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BBEJIEHUE
AKTYaJIbHOCTH T€MbI

[lapcTBO pacTeHmii B COBpeMEHHOM Mupe oO0beaunser Oosiee 300 ThICSY BHIIOB, OOJBIIYIO
4acTh KOTOPBIX COCTABIISIIOT BBICIIME I[BETKOBBIE pacTeHUs. Takoe orpoMHOE pazHooOpasue sIBIsIeTCs
CIIEICTBUEM  DSBOJIOIMOHHBIX  MpPeoOpa3oBaHUN  pAaCTEHUN-TPEIIIECTBEHHUKOB B Ipolecce
€CTeCTBEHHOTO 0TOOpa. VICKycCTBEHHBIM OTOOp (ZOMECTHKaIMsi) CHOCOOCTBOBA TOMY, 4YTO
OTJeNIbHBIC, TOJE3HbIC I YelOBeKa BUABI Jadd HAdyalo COBPEMEHHBIM CEIbCKOXO3SHCTBEHHBIM
KyibTypam. [Ipu 3TomM 0TOOp Bencs Kak Mo IEHHBIM KaYeCTBEHHBIM MPU3HAKaM (HaIlp., YPOKalHOCTh
WIH CTPECCOYCTOMYMBOCTE), TaK M Ha MPEAMET aJanTalli K pa3MnYHbIM YCIOBHSIM BBIPAILIMBAHUS
(Purugganan, 2019). B Hacrosimiee BpemMs B MHPE HacuuThiBaeTcs OT 1 10 2,5 ThIC. BHUIOB
JIOMECTHIIMPOBAHHBIX PACTCHUI, KOTOPBIC BBIPAIIMBAIOTCS B pa3iudHbix pernonax mupa (Milla et al.,
2018).

Bo3MmoxHbBIe MeXaHU3Mbl ~JOMECTUKALIMM AaKTUBHO U3YYalOTCS C  HCIOJIb30BAaHHEM
COBPEMEHHBIX IIOAXOJ0B W METOJOB MOJICKYJISPHON TEHETHUKH, 3BOJIONUH W apXeoOOTaHUKH
(Purugganan, 2019), u mosyyaemble JaHHBIC YCIEIIHO HCIOJB3YIOTCS B CEJICKI[MH arpOKYJbTYP.
CeroJiHsi cUMTaETCS, UTO MEPUOJT OT MPHOOPETEeHUSI MOPGHOIOTUYECKUX U3MEHEHHM 10 UX 3aKPEIUICHUS
3aHumai okono 2-3 Teic. et (Purugganan, 2019; Smith et al., 2019). dauHublii mporecc CUEIUICH C
SBIICHHMEM IYIUITMKAIMA W JUBEpCHU(PUKAIMA TeHOB. MHOTHE TeHBl OBUIM OXapaKTepU30BaHBI Kak
BO3MOXKHBIE MHIICHH JOMECTUKALWU, U OCOOEHHOE MECTO Cpead HHUX TPHUHAUICKHT TeHAM
TpaHckpunuuoHHBIX (GakTopoB (TD). TD crnocoOHBI perymupoBaTh dKCHPECCUI0 MHOXKECTBAa T'€HOB
pa3IMYHBIX MyTeW pa3BUTHs, BapuabeIbHOCTh aKTUBHOCTH KOTOPBIX BIIUSET HA MPOSBIEHHUE LIEJIOr0
psna npusHakoB (Schilling et al., 2018; TheiBlen et al., 2018). C sBomtorueii renoB T y pacreHwuii
CBSI3BIBAIOT BO3HHMKHOBEHHE CIICIUATM3UPOBAHHBIX TKaHEH M OpPraHoB M pa3HooOpasue ux (opm
(Schilling et al., 2018).

K npumepy, ¢ cemelictBom reHoB YABBY-nomennbix T® accoumupyroT MOSIBICHHE H
MHoroo6pasue nuctbeB (Eckardt, 2010). Apyrum sipkum npumepoM Td kak mMuiieHed JOMECTUKALUN
sBisiercst cemericTBo MADS-10MeHHBIX 0€KOB, TPUHUMAIOIINX KU3HEHHO BaYKHOE YYacTHE BO BCEX
acreKkTax oOHToreHesa pacteHuil. Ilpeamonaraercs, 4ro uMeHHO 3Boyouus cemeiicteBa MADS-
noMeHHbIX T@ mpuBena K TMOSBICHHUIO LBETKOBBIX PACTEHUH M WX OTPOMHOMY pa3zHOOOpa3uio
(Smaczniak et al., 2012; Schilling et al., 2018; Theillen et al., 2018; Castelan-Mufioz et al., 2019).
MuorouncienHocTs ocymiectBisieMbix MADS-nomerabiMu TO QyHKIHIA, a Takke UX KOHCEPBATHU3M
MEXIY pa3sHbIMH BUAAMU DPACTEHHH OTKPBIBAIOT IIMPOKHE MEPCHEKTHBBI HCIOJb30BAHUS T'€HOB
MADS-box B cenexuuu arpokynbtyp (Soyk et al., 2017; Schilling et al., 2018).

