka H, Kondo T, Betsuyaku S, Sawa S, Sakagami Y, Aimoto
S, Kakimoto T. Differential effects of the peptides Stomagen, EPF1 and EPF2 on
activation of MAP kinase MPK6 and the SPCH protein level // Plant Cell Physiol.
2013. Vol. 54, Ne 8. P. 1253-62.

249.Jia Z, Giehl RFH, Meyer RC, Altmann T, von Wirén N. Natural variation of BSK3
tunes brassinosteroid signaling to regulate root foraging under low nitrogen // Nat.
Commun. 2019. Vol. 10. P. 2378.

250.Jia Z, Giehl RFH, von Wirén N. Local auxin biosynthesis acts downstream of
brassinosteroids to trigger root foraging for nitrogen // Nat Commun. 2021. Vol. 12,
Ne 1. P. 5437.

251.Jia Z, Giehl RFH, von Wirén N. The root foraging response under low nitrogen
depends on DWARF1-mediated brassinosteroid biosynthesis // Plant Physiol. 2020.
Vol. 183. P. 998-1010.

252.Ji J, Strable J, Shimizu R, Koenig D, Sinha N, Scanlon MJ. WOX4 promotes
procambial development // Plant Physiol. 2010. Vol. 152, Ne 3. P. 1346-56.

253.Jin Y.S., Seong E.S., Qu G.Z., Han W., Yoon B.S., Wang M.H. Cloning and
morphological properties of Nicgl;CYCD3;1 gene in genetic tumors from interspecific



172

hybrid of N. langsdorffii and N. glauca // Plant Physiology. 2008. Vol. 165. P. 317-
323.

254.Johnson KL, Kibble NA, Bacic A, Schultz CJ. A fasciclin-like arabinogalactan-
protein (FLA) mutant of Arabidopsis thaliana, flal, shows defects in shoot
regeneration // PLoS One. 2011. Vol. 6, Ne 9. P. e25154.

255.Johnson LM, Du J, Hale CJ, Bischof S, Feng S, Chodavarapu RK, Zhong X, Marson
G, Pellegrini M, Segal DJ, Patel DJ, Jacobsen SE. SRA- and SET-domain-containing
proteins link RNA polymerase V occupancy to DNA methylation // Nature. 2014.
Vol. 507, Ne 7490. P. 124-128.

256.Johnson LM, Law JA, Khattar A, Henderson IR, Jacobsen SE. SRA-domain proteins
required for DRM2-mediated de novo DNA methylation // PLoS Genet. 2008. Vol. 4,
Ne 11. P. €1000280.

257.Johnson RA, Conklin PA, Tjahjadi M, Missirian V, Toal T, Brady SM, Britt AB.
SUPPRESSOR OF GAMMA RESPONSEL1 Links DNA Damage Response to Organ
Regeneration // Plant Physiol. 2018. Vol. 176, Ne 2. P. 1665-1675.

258.Johnston JC, Trione EJ. Cytokinin production by the fungi Taphrina cerasi and T.
deformans // Can J Bot. 1974. Vol. 52. P. 1583-1589

259. Jorgensen RA, Dorantes-Acosta AE. Conserved Peptide Upstream Open Reading
Frames are Associated with Regulatory Genes in Angiosperms // Front Plant Sci.
2012. Vol. 3. P. 191.

260.Jung CG, Hwang SG, Park YC, Park HM, Kim DS, Park DH, Jang CS. Molecular
characterization of the cold- and heat-induced Arabidopsis PXL1 gene and its
potential role in transduction pathways under temperature fluctuations // J Plant
Physiol. 2015. Vol. 176. P. 138-46.

261.Jung WY, Park HJ, Lee A, Lee SS, Kim YS, Cho HS. Identification of Flowering-
Related Genes Responsible for Differences in Bolting Time between Two Radish
Inbred Lines // Front Plant Sci. 2016. Vol. 7. P. 1844.

262.Jura-Morawiec, J.; Oskolski, A.; Simpson, P. Revisiting the Anatomy of the Monocot
Cambium, a Novel Meristem // Planta. 2021. Vol. 254. P. 6.

263.Kageyama K, Asano T. Life cycle of Plasmodiophora brassicae // J Plant Growth
Regul. 2009. Vol. 28. P. 203-211.

264.Kane NA, Jones CS, Vuorisalo T. Development of galls of Alnus glutinosa and Alnus
incana (Betulaceae) caused by the eriophyid mite Eriophyes laevis (Nalepa) // Int J
Plant Sci. 1997. Vol. 158. P. 13-23.

265.Kang, J.; Wang, X.; Ishida, T.; Grienenberger, E.; Zheng, Q.; Wang, J.; Zhang, Y.;
Chen, W.; Chen, M.; Song, X.-F.; et al. A Group of CLE Peptides Regulates de Novo
Shoot Regeneration in Arabidopsis Thaliana // New Phytol. 2022. Vol. 235. P. 2300-
2312.

266.Karas B, Amyot L, Johansen C, Sato S, Tabata S, Kawaguchi M, Szczyglowski K.
Conservation of lotus and Arabidopsis basic helix-loop-helix proteins reveals new
players in root hair development // Plant Physiol. 2009. Vol. 151, Ne 3. P. 1175-85.

267.Kavas M, Kizildogan A, Gokdemir G, Baloglu MC. Genome-wide investigation and
expression analysis of AP2-ERF gene family in salt tolerant common bean // EXCLI
J. 2015. Vol. 14. P. 1187-206.



173

268.Kawabe A, Matsunaga S, Nakagawa K, Kurihara D, Yoneda A, Hasezawa S,
Uchiyama S, Fukui K. Characterization of plant Aurora kinases during mitosis // Plant
Mol Biol. 2005. Vol. 58, Ne 1. P. 1-13.

269.Kemper E., Waffenschmidt S., Weiler E.W., Raush T., Schroeder J. T-DNA-encoded
auxin formation in crown gall cells // Planta. 1985. Vol. 163. P. 257-262.

270.Kim D., Langmead B., Salzberg S.L. HISAT: A Fast Spliced Aligner with Low
Memory Requirements // Nat. Methods. 2015. Vol. 12. P. 357-360.

271.Kim J, Yang R, Chang C, Park Y, Tucker ML. The root-knot nematode Meloidogyne
incognita produces a functional mimic of the Arabidopsis INFLORESCENCE
DEFICIENT IN ABSCISSION signaling peptide // J Exp Bot. 2018. Vol. 69, Ne 12.
P. 3009-3021.

272.Kim N, Jeong YM, Jeong S, Kim GB, Baek S, Kwon YE, Cho A, Choi SB, Kim J,
Lim WJ, Kim KH, Park W, Kim JY, Kim JH, Yim B, Lee YJ, Chun BM, Lee YP,
Park BS, Yu HJ, Mun JH. Identification of candidate domestication regions in the
radish genome based on high-depth resequencing analysis of 17 genotypes // Theor
Appl Genet. 2016. Vol. 129, Ne 9. P. 1797-814.

273.Kim, Y.; Lee, G.; Jeon, E.; Sohn, E.J.; Lee, Y.; Kang, H.; Lee, D.W.; Kim, D.H.;
Hwang, 1. The Immediate Upstream Region of the 5’-UTR from the AUG Start Codon
Has a Pronounced Effect on the Translational Efficiency in Arabidopsis thaliana //
Nucleic Acids Res. 2014. Vol. 42. P. 485-498.

274.Kim Y.S., Lee J.H,, Yoon G.M., Cho H.S,, Park S\W., Suh M.C., Choi D., Ha H.J.,
Liu J.R., Pai H.S. CHRKJ1, a chitinase-related receptor-like kinase in tobacco // Plant
Physiology. 2000. Vol. 123. P. 905-915.

275.Kircher S, Schopfer P. Photosynthetic sucrose acts as cotyledon-derived long-distance
signal to control root growth during early seedling development in Arabidopsis // Proc
Natl Acad Sci U S A. 2012. Vol. 109, Ne 28. P. 11217-21.

276.Kitakura S., Terakura S., Yoshioka Y., Machida C., Machida Y. Interaction between
Agrobacterium tumefaciens oncoprotein 6b and a tobacco nucleolar protein that is
homologous to TNP1 encoded by a transposable element of Antirrhinum majus //
Journal of plant research. 2008. Vol. 121. P. 425-433.

277.Kitashiba H, Li F, Hirakawa H, Kawanabe T, Zou Z, Hasegawa Y, Tonosaki K,
Shirasawa S, Fukushima A, Yokoi S, Takahata Y, Kakizaki T, Ishida M, Okamoto S,
Sakamoto K, Shirasawa K, Tabata S, Nishio T. Draft sequences of the radish
(Raphanus sativus L.) genome // DNA Res. 2014. Vol. 21, Ne 5. P. 481-90.

278.Kobelt P, Siemens J, Sacristan MD. Histological characterization of the incompatible
interaction between Arabidopsis thaliana and the obligate biotrophic pathogen
Plasmodiophora brassicae // Mycol Res. 2000. Vol. 2. P. 220-225.

279.Kondhare KR, Kumar A, Hannapel DJ, Banerjee AK. Conservation of polypyrimidine
tract binding proteins and their putative target RNAs in several storage root crops //
BMC Genomics. 2018. Vol. 19, Ne 1. P. 124.

280.Kondo Y, Hirakawa Y, Kieber JJ, Fukuda H. CLE peptides can negatively regulate
protoxylem vessel formation via cytokinin signaling // Plant Cell Physiol. 2011. Vol.
52, No 1. P. 37-48.



174

281.Kondo Y, Ito T, Nakagami H, Hirakawa Y, Saito M, Tamaki T, Shirasu K, Fukuda H.
Plant GSK3 proteins regulate xylem cell differentiation downstream of TDIF-TDR
signaling // Nat Commun. 2014. Vol. 5. P. 3504.

282.Kong LJ, Orozco BM, Roe JL, Nagar S, Ou S, Feiler HS, Durfee T, Miller AB,
Gruissem W, Robertson D, Hanley-Bowdoin L. A geminivirus replication protein
interacts with the retinoblastoma protein through a novel domain to determine
symptoms and tissue specifcity of infection in plants / EMBO J. 2000. Vol. 19. P.
3485-3495.

283.Kong Z, loki M, Braybrook S, Li S, Ye ZH, Julie Lee YR, Hotta T, Chang A, Tian J,
Wang G, Liu B. Kinesin-4 Functions in Vesicular Transport on Cortical Microtubules
and Regulates Cell Wall Mechanics during Cell Elongation in Plants / Mol Plant.
2015. Vol. 8, Ne 7. P. 1011-23.

284.Kono A, Umeda-Hara C, Lee J, Ito M, Uchimiya H, Umeda M. Arabidopsis D-type
cyclin CYCDA4;1 is a novel cyclin partner of B2-type cyclin-dependent kinase // Plant
Physiol. 2003. Vol. 132, Ne 3. P.1315-21.

285.Kornet N, Scheres B. Members of the GCN5 histone acetyltransferase complex
regulate PLETHORA-mediated root stem cell niche maintenance and transit
amplifying cell proliferation in Arabidopsis // Plant Cell. 2009. Vol. 21. P. 1070—
1079.

286.Kosarev P, Mayer KF, Hardtke CS. Evaluation and classification of RING-finger
domains encoded by the Arabidopsis genome // Genome Biol. 2002. Vol. 3, Ne 4. P.
RESEARCHO0016.

287.Krahmer J, Goralogia GS, Kubota A, Zardilis A, Johnson RS, Song YH, MacCoss
MJ, Le Bihan T, Halliday KJ, Imaizumi T, Millar AJ. Time-resolved interaction
proteomics of the GIGANTEA protein under diurnal cycles in Arabidopsis // FEBS
Lett. 2019. Vol. 593, Ne 3. P. 319-338.

288.Krogan NT, Marcos D, Weiner Al, Berleth T. The auxin response factor
MONOPTEROQOS controls meristem function and organogenesis in both the shoot and
root through the direct regulation of PIN genes // New Phytol. 2016. VVol. 212, Ne 1. P.
42-50.

289.Krupkova E, Immerzeel P, Pauly M, Schmiilling T. The TUMOROUS SHOOT
DEVELOPMENT2 gene of Arabidopsis encoding a putative methyltransferase is
required for cell adhesion and coordinated plant development // Plant J. 2007. Vol. 50.
P. 735-750.

290.Krupkova E, Schmiilling T. Developmental consequences of the tumorous shoot
developmentl mutation, a novel allele of the cellulose-synthesizing KORRIGAN1
gene // Plant Mol Biol. 2009. Vol. 71, Ne 6. P. 641-55.

291.Ku AT, Huang YS, Wang YS, Ma D, Yeh KW. IbMADSL1 (Ipomoea batatas MADS-
box 1 gene) is involved in tuberous root initiation in sweet potato (Ipomoea batatas) //
Ann Bot. 2008. Vol. 102, Ne 1. P. 57-67.

292.Kubo M, Udagawa M, Nishikubo N, Horiguchi G, Yamaguchi M, Ito J, Mimura T,
Fukuda H, Demura T. Transcription switches for protoxylem and metaxylem vessel
formation // Genes Dev. 2005. Vol. 19, Ne 16. P. 1855-60.



175

293.Kucukoglu M, Nilsson J, Zheng B, Chaabouni S, Nilsson O. WUSCHEL-RELATED
HOMEOBOX4 (WOX4)-like genes regulate cambial cell division activity and
secondary growth in Populus trees // New Phytol. 2017. Vol. 215, Ne 2. P. 642-657.

294.Kuhlmann M, Mette MF. Developmentally non-redundant SET domain proteins
SUVH2 and SUVH9 are required for transcriptional gene silencing in Arabidopsis
thaliana // Plant Mol Biol. 2012. Vol. 79, Ne 6. P. 623-33.

295.Kumar P, Ginzberg I. Potato Periderm Development and Tuber Skin Quality // Plants
(Basel). 2022. Vol. 11, Ne 16. P. 2099.

296.Kumar S, Stecher G, Tamura K. MEGAT: Molecular Evolutionary Genetics Analysis
Version 7.0 for Bigger Datasets // Mol Biol Evol. 2016. Vol. 33, Ne 7. .P 1870-1874.

297.Kuroha T, Tokunaga H, Kojima M, Ueda N, Ishida T, Nagawa S, Fukuda H,
Sugimoto K, Sakakibara H. Functional analyses of LONELY GUY cytokinin-
activating enzymes reveal the importance of the direct activation pathway in
Arabidopsis // Plant Cell. 2009. Vol. 21, Ne 10. P. 3152-69.