[Tpu usmenennu akTuBHOCTH TeHOB YABBY mam MADS-boX Mensiercs apxutekrypa u apyrue

XapaKTepUCTUKHU (HAIpUMep, ATUTEIbHOCTh PpeHodas) pacteHuil. B ciydyae arpokynbTyp 3TO BHOCHT
5



3HAYUTENIbHbIE KOPPEKTHUBBI B IMPOSIBICHUE XO3SHUCTBEHHO IIEHHBIX MPHU3HAKOB. DTO MOJYEPKUBAET
aKTyaJbHOCTh M 3HAYMMOCTb CPAaBHUTEIBHBIX CTPYKTYPHO-(YHKUIMOHAIBHBIX HMCCIEJOBAHUN T'CHOB
YABBY u MADS-box, kak MEXBHIOBBIX, TaK M BHYTPHBHIOBBIX (HampumMep, 0Opasilbl Pa3HOIo
MIPOUCXOXKICHUS Y IUKOPACTYIIHUX BUAOB UM THOPU/IBI, COPTA U IMHUM Y arpokybsTyp). [lomyuaembie
B IIPOLIECCE MCCIENAOBAHUN JaHHbIE MOTYT OBITh KCIOJNB30BaHbl B CEJIEKIIMOHHBIX Iporpammax,
HAIPaBJICHHBIX HA YJIYyYIIEHUE XO3SIMCTBEHHO LIEHHBIX IPU3HAKOB y KOHKPETHBIX KyJbTyp. [lomumo
NPaKTHYECKOr0 3Ha4YeHUs, uccienoBaHus cemeiictB reHoB YABBY u MADS-box cmocobGcerByror

YBCIIUYCHUIO o0beMa 3HaHHH 00 OBOJIFOIIMHU 1 OHTOI'CHE3C paCTeHHﬁ.

Crenenb pa3padoTaHHOCTH

B 1989 roay BeIuIa mepBas MyOiaMKamus MO XapaKTEPUCTUKE TOMEOTHYECKHX MyTalud B
nserke Arabidopsis thaliana (Bowman et al., 1989). Ve B 1991 romy naHHble MyTalnudd ObUIH
accouuupoBanbl ¢ MADS-boxX renamu, Ha ocHOBe vero Obuta mpemiokeHa ABC-monens pa3Butus
setka (Meyerowitz et al., 1991), koropas nmo3auee Oblia gonoaHeHa g0 moaenu ABC(E) (Ma et al.,
1991). HanpHelimme uccienoBanus npusenu k mosineHuto moaenu Ksaprer (TheiBlen and Saedler,
2001; Honma and Goto, 2001). B coBokymHoctu, mogenun ABC(E) u KBapreT mocTyIupyrOT HaJIHUne
reHernueckux aktuBHocTed A, B, C u E, pasHbie codeTaHusi KOTOPBIX ONPEICISIOT UICHTHYHOCTD
[[BETKOBBIX OpPraHoB. 3a KaXIyl0 aKTHBHOCTh OTBEYalOT TeHbl cemeiictea MADS-box,
GbyHKIIMOHUpYIOIIME B cocTaBe TeTpaMmepHbix komriekcoB (Honma and Goto, 2001). Bein
oXapakTepu30BaH BO3MOXKHBIA BkiIag MADS-DOX TpaHCKPHIIIIMOHHBIX (DAKTOPOB B 3BOJIOLMIO,
JIOMECTHKAIIMIO B CTpeccoBhIi oTBET pacTeHuit (Schilling et al., 2018; Theillen et al., 2018; Castelan-
Muiioz et al., 2019). Kpome Toro, ObL10 MOKa3aHO, YTO IOMHUMO POJIH B pa3BuThH 1BeTka, MADS-box
TPAHCKPUILIUOHHBIE (AKTOPhl yYaCTBYIOT NMPAKTUYECKH BO BCEX MpPOIECCaX OHTOTEHE3a PAaCTEHUs
(Smaczniak et al., 2012).

[lepBbie paboThl, XapakTepusyromue reHsl cemericta YABBY, mosBunuce B konne 1990-x
rogoB (Bowman and Smyth, 1999). B nmocnenyroiue rojipl mokazaHa 3HAYHMMOCTh TPAHCKPHUITIIMOHHBIX
¢dakTopoB cemeiictBa YABBY s sBomrounu, onrtorenesa (Bartholmes et al.,, 2012), cenexuuun
(Zhang et al., 2020a) u ctpeccosoii peakiuu (Hou et al., 2019) pacrenuii.

B nameit maboparopuu ObUTH HIEHTH()UIIMPOBAHBI U YACTUYHO OXapaKTEPH30BAHBI CEMEHCTBA
renoB MADS-box xpusantemsr u noaconneunnka (Ilymsra u ap., 2008, 2015; Shchennikova et al.,
2004; CuszeneBa u ap., 2013; IllennuxoBa u mp., 2003, 2011), a Taxxe cemeiictBo reHoB YABBY
noabenbHuKa (Shechennikova et al., 2018) u YABBY-ren xpuzantemsl CDM51 (He omy01MKoBaHo).

B Hacrosmielt nmccepraniMoHHON paboTe B KadecTBe OOBEKTOB HCCIECNOBAHUS ObLIH
ucnop3oBanbl reHsl MADS-box u YABBY pasnuunbix BUI0B pacTenuii (cem [lacienoBbie, ACTpoBbIe,

BepeckoBeie).



ean uccaenoBanusi
[lenpto wmccnemoBaHus cTajia (PyHKIMOHAIBHAS XapaKTEPUCTUKA IICNIEBBIX T'€HOB CEMEWCTB

YABBY u MADS-box.

3agauu ucciaea0BaHus

J1J1s 5TOTO OBLIN OIpe/IeeHbI CIEAYIONINE 3aJaun:

1.TlpoBecTH CTPYKTYypHO-(pHIOTeHETHYCCKUI aHanu3 cemeiictB reHoB YABBY u MADS-box y
UCCIIEYEMBIX BUJOB PACTCHUM.

2.Ompenenuth neneBsle redsl YABBY u MADS-bOX mast mccieqoBaHuss M MPOBECTH HX
(GYHKIIMOHATIBHBIA aHaIW3 C HCIHOJB30BAHUEM T'€HHO-MHKEHEPHOrO MOAX0Aa: IyTeM MOJy4YeHUs
TPAHCTEHHBIX PACTCHUI TabaKa CO CBEPXIKCIPECCHEH ITUX T'CHOB.

3.1lpoBectr anamu3 Bo3MOXKHOTO yyactusi MADS-DOX reHOB B ajanTalMOHHOW pEaKIUuH
TpPaHCTEHHBIX pacTeHUU Tabaka W KapTodens Ha HapylleHHEe YIIEBOJAHOrO OOMeHa WM OMOCHHTE3a

KapOTHHOMI0B/(pUTOTOPMOHOB.

Hay4yHasi HOBH3HA U MPaKTHYeCKAs 3HAYUMOCTH

[Tomy4yeHbl M OXapaKTEpU30BaHBl TPAHCTEHHBIC pAacTeHHs Ta0aka ¢ WHIWBUAYAIbHOW W/WIIH
coBMecTHOl cBepxakcnpeccueii: YABBY-remos (MhyFIL1, MhyFIL3 u CDM51) mombenbHuKa U
xpusantembl; MADS-box renoB xpusantemsr (CDM44, CDM37, CDM86 u CDM115), tomara
(SIMADS5) u noaconneunnka (HAM45 u HAMS9). OmnpezencHa BO3MOXHasi POjib HCCIEAYEMbIX
YABBY-reHoB B acHMMETPUYHOM pa3BUTUU JUCTHEB U alMKAJIBHOM MEpUCTEMBI MOOETra, U LEeIeBbIX
MADS-box reroB B crenudukaniud opraHoB IBetka. Onpenaenena auddepeHimaibHas dKCIpeccus
reHoB MADS-box B oTBer Ha m3MeHeHHe MeTaboNIM3Ma KpaxMalla U KapOTHHOHOB y MOJNYYSHHBIX
TpaHCTE€HHBIX pacTeHMi KapTtodens M Tabaka C pelakKTHUPOBAHHOM IOCJIENOBATEIbHOCTHIO T'€HA
kpaxmandocdopunazer PHOla nnm rena puronnmecarypasst PDS.

[TonyyeHHbIE pe3yNbTaThl MPAKTHYSCKH 3HAYMMbI, MOCKOIbKy reHbl YABBY u MADS-box
OTpENeNAI0T MHOTHE XO3SIMCTBEHHO LIEHHBbIE MPU3HAKU CEIbCKOXO3SIMCTBEHHBIX KYJBTYp, BKIIOUast
CPOKHM IBETEHHS M CO3PEBaHHS, YPOKaHHOCTh, Ka4eCTBO IUIOJIOB W CEMSH, CTPECCOYCTOMYUBOCTH.
Jlanuble 00 ansenbHO# BapuadenpHOoCcTH H/min auddepenimansroi sxcrpeccun YABBY u MADS-box
TeHOB MEX/Y COPTAaMU U JIMHUAMHU OJTHOW KYJIBTYphl MOTYT OBITh HCIOJIB30BAHBI JUISI IIOMCKA JTOHOPOB

HCJICBBIX NIPHU3HAKOB B CCJIICKIIUHU YJIIYUIHICHHBIX COPTOB.

MeTtoaos10rusi 1 MeTOAbI HCCIEI0BAHUSA
Jlnia pelieHust 3aa4 UCIONb30BAINCH OMOMH(OPMAaLMOHHBIE, MOJEKYJIIPHO-ONO0IOTHYECKHE,

TCHHO-UHKCHCPHBIC N OMOXMMUYCCKUE METOABI U ITOAXOAbI.



B pab6ote Obutn mcnosn3oBanbl mrammel E. coli XL1, A. tumefaciens AGLO u S. cerevisiae
Pj69-4a, pactenus Nicotiana tabacum, Solanum tuberosum, Solanum lycopersicum u Monotropa
hypopitys, u miazmunasie Bekropa PGD121 (cBepxakcnpeccus B pactenun), P201IN (CRISPR/Cas9-
penaktupoBanue), PGEMT-easy (mpomexxyrounoe kinonupoBanue), PAD-GAL4 u pBDCam-GAL4
(aHanu3 6enok-0enKoBBIX B3auMoieicTBUi). [lomydyeHne reHeTH4ecKuX KOHCTPYKIMI OCYIIECTBIISIIN
CTaHJAPTHBIMH METOJaMH KJIOHUPOBaHMA. AHaNHM3 OeOK-OeIKOBBIX B3aUMOCHCTBUI MPOBOAMINA B
nBYXTuOpuaHoil npoxoxeBoit GAL4-cucreme, COriacHO CTaHAAPTHOMY MPOTOKOMY. Jlist moiydeHus
TPAHCTCHHBIX PACTCHHH CO CBEpXIKCHIpeccuer TpaHcreHa wiu ¢ koHcTpykmnueid mius CRISPR-Cas9-
pEeIaKTUPOBAHUS UCIOIB30BAIM arpodakTepuanbHyto Tpanchopmanuto. /st mogyyeHus: mpenapaTroB
HYKJIeMHOBBIX kucnot, npoeaenus: [P, IIIIP-PB (ananu3 skcnpeccun reHa) u OMOXUMHYECKOTO
aHanmu3a (ColepXKaHWe Kpaxmajia, KapOTHHOHIOB, XJIOPO(PHIUIOB, AHTOLMAHOB) HCIOJIB30BAIH
CTaHAapTHbIe HAOOpbHl U MeToAbl. J[ns aHanm3a JaHHBIX HCHOJB30BaIM MakeThl mporpamm NCBI

(https://www.ncbi.nim.nih.gov/) ¥ MEGA 7.0 (https://www.megasoftware.net/), a Takxe mporpammsl

MEME 554 (‘motif discovery’: https://meme-suite.org/meme/tools/meme), TomExpress

(http://tomexpress.toulouse.inra.fr/), Clone Manager (https://ru.freedownloadmanager.org/Windows-

PC/Clone-Manager.html) u Phyre? (http://www.shg.bio.ic.ac.uk/~phyre2/). Tlonpo6Ho MeTog0IOTHS 1

MCTOJAbI UCCIICAOBAHHA U3JIOKCHLI B pa3/iCiic «MaTepI/IaJ'ILI 1 MCTOObD».