298.Kuznetsova K., Dodueva I., Gancheva M., Lutova L. Transcriptomic Analysis of
Radish (Raphanus sativus L.) Roots with CLE41 Overexpression // Plants (Basel).
2022. Vol. 11, Ne 16. P. 2163.

299.Kuznetsova KA, Dodueva IE, Lutova LA. The homeodomain of the Raphanus sativus
WOX4 binds to the promoter of the LOG3 cytokinin biosynthesis gene // Ecological
genetics. 2024b. Vol. 22, Ne 1. P. 33-46.

300.Kuznetsova, K., Efremova, E., Dodueva, I., Lebedeva, M., Lutova, L. Functional
Modules in the Meristems: “Tinkering” in Action // Plants. 2023. Vol. 12. P. 3661.

301.Kuznetsova, X.; Dodueva, I.; Afonin, A.; Gribchenko, E.; Danilov, L.; Gancheva, M.;
Tvorogova, V.; Galynin, N.; Lutova, L. Whole-Genome Sequencing and Analysis of
Tumour-Forming Radish (Raphanus sativus L.) Line // Int. J. Mol. Sci. 2024a. Vol.
25. P. 6236.

302.Kyndt T, Goverse A, Haegeman A, Warmerdam S, Wanjau C, Jahani M, Engler G, de
Almeida Engler J, Gheysen G. Redirection of auxin flow in Arabidopsis thaliana
roots after infection by root-knot nematodes // J Exp Bot. 2016. Vol. 67, Ne 15. P.
4559-70.

303.Lakehal A, Dob A, Rahneshan Z, Novak O, Escamez S, Alallag S, Strnad M,
Tuominen H, Bellini C. ETHYLENE RESPONSE FACTOR 115 integrates jasmonate
and cytokinin signaling machineries to repress adventitious rooting in Arabidopsis //
New Phytol. 2020. Vol. 228, Ne 5. P. 1611-1626.

304.Laplaze L., Benkova E., Casimiro 1., Maes L., Vanneste S., Swarup R., Weijers D.,
Calvo V., Parizot B., Herrera-Rodriguez M.B., Offringa R., Graham N., Doumas P.,
Friml J., Bogusz D., Beeckman T., Bennett M. Cytokinins act directly on lateral root
founder cells to inhibit root initiation // Plant Cell. 2007. Vol. 19. P. 3889-3900.

305.Larson-Rabin Z, Li Z, Masson PH, Day CD. FZR2/CCS52A1 expression is a
determinant of endoreduplication and cell expansion in Arabidopsis // Plant Physiol.
2009. Vol. 149, Ne 2. P. 874-84.

306.Latham JR, Saunders K, Pinner MS, Stanley J. Induction of plant cell division by beet
curly top virus gene C4 // Plant J. 1997. Vol. 11. P. 1273-1283.

307.Lebedeva Osipova MA, Tvorogova VE, Vinogradova AP, Gancheva MS, Azarakhsh



176

M, llina EL, Demchenko KN, Dodueva IE, Lutova LA. Initiation of spontaneous
tumors in radish (Raphanus sativus): Cellular, molecular and physiological events // J
Plant Physiol. 2015. Vol. 173. P. 97-104.

308.Lee C, Chronis D, Kenning C, Peret B, Hewezi T, Davis EL, Baum TJ, Hussey R,
Bennett M, Mitchum MG. The novel cyst nematode effector protein 19C07 interacts
with the Arabidopsis auxin influx transporter LAX3 to control feeding site
development // Plant Physiol. 2011. Vol. 155, Ne 2. P. 866-80.

309.Lee J, Oh M, Park H, Lee I. SOC1 translocated to the nucleus by interaction with
AGL24 directly regulates leafy // Plant J. 2008. Vol. 55, Ne 5. P. 832-43.

310.Lee J.H., Kim D.-M., Lim Y.P., Pai H.-S. The shooty callus induced by suppression
of tobacco CHRK1 receptor-like kinase is a phenocopy of the tobacco genetic tumor
// Plant Cell Reports. 2004. Vol. 23. P. 397-403.

311.Lee J.H., Takei K., Sakakibara H., Sun Cho H., Kim do M., Kim Y.S., Min S.R., Kim
W.T., Sohn D.Y., Lim Y.P., Pai H.-S. CHRK1, a chitinase-related receptor-like
kinase, plays a role in plant development and cytokinin homeostasis in tobacco //
Plant Molecular Biology. 2003. Vol. 53. P. 877-890.

312.Lee JS, Torii KU. A tale of two systems: peptide ligand-receptor pairs in plant
development // Cold Spring Harb Symp Quant Biol. 2012. Vol. 77. P. 83-9.

313.Lee M, Jung JH, Han DY, Seo PJ, Park WJ, Park CM. Activation of a flavin
monooxygenase gene YUCCA?7 enhances drought resistance in Arabidopsis // Planta.
2012. Vol. 235, Ne 5. P. 923-38.

314.Lee R, Baldwin S, Kenel F, McCallum J, Macknight R. FLOWERING LOCUS T
genes control onion bulb formation and flowering // Nat Commun. 2013. Vol. 4. P.
2884.

315.Lee ZH, Hirakawa T, Yamaguchi N, Ito T. The Roles of Plant Hormones and Their
Interactions with Regulatory Genes in Determining Meristem Activity // Int J Mol
Sci. 2019. Vol. 20, Ne 16. P. 4065.

316.Leibfried A, To JP, Busch W, Stehling S, Kehle A, Demar M, Kieber JJ, Lohmann
JU. WUSCHEL controls meristem function by direct regulation of cytokinin-
inducible response regulators // Nature. 2005. Vol. 438, Ne 7071. P. 1172-5.

317. Lev-Yadun S., Aloni R. Vascular Differentiation in Branch Junctions of Trees:
Circular Patterns and Functional Significance // Trees. 1990. Vol. 4. P. 49-54.

318.Lewis-Jones LJ, Thorpe JP, Wallis GP. Genetic divergence in four species of the
genus Raphanus: implications for the ancestry of the domestic radish R. sativus // Biol
J Linn Soc. 1982. Vol. 18. P. 35-48.

319.Liebsch D, Sunaryo W, Holmlund M, Norberg M, Zhang J, Hall HC, Helizon H, Jin
X, Helariutta Y, Nilsson O, Polle A, Fischer U. Class | KNOX transcription factors
promote differentiation of cambial derivatives into xylem fibers in the Arabidopsis
hypocotyl // Development. 2014. Vol. 141, Ne 22. P. 4311-9.

320.Lilay GH, Castro PH, Campilho A, Assun¢do AGL. The Arabidopsis bZIP19 and
bZIP23 Activity Requires Zinc Deficiency - Insight on Regulation From
Complementation Lines // Front Plant Sci. 2019. Vol. 9. P. 1955.

321.Lilay GH, Castro PH, Guedes JG, Almeida DM, Campilho A, Azevedo H, Aarts
MGM, Saibo NJM, Assun¢do AGL. Rice F-bZIP transcription factors regulate the



177

zinc deficiency response // J Exp Bot. 2020. Vol. 71, Ne 12. P. 3664-3677.

322.Li M, Liu C, Hepworth SR, Ma C, Li H, Li J, Wang SM, Yin H. SAUR15 interaction
with BRI1 activates plasma membrane H+-ATPase to promote organ development of
Arabidopsis // Plant Physiol. 2022. VVol. 189, Ne 4. P. 2454-2466.

323.Li S, Ge FR, Xu M, Zhao XY, Huang GQ, Zhou LZ, Wang JG, Kombrink A,
McCormick S, Zhang XS, Zhang Y. Arabidopsis COBRA-LIKE 10, a GPI-anchored
protein, mediates directional growth of pollen tubes // Plant J. 2013. Vol. 74, Ne 3. P.
486-97.

324.Li X, Cheng Y, Wang M, Cui S, Guan J. Weighted gene coexpression correlation
network analysis reveals a potential molecular regulatory mechanism of anthocyanin
accumulation under different storage temperatures in 'Friar' plum // BMC Plant Biol.
2021. Vol. 21, Ne 1. P. 576.

325.Li X, Chen T, Li Y, Wang Z, Cao H, Chen F, Li Y, Soppe WJJ, Li W, Liu Y.
ETR1/RDO3 Regulates Seed Dormancy by Relieving the Inhibitory Effect of the
ERF12-TPL Complex on DELAY OF GERMINATION1 Expression // Plant Cell.
2019. Vol. 31, Ne 4. P. 832-847.

326.Li X, Wang J, Qiu Y, Wang H, Wang P, Zhang X, Li C, Song J, Gui W, Shen D,
Yang W, Cai B, Liu L, Li X. SSR-Sequencing Reveals the Inter- and Intraspecific
Genetic Variation and Phylogenetic Relationships among an Extensive Collection of
Radish (Raphanus) Germplasm Resources // Biology (Basel). 2021. Vol. 10, Ne 12. P.
1250.

327.Lin C, Choi HS, Cho HT. Root hair-specific EXPANSIN A7 is required for root hair
elongation in Arabidopsis // Mol Cells. 2011. Vol. 31, Ne 4. P. 393-7.

328.Lin Q, Ohashi Y, Kato M, Tsuge T, Gu H, Qu LJ, Aoyama T. GLABRAZ2 Directly
Suppresses Basic Helix-Loop-Helix Transcription Factor Genes with Diverse
Functions in Root Hair Development // Plant Cell. 2015. Vol. 27, Ne 10. P. 2894-906.

329.Lin T, Sharma P, Gonzalez DH, Viola IL, Hannapel DJ. The impact of the long-
distance transport of a BEL1-like messenger RNA on development // Plant Physiol.
2013. Vol. 161, Ne 2. P. 760-72.

330.Lin Z, Yin K, Wang X, Liu M, Chen Z, Gu H, Qu LJ. Virus induced gene silencing of
AtCDC5 results in accelerated cell death in Arabidopsis leaves // Plant Physiol
Biochem. 2007a. Vol. 45, Ne 1. P. 87-94.

331.Lin Z, Yin K, Zhu D, Chen Z, Gu H, Qu LJ. AtCDCS5 regulates the G2 to M transition
of the cell cycle and is critical for the function of Arabidopsis shoot apical meristem //
Cell Res. 2007b. Vol. 17, Ne 9. P. 815-28.

332.Liscum E, Reed JW. Genetics of Aux/IAA and ARF action in plant growth and
development // Plant Mol Biol. 2002. Vol. 49, Ne 3-4. P. 387-400.

333.Littau VC, Black LM. Spontaneous tumors in sweet clover // Am J Bot. 1952. Vol.
39.P. 191-194.

334.Liu Q, Luo L, Zheng L. Lignins: Biosynthesis and Biological Functions in Plants //
Int J Mol Sci. 2018. Vol. 19, Ne 2. P. 335.

335.Liu S, Jia J, Gao Y, Zhang B, Han Y. The AtTudor2, a protein with SN-Tudor
domains, is involved in control of seed germination in Arabidopsis // Planta. 2010.
Vol. 232, Ne 1. P. 197-207.



178

336.Liu W, Xu L, Lin H, Cao J. Two Expansin Genes, AtEXPA4 and AtEXPBS5, Are
Redundantly Required for Pollen Tube Growth and AtEXPA4 Is Involved in Primary
Root Elongation in Arabidopsis thaliana // Genes (Basel). 2021. Vol. 12, Ne 2. P. 249.

337.Liu ZW, Shao CR, Zhang CJ, Zhou JX, Zhang SW, Li L, Chen S, Huang HW, Cai T,
He XJ. The SET domain proteins SUVH2 and SUVH9 are required for Pol V
occupancy at RNA-directed DNA methylation loci // PLoS Genet. 2014. Vol. 10, Ne
1. P. e1003948.

338.Liu ZW, Zhou JX, Huang HW, Li YQ, Shao CR, Li L, Cai T, Chen S, He XJ. Two
Components of the RNA-Directed DNA Methylation Pathway Associate with
MORCSG6 and Silence Loci Targeted by MORCG6 in Arabidopsis // PLoS Genet. 2016.
Vol.12, Ne 5. P. e1006026.

339.Livak K.J., Schmittgen T.D. Analysis of Relative Gene Expression Data Using Real-
Time Quantitative PCR and the 2(-Delta Delta C(T)) Method //Methods. 2001. Vol.
25. P. 402-408.

340.Lohmann JU, Hong RL, Hobe M, Busch MA, Parcy F, Simon R, Weigel D. A
molecular link between stem cell regulation and floral patterning in Arabidopsis //
Cell. 2001. Vol. 105, Ne 6. P. 793-803.

341.Lopes ST, Sobral D, Costa B, Perdiguero P, Chaves I, Costa A, Miguel CM. Phellem
versus xylem: genome-wide transcriptomic analysis reveals novel regulators of cork
formation in cork oak // Tree Physiol. 2020. Vol. 40, Ne 2. P. 129-141.

342.Lopez-Bucio J, Millan-Godinez M, Méndez-Bravo A, Morquecho-Contreras A,
Ramirez-Chavez E, Molina-Torres J, Pérez-Torres A, Higuchi M, Kakimoto T,
Herrera-Estrella L. Cytokinin receptors are involved in alkamide regulation of root
and shoot development in Arabidopsis // Plant Physiol. 2007. Vol. 145. P. 1703-1713.

343.Lopato S, Bazanova N, Morran S, Milligan AS, Shirley N, Langridge P. Isolation of
plant transcription factors using a modified yeast one-hybrid system // Plant Methods.
2006. Vol. 2. P. 3

344.Love J, Bjorklund S, Vahala J, Hertzberg M, Kangasjérvi J, Sundberg B. Ethylene is
an endogenous stimulator of cell division in the cambial meristem of Populus // Proc
Natl Acad Sci U S A. 2009. Vol. 106, Ne 14. P. 5984-9.

345.Love M.l., Huber W., Anders S. Moderated Estimation of Fold Change and
Dispersion for RNA-Seq Data with DESeq2 // Genome Biol. 2014. Vol. 15. P. 550.

346.Lozano-Sotomayor P, Chavez Montes RA, Silvestre-Vané M, Herrera-Ubaldo H,
Greco R, Pablo-Villa J, Galliani BM, Diaz-Ramirez D, Weemen M, Boutilier K,
Pereira A, Colombo L, Maduefio F, Marsch-Martinez N, de Folter S. Altered
expression of the bZIP transcription factor DRINK ME affects growth and
reproductive development in Arabidopsis thaliana // Plant J. 2016. Vol. 88, Ne 3. P.
437-451.

347.Lu W, Deng F, Jia J, Chen X, Li J, Wen Q, Li T, Meng Y, Shan W. The Arabidopsis
thaliana gene AtERF019 negatively regulates plant resistance to Phytophthora
parasitica by suppressing PAMP-triggered immunity // Mol Plant Pathol. 2020. Vol.
21, Ne 9. P. 1179-1193.

348.Lv MF, Xie L, Song XJ, Hong J, Mao QZ, Wei TY, Chen JP, Zhang HM. Phloem-
limited reoviruses universally induce sieve element hyperplasia and more flexible



179

gateways, providing more channels for their movement in plants // Sci Rep. 2017.
Vol. 7. P. 16467.

349.Lyu G, Li D, Li S. Bioinformatics analysis of BBX family genes and its response to
UV-B in Arabidopsis thaliana // Plant Signal Behav. 2020. Vol. 15, Ne 9. P. 1782647.

350. Ma J, Ptashne M. Deletion analysis of GAL4 defines two transcriptional activating
segments // Cell. 1987. Vol. 48, Ne 5. P. 847-53.

351.Malinowski R, Smith JA, Fleming AJ, Scholes JD, Rolfe SA. Gall formation in
clubroot-infected Arabidopsis results from an increase in existing meristematic
activities of the host but is not essential for the completion of the pathogen life cycle //
Plant J. 2012. Vol. 71. P. 226-238.

352.Mantegazza O, Gregis V, Mendes MA, Morandini P, Alves-Ferreira M, Patreze CM,
Nardeli SM, Kater MM, Colombo L. Analysis of the arabidopsis REM gene family
predicts functions during flower development // Ann Bot. 2014. Vol. 114, Ne 7. P.
1507-15.

353.Mao Y, Pavangadkar KA, Thomashow MF, Triezenberg SJ. Physical and functional
interactions of Arabidopsis ADAZ2 transcriptional coactivator proteins with the
acetyltransferase GCN5 and with the cold-induced transcription factor CBF1 //
Biochim Biophys Acta. 2006. Vol. 1759. P. 69-79.

354.Martin-Arevalillo R, Nanao MH, Larrieu A, Vinos-Poyo T, Mast D, Galvan-Ampudia
C, Brunoud G, Vernoux T, Dumas R, Parcy F. Structure of the Arabidopsis
TOPLESS corepressor provides insight into the evolution of transcriptional repression
/I Proc Natl Acad Sci U S A. 2017. Vol. 114, Ne 30. P. 8107-8112.

355.Martinez-Garcia M, Schubert V, Osman K, Darbyshire A, Sanchez-Moran E, Franklin
FCH. TOPII and chromosome movement help remove interlocks between entangled
chromosomes during meiosis // J Cell Biol. 2018. Vol. 217, Ne 2. P. 4070-4079.

356.Martinez-Garcia M, White CI, Franklin FCH, Sanchez-Moran E. The Role of
Topoisomerase Il in DNA Repair and Recombination in Arabidopsis thaliana // Int J
Mol Sci. 2021. Vol. 22, Ne 23. P. 13115.

357.Masachis S, Segorbe D, Turra D, Leon-Ruiz M, Fiirst U, El Ghalid M, Leonard G,
Lopez-Berges MS, Richards TA, Felix G, Di Pietro A. A fungal pathogen secretes
plant alkalinizing peptides to increase infection // Nat Microbiol. 2016. Vol. 1, Ne 6.
P. 16043.

358.Mason MG, Li J, Mathews DE, Kieber JJ, Schaller GE. Type-B response regulators
display overlapping expression patterns in Arabidopsis // Plant Physiol. 2004. Vol.
135, Ne 2. P. 927-37.

359.Masubelele NH, Dewitte W, Menges M, Maughan S, Collins C, Huntley R,
Nieuwland J, Scofield S, Murray JA. D-type cyclins activate division in the root apex
to promote seed germination in Arabidopsis // Proc Natl Acad Sci U S A. 2005. Vol.
102, Ne 43. P. 15694-9.

360.Matsumoto-Kitano M, Kusumoto T, Tarkowski P, Kinoshita-Tsujimura K,
Viaclavikovd K, Miyawaki K, Kakimoto T. Cytokinins are central regulators of
cambial activity // Proc Natl Acad Sci U S A. 2008. Vol. 105, Ne 50. P. 20027-31.

361.Matveeva T, Otten L. Opine biosynthesis in naturally transgenic plants: Genes and
products // Phytochemistry. 2021. Vol. 189. P. 112813.



180

362.Matveeva T.V., Frolova N.V., Smets R., Dodueva I.E., Buzovkina I.S., Van Onckelen
H., Lutova L.A. Hormonal control of tumor formation in radish // Journal of Plant
Growth Regulation. 2004. Vol. 23. P. 37-43.

363.Mauriat M, Moritz T. Analyses of GA200x- and GID1-over-expressing aspen suggest
that gibberellins play two distinct roles in wood formation // Plant J. 2009. Vol. 58, Ne
6. P. 989-1003.

364.Meins F.J., Tomas M. Meiotic transmission of epigenetic changes in the cell-division
factor requirement of plant cells // Development. 2003. Vol. 130. P. 6201-6208.

365.Menges M, Samland AK, Planchais S, Murray JA. The D-type cyclin CYCD3;1 is
limiting for the G1-to-S-phase transition in Arabidopsis // Plant Cell. 2006. Vol. 18,
Ne 4. P. 893-906.

366.Meng WJ, Cheng ZJ, Sang YL, Zhang MM, Rong XF, Wang ZW, Tang Y'Y, Zhang
XS. Type-B ARABIDOPSIS RESPONSE REGULATORSs Specify the Shoot Stem
Cell Niche by Dual Regulation of WUSCHEL // Plant Cell. 2017. Vol. 29, Ne 6. P.
1357-1372.

367.Meng X, Li L, De Clercq I, Narsai R, Xu Y, Hartmann A, Claros DL, Custovic E,
Lewsey MG, Whelan J, Berkowitz O. ANACO017 Coordinates Organellar Functions
and Stress Responses by Reprogramming Retrograde Signaling // Plant Physiol. 2019.
Vol. 180, Ne 1. P. 634-653.

368.Meyerowitz EM. Plants compared to animals: the broadest comparative study of
development // Science. 2002. Vol. 295, Ne 5559. P. 1482-5.

369.Michaels SD, Ditta G, Gustafson-Brown C, Pelaz S, Yanofsky M, Amasino RM.
AGL24 acts as a promoter of flowering in Arabidopsis and is positively regulated by
vernalization // Plant J. 2003. Vol. 33, Ne 5. P. 867-74.

370.Millar AA, Gubler F. The Arabidopsis GAMYB-like genes, MYB33 and MYBG65, are
microRNA-regulated genes that redundantly facilitate anther development // Plant
Cell. 2005. Vol. 17, Ne 3. P. 705-21.

371.Mills-Lujan K, Deom CM. Geminivirus C4 protein alters Arabidopsis development //
Protoplasma. 2010. Vol. 239. P. 95-110.

372.Miransari M, Abrishamchi A, Khoshbakht K, Niknam V. Plant hormones as signals in
arbuscular mycorrhizal symbiosis // Crit Rev Biotechnol. 2014. Vol. 34. P. 123-133.

373.Mira-Rodado V, Veerabagu M, Witthoft J, Teply J, Harter K, Desikan R.
Identification of two-component system elements downstream of AHKS5 in the
stomatal closure response of Arabidopsis thaliana // Plant Signal Behav. 2012. Vol. 7,
Ne 11. P. 1467-76.

374.Mitchum MG, Wang X, Wang J, Davis EL. Role of nematode peptides and other
small molecules in plant parasitism // Annu Rev Phytopathol. 2012. Vol. 50. P. 175-
95.

375.Miyashima S, Roszak P, Sevilem |, Toyokura K, Blob B, Heo JO, Mellor N, Help-
Rinta-Rahko H, Otero S, Smet W, Boekschoten M, Hooiveld G, Hashimoto K,
Smetana O, Siligato R, Wallner ES, Mihonen AP, Kondo Y, Melnyk CW, Greb T,
Nakajima K, Sozzani R, Bishopp A, De Rybel B, Helariutta Y. Mobile PEAR
transcription factors integrate positional cues to prime cambial growth // Nature. 2019
Vol. 565, Ne 7740. P. 490-494.



181

376.Moriuchi H., Okamoto C., Nishihama R., Yamashita I., Machida Y., Tanaka N.
Nuclear localization and interaction of RolB with plant 14-3-3 proteins correlates with
induction of adventitious roots by the oncogene rolB // Plant Journal. 2004. Vol. 38.
P. 260-275.

377.Morrison EN, Emery RJ, Saville BJ. Phytohormone involvement in the Ustilago
maydis—Zea mays pathosystem: relationships between abscisic acid and cytokinin
levels and strain virulence in infected cob tissue // PLoS One. 2015. Vol. 10. P.
e0130945.

378.Mouchel CF, Briggs GC, Hardtke CS. Natural genetic variation in Arabidopsis
identifies BREVIS RADIX, a novel regulator of cell proliferation and elongation in
the root // Genes Dev. 2004. Vol. 18, Ne 6. P. 700-14.

379.Miiller S, Livanos P. Plant Kinesin-12: Localization Heterogeneity and Functional
Implications // Int J Mol Sci. 2019. Vol. 20, Ne 17. P. 4213.

380.Murashige, T., Skoog, F. A revised medium for rapid growth and bioassays with
tobacco tissue cultures // Physiologia Plantarum. 1962. Vol. 15. P. 473-497.

381.Naf U. Studies in tumor formation in Nicotiana hybrids. The classification of parents
into two etiologically significant groups // Growth. 1958. Vol. 22. P. 167-180.

382.Nakamura M, Katsumata H, Abe M, Yabe N, Komeda Y, Yamamoto KT, Takahashi
T. Characterization of the class IV homeodomain-Leucine Zipper gene family in
Arabidopsis // Plant Physiol. 2006. Vol. 141, Ne 4. P. 1363-75.

383.Natarajan B, Kondhare KR, Hannapel DJ, Banerjee AK. Mobile RNAs and proteins:
Prospects in storage organ development of tuber and root crops // Plant Sci. 2019.
Vol. 284. P. 73-81.

384.Navarro C, Abelenda JA, Cruz-Or6 E, Cuéllar CA, Tamaki S, Silva J, Shimamoto K,
Prat S. Control of flowering and storage organ formation in potato by FLOWERING
LOCUS T // Nature. 2011. Vol. 478, Ne 7367. P. 119-22.

385.Nguyen KH, Ha CV, Nishiyama R, Watanabe Y, Leyva-Gonzalez MA, Fujita Y, Tran
UT, Li W, Tanaka M, Seki M, Schaller GE, Herrera-Estrella L, Tran LS. Arabidopsis
type B cytokinin response regulators ARR1, ARR10, and ARR12 negatively regulate
plant responses to drought // Proc Natl Acad Sci USA. 2016. Vol. 113, Ne 11. P.
3090-5.

386.Nibau C, Gibbs DJ, Bunting KA, Moody LA, Smiles EJ, Tubby JA, Bradshaw SJ,
Coates JC. ARABIDILLO proteins have a novel and conserved domain structure
important for the regulation of their stability // Plant Mol Biol. 2011. Vol. 75, Ne 1-2.
P. 77-92.

387.Niehaus EM, Miinsterkotter M, Proctor RH, Brown DW, Sharon A, Idan Y, Oren-
Young L, Sieber CM, Novék O, Pénc¢ik A, Tarkowska D, Hromadova K, Freeman S,
Maymon M, Elazar M, Youssef SA, El-Shabrawy ES, Shalaby AB, Houterman P,
Brock NL, Burkhardt I, Tsavkelova EA, Dickschat JS, Galuszka P, Giildener U,
Tudzynski B. Comparative "omics" of the Fusarium fujikuroi species complex
highlights differences in genetic potential and metabolite synthesis // Genome Biol
Evol. 2016. Vol. 8. P. 3574-3599.

388.Nieminen K, Blomster T, Helariutta Y, Méihonen AP. Vascular Cambium
Development // Arabidopsis Book. 2015. Vol. 13. P. e0177.



182

389.Nieuwland J, Maughan S, Dewitte W, Scofield S, Sanz L, Murray JA. The D-type
cyclin CYCD4;1 modulates lateral root density in Arabidopsis by affecting the basal
meristem region // Proc Natl Acad Sci U S A. 2009. Vol. 106, Ne 52, P. 22528-33.

390.Noh SA, Lee HS, Huh EJ, Huh GH, Paek KH, Shin JS, Bae JM. SRD1 is involved in
the auxin-mediated initial thickening growth of storage root by enhancing
proliferation of metaxylem and cambium cells in sweetpotato (Ipomoea batatas) // J
Exp Bot. 2010. Vol. 61, Ne 5. P. 1337-49.

391.Noy-Porat T, Cohen D, Mathew D, Eshel A, Kamenetsky R, Flaishman MA. Turned
on by heat: differential expression of FT and LFY-like genes in Narcissus tazetta
during floral transition // J Exp Bot. 2013. Vol. 64, Ne 11. P. 3273-84.

392.0'Malley RC, Rodriguez FI, Esch JJ, Binder BM, O'Donnell P, Klee HJ, Bleecker
AB. Ethylene-binding activity, gene expression levels, and receptor system output for
ethylene receptor family members from Arabidopsis and tomato // Plant J. 2005. Vol.
41, Ne 5. P. 651-9.

393.0hashi-lto K, Oda Y, Fukuda H. Arabidopsis VASCULAR-RELATED NAC-
DOMAING6 directly regulates the genes that govern programmed cell death and
secondary wall formation during xylem differentiation // Plant Cell. 2010. Vol. 22, Ne
10. P. 3461-73.

394.0hashi-Ito K, Oguchi M, Kojima M, Sakakibara H, Fukuda H. Auxin-associated
initiation of wvascular cell differentiation by LONESOME HIGHWAY //
Development. 2013. Vol. 140, Ne 4. P. 765-9.

395.0h SA, Hoai TNT, Park HJ, Zhao M, Twell D, Honys D, Park SK. MYB81, a
microspore-specific GAMYB transcription factor, promotes pollen mitosis | and cell
lineage formation in Arabidopsis // Plant J. 2020. Vol. 101, Ne 3. P. 590-603.