OcHOBHbBIE MOJI0KEHHUS TUCCEPTALMM, BHIHOCHUMbIE HA 3aLIUTY

[TonoxeHust, BBIHOCHUMBIE Ha 3aIUTY:

1. YABBY-reust MhyFIL1, MhyFIL3 (moxbenpank) u CDM51 (xpusaHTema) BXOAAT B
YABBY-noacemeiicteo FILAMENTOUS FLOWER u y4acTByIOT B aCHMMETPUYHOM Pa3BUTHU JHCTHEB
U aliKaJIbHON MEepHCTEMBI TIo0era.

2. MADS-box renst SIMADS5 (tomar) u CDM44 (xpuzantema) Bxoast B MADS-
noacemeiictBo SEPALLATA3 u MoryT yuyacTBOBaTh B CHEIM(MKALMU JIEIECTKOB U T€HEPaTUBHBIX
OpI'aHoB.

3. MADS-box reast HAM45, HAM59 (nonconnaeunnk) 1 CDM37 (xpu3antema) BXOISAT B
MADS-nioncemeiictBo AGAMOUS u cBsi3aHbI ¢ KOHTPOJIEM HJICHTUYHOCTH IIBETKOBOW MEPHCTEMBI H
TeHEepPaTUBHBIX OPTraHOB.

4, MADS-box reanst CDM86 u CDM115 (xpusantema) Bxomat B MADS-moacemeiicTBo
PISTILLATA/APETALA3 u MOTyT y4acTBOBaTh B CICU(PHUKAINH JICTIECTKOB U THIYNHOK.

5. MADS-box renst noacemeiicte SEPALLATA u FRUITFULL wmoryr yuactBOBaTh B

peryiisinuu CTpeCCOBOr0 OTBETA paCTeHHﬁ.


https://www.ncbi.nlm.nih.gov/
https://www.megasoftware.net/
https://meme-suite.org/meme/tools/meme
http://tomexpress.toulouse.inra.fr/
https://ru.freedownloadmanager.org/Windows-PC/Clone-Manager.html
https://ru.freedownloadmanager.org/Windows-PC/Clone-Manager.html
http://www.sbg.bio.ic.ac.uk/~phyre2/

CreneHb 10CTOBEPHOCTH U anipodanus pe3yJbTAaTOB

Bce pe3ynbraThl ObUTH TOTY4YEHBI BIEPBBIC (MOTYCPKUBACT HOBU3HY HCCIEAOBAHUS), JIMIHO
WIH TIPU HEMOCPEJACTBEHHOM yYacTHH JMCCEPTAHTa, JOCTOBEPHBI U MPEICTABICHBI Oosee ueM Ha 14
BCEPOCCUICKUX U MEXKAYHAPOIHBIX KOHPepeHusAX (IIKoIaX, KOHIpeccax).

PesynbTatsl paboThl npeAcTaBieHbl Ha KOHGEpeHIusx, Gopymax, cbe3nax u Konrpeccax: XIX
KondepeHmuss MOJOIBIX y4YeHBIX «DBHOTEXHONOTHS B PACTCHHEBOJCTBE, >KMBOTHOBOJICTBE U
CEJIbCKOXO035UCTBEHHOW MMKpoOnonorun» (15—16 ampens 2019, Mocksa); XI-1 MexayHaponHas
Hay4YHO-TIpAaKTUYECKass KOH(EpeHIMs, npuypoueHHas K 60-nmetnio co mHs oOpazoanust PYJIH
«/IHHOBAITMOHHBIE TIPOLIECCHI B CEIBCKOM X03sicTBe» (25-27 ampens 2019, Mockga); VII-X
MEXIyHApOJHBIE HAYYHO-TIPAKTHUECKHE KOH(pepeHnu «bruoTexHomorus: Hayka u mnpaktuka» (16-20
centsiopss 2019, Cesactomonb; 22-26 centsiops 2020 fnra; 20-24 centsiops 2021, fAnra; 12-16
cents6ps 2022, Anymra); Mexaynapoansie Gopymbl «bHOTEXHOOTHS: COCTOSIHHE U MEPCIEKTHBBI
pazButus» (27-29 mas 2020, 26-29 oktsa6ps 2021, 31 okta6psa-1 HosOps 2022, Mocksa); The 6th
International Scientific Conference «Plant Genetics, Genomics, Bioinformatics, and Biotechnology
(PlantGen2021)» (14-18 wmronst 2021, Hoocubupck); 45th FEBS Congress (3-8 wmroms, 2021,
Ljubljana, Slovenia); 26-ast ITymiacKas 1mkosa-KOHPEPESHIUS MOJIOBIX YUCHBIX ¢ MEKIYHAPOIHBIM
yuactuemM «bHUOJIOT'US — HAVKA XXI BEKA» (9-13 anmpens, 2023); X Cse3n OOmiectBa
¢usuonoros pacrenuit Poccum (18-23 centsiops 2023, VYa); Konrpecc «CRISPR-2023» (11-13
certsaops 2023, Hosocubupck); XXIV Kondepenmust momonsix ydeHblx «buorexnomorus B
PacTeHHUEBOJCTBE, KUBOTHOBOJACTBE M CEIbCKOXO3AUCTBEHHOM MHKpoOHuonorum» (23-27 ceHTsaOps
2024, Mockaa).

JIOCTOBEpHOCTh TIOJMYYEHHBIX PE3yJIbTATOB OCHOBBIBACTCS HAa HCIOJIB30BAHUHU JOCTATOYHOTO
o0beMa IKCIEPUMEHTAILHOTO MaTepuaia, COOTBETCTBYIONIUX JIJIS ITOCTABJIICHHBIX 3a/Jad METOJIOB
MCCJICTOBAHMS U METOJIOB 00paOOTKHU JTaHHBIX.

[To mMarepuanam auccepTanuy OMyOTUKOBAHO 8 HAyUYHBIX MyONMKAIMi, WHACKCHPYEMBIX B

Web of Science u Scopus u pexomengoBanubix BAK P®.

O0beM U CTPYKTYpa AMcCCepTaANNHT
HuccepranonHass pabora (154 cTp.) coCTOMT U3 BBelIEHHs, TEeMaTHYecKoro oo3opa
JUTEpaTyphl, pazaena MaTtepuaibl U METOJIbl, ONMUCAHUA M OOCYXKICHHUS pe3yJIbTaTOB, 3aKIIOUCHHS,
BBIBOJIOB M CIIMCKa JUTEpaTyphl (255 MCTOYHMKOB), M BKIOYAaeT 62 pucyHKa, a Takxke 19 Tabmnwmi,

BBIHECCHHBIX B HpI/IJ'IO)KeHI/Ie.

CooTBeTcTBHE ANCCEPTALIMH NACTIOPTY HAYYHOH CNIEHATbHOCTH
OcCHOBHBIE HAayUYHBIE MTOJIOKEHUS TUCCEPTALIMU COOTBETCTBYIOT MACIIOPTY cliennaabHocTu 1.5.6

— buorexHonorus, a UMEHHO O0JIACTSIM HCCIIEIOBAHMI: OMOTEXHOJIOTHSI PACTUTEIBHBIX U KUBOTHBIX
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KJIETOK, CO3JaHME T'C€HETHUYECKH MOJIU(UIMPOBAHHBIX OPraHU3MOB PACTUTEIBHOIO, JKUBOTHOTO W
MuUKpoOHOTOo mipoucxoxaenust ('MO u I’'MM) Ha ocHOBE HaIPaBJIECHHOTO PEAAKTUPOBAHUSI TEHOMOB U

CUHTETHYECKOH OMOJIOTHN; OMOTEXHOJIOTHH KJIETOYHBIX KYJIbTY].

JIM4HLI BKIag
Pe3ynbrarhl mosy4eHbl COMCKATEIEM JIMYHO WM MPU €ro HEMOCPEACTBEHHOM yuacTuu. Bcee
TEXHUYECKUE JIEHCTBUS COTJIACHO METOJaM, MPEJICTaBICHHBIM B HACTOSIICH paboTe, BBHITOIHSIIACH
HETMOCPE/ICTBEHHO aBTOPOM. AHAJIM3 MOJYYECHHBIX IAHHBIX, OMHCAHHE U OOCYXKIEHUE PE3yJIbTaTOB,
odopMIIEeHHE TUCCEPTALMU B aBTOpedepaTa BhIMOJHEHB aBTOPOM CaMOCTOSATEIIbHO. ABTOP NMPUHUMAJT
HEIOCPEICTBEHHOE y4acTHE B MOATOTOBKE K MyOJUKAIIMK B HAYYHBIX MU3JIAHUAX CTAaTCH U TE€3MCOB IO

MarepualiaM JUCCePTAllMOHHON pabOThI.
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TJIABA 1. JUTEPATYPHBIN OB30P

1.1.  Bbicuiue pacTeHHUsi: aCHeKTHI Pa3BUTHS

Cpenu >KMBBIX OpraHM3MOB Ha 3eMJIe€ CaMbIM OOJBIIMM LAPCTBOM CYHMTACTCS LAPCTBO
pacrenuil. Bcero wusBectHo okosno 390900 BUAOB pacTeHHH, KOTOpBIE OTJIMYAIOTCA OTPOMHBIM
MOP(}OIOrHUeCKUM Pa3HOO0pa3ueM U TECHO CBSI3aHbBI CO BCEMHU aCleKTaMU YKU3HU YelIOBEKa, BKIItOUast
IpixaHue (0T (poToCHHTE3a PacTeHUU 3aBHCHUT COCTAB BO3JyXa), MPOIYKTHI MUTAHUS, JIEKAPCTBEHHbBIC
cpenctBa u MHoroe apyroe (Peita et al., 1990). PacteHus nensrcs Ha HU3NINE W BBICHINE, WU
Ha3eMHBIC, 3€JIeHbIe pacTeHus (AMOPHOGUTHI), K KOTOPBIM OTHOCSTCS IOKPBITOCEMEHHBIE, HIIN
1BeTKOBBIC, BUIBI (0oee 250 000) (PeiiBH et al., 1990).