396.0sipova M.A., Mortier V., Demchenko K.N., Tsyganov V.E., Tikhonovich LA.,
Lutova L.A., Dolgikh E.A., Goormachtig S. WUSCHEL-RELATED HOMEOBOX5
gene expression and interaction of CLE peptides with components of the systemic
control add two pieces to the puzzle of autoregulation of nodulation // Plant Physiol.
2012. Vol. 158. P. 1329-1341.

397.0tten L. The Agrobacterium Phenotypic Plasticity (Plast) Genes // Curr Top
Microbiol Immunol. 2018. Vol. 418. P. 375-419.

398.Palma K, Zhao Q, Cheng YT, Bi D, Monaghan J, Cheng W, Zhang Y, Li X.
Regulation of plant innate immunity by three proteins in a complex conserved across
the plant and animal kingdoms // Genes Dev. 2007. Vol. 21, Ne (12):1484-93.

399.Palomares-Rius JE, Escobar C, Cabrera J, Vovlas A, Castillo P. Anatomical
alterations in plant tissues induced by plant-parasitic nematodes // Front Plant Sci.
2017. Vol. 8. P. 1987.

400.Paponova SS, Chetverikov PE, Pautov AA, Yakovleva OV, Zukof SN, Vishnyakov
AE, Sukhareva SI, Krylova EG, Dodueva IE, Lutova LA. Gall mite Fragariocoptes
setiger (Eriophyoidea) changes leaf developmental program and regulates gene
expression in the leaf tissues of Fragaria viridis (Rosaceae) // Ann App Biol. 2017.
Vol. 172. P. 33-46.

401.Paredez AR, Persson S, Ehrhardt DW, Somerville CR. Genetic evidence that cellulose
synthase activity infuences microtubule cortical array organization // Plant Physiol.



183

2008. Vol. 147. P. 1723-1734.

402.Parizot B., Laplaze L., Ricaud L., Boucheron Dubuisson E., Bayle V., Bonke M., de
Smet 1., Poethig S.R., Helariutta Y., Haseloff J., Chriqui D., Beeckman T., Nussaume
L. Diarch symmetry of the vascular bundle in Arabidopsis root encompasses the
pericycle and is reflected in distich lateral root initiation // Plant Physiol. 2008. Vol.
146. P. 140-148.

403.Park, J.-E., Kim, Y.-S., Yoon, H.-K., Park, C.-M. Functional characterization of a
small auxin-up RNA gene in apical hook development in Arabidopsis // Plant
Science. 2007. Vol. 172, Ne 1. P.150-157.

404.Paul P, Simm S, Mirus O, Scharf KD, Fragkostefanakis S, Schleiff E. The complexity
of vesicle transport factors in plants examined by orthology search // PLoS One. 2014.
Vol. 9, Ne 5. P. e97745.

405.Pelagio-Flores R, Ortiz-Castro R, Lopez-Bucio J. dhml, an Arabidopsis mutant with
increased sensitivity to alkamides shows tumorous shoot development and enhanced
lateral root formation // Plant Mol Biol. 2013. Vol. 81, Ne 6. P. 609-25.

406.Pereira AM, Masiero S, Nobre MS, Costa ML, Solis MT, Testillano PS, Sprunck S,
Coimbra S. Differential expression patterns of arabinogalactan proteins in
Arabidopsis thaliana reproductive tissues // J Exp Bot. 2014. Vol. 65, Ne 18. P. 5459-
71.

407.Pertea M., Pertea G.M., Antonescu C.M., Chang T.-C., Mendell J.T., Salzberg S.L.
StringTie Enables Improved Reconstruction of a Transcriptome from RNA-Seq Reads
// Nat. Biotechnol. 2015. Vol. 33. P. 290-295.

408.Pfister B, Zeeman SC. Formation of starch in plant cells // Cell Mol Life Sci. 2016.
Vol. 73, Ne 14. P. 2781-807.

409.Pfluger J, Wagner D. Histone modifications and dynamic regulation of genome
accessibility in plants // Curr Opin Plant Biol. 2007 Vol. 10, Ne 6. P. 645-52.

410.Pham J, Desikan R. Modulation of ROS production and hormone levels by AHK5
during abiotic and biotic stress signaling // Plant Signal Behav. 2012. Vol. 7, Ne 8. P.
893-7.

411.Pi L, Aichinger E, van der Graaff E, Llavata-Peris CI, Weijers D, Hennig L, Groot E,
Laux T. Organizer-Derived WOX5 Signal Maintains Root Columella Stem Cells
through Chromatin-Mediated Repression of CDF4 Expression // Dev Cell. 2015. Vol.
33, Ne 5. P. 576-88.

412.Pin PA, Benlloch R, Bonnet D, Wremerth-Weich E, Kraft T, Gielen JJ, Nilsson O. An
antagonistic pair of FT homologs mediates the control of flowering time in sugar beet
// Science. 2010. Vol. 330, Ne 6009. P.1397-400.

413.Piroux N, Saunders K, Page A, Stanley J. Geminivirus pathogenicity protein C4
interacts with Arabidopsis thaliana shaggy-related protein kinase AtSKeta, a
component of the brassinosteroid signalling pathway // Virology. 2007. Vol. 362, Ne
2. P. 428-40.

414.Pitzschke A., Hirt H. New insights into an old story: Agrobacterium-induced tumour
formation in plants by plant transformation // EMBO Journal. 2010. Vol. 29. P. 1021-
1032.



184

415.Plesch G, Stormann K, Torres JT, Walden R, Somssich IE. Developmental and auxin-
induced expression of the Arabidopsis prha homeobox gene // Plant J. 1997. Vol. 12,
Ne 3. P. 635-47.

416.Potocka 1, Baldwin TC, Kurczynska EU. Distribution of lipid transfer protein 1
(LTP1) epitopes associated with morphogenic events during somatic embryogenesis
of Arabidopsis thaliana // Plant Cell Rep. 2012. Vol. 31, Ne 11. P. 2031-45.

417.Pradillo M, Knoll A, Oliver C, Varas J, Corredor E, Puchta H, Santos JL.
Involvement of the Cohesin Cofactor PDS5 (SPO76) During Meiosis and DNA
Repair in Arabidopsis thaliana // Front Plant Sci. 2015. Vol. 6. P. 1034.

418.Qian J, Chen Y, Xu Y, Zhang X, Kang Z, Jiao J, Zhao J. Interactional similarities and
differences in the protein complex of PCNA and DNA replication factor C between
rice and Arabidopsis // BMC Plant Biol. 2019. Vol. 19, Ne 1. P. 257.

419.Qiu T, Chen Y, Li M, Kong Y, Zhu Y, Han N, Bian H, Zhu M, Wang J. The tissue-
specific and developmentally regulated expression patterns of the SAUR41 subfamily
of small auxin up RNA genes: potential implications // Plant Signal Behav. 2013. Vol.
8, Ne 8. P.e25283.

420.Qu G., Heo S., Yoon B.-S., Wang M.H. The effects of exogenous hormones on
genetic tumor formation in Nicotiana hybrids // EXCLI Journal. 2006. Vol. 5. P. 33-
41.

421.Qu X, Hall BP, Gao Z, Schaller GE. A strong constitutive ethylene-response
phenotype conferred on Arabidopsis plants containing null mutations in the ethylene
receptors ETR1 and ERS1 // BMC Plant Biol. 2007. Vol.7. P. 3.

422.Qu X, Schaller GE. Requirement of the histidine kinase domain for signal
transduction by the ethylene receptor ETR1 // Plant Physiol. 2004. Vol. 136, Ne 2. P.
2961-70.

423.Radoeva T, Lokerse AS, Llavata-Peris CI, Wendrich JR, Xiang D, Liao CY, Vlaar L,
Boekschoten M, Hooiveld G, Datla R, Weijers D. A Robust Auxin Response Network
Controls Embryo and Suspensor Development through a Basic Helix Loop Helix
Transcriptional Module // Plant Cell. 2019. Vol. 31, Ne 1. P. 52-67.

424.Ragni L, Nieminen K, Pacheco-Villalobos D, Sibout R, Schwechheimer C, Hardtke
CS. Mobile gibberellin directly stimulates Arabidopsis hypocotyl xylem expansion //
Plant Cell. 2011. Vol. 23, Ne 4. P. 1322-36.

425.Randall RS, Miyashima S, Blomster T, Zhang J, Elo A, Karlberg A, Immanen J,
Nieminen K, Lee JY, Kakimoto T, Blajecka K, Melnyk CW, Alcasabas A, Forzani C,
Matsumoto-Kitano M, Mahonen AP, Bhalerao R, Dewitte W, Helariutta Y, Murray
JA. AINTEGUMENTA and the D-type cyclin CYCD3;1 regulate root secondary
growth and respond to cytokinins // Biol Open. 2015. Vol. 4, Ne 10. P. 1229-36.

426.Rantong G., Gunawardena A.H.L.A.N. Programmed Cell Death: Genes Involved in
Signaling, Regulation, and Execution in Plants and Animals // Botany. 2015. Vol. 93.
P. 193-210.

427.Reineke G, Heinze B, Schirawski J, Buettner H, Kahmann R, Basse CW. Indole-3-
acetic acid (IAA) biosynthesis in the smut fungus Ustilago maydis and its relevance
for increased 1AA levels in infected tissue and host tumour formation // Mol Plant
Pathol. 2008. Vol. 9. P. 339-355.



185

428.Renau-Morata B, Molina RV, Carrillo L, Cebolla-Cornejo J, Sanchez-Perales M,
Pollmann S, Dominguez-Figueroa J, Corrales AR, Flexas J, Vicente-Carbajosa J,
Medina J, Nebauer SG. Ectopic Expression of CDF3 Genes in Tomato Enhances
Biomass Production and Yield under Salinity Stress Conditions // Front Plant Sci.
2017. Vol. 8. P. 660.

429.Ren SC, Song XF, Chen WQ, Lu R, Lucas WJ, Liu CM. CLE25 peptide regulates
phloem initiation in Arabidopsis through a CLERK-CLV?2 receptor complex // J
Integr Plant Biol. 2019. Vol. 61, Ne 10. P. 1043-1061.

430.Riou-Khamlichi C, Huntley R, Jacgmard A, Murray JA. Cytokinin activation of
Arabidopsis cell division through a D-type cyclin // Science. 1999. Vol. 283, Ne 5407.
P. 1541-4.

431.Rodriguez-Furlan C, Campos R, Toth JN, Van Norman JM. Distinct mechanisms
orchestrate the contra-polarity of IRK and KOIN, two LRR-receptor-kinases
controlling root cell division // Nat Commun. 2022. VVol. 13, Ne 1. P. 235.

432.Rodriguez K, Perales M, Snipes S, Yadav RK, Diaz-Mendoza M, Reddy GV. DNA-
dependent homodimerization, sub-cellular partitioning, and protein destabilization
control WUSCHEL levels and spatial patterning // Proc Natl Acad Sci U S A. 2016.
Vol. 113, Ne 41. P. E6307-E6315.

433.Rodriguez-Villalon A, Gujas B, Kang YH, Breda AS, Cattaneo P, Depuydt S, Hardtke
CS. Molecular genetic framework for protophloem formation // Proc Natl Acad Sci U
S A. 2014. Vol. 111, Ne 31. P. 11551-6.

434.Romanowski A, Furniss JJ, Hussain E, Halliday KJ. Phytochrome regulates cellular
response plasticity and the basic molecular machinery of leaf development // Plant
Physiol. 2021. Vol. 186, Ne 2. P. 1220-1239.

435.Ronceret A, Guilleminot J, Lincker F, Gadea-Vacas J, Delorme V, Bechtold N,
Pelletier G, Delseny M, Chabouté ME, Devic M. Genetic analysis of two Arabidopsis
DNA polymerase epsilon subunits during early embryogenesis // Plant J. 2005. Vol.
44, Ne 2. P. 223-36.

436.Rong XF, Sang YL, Wang L, Meng WJ, Zou CH, Dong YX, Bie XM, Cheng ZJ,
Zhang XS. Type-B ARRs Control Carpel Regeneration Through Mediating
AGAMOUS Expression in Arabidopsis // Plant Cell Physiol. 2018. Vol. 59, Ne 4. P.
756-764.

437.Roumagnac P, Granier M, Bernardo P, Deshoux M, Ferdinand R, Galzi S, Fernandez
E, Julian C, Abt I, Filloux D, Mesléard F, Varsani A, Blanc S, Martin DP,
Peterschmitt M. Alfalfa Leaf Curl Virus: an Aphid-Transmitted Geminivirus // J
Virol. 2015. Vol. 89, Ne 18. P. 9683-8.

438.Ruzicka K., Simaskova M., Duclercq J., Petrasek J., Zazimalova E., Simon S., Friml
J., van Montagu M.C., Benkova E. Cytokinin regulates root meristem activity via
modulation of the polar auxin transport // Proc. Natl. Acad. Sci. USA. 2009. Vol. 106.
P. 4284-4299.

439.Saito M, Kondo Y, Fukuda H. BES1 and BZR1 Redundantly Promote Phloem and
Xylem Differentiation // Plant Cell Physiol. 2018. Vol. 59, Ne 3. P. 590-600.

440.Saitou N, Nei M. The neighbor-joining method: a new method for reconstructing
phylogenetic trees // Mol Biol Evol. 1987. Vol. 4, Ne 4. P. 406-425.



186

441.Sakai M, Sakamoto T, Saito T, Matsuoka M, Tanaka H, Kobayashi M. Expression of
novel rice gibberellin 2-oxidase gene is under homeostatic regulation by biologically
active gibberellins // J Plant Res. 2003. Vol. 116, Ne 2. P. 161-4.

442.Sambrook, J.; Russell, D. W. Preparation and Transformation of Competent E. coli
Using Calcium Chloride // Cold Spring Harb Protoc. 2006. pdb. prot3932.

443.Sampedro J, Valdivia ER, Fraga P, Iglesias N, Revilla G, Zarra I. Soluble and
Membrane-Bound B-Glucosidases Are Involved in Trimming the Xyloglucan
Backbone // Plant Physiol. 2017. Vol. 173, Ne 2. P. 1017-1030.

444.Savina MS, Pasternak T, Omelyanchuk NA, Novikova DD, Palme K, Mironova VV,
Lavrekha VV. Cell Dynamics in WOX5-Overexpressing Root Tips: The Impact of
Local Auxin Biosynthesis // Front Plant Sci. 2020. Vol. 11. P. 560169.

445.Scarpeci TE, Frea VS, Zanor MI, Valle EM. Overexpression of AtERF019 delays
plant growth and senescence, and improves drought tolerance in Arabidopsis // J Exp
Bot. 2017. Vol. 68, Ne 3. P. 673-685.

446.Schaller GE, Bishopp A, Kieber JJ. The yin-yang of hormones: cytokinin and auxin
interactions in plant development // Plant Cell. 2015. Vol. 27, Ne 1. P. 44-63.

447.Schaufelberger M, Galbier F, Herger A, de Brito Francisco R, Roffler S, Clement G,
Diet A, Hortensteiner S, Wicker T, Ringli C. Mutations in the Arabidopsis
ROL17/isopropylmalate synthase 1 locus alter amino acid content, modify the TOR
network, and suppress the root hair cell development mutant Irx1 // J Exp Bot. 2019.
Vol. 70, Ne 8. P. 2313-2323.

448.Scheres B., Wolkenfelt H., Willemsen V., Terlouw M., Lawson E., Dean C.,
Weisbeek P. Embryonic origin of the Arabidopsis primary root and root meristem
initials // Development. 1994. Vol. 120. P. 2475-2487.

449.Schlegel J, Denay G, Wink R, Pinto KG, Stahl Y, Schmid J, Blimke P, Simon RG.
Control of Arabidopsis shoot stem cell homeostasis by two antagonistic CLE peptide
signalling pathways // Elife. 2021. VVol. 10. P. 70934,

450.Schlereth A, Moller B, Liu W, Kientz M, Flipse J, Rademacher EH, Schmid M,
Jirgens G, Weijers D. MONOPTEROS controls embryonic root initiation by
regulating a mobile transcription factor // Nature. 2010. Vol. 464, Ne 7290. P. 913-6.

451.Schoof H, Lenhard M, Haecker A, Mayer KF, Jirgens G, Laux T. The stem cell
population of Arabidopsis shoot meristems in maintained by a regulatory loop
between the CLAVATA and WUSCHEL genes // Cell. 2000. VVol. 100, Ne 6. P. 635-44.

452.Schott-Verdugo S, Miiller L, Classen E, Gohlke H, Groth G. Structural Model of the
ETR1 Ethylene Receptor Transmembrane Sensor Domain // Sci Rep. 2019. Vol. 9, No
1. P. 8869.

453.Schultz CJ, Johnson KL, Currie G, Bacic A. The classical arabinogalactan protein
gene family of Arabidopsis // Plant Cell. 2000. Vol. 12, Ne 9. P. 1751-68.

454.Schultz JC, Edger PP, Body MJA, Appel HM. A galling insect activates plant
reproductive programs during gall development // Sci Rep. 2019. Vol. 9. P. 1833.

455.Schwelm A, Fogelqvist J, Knaust A, Jiilke S, Lilja T, Bonilla-Rosso G, Karlsson M,
Shevchenko A, Dhandapani V, Choi SR, Kim HG, Park JY, Lim YP, Ludwig-Miiller
J, Dixelius C. The Plasmodiophora brassicae genome reveals insights in its life cycle
and ancestry of chitin synthases // Sci Rep. 2015. Vol. 5. P. 11153.



187

456.Searle I.R., Men A.E., Laniya T.S., Buzas D.M., Iturbe-Ormaetxe 1., Carroll B.J.,
Gresshoff P.M. Long-distance signaling in nodulation directed by a CLAVATA1-like
receptor kinase // Science. 2003. Vol. 299. P. 109-112.

457.Sehr EM, Agusti J, Lehner R, Farmer EE, Schwarz M, Greb T. Analysis of secondary
growth in the Arabidopsis shoot reveals a positive role of jasmonate signalling in
cambium formation // Plant J. 2010. Vol. 63, Ne 5. P. 811-22.

458.Serra O, Médhonen AP, Hetherington AJ, Ragni L. The Making of Plant Armor: The
Periderm // Annu Rev Plant Biol. 2022. Vol. 73. P. 405-432.

459.Seyfferth C, Wessels B, Jokipii-Lukkari S, Sundberg B, Delhomme N, Felten J,
Tuominen H. Ethylene-Related Gene Expression Networks in Wood Formation //
Front Plant Sci. 2018. Vol. 9. P. 272.

460.Shen Q, Liu Y, Naqgvi NI. Fungal efectors at the crossroads of phytohormone
signaling // Curr Opin Microbiol. 2018. Vol. 46. P. 1-6.

461.Shibata M, Breuer C, Kawamura A, Clark NM, Rymen B, Braidwood L, Morohashi
K, Busch W, Benfey PN, Sozzani R, Sugimoto K. GTL1 and DF1 regulate root hair
growth through transcriptional repression of ROOT HAIR DEFECTIVE 6-LIKE 4 in
Arabidopsis // Development. 2018. Vol. 145, Ne 3. P. dev159707.

462.Shi D, Lebovka I, Lopez-Salmeron V, Sanchez P, Greb T. Bifacial cambium stem
cells generate xylem and phloem during radial plant growth // Development. 2019.
Vol. 146, Ne 1. P. dev171355.

463.Shimotohno A, Heidstra R, Blilou I, Scheres B. Root stem cell niche organizer
specification by molecular convergence of PLETHORA and SCARECROW
transcription factor modules // Genes Dev. 2018. Vol. 32, Ne 15-16. P. 1085-1100.

464.Shorthouse JD, Wool D, Raman A. Gall-inducing insects— nature’s most
sophisticated herbivores // Basic Appl Ecol. 2005. Vol. 6. P. 407-411.

465.Showalter AM, Keppler B, Lichtenberg J, Gu D, Welch LR. A bioinformatics
approach to the identification, classification, and analysis of hydroxyproline-rich
glycoproteins // Plant Physiol. 2010. Vol. 153, Ne 2. P. 485-513.

466.Siddique S, Radakovic ZS, De La Torre CM, Chronis D, Novak O, Ramireddy E,
Holbein J, Matera C, Hiitten M, Gutbrod P, Anjam MS, Rozanska E, Habash S,
Elashry A, Sobczak M, Kakimoto T, Strnad M, Schmiilling T, Mitchum MG,
Grundler FM. A parasitic nematode releases cytokinin that controls cell division and
orchestrates feeding site formation in host plants // Proc Natl Acad Sci. 2015. Vol.
112. P. 12669-12674.

467.Sieberer T, Hauser MT, Seifert GJ, Luschnig C. PROPORZ1, a putative Arabidopsis
transcriptional adaptor protein, mediates auxin and cytokinin signals in the control of
cell proliferation // Curr Biol. 2003. Vol. 13. P. 837-842.

468.Siebert PD, Chenchik A. Modified acid guanidinium thiocyanate-phenol-chloroform
RNA extraction method which greatly reduces DNA contamination // Nucleic Acids
Res. 1993. Vol. 21, Ne 8. P. 2019-20.

469.Silva DAD, Tsai SM, Chiorato AF, da Silva Andrade SC, Esteves JAF, Recchia GH,
Morais Carbonell SA. Analysis of the common bean (Phaseolus vulgaris L.)
transcriptome regarding efficiency of phosphorus use // PLoS One. 2019. Vol. 14, Ne
1. P. e0210428.



188

470.Smetana O, Mikild R, Lyu M, Amiryousefi A, Sanchez Rodriguez F, Wu MF, Solé¢-
Gil A, Leal Gavarron M, Siligato R, Miyashima S, Roszak P, Blomster T, Reed JW,
Broholm S, Mahonen AP. High levels of auxin signalling define the stem-cell
organizer of the vascular cambium // Nature. 2019. Vol. 565, Ne 7740. P. 485-489.

471.Smith H.H. The inheritance of genetic tumors in Nicotiana hybrids // Journal of
Heredity. 1988. Vol. 79. P. 277-283.

472.Smit ME, McGregor SR, Sun H, Gough C, Bagman AM, Soyars CL, Kroon JT,
Gaudinier A, Williams CJ, Yang X, Nimchuk ZL, Weijers D, Turner SR, Brady SM,
Etchells JP. A PXY-Mediated Transcriptional Network Integrates Signaling
Mechanisms to Control Vascular Development in Arabidopsis // Plant Cell. 2020.
Vol. 32, Ne 2. P. 319-335.

473.Smyczynski C, Roudier F, Gissot L, Vaillant E, Grandjean O, Morin H, Masson T,
Bellec Y, Geelen D, Faure JD. The C terminus of the immunophilin PASTICCINO1
is required for plant development and for interaction with a NAC-like transcription
factor // J Biol Chem. 2006. VVol. 281, Ne 35. P.25475-84.

474.Spies FP, Raineri J, Miguel VN, Cho Y, Hong JC, Chan RL. The Arabidopsis
transcription factors AtPHL1 and AtHB23 act together promoting carbohydrate
transport from pedicel-silique nodes to seeds // Plant Sci. 2022. Vol. 315. P. 111133.

475.Stahl Y, Simon R. Is the Arabidopsis root niche protected by sequestration of the
CLEA40 signal by its putative receptor ACR4? // Plant Signal Behav. 2009. Vol. 4, Ne
7. P.634-5.

476.Steffen JG, Kang IH, Portereiko MF, Lloyd A, Drews GN. AGL61 interacts with
AGLS80 and is required for central cell development in Arabidopsis // Plant Physiol.
2008. Vol. 148, Ne 1. P.259-68.

477.Strabala TJ. CLE genes in plant development: Gain-of-function analyses, pleiotropy,
hypermorphy and neomorphy // Plant Signal Behav. 2008. VVol. 3, Ne 7. P. 457-9.

478.Strzalka W, Aggarwal C. Arabidopsis thaliana: proliferating cell nuclear antigen 1
and 2 possibly form homo- and hetero-trimeric complexes in the plant cell // Plant
Signal Behav. 2013. Vol. 8, Ne 7. P. €24837.

479.Strzalka WK, Aggarwal C, Krzeszowiec W, Jakubowska A, Sztatelman O, Banas AK.
Arabidopsis PCNAs form complexes with selected D-type cyclins // Front Plant Sci.
2015. Vol. 6. P. 516.

480. Stithrwohldt N, Ehinger A, Thellmann K, Schaller A. Processing and Formation of
Bioactive CLE40 Peptide Are Controlled by Posttranslational Proline Hydroxylation
// Plant Physiol. 2020. Vol. 184, Ne 3. P. 1573-1584.

481.Suer S., Agusti J., Sanchez P., Schwarz M., Greb T. WOX4 imparts auxin
responsiveness to cambium cells in Arabidopsis // Plant Cell. 2011. Vol. 23. P. 3247—
3259.

482.Sugimoto K., Jiao Y., Meyerowitz E.M. Arabidopsis regeneration from multiple
tissues occurs via a root development pathway // Dev. Cell. 2010. Vol. 18. P. 463—
471.

483.Sun L, Song L, Zhang Y, Zheng Z, Liu D. Arabidopsis PHL2 and PHR1 Act
Redundantly as the Key Components of the Central Regulatory System Controlling



189

Transcriptional Responses to Phosphate Starvation // Plant Physiol. 2016. Vol. 170,
Ne 1. P. 499-514.

484.Sun S, Yi C, Ma J, Wang S, Peirats-Llobet M, Lewsey MG, Whelan J, Shou H.
Analysis of Spatio-Temporal Transcriptome Profiles of Soybean (Glycine max)
Tissues during Early Seed Development // Int J Mol Sci. 2020a. Vol. 21, Ne 20. P.
7603.

485.Sun Z, Guo T, Liu Y, Liu Q, Fang Y. The Roles of Arabidopsis CDF2 in
Transcriptional and Posttranscriptional Regulation of Primary MicroRNAs // PLoS
Genet. 2015. Vol. 11, Ne 10. P. e1005598.

486.Sun Y, Qiao Z, Muchero W, Chen JG. Lectin Receptor-Like Kinases: The Sensor and
Mediator at the Plant Cell Surface // Front Plant Sci. 2020b. Vol. 11. P. 596301.

487.Su YH, Zhou C, Li YJ, Yu Y, Tang LP, Zhang WJ, Yao WJ, Huang R, Laux T,
Zhang XS. Integration of pluripotency pathways regulates stem cell maintenance in
the Arabidopsis shoot meristem // Proc Natl Acad Sci USA. 2020. Vol. 117, Ne 36. P.
22561-22571.

488.Serensen JL, Benfeld AH, Wollenberg RD, Westphal K, Wimmer R, Nielsen MR,
Nielsen KF, Carere J, Covarell L, Beccari G, Powell J, Yamashino T, Kogler H,
Sondergaard TE, Gardiner DM. The cereal pathogen Fusarium pseudograminearum
produces a new class of active cytokinins during infection // Mol Plant Pathol. 2018.
Vol. 19. P. 1140-1154.

489.Takei K, Sakakibara H, Sugiyama T. ldentification of genes encoding adenylate
isopentenyltransferase, a cytokinin biosynthesis enzyme, in Arabidopsis thaliana // J
Biol Chem. 2001. Vol. 276, Ne 28. P. 26405-10.

490.Tameshige T, Ikematsu S, Torii KU, Uchida N. Stem development through vascular
tissues: EPFL-ERECTA family signaling that bounces in and out of phloem // J Exp
Bot. 2017. Vol. 68, Ne 1. P. 45-53.

491.Tanaka E, Koga H, Mori M, Mori M. Auxin production by the rice blast fungus and
its localization in host tissue // J Phytopathol. 2011. Vol. 159. P. 522-530.

492.Taya Y, Tanaka Y, Nishimura S. 5-AMP is a direct precursor of cytokinin in
Dictyostelium discoideum // Nature. 1978. Vol. 271, Ne 5645. P. 545-7.

493.Teixeira R.T., Fortes A.M., Bai H., Pinheiro C., Pereira H. Transcriptional Profiling
of Cork Oak Phellogenic Cells Isolated by Laser Microdissection // Planta. 2018. Vol.
247.P. 317-338.

494. Teixeira RT, Fortes AM, Pinheiro C, Pereira H. Comparison of good- and bad-quality
cork: application of high-throughput sequencing of phellogenic tissue // J Exp Bot.
2014. Vol. 65, Ne 17. P. 4887-905.

495.Tepfer D. Transformation of several species of higher plants by Agrobacterium
rhizogenes: sexual transmission of the transformed genotype and phenotype // Cell.
1984. Vol. 37, Ne 3. P. 959-67.

496.Terakura S., Ueno Y., Tagami H., Kitakura S., Machida C., Wabiko H., Aiba H.,
Otten L., Tsukagoshi H., Nakamura K., Machida Y. An oncoprotein from the plant
pathogen agrobacterium has histone chaperone-like activity // Plant Cell. 2007. Vol.
19. P. 2855-2865.