Pa3BuTHe pacTeHHs HauMHAETCS C MPOpPACTaHUS CEMEHM, KOTOPOE COCTOUT W3 3apOojblllia,
CEMEHHOM KOXXYPBI U HJOCIEpPMA C 3alacoM MUTATEIbHBIX BemiecTB. OOpa3yrMMics THIIOKOTHIIb,
HECYIIMI OJHY WJIM JIBE€ CEMAJ0JIM, UMEET JIBE alMKalbHble MepucTeMbl — nodera (AMII) u xopHs
(AMK). AMII uBeTKOBBIX paCTEHHI COCTOUT M3 LEHTPaIbHON 30HBI (COAEPIKUT CTBOJIOBBIE KIETKH),
OKpYyXaromieil ee nepudepuitHoN 30HBI M CEPAILICBUHHONW 30HBI (KIETKHM OCHOBHOM MaccChl CTEOJIs).
Knerku neHTpanbHON 30HBI IENATCS, JOYSPHUE KIETKH MOTOIHSIOT ITyJ CTBOJIOBBIX KJIETOK, U YacTh
NOYepHUX KJIETOK TocTymaer B nepudepuiinyio 3o0ny, rrne auddepenuupyrorcs. Cyanba
MEPHUCTEMHBIX KJIETOK ompezeseTcs ux moiaoxenueM (Sharma and Fletcher, 2002).

Pa3BuTHe pacTeHHs AENUTCS HA BEreTaTUBHYIO U PEMpOAYKTHBHYIO (pa3bl. B BereraTuBHOIM
daze 3a cuer nenenus u muddepeHnupoBku kKietok AMII popmupyrorcs crebens u ymcThsi. B
penponyktuBHO ¢aze AMII mepexomutr B coctosHue wMepuctembl comBetusi (MC), kortopas
NPOM3BOJUT 1IBETKOBbIe MepucTeMbl (LIM) ¢ yeTbpbMsi KpyraMu OpraHoB (YallleIMCTHKH, JIETIECTKH,
TBIYMHKHU (QHIPOIIeH) U MIIOM0MUCTUKH (ruHenel; nmectuk)) (puc. 1, 2) (Meyerowitz, 1997; Greb and
Lohmann, 2016). B 3aBs3u ¢opmupyrorcs cems3adatku (Oyayliue ceMeHa), U KU3HCHHBIH IHKII

pacrenus 3aBepiraercs (PeiisH et al., 1990).
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(D) ITox tieHTpa bHO# 30HOH (CTBONOBBIE KIETKH) HAXOIUTCS OPraHU3allMOHHBIN [IEHTP, OTBETCTBEHHBIN 3a
MOJIJICpYKaHKE MOIMYJISIIIMY CTBOJIOBBIX KJIETOK. [10/1 HUM pacIioyiokeHa CepALlleBHHA MEPUCTEMBI (KJISTKU
ctebis). [lepudepuiinas 30Ha MepexoaUT B OTPAHUYHBIA JOMEH U Jlajiee — B IPUMOP MU JIATEpaIbHBIX

oprauos (Greb and Lohmann, 2016)

Pucynoxk 1 — Cxema couetust MozenpHoro Buma Arabidopsis thaliana L., Bug cooky (A) u ceepxy (B); MC —
meprcTeMa coneTusi, LM — 1iBetkoBas mepucrema (Meyerowitz, 1997); pacrenue A. thaliana ¢ BeiHeCEeHHBIME
anekTpoHHBIME (otorpadusmu AMIT (shoot apical meristem), AMK (root apical meristem) u cpesa mobera
(centrum) (C); crpykrypa AMII (D)
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Pucynok 2 — OOmmenpuHsTast MOIETh IBETKA TOKPHITOCEMEHHBIX PACTEHHUH, B KOTOPOM OPTaHbI PACIIOI0KEHBI

KpyraMu (MyTOBKaMH)

N3noxxenHoe BhINIE OMUCAHUE PA3BUTHS BET€TATUBHON YaCTU PACTEHUS U CTPYKTYpPHI IIBETKA
sBIsieTcss 0o0oOmarommM. Buapsl pacTeHWid MOTYT CYIIECTBEHHO pa3lindyaTrhCsi OCOOCHHOCTSIMH
aApXUTEKTYypbl M BereTaTuBHOW, W penponyktuBHod dvactu (PeiiBn et al., 1990). MccnemoBanue
JIBUXKYINEH CHIIBI, MEXaHM3MOB M 3aKOHOMEPHOCTEH pa3HOOOpa3usi pacTEeHUIl COCTaBISIET LieJoe
HalpaBjieHUE B HAayKe W OCHOBAaHO Ha CPAaBHUTEIBHOM MEX- M BHYTPUBUIIOBOM aHAJIM3E

(MOPQOTOTHIECKOM, MOJIEKYJISIPHO-TEHETHIECKOM, JIp. ).
1.2.  Beicmme pacTeHusi: IBOJTIONHS, TOMECTHKALMSA, CeJTeKIUsI

OrpomMHOE pa3HOOOpasWe COBPEMEHHBIX BHJOB PAaCTEHH CYMTAETCS  PE3yJbTATOM
aIANTalHOHHOM SBOJIIOIMK WX IPEANIECTBEHHUKOB W HCKYCCTBEHHOTO OTOOpa, BCIEICTBHE YEr0 B
HACTOSIIIeE BPEMsI Mbl HMEEM MHOYKECTBO PA3JIHYHBIX arpoOKyJIbTYP B PACTEHHUEBOJCTBE, C MOMOIIBIO
KOTOPBIX YCIIEITHO PeIiaeM MpoI0BoIbCTBeHHBIE mpobsemsr (Litrico and Violle, 2015).

OnomarHMBaHuE pacTeHUM npou3onuio B Teuenue nepuoaa <10 000 net, u 11t 60TBITUHCTBA
CEIbCKOXO3SMCTBEHHBIX KYJIBTYP BCE €Ille CYIMIECTBYIOT T€HETHYECKH OJM3KHE WM IMKOPACTYIIHE
(GOpMBI, CpaBHEHHE C KOTOPBIMH T[O3BOJSIET ONPEACTUTh MOJIEKYISPHBIE MHIICHH, OCHOBBI
nomectukanuu (Olsen and Wendel, 2013).

COBOKYITHOCTh  (DEHOTHITHYECKUX IPH3HAKOB, BO3HUKIIMX B PpE3yJIbTaTe IOMECTHKAIINN
JMKOPACTYIIUX IPEANIECTBEHHUKOB W HAIPABICHHBIX Ha OOJErdeHWe BBIPANIMBAHHS KYJIbTYPbl U
HOBBIIIIEHHE 00beMa M KauecTBa ypojKas, IOJNydHia Ha3BaHHE CHHIpPOMa oJoMamHuBaHus. K
pUMeEpY, B CiTydae 3€pHOBBIX KYJIBTYP CIOJIa BOIILIHM MPHU3HAKA HEOCHITAEMOCTH CEMSH, MTOBBIIICHHOM
NPOIYKTHBHOCTH KOJIOCA, JPYKHOCTH BCXOJOB, YCTOHYMBOCTH K TMOJETaHUIO CTEOJIsA, W mpouce.
JIOMeCTHIIHPOBAHHBIE KYJIBTYPBI OABEPTAINCH Jallce CEJIEKIMH 0 PU3HAKAM YIyYIIEHUS BKYCOBBIX

U MIUTATENIbHBIX XapaKTePUCTHK yporKasl, BApUaLUsAM pa3MepoB, (JOPMbI M TUTMEHTAUH (3€PHO, TUIOJ,
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KIyOeHb), a TaKkKe IO aJanTalud K Pa3HbIM KIUMATHYECKHM 30HaM, PE3YyJIbTaTOM YEro CTalio
orpomHoe coproBoe paznooopasue (Schilling et al., 2018).

CoBpeMeHHasi CEJIEKIUsl HalpaBlicHa Ha YBEIWYCHUE YPOXKAWHOCTH, YCKOPEHHE CO3PEBaHMS,
CTPECCOYCTOMYMBOCTh, @ TaKKe IOBBIIICHUE MUTATEIBHOH IEHHOCTH, TOTPEOUTEIbCKON
NPUBJICKATEILHOCTH M CPoKOB xpaHeHus mpoaykra (Olsen and Wendel, 2013). IIporpecc B nanHOM
HANpaBJICHUU JOCTUTACTCS OOBCIMHCHHEM METOJIOB TPAJMIMOHHON CENCKIMA C IEPeAOBBIMU
MOJICKYJIIPHBIMH TEXHOJIOTHSIMH, BKJIIOYash W3y4YCHHUE TEHOMOB, (D)YHKIMOHAIBHBIA aHaJIM3 TCHOB,
MIOUCK CBSI3aHHBIX C NMPU3HAKOM I'€HOB M JIOKYCOB, KapTUPOBAaHHE aCCOIMUPOBAHHBIX C MPU3HAKAMHU
NOJTUMOP(HU3MOB, FTEHETUIECKUI CKPHHUHT TIOIYJISIIUI, 1 MHOTOE IPYTOE.

K HacrosimieMy BpEeMEHHM OIHMCAHbBI JICCATKH I'€HOB M T'CHETHYCCKUX MYTAllMH, JIGKAIIUX B
OCHOBE XO3HCTBEHHO-IICHHBIX MPU3HAKOB arpoKyybTyp. [Ipu 3TOM BCe OoJiee O4EBUIHO, YTO MHOTHUE
NPU3HAKH OMPECIISIOTCS LENBIM PSIOM IeHOB HeOObIIoro 3gdekra. [loutn TpeTh acconuanuii rex-
NPU3HAK CBsA3aHA C YyBCTBHUTEILHOCTHIO K OTONEPHOAY M cpokamu IiBeTeHus/co3peanus (Schilling
et al., 2018). MHorue W3 3THUX T'€HOB, aCCOLMHPOBAHHBIX C MPHU3HAKAMH, KOAUPYIOT CTPYKTYPHBIC
6enku wim ¢pepmenTsl. OqHako Hanbosee 3(pPeKTUBHBIE MUIIEHU 0TOOPA arpOKYJIBTYP MPEICTABICHBI
TeHaMHU PETyJISATOPOB TpaHCKpHIIUH. [TomumMopdu3mMbl, CBS3aHHBIC C OJIOMAITHUBAHUEM, BKIIOYAIOT
YucC-peryIsiITOPHbIE MyTallid, KOTOPBIC WM3MEHSIOT SKCIPECCHI0 TEHOB, a TaKXKe MYTallud B
KOJUPYIOLIUX 001aCTsIX, KOTOPBIC MPUBOIAT K MOAYJIALUAM (DYHKIIMOHAILHON aKTUBHOCTH OCJIKOB.