497.Testone G, Bruno L, Condello E, Chiappetta A, Bruno A, Mele G, Tartarini A, Spano



190

L, Innocenti AM, Mariotti D, Bitonti MB, Giannino D. Peach [Prunus persica (L.)
Batsch] KNOPEL, a class 1 KNOX orthologue to Arabidopsis BREVIPEDICELLUS/
KNATL, is misexpressed during hyperplasia of leaf curl disease // J Exp Bot. 2008.
Vol. 59. P. 389-402.

498.Thelander M, Fredriksson D, Schouten J, Hoge JH, Ronne H. Cloning by pathway
activation in yeast: identification of an Arabidopsis thaliana F-box protein that can
turn on glucose repression // Plant Mol Biol. 2002. Vol. 49, Ne 1. P. 69-79.

499.Tian H, Wabnik K, Niu T, Li H, Yu Q, Pollmann S, Vanneste S, Govaerts W, Rolcik
J, Geisler M, Friml J, Ding Z. WOX5-1AA17 feedback circuit-mediated cellular auxin
response is crucial for the patterning of root stem cell niches in Arabidopsis // Mol
Plant. 2014. Vol. 7, Ne 2. P. 277-89.

500.Tkachenko A, Dodueva I, Tvorogova V, Predeus A, Pravdina O, Kuznetsova K,
Lutova L. Transcriptomic Analysis of Radish (Raphanus sativus L.) Spontaneous
Tumor // Plants (Basel). 2021a. Vol. 10, Ne 5. P. 919.

501.Tkachenko AA, Gancheva MS, Tvorogova VE, et al. Transcriptome analysis of
crown gall in radish (Raphanus sativus L.) inbred lines // Ann Appl Biol. 2021b. Vol.
178. P. 527-548.

502.Tokunaga H, Kojima M, Kuroha T, Ishida T, Sugimoto K, Kiba T, Sakakibara H.
Arabidopsis lonely guy (LOG) multiple mutants reveal a central role of the LOG-
dependent pathway in cytokinin activation // Plant J. 2012. Vol. 69, Ne 2. P. 355-65.

503.Tonn N, Greb T. Radial plant growth. Curr Biol. 2017. Vol. 27, Ne 17. P. R878-R882.

504.Torii KU. Stomatal development in the context of epidermal tissues // Ann Bot. 2021.
Vol. 128, Ne 2. P. 137-148.

505.Torti S, Fornara F. AGL24 acts in concert with SOC1 and FUL during Arabidopsis
floral transition // Plant Signal Behav. 2012. Vol. 7, Ne 10. P. 1251-4.

506.Tsai 1J, Tanaka E, Masuya H, Tanaka R, Hirooka Y, Endoh R, Sahashi N, Kikuchi T.
Comparative genomics of Taphrina fungi causing varying degrees of tumorous
deformity in plants // Genome Biol Evol. 2014. Vol. 6. P. 861-872.

507.Tsavkelova E, Oeser B, Oren-Young L, Israeli M, Sasson Y, Tudzynski B, Sharon A.
Identifcation and functional characterization of indole-3-acetamide-mediated 1AA
biosynthesis in plant associated Fusarium species // Fungal Genet Biol. 2012. Vol. 49.
P. 48-57.

508.Turesson H, Andersson M, Marttila S, Thulin I, Hofvander P. Starch biosynthetic
genes and enzymes are expressed and active in the absence of starch accumulation in
sugar beet tap-root // BMC Plant Biol. 2014. Vol. 14. P. 104.

509.Turley EK, Etchells JP. Laying it on thick: a study in secondary growth // J Exp Bot.
2022. Vol. 73, Ne (3):665-679.

510.Tvorogova VE, Krasnoperova EY, Potsenkovskaia EA, Kudriashov AA, Dodueva IE,
Lutova LA. [What Does the WOX Say? Review of Regulators, Targets, Partners] //
Mol Biol (Mosk). 2021. Vol. 55, Ne 3. P. 362-391. Russian.

511.Ullrich C.1., Aloni R. Vascularization is a general requirement for growth of plant and
animal tumours // J Exp Bot. 2000. Vol. 51. P. 1951-1960.

512.Ullrich CI, Aloni R, Saeed MEM, Ullrich W, Efferth T. Comparison between tumors
in plants and human beings: Mechanisms of tumor development and therapy with



191

secondary plant metabolites // Phytomedicine. 2019. Vol. 64. P. 153081.

513.Untergasser A., Cutcutache 1., Koressaar T., Ye J., Faircloth B.C., Remm M., Rozen
S.G. Primer3—New Capabilities and Interfaces // Nucleic Acids Res. 2012. Vol. 40.
P. ell5.

514.Van Damme D, De Rybel B, Gudesblat G, Demidov D, Grunewald W, De Smet I,
Houben A, Beeckman T, Russinova E. Arabidopsis a Aurora kinases function in
formative cell division plane orientation // Plant Cell. 2011. Vol. 23, Ne 11. P. 4013-
24.

515.van der Graaff E, Laux T, Rensing SA. The WUS homeobox-containing (WOX)
protein family // Genome Biol. 2009. Vol. 10, Ne 12. P. 248.

516.Vanstaden J, Nicholson RID. Cytokinins and mango fower malformation II: the
cytokinin complement produced by Fusarium moniliforme and the ability of the
fungus to incorporate [8-14C] adenine into cytokinins // Physiol Mol Plant Pathol.
1989. Vol. 35. P. 423-431.

517.Vasilevski A, Giorgi FM, Bertinetti L, Usadel B. LASSO modeling of the
Arabidopsis thaliana seed/seedling transcriptome: a model case for detection of novel
mucilage and pectin metabolism genes // Mol Biosyst. 2012. Vol. 8, Ne 10. P. 2566-
74.

518.Vatamaniuk OK, Mari S, Lang A, Chalasani S, Demkiv LO, Rea PA. Phytochelatin
synthase, a dipeptidyltransferase that undergoes multisite acylation with gamma-
glutamylcysteine during catalysis: stoichiometric and site-directed mutagenic analysis
of arabidopsis thaliana PCS1-catalyzed phytochelatin synthesis // J Biol Chem. 2004.
Vol. 279, Ne 21. P. 22449-60.

519.Verelst W, Twell D, de Folter S, Immink R, Saedler H, Miinster T. MADS-complexes
regulate transcriptome dynamics during pollen maturation // Genome Biol. 2007. Vol.
8, Ne 11. P. R249.

520.Veselov D, Langhans M, Hartung W, Aloni R, Feussner I, Gétz C, Veselova S,
Schlomski S, Dickler C, Bachmann K, Ullrich CI. Development of Agrobacterium
tumefaciens C58-induced plant tumors and impact on host shoots are controlled by a
cascade of jasmonic acid, auxin, cytokinin, ethylene and abscisic acid // Planta. 2003.
Vol. 216, Ne 3. P. 512-22.

521.Voiniciuc C, Yang B, Schmidt MH, Giinl M, Usadel B. Starting to gel: how
Arabidopsis seed coat epidermal cells produce specialized secondary cell walls // Int J
Mol Sci. 2015. Vol. 16, Ne 2. P. 3452-73.

522.Walbot V, Skibbe DS. Maize host requirements for Ustilago maydis tumor induction
/I Sex Plant Reprod. 2010. Vol. 23. P. 1-13.

523.Wallner ES, Lopez-Salmerén V, Belevich 1, Poschet G, Jung I, Griinwald K, Sevilem
I, Jokitalo E, Hell R, Helariutta Y, Agusti J, Lebovka I, Greb T. Strigolactone- and
Karrikin-Independent SMXL Proteins Are Central Regulators of Phloem Formation //
Curr Biol. 2017. Vol. 27, Ne 8. P. 1241-1247.

524.Wang D, Chen Y, Li W, Li Q, Lu M, Zhou G, Chai G. Vascular Cambium: The
Source of Wood Formation // Front Plant Sci. 2021a. Vol. 12. P. 700928.



192

525.Wang H, Dittmer TA, Richards EJ. Arabidopsis CROWDED NUCLEI (CRWN)
proteins are required for nuclear size control and heterochromatin organization //
BMC Plant Biol. 2013a. Vol. 13. P. 200.

526.Wang H, Xie Y, Liu W, Tao G, Sun C, Sun X, Zhang S. Transcription factor
LkWOX4 is involved in adventitious root development in Larix kaempferi // Gene.
2020a. Vol. 758. P. 144942,

527.Wang H, Yang J, Zhang M, Fan W, Firon N, Pattanaik S, Yuan L, Zhang P. Altered
Phenylpropanoid Metabolism in the Maize Lc-Expressed Sweet Potato (Ipomoea
batatas) Affects Storage Root Development // Sci Rep. 2016a. Vol. 6. P. 18645.

528.Wang H., Sun Y., Chang J., Zheng F., Pei H., Yi Y., Chang C., Dong C.-H.
Regulatory function of Arabidopsis lipid transfer protein 1 (LTP1) in ethylene
response and signaling // Plant. Mol. Biol. 2016b. Vol. 91. P. 471-484.

529.Wang J, Li G, Li C, Zhang C, Cui L, Ai G, Wang X, Zheng F, Zhang D, Larkin RM,
Ye Z, Zhang J. NF-Y plays essential roles in flavonoid biosynthesis by modulating
histone modifications in tomato // New Phytol. 2021b. Vol. 229, Ne 6. P. 3237-3252.

530.Wang M.H., Doonan J.H., Sastry G.R.K. Cloning and characterization of the unusual
cyclin gene from an amphidiploid of Nicotiana glauca — Nicotiana langsdorfii hybrid
// Biochimica et Biophysica Acta. 1999. Vol. 1489. P. 399-404.

531.Wang X, Allen R, Ding X, Goellner M, Maier T, de Boer JM, Baum TJ, Hussey RS,
Davis EL. Signal peptide-selection of cDNA cloned directly from the esophageal
gland cells of the soybean cyst nematode Heterodera glycines // Mol Plant Microbe
Interact. 2001. Vol. 14, Ne 4., P, 536-44.

532.Wang Y, Bouwmeester K, Beseh P, Shan W, Govers F. Phenotypic analyses of
Arabidopsis T-DNA insertion lines and expression profiling reveal that multiple L-
type lectin receptor kinases are involved in plant immunity / Mol Plant Microbe
Interact. 2014. Vol. 27, Ne 12. P. 1390-402.

533.Wang Y, Cui X, Yang B, Xu S, Wei X, Zhao P, Niu F, Sun M, Wang C, Cheng H,
Jiang YQ. WRKY55 transcription factor positively regulates leaf senescence and the
defense response by modulating the transcription of genes implicated in the
biosynthesis of reactive oxygen species and salicylic acid in Arabidopsis //
Development. 2020b. Vol. 147, Ne 16. P. dev189647.

534.Wang Y, Pan Y, Liu Z, Zhu X, Zhai L, Xu L, Yu R, Gong Y, Liu L. De novo
transcriptome sequencing of radish (Raphanus sativus L.) and analysis of major genes
involved in glucosinolate metabolism // BMC Genomics. 2013b. Vol. 14, Ne 1. P.
836.

535.Wei Q, Ma C, Xu Y, Wang T, Chen Y, Lii J, Zhang L, Jiang CZ, Hong B, Gao J.
Control of chrysanthemum flowering through integration with an aging pathway //
Nat Commun. 2017. Vol. 8, Ne 1. P. 829.

536.Wei T, Li Y. Rice Reoviruses in Insect Vectors // Annu Rev Phytopathol. 2016. Vol.
54. P. 99-120.

537.Wickham H. ggplot2: Elegant Graphics for Data Analysis // Cham: Springer
International Publishing. 2016. 260 p.

538.Wickramasuriya AM, Dunwell JM. Global scale transcriptome analysis of
Arabidopsis embryogenesis in vitro // BMC Genomics. 2015. Vol. 16, Ne (1). P. 301.



193

539.Woerlen N, Allam G, Popescu A, Corrigan L, Pautot V, Hepworth SR. Repression of
BLADE-ON-PETIOLE genes by KNOX homeodomain protein BREVIPEDICELLUS
is essential for differentiation of secondary xylem in Arabidopsis root // Planta. 2017.
Vol. 245, Ne 6. P. 1079-1090.

540.Wolff P, Weinhofer I, Seguin J, Roszak P, Beisel C, Donoghue MT, Spillane C,
Nordborg M, Rehmsmeier M, Koéhler C. High-resolution analysis of parent-of-origin
allelic expression in the Arabidopsis Endosperm // PLoS Genet. 2011. Vol. 7, Ne 6. P.
e1002126.

541.Won C, Shen X, Mashiguchi K, Zheng Z, Dai X, Cheng Y, Kasahara H, Kamiya Y,
Chory J, Zhao Y. Conversion of tryptophan to indole-3-acetic acid by
TRYPTOPHAN AMINOTRANSFERASES OF ARABIDOPSIS and YUCCAS in
Arabidopsis // Proc Natl Acad Sci USA. 2011. Vol. 108, Ne 45. P. 18518-23.

542.Wunderling A, Ripper D, Barra-Jimenez A, Mahn S, Sajak K, Targem MB, Ragni L.
A molecular framework to study periderm formation in Arabidopsis // New Phytol.
2018. Vol. 219, Ne 1. P. 216-229.

543.Xiao W, Molina D, Wunderling A, Ripper D, Vermeer JEM, Ragni L. Pluripotent
Pericycle Cells Trigger Different Growth Outputs by Integrating Developmental Cues
into Distinct Regulatory Modules // Curr Biol. 2020. Vol. 30, Ne 22. P. 4384-4398.€5.

544.Xie M, Chen H, Huang L, O'Neil RC, Shokhirev MN, Ecker JR. A B-ARR-mediated
cytokinin transcriptional network directs hormone cross-regulation and shoot
development // Nat Commun. 2018a. Vol. 9, Ne 1. P. 1604.

545.Xie Y, Xu L, Wang Y, Fan L, Chen Y, Tang M, Luo X, Liu L. Comparative
proteomic analysis provides insight into a complex regulatory network of taproot
formation in radish (Raphanus sativus L.) // Hortic Res. 2018b.Vol. 5. P. 51.

546.Xiong F, Zhang BK, Liu HH, Wei G, Wu JH, Wu YN, Zhang Y, Li S. Transcriptional
Regulation of PLETHORAL in the Root Meristem Through an Importin and Its Two
Antagonistic Cargos // Plant Cell. 2020. Vol. 32, Ne 12. P. 3812-3824.

547.Xu L, Wang Y, Dong J, Zhang W, Tang M, Zhang W, Wang K, Chen Y, Zhang X,
He Q, Zhang X, Wang K, Wang L, Ma Y, Xia K, Liu L. A chromosome-level genome
assembly of radish (Raphanus sativus L.) reveals insights into genome adaptation and
differential bolting regulation // Plant biotechnology journal. 2023. Vol. 21, Ne 5. P.
990-1004.

548.Xun Q, Wu Y, Li H, Chang J, Ou Y, He K, Gou X, Tax FE, Li J. Two receptor-like
protein kinases, MUSTACHES and MUSTACHES-LIKE, regulate lateral root
development in Arabidopsis thaliana // New Phytol. 2020. Vol. 227, Ne 4. P.1157-
1173.

549.Yadav NS, Khadka J, Domb K, Zemach A, Grafi G. CMT3 and SUVH4/KYP silence
the exonic Evelknievel retroelement to allow for reconstitution of CMT1 mRNA //
Epigenetics Chromatin. 2018. Vol. 11, Ne 1. P. 69.

550.Yadav RK, Perales M, Gruel J, Ohno C, Heisler M, Girke T, Jonsson H, Reddy GV.
Plant stem cell maintenance involves direct transcriptional repression of
differentiation program // Mol Syst Biol. 2013. Vol. 9. P. 654.

551.Yaginuma H., Hirakawa Y., Kondo Y., Ohashi-Ito K., Fukuda H. A novel function of
TDIF-related peptides: promotion of axillary bud formation // Plant Cell Physiol.



194

2011. Vol. 52, Ne 8. P. 1354-1364.

552.Yamada T, Tsukamoto H, Shiraishi T, Nomura T, Oku H. Detection of indoleacetic
acid biosynthesis in some species of Taphrina causing hyperplastic diseases in plants
/I Ann Phytopathol Soc Jpn. 1990. Vol. 56. P. 532-540.

553.Yamaguchi YL, Ishida T, Sawa S. CLE peptides and their signaling pathways in plant
development // J Exp Bot. 2016. VVol. 67, Ne 16. P. 4813-4826.

554.Yamamoto R, Fujioka S, Demura T, Takatsuto S, Yoshida S, Fukuda H.
Brassinosteroid levels increase drastically prior to morphogenesis of tracheary
elements // Plant Physiol. 2001. Vol. 125, Ne 2. P. 556-63.

555.Yamasaki Y, Gao F, Jordan MC, Ayele BT. Seed maturation associated
transcriptional programs and regulatory networks underlying genotypic difference in
seed dormancy and size/weight in wheat (Triticum aestivum L.) // BMC Plant Biol.
2017. Vol. 17, Ne 1. P. 154.

556.Yan C, Yan Z, Wang Y, Yan X, Han Y. Tudor-SN, a component of stress granules,
regulates growth under salt stress by modulating GA200x3 MRNA levels in
Arabidopsis // J Exp Bot. 2014. Vol. 65, Ne 20. P. 5933-44.

557.Yang J, An D, Zhang P. Expression profiling of cassava storage roots reveals an
active process of glycolysis/gluconeogenesis // J Integr Plant Biol. 2011. Vol. 53, Ne
3. P.193-211.

558.Yan Z, Zhao J, Peng P, Chihara RK, Li J. BIN2 functions redundantly with other
Arabidopsis GSK3-like kinases to regulate brassinosteroid signaling // Plant Physiol.
2009. Vol. 150. P. 710-721.

559.Ye L, Wang X, Lyu M, Siligato R, Eswaran G, Vainio L, Blomster T, Zhang J,
Mahonen AP. Cytokinins initiate secondary growth in the Arabidopsis root through a
set of LBD genes // Curr Biol. 2021. Vol. 31, Ne 15. P. 3365-3373.e7.

560.Yin H, Li M, Lv M, Hepworth SR, Li D, Ma C, Li J, Wang SM. SAUR15 Promotes
Lateral and Adventitious Root Development via Activating H+-ATPases and Auxin
Biosynthesis // Plant Physiol. 2020. VVol. 184, Ne 2. P. 837-851.

561.Yordanov YS, Regan S, Busov V. Members of the LATERAL ORGAN
BOUNDARIES DOMAIN transcription factor family are involved in the regulation
of secondary growth in Populus // Plant Cell. 2010. Vol. 22, Ne (11):3662-77.

562.Yu H, Ito T, Wellmer F, Meyerowitz EM. Repression of AGAMOUS-LIKE 24 is a
crucial step in promoting flower development // Nat Genet. 2004. Vol. 36, Ne 2. P.
157-61.

563.Yu H, Xu Y, Tan EL, Kumar PP. AGAMOUS-LIKE 24, a dosage-dependent
mediator of the flowering signals // Proc Natl Acad Sci U S A. 2002. Vol. 99, Ne 25.
P. 16336-41.

564.Yu R, Wang Y, Xu L, Zhu X, Zhang W, Wang R, Gong Y, Limera C, Liu L.
Transcriptome profiling of root microRNAs reveals novel insights into taproot
thickening in radish (Raphanus sativus L.) // BMC Plant Biol. 2015. Vol. 15. P. 30.

565.Zaki H.E.M., Takahata Y., Yokoi S. Analysis of the morphological and anatomical
characteristics of roots in three radish (Raphanus sativus L.) cultivars that differ in
root shape // J. Hortic. Sci. Biotechnol. 2012. Vol. 87. P. 172.

566.Zamariola L, De Storme N, Tiang CL, Armstrong SJ, Franklin FC, Geelen D. SGO1



195

but not SGO2 is required for maintenance of centromere cohesion in Arabidopsis
thaliana meiosis // Plant Reprod. 2013. Vol. 26, Ne 3. P. 197-208.

567.Zamariola L, De Storme N, Vannerum K, Vandepoele K, Armstrong SJ, Franklin FC,
Geelen D. SHUGOSHINs and PATRONUS protect meiotic centromere cohesion in
Arabidopsis thaliana // Plant J. 2014. Vol. 77, Ne 5. P. 782-94.

568.Zdarska M, Cuyacot AR, Tarr PT, Yamoune A, Szmitkowska A, Hrdinova V, Gelova
Z, Meyerowitz EM, Hejatko J. ETR1 Integrates Response to Ethylene and Cytokinins
into a Single Multistep Phosphorelay Pathway to Control Root Growth // Mol Plant.
2019. Vol. 12, Ne 10. P. 1338-1352.

569.Zentella R, Zhang ZL, Park M, Thomas SG, Endo A, Murase K, Fleet CM, Jikumaru
Y, Nambara E, Kamiya Y, Sun TP. Global analysis of della direct targets in early
gibberellin signaling in Arabidopsis // Plant Cell. 2007. Vol. 19, Ne 10. P. 3037-57.

570.Zhang F, May A, Irish VF. Type-B ARABIDOPSIS RESPONSE REGULATORs
Directly Activate WUSCHEL // Trends Plant Sci. 2017. Vol. 22, Ne10. P. 815-817.

571.Zhang H, Lin X, Han Z, Wang J, Qu LJ, Chai J. SERK Family Receptor-like Kinases
Function as Co-receptors with PXY for Plant Vascular Development // Mol Plant.
2016¢. Vol. 9, Ne 10. P. 1406-1414.

572.Zhang J, Eswaran G, Alonso-Serra J, Kucukoglu M, Xiang J, Yang W, Elo A,
Nieminen K, Damén T, Joung JG, Yun JY, Lee JH, Ragni L, Barbier de Reuille P,
Ahnert SE, Lee JY, Mdhonen AP, Helariutta Y. Transcriptional regulatory framework
for vascular cambium development in Arabidopsis roots // Nat Plants. 2019. Vol. 5,
Ne 10. P. 1033-1042.

573.Zhang J, Xie S, Cheng J, Lai J, Zhu JK, Gong Z. The Second Subunit of DNA
Polymerase Delta Is Required for Genomic Stability and Epigenetic Regulation //
Plant Physiol. 2016b. Vol. 171, Ne 2. P. 1192-208.

574.Zhang S, Xie M, Ren G, Yu B. CDC5, a DNA binding protein, positively regulates
posttranscriptional processing and/or transcription of primary microRNA transcripts //
Proc Natl Acad Sci USA. 2013. Vol. 110, Ne 43. P. 17588-93.

575.Zhang Y, Wen C, Liu S, Zheng L, Shen B, Tao Y. Shade avoidance 6 encodes an
Arabidopsis flap endonuclease required for maintenance of genome integrity and
development // Nucleic Acids Res. 2016a. VVol. 44, Ne 3. P. 1271-84.

576.Zhang X, Liu T, Wang J, Wang P, Qiu Y, Zhao W, Pang S, Li X, Wang H, Song J,
Zhang W, Yang W, Sun Y, Li X. Pan-genome of Raphanus highlights genetic
variation and introgression among domesticated, wild, and weedy radishes // Mol
Plant. 2021. Vol. 14, Ne 12. P. 2032-2055.

577.Zhang ZL, Ogawa M, Fleet CM, Zentella R, Hu J, Heo JO, Lim J, Kamiya Y,
Yamaguchi S, Sun TP. Scarecrow-like 3 promotes gibberellin signaling by
antagonizing master growth repressor DELLA in Arabidopsis // Proc Natl Acad Sci U
S A. 2011. Vol. 108, Ne 5. P. 2160-5.

578.Zhao C, Beers E. Alternative splicing of Myb-related genes MYR1 and MYR2 may
modulate activities through changes in dimerization, localization, or protein folding //
Plant Signal Behav. 2013. Vol. 8, No 11. P. e27325.

579.Zhao C, Hanada A, Yamaguchi S, Kamiya Y, Beers EP. The Arabidopsis Myb genes
MYR1 and MYR?2 are redundant negative regulators of flowering time under decreased



196

light intensity // Plant J. 2011. Vol. 66, Ne 3. P. 502-15.

580.Zhong R, Burk DH, Morrison WH 3rd, Ye ZH. A kinesin-like protein is essential for
oriented deposition of cellulose microfibrils and cell wall strength // Plant Cell. 2002.
Vol. 14, Ne 12. P. 3101-17.

581.Zhou Y, Liu X, Engstrom EM, Nimchuk ZL, Pruneda-Paz JL, Tarr PT, Yan A, Kay
SA, Meyerowitz EM. Control of plant stem cell function by conserved interacting
transcriptional regulators // Nature. 2015. Vol. 517, Ne 7534. P. 377-80.

582.Zhu C, Ganguly A, Baskin TI, McClosky DD, Anderson CT, Foster C, Meunier KA,
Okamoto R, Berg H, Dixit R. The fragile Fiberl kinesin contributes to cortical
microtubule-mediated trafficking of cell wall components // Plant Physiol. 2015. Vol.
167, Ne 3. P. 780-92.

583.Zhu S, Gao F, Cao X, Chen M, Ye G, Wei C, Li Y. The rice dwarf virus P2 protein
interacts with ent-kaurene oxidases in vivo, leading to reduced biosynthesis of
gibberellins and rice dwarf symptoms // Plant Physiol. 2005. Vol. 139. P. 1935-1945.

584.Zlobin N, Lebedeva M, Monakhova Y, Ustinova V, Taranov V. An ERF121
transcription factor from Brassica oleracea is a target for the conserved TAL-
effectors from different Xanthomonas campestris pv. campestris strains // Mol Plant
Pathol. 2021. Vol. 22, Ne 5. P. 618-624.

585.Zubo YO, Blakley IC, Yamburenko MV, Worthen JM, Street IH, Franco-Zorrilla JM,
Zhang W, Hill K, Raines T, Solano R, Kieber JJ, Loraine AE, Schaller GE. Cytokinin
induces genome-wide binding of the type-B response regulator ARR10 to regulate
growth and development in Arabidopsis // Proc Natl Acad Sci U S A. 2017. Vol. 114,
Ne 29. P. E5995-E6004.



197

BJATOJAPHOCTHU

ABTOp OJaroapuT CBOEro Hay4Horo pykosoautens, JlonyeBy Upuny EBrenseBny, 3a
BBICOKHH MPO(ecCHOHAIN3M, MYAPOE PYKOBOACTBO W HEOICHHMYIO MOMOIIL B IPOIECCEe
MOATOTOBKM  JuccepTanuu. Beipaxaio ocoOyto OnarogapHocts JlytoBoit Jlronmume
AJlekceeBHE 3a JOBEpUE U BO3MOXHOCTH BBINOJHATH paboOTy B J1abopaTOpUH TE€HHOM U
KJICTOYHOM WH)XEHepUH pacTeHuid Kadenpsl TeHeTHKH u OuorexHomorun CIIOIY.
brnarogapro Bech KOJUIEKTUB JTA0OPATOpPHHM TEHHOW M KJIETOYHON WH)KCHEPHH pPACTECHUH, B
ocobennoctu ['anueBy Mapuro CemeHnoBHy, TBoporoBy Bapsapy EBrenneBny, JleOGeneBy
Mapuro AnekcanapoBny, [loneHKkoBcky0 DnuHy AHIpeeBHY 3a 00yueHHE HOBBIM METOJaM,
[IEHHBIE COBETHI U PEKOMEH/IAIINH B XOJI¢ BBIMOIHEHUs paboTsl. Ciacn6o by3oBkunoit Upune
CepreeBHe 3a KpPUTHYECKOE MpouTeHHE padoThl. ABTOp OnaromapeH PomanoBuu AHHE
OnyapaoBHe u MamapckoMy AJIeKCel0 OJBBUHOBHYY 3a CEKBCHHpPOBaHUE OOpa3IloB.
Cnacu6o [JlanunoBy JlaBpentuto I[7neGoBuuy, Adonuny Anekcero Muxaiinosuuy,
I'pubuenko Omme Cepreesne, [laBnmoBoii Ilonune AntonoBhe, Tess C. Kovalevski 3a
MOMOIL B 00paboTke W aHanu3e OMoMHGOpPMATHYECKHX JaHHBIX. bmaromapro IlayroBa
Amnatonus Anexcanaposuya u TpyxmanoBy ['ynu Py3mamaroBHy 3a moMoulb B HOJYyYE€HUU
TUCTOJIOTHYECKUX CPEe30B KOpHEH. 3a MOANEp)KKY B MEPHOJ BHIIOJHEHHS W HAMUCAHUS
paloThI OT Beel AyIn 6Jaro/1apro CBOO CEMBIO.

PaGora BbIllOJIHEHA TNpU MOAJEP)KKE TpaHTa MUHHCTEPCTBA HAyKH U BBICIIETO
obpazoBanus Poccmiickoii Denepanuu B pamkax corjameHus Ne 075-15-2022-322 ot
22.04.2022 na co3nanue u pa3putue HaydHoro neHTpa MUpOBOrO ypOBHS «ATpOTEXHOJIOTUN
Oyaymero». B pabore ncnonab3oBaHO 000pYAOBaHME PECYPCHOIO IIEHTpa HAYYHOIO Mapka

CIIOI'Y «Pa3Butne MOJEKYISIPHBIX U KIETOUYHBIX TEXHOJIOTHI.
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IMPUJIOKEHUE

Tabauya 1. Ipaiimepol, ucnoivsosantvle 8 pabome.

IIpaiimep | ITocnenoBarenbHOCTH
IIpaiimMeps! A1 N3y4eHNs BJUSTHUSI CBEPXIKCIIPECCHH U NOTepH (PYHKIUM FeHOB
RsWOX4 HD F TGGAGACGCACTCGGGAGG
Rs WOX4 HD R GTGACGATGTTGTTGTTGTTTTCG

RsWOX4 CDS F

ATGAAGGTAGATGAGTTTTCCAATGGGT

RsWOX4 CDS R

TCAACTACTTTCAGGGTACAATGGG

RsSWOX4 RNi F

TGTAGAGAAGGGGGAGTTAGTGGAA

RsWOX4 RNi R

GGAGTAAGAAGGAGGAGGAGAGCA

RsWOX14 CDS F

ATGGAGAAAGAGAGCCAAAACGGTG

RsWOX14 CDS R

TCACAGTCTATACGAATTGAACT

IIpajimeps! AJ1s1 M3YYEeHUS B3AaUMOACHCTBHI C IOMOIIbIO APOKKEBOM
OJHOTHOPH/IHOH CHCTEMBbI

RsCLE41-like F

TATTCTCATACTCTGCTGCTGCTGCT

RSCLE41-like R

ATAGGATTAGGTCCAGAAGGAACTTC

pPRSCLE41s1F

ATCGGATCGGATATTCGTTTCCCC

pRSCLE41s2 F

ATCACTGGATCTCTTCTCCCATACAC

pRSCLE41s2 R

CGCATATTCCCCTTTGGTAAAAG

pRSCLE42s1 F

GTTCTGACACTATTGCCGTTCTT

pRSCLE42 s1 R

TGCGTTGTCTTATGGTTAGAGCG

pRSCLE42 s2 F

TTCGCTCCACACTCTCTCTTTTG

pRSCLE42 s2 R

TCTCTTCCATGACAAGATTTAACG

pRSCLE42 s3 F

CTCTCTCTCTACCAGGAAGAACACTC

pRSCLE42 s3 R

TGATGTGAGGAGATCGCATCAC

pPRsSLOG3 sl F

CGATGACCAGCATGACAAGA

pRsSLOG3s1 R

AACAGTTTTAAGGTTTCTTTGAGCAC

pRsSLOG3s2 F

TTTTTAGGAAAGCCTCGCAAA

pRsSLOG3s2 R

TTCTTGTCATGCTGGTCATCG

PRsYUC7 s1 F

GCACATTTAGAAGTCAAATCCAAGG

PRSYUC7 s1 R TGCGAGGACGAGTTTTAGGG
PRSYUC7 s2 F GCGAAGTTGTAGAAAGGTAGAAACGA
PRSYUC7 s2 R CTAGCAGCGGCATTTGTGAA

pPRSARR18 s1-2 F

CCAACAATAAGGAAAGAAAGAGAGG
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pRSARR18 s1-2 R

AGGAGGCAGTCCAAAAAGAG

pPRSARR18 s3 F

TCCAACACAATGTTTCCGTTTT

PRSARR18 s3 R

TGACCTGATTCATACCACCATCC

PRSARR18 s4-6 F

CCCAATAATCCGCACGAAAA

PRSARR18 s4-6 R

CCCTTTTACGATTGAATGGTTTAGTT

IpaiiMepsl 111 ceKBEHHPOBAHMS Moc/iea0BaTe/ibHocTeil reHoB ¢ InDel/SNP

RsCYCD4;1 indel1-2 F

GGTTGGAGATCCTCAGTTTGTGT

RsCYCD4;1 indel1-2 R

CCTTTGGTTGTGCTGGCTATC

RsCYCD4:1 indel 3 F

GCTCAGACTTATGTTCACAAACACC

RsCYCD4:1 indel3 R

TTTTCAACCTCTCATCAGACATCATAC

RsLBD4 indell F

TCCTGTTTACGGTTGCGTAGGT

RsLBD4 indell R

ATGCCCTTGTTGTCCTGTGG

RsCLE7 indell F

TTTTCTTAATTTCATTGTTTCCACATC

RsCLE7 indell R

AGATCGTTGCTCTCACCATCTTT

RsCYCD3 indell F

GTTGATCCCTTTGACCCTCTTT

RsCYCD3 indell R

CGTGACTCTTGCGTTTCTTGG

RsWOX2 indell F

TGGACATCAATAAAGAAGGAGGAGA

RsWOX2 indell R TTTGCCACCAAACGACAAC

RsWOX2 indel2 F GCAGAGGTTGTCGCAGAGG

RsSWOX2 indel2 R TCAGGGTCATGGCAGTTCA
RsBRX indell F CGTCGGGTCAGATTCAGGT
RsBRX indell R GGCTTTGTATTCTCTCTCTGTTCTGCT
RsBRX indel2 F ATCACATTCGCTTCGCTTCC

RsBRX indel2 R

TCTCTGTTCTGCTCCCACCAC

RsCYCD4;1CDS F

ATGGCAGACAATCTGGAACTGAGA

RsCYCD4;1 CDS R

TTAGGAAAGATGTGTATGGGAAGAAG

RsCYCD3;1 CDS F

GAAAAACCAAACGATACAGAAGATAAA

RsCYCD3;1 CDS R

TACCCTTCACACATGACAGAGCAAAGT

RsCLE2-2 cds F

ATGGCTAAGTTAAGTTTTACTTTCTG

RsCLE2-2 cds R

CTAGTGATGTTGTGGGTCGGGTC

IIpaiimMepbl 11 KOJNYECTBEHHOM OLEHKH IKCIIPECCUU T'eHOB

RsWOX5 F

AGGTGGAACCCTACGGTGGA

RsWOX5 R

GAGAGAGGCAAAAACGCAGT

RsWOX9 F

GCCAAGCATGTTCAAGTCCAAA
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RsWOX9 R GAGCCCTAATCCTTCTGATCTCCTC
RsWOX11 F ATGGACCAAGAACAAACACCACATA
RsWOX11R GAGCATCTTTCGTATCCTTACGGT
RsWOX12 F GGATCGTCACAAAaCCCTACTGG
RsWOX12 R GCTTCTCTGGAGGCGACAGC
RsCLE42-1 F ATGAGATCACACAGCACAATTTTACTT
RsCLE42-1R CTACCTATTTGAGATGGGATTTGG

RsCLE12-like F

ATTCTGGTTATTGTTCTGTGGCTGTCT

RsCLE12-like R

CTAGGATCAATTTCATCTCCAACATC

RSCLE22-like F

CTAGAAAGCATCTGACTACTGTTGC

RSCLE22-like R

GAGGATTAGGTCCAGTAAAAACTCTTCTC

RsIPT8 R TCAGGCGGATAAACTCCGAAGTACC
RsIPT8 F ATTGCTGCTTCCTCTGGGTGGAT
RsLOG2 F ATGGAAGAGACAAAATCAAGATTCAG
RsLOG2 R ACGAAATGGTGGGCGAGTTGG
RsLOG7 F GGTGGGTCTTCTTAACCTGGATGG
RsLOG7 R CCTCGTGTTGTGGAACCAACTC
RsLOG6 F GGTTGGTTTATTAAATGTTGATGGATAT
RsLOG6 R CCTCTAATTTCTCAAACAACTCTTATGC
RsHB8 F ATGGAGTGTGCCAGAAGTTCTTCG
RsHBS8 R ACTGCTTCGTTGAATCCTTTGCT
RsIPT1 F CCGAGCGATACGATCCGAAG
RsIPT1R ATCGTACGCCGCTCTCCTC
RsIPT3-1F GGCAAACCTCTCAGTTGAATCTGTT
RsIPT3-1 R ACAATTCTTCTCTGTCTCCCACATTC
RsIPT3-3 F GGCGAATCTCTCAGTTGAAAGCAT
RsIPT3-3R TGTCTCTCATGTTTAAGAACGGTTC
RsIPT7 F ATGAAGTTCTCAATCTCAGCAATGAAGC
RsIPT7 R GAGCAAGTGGTGAGGCACGC
RsLOG1 F GTTCAAGAGAATATGTGTGTTTTGTGG
RsLOG1 R ACAATGATATGACGAGCAGTTGGTG
RsLOG3 F TGTGTCTTCTGTGGAAGCAGCCAAG
RsLOG3 R GCAGAGAGTTGTAGTATCCATCAACATT

RsLOG4 F

GTGGAAGCAGCCAAGGCAAGA




201

RsLOG4 R

TATCCATCAACATTGAGCAAACCCAC

RsLOGS F TTCAAGAGGGTTTGTGTGTTCTGT
RsLOG5 R CATCATCAACGGCTTTATCAATG
RsLOG6 F GGTTGGTTTATTAAATGTTGATGGATAT
RsLOG6 R CCTCTAATTTCTCAAACAACTCTTATGC
RsYUC1 F ATCCTCGTACACGGTCCCATCATC
RsYUC1R CCATCCATAAACTTTGCTCCATTTTTTGT
RsYUC3 F GACATTTTCTCCCGTCGCTGC
RsYUC3R GCACCAAACAATCCTTTCCTCGT
RsYUC4 F CGTAGCGGCTTGTTTATCAAACC
RsYUC4 R CTTTCACTGCTTGCGTCACTCTAATTT
RsYUCS F ACGGTCCAGTTATCATCGGAGCC
RsYUC5 R TCCTTTCCTCGTGAATCCAGCC
RsYUC7 F TTACCCAATCTACCCTTCCCCGA
RsYUC7 R AAGATACTCAAACTCGCAAGAACCG
RsYUC9 F TGCCAATTACCAAAAATGCCCTTC
RsYUC9 R GCAAATATACTCCATCTCCTCTCCG
RsGAPDH F TCTCTTCGGTGAGAAGCCAGTCA
RsGAPDH R TCAAGTGAGCAGCAGCCTTGTC
RsUBQ F ACTTGGTCCTCAGGCTTCGTGGT
RsUBQ R AAAGATCAACCTCTGCTGGTCCG
RsCYCU2-2 F TTCTGTTCTCGGTGGGGTTC
RsCYCU2-2R GCTGGTGGTGGTGATGATGTT
RsXerol F GGTGGTGGTGGTTTGAGTGG
RsXerol R TGATGCCTTTCTTCTCGTGGT
RsDC-8 F CGAGGCAGGAGAAGAAGCA
RsDC-8 R TCCCTAACGCACCCCTTACC
RERF11 F GAGACCCGACCAAGAAAACC
RsERF11 R CGAATCAGCAGAGGAGAAACATC
RsOLE F TGGCTATGGTGGTGGTTATGG
RSOLE R CGGGCTGAAGATCAGGAAAA
RSWRKY40 F ACGACAACTGCTTTGGTGGA
RSWRKY40 R TTTCTTGGGAGGACTGACTTGG
RsBGR F ACCACGGGAAACAACACGAA
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RsBGR R

TCCTCCATAACTCGGCTCTCAC

RsP8B6 F AGGTGGGACTGGAGGCAAA
RsP8B6 R CTCGGCGTCTTCCTTGTCAG
RsMYC2 F CAAAGGAAAGCCCAAACAGAGA
RsMYC2 R TACCCGCCAACCCAGCAC
RsDEF206 F GCTTCACTATTCTCGTGCTTGTCC
RsDEF206 R GGAGGAGTTGGGTATTTGGCTTT
RsDOT1 F CTGGCATCGGCATAGGTCTC
RsDOT1 R CACCACCACCTCCTCTTCCA
RsCCT1F AATGGCGTGGACAAGTAGGG
RsCCT1R CGTAGGCAAAGGGCAAGAGA
RsPLP2 F GCTGGTGATGTTCAGTGGATG
RsPLP2 R CCGTTTTCTTCTGCTTTTGGT
RsRDLS F CGTTGGTTATCGGCTTGGTT
RsRDLS R GTCACTGCTCCTTCCTTCCTC
RsPROF1 F ATCTCCTGTGCGATGTGGAA
RsPROF1 R TCCCTTTTTGCCTCTGATGAC
RsSRC2 F CAACGGCAAGACCAAAGGA
RsSRC2 R CCTGGAAGAGGCGGGTATG
RsC4H F CGTCTCTTCACCCAATCTCACC
RsC4H R ACTCCCACCCTTCCCTGTTC
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Ipunoosicenue 2. Koncmpyxyuu, nonyuerHwvle 8 pabome.

NcxonHas Bexkrop Bexkrop Koneunas Hcnons3zoBanue
JHK niist BBOJA Ha3Ha4YCHUSI KOHCTPYKLHS KOHCTPYKLHHU
BCTpaMBaHU
s B BEKTOP
RsWOX4 ¢ pB7WG2D pB7WG2D- UccnenoBanue
ds RsWOX4 _cds BJIMSIHUS
CBEPXIKCIIPECCUN
RsWOX4 Ha
pa3BUTHE KOPHS
RsWOX4 _p pH7GWIWG2 pH7GWIWG2- Nzyuenue
art_of cds RsWOX4 _part_of cds | Biusaus PHK-
pDONR uHTephepeHIIun
221 RsWOX4 Ha
pa3BUTHE KOPHS
RsWOX14 _ pB7WG2D pB7WG2D- Nzyuenue
cds RsWOX4_cds BJIMSIHUS
CBEPXIKCIIPECCUU
RsWOX14 Ha
pa3BUTHE KOPHS
HD_WOX4 pDEST22 HD_WOX4-pDEST22 | Uzyuenue
pCLE41 pHisLeu pCLE41-pHisLeu | B3ammonencTBuii
pCLE42 pCLE42-pHisLeu | T®-AHK c
pLOG3 pLOG3-pHisLeu IIOMOIIBIO0
pRR18 | PDONR PRR18-pHisLeu | APOYIKEBOH
pYUC7 207 PYUCT7-pHisLeu | OAHoruopuaHoi
CHUCTEMBI