BaxHpIMM HMCTOYHMKAMM TE€HETHMYECKMX BapHallMl Yy CEJIbCKOXO3SMCTBEHHBIX paCcTEHUN
CUUTAIOTCSI aKTUBHOCTh MOOMJIBHBIX 31eMeHTOB (MD) u coObITHS AyIuMKanuu reHoB. [lokazaHo, 4To
M3 cocraBnsitor ot 22% 110 85% reHoma y 11 uccnenoBaHHbBIX BUAOB arpokynsTyp (Morrell et al.,
2011). Psg MD-omocpenoBaHHBIX MyTallUil Jie)KaT B OCHOBE XapaKTEPHUCTHK, CBSI3aHHBIX C
onoMamrHuBaHueM. Kak mpumep, MOKHO NpHBECTH JIOKyc thl, koTopwlii siBiseTcs pe3yabTaToM
BCTaBKH peTpoaneMenta Hopscotch B yuc-perynstopHyro o0nacte TeHa | Onarojgapsi KOTOPOMY
oJIOMaIHeHHas: KyKypy3a (Zea mays subsp. mays) oTiaudyaeTcsi OT CBOETO AMKOTO MpeaKka TEOCHHTE
(subsp. parviglumis) orcyTcTBreM pa3BuTHs Ma3ylIHbIX M0oOeroB (ogHOCTEONIEBOE pacTenue) (Studer
et al., 2011). OrcyTcTBHE MUTMEHTAIUK SITOJ OSIOr0 BHHOIPAaa BO3HUKIIO BCIIEJACTBHE IMOIABICHUS
CHHTE3a aHTOIIMAaHOB B pe3yJIbTaTe MOCIEA0BATEIBHOTO 0TOOPA Ha HYJIb-MyTalluH JBYX PETYISATOPHBIX
TE€HOB aHTOIIMAHOBOTO MYTH: OAHOHYKJICOTHAHAs HecMHOHMMHYHas MmyTanus B VVMYBAZ2, a 3atem
BcTaBka B mpomotop VVMYBAL gypsy-type perporpancmnoszona Gretl (Fournier-Level et al., 2010).
VYnnunennas ¢opma mioga tomara (Solanum lycopersicum L.) HEKOTOpPBIX COPTOB TOSBHIIACH B
pesynbrare Copia-like perporpancnozonnoi aymmikanuu reaa SUN (Xiao et al., 2008). B kpacHbix
aresbCMHAX BBIPA0OTKA AHTOIMAHOB MPOMCXOTUT OJiarogaps WHAYKUIUU TpaHckpumnimu Myb-rena
Ruby (peryasTopHblii TeH TMyTH CHHTE3a aHTOIMAHOB) u3-3a akTuBHOCTH  Copia-like

PETPOTPAHCIIO30HA ITPH BO3ICHCTBUH X0J10/1a Ha co3peBaromnue mio sl (Butelli et al., 2012).
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Jlyruiikanusi TeHOB ¢ 00pa30BaHHEM MYJIBTUTCHHBIX CEMEHUCTB SIBIIIETCSI BaKHBIM SIBIICHHEM B
HBOJIOIMM TE€HOMa M JOMECTUKaluuu pacTeHuid. OIHUM U3 TNPUMEPOB TOCIECTHETO SBISETCS
npuBeieHHas Bbiie MD-onocpenoBannas aymukaims reaa SUN Tomara (Xiao et al., 2008). [Ipyroii
npuMep KacaeTcs MOsBJICHUS B TeHome moxcoinedynuka (Helianthus annuum L.) mapamorumunbix
kormii rena MADS-box FLOWERING LOCUS T (FT), xoTopble pa3ivyaiuch IO IpOQHIIIO
9KCIPECCHH U TO-Pa3HOMY BO3/ICHCTBOBAIM Ha Cpoku mHHMIKaImu 1seTenus (Blackman et al., 2011).

Bosblnyio ponb B CO3/1aHUU aJaNTUBHON TUIACTUYHOCTH M HOBBIX (DEHOTUIMYECKUX BapUaIUi
[ICHHBIX TPU3HAKOB ChITpaja TOJHMIUIOWM3ANS TEHOMa, IIHUPOKO pAacCHpOCTpaHEHHAs Cpeau
MOKPBITOCEMEHHBIX pacTeHuid. K mpumepy, rekcaruioniHas Markas MiieHuIla BOSHUKIIA B PE3yJIbTaTe
TUOpUAM3AIMN  TETPATUIOWAHON (Comepikamiel TpenKoBble AWIUIOWIHBIE TeHoMbl A u B) wm
nuroniHon (reHom D) mmenuusl. [lpusHak TBepAOro 3epHa XapakTEpeH s TETPaIrIouIHOMN
IICHUIBI U BO3HUK B pe3yJIbTaTe Aeenu 13 reHoMoB A u B komruiekcHoro siokyca tBepaoctu (Ha),
KOTOPBII TPUCYTCTBYET BO BCEX TPEX MPEIKOBBIX JMIUIOWAHBIX reHomax. [IpenxoBwiit (eHoTHTT
MSTKOTO 3epHa OBbLT BOCCTAHOBJICH B MSTKOH NINEHHIIE 3a cueT BKiIanga Jiokyca Ha m3 D-renoma;
NOCJEAYIOMUH 0TOOp MO JeNenusiM U CIOXHBIM IEepecTpoiikam B Jokyce D-reHoma nam Haudano
HOJTyTBEpAbIM TekcarionanbsiM mienuiiam (Chantret et al., 2004).

[TonmumuionHBIE OPTaHU3MBI YaCTO TPOSIBJISIOT MOBBIIICHHYIO JKU3HECIIOCOOHOCTh U JAPYTHE
YIyYIICHUS] XO3SICTBEHHO-IICHHBIX MPU3HAKOB. JTO CIIOCOOCTBOBAJIO TPUBJICYCHHIO B CEJEKIIUIO
NPUPOIHBIX IMOJUIUIONIOB, & TAKXKE PA3BUTHUIO METOJOB MCKYCCTBEHHOW WHAYKIUH TTOJUIUIOUINU.
bbutn co3nanbl copta ¢ 0osiee BBICOKOH YPOXKAWHOCTBIO, KAYECTBOM MPOIYKIIUH U YCTOWYHBOCTHIO K
OMOTHYECKUM U abHOTHUYeCKUM cTpeccoBbiM (aktopam (Sattler et al., 2016). Meron momy4eHus
MOJUIUIONIOB (IO JEHCTBHEM MYTareHOB, HapyHIAIONIMX PACXOKICHHE XPOMOCOM B MeiHo3e u
MHUTO3€) IUPOKO MPUMEHSETCS CEIEKIIMOHEPAMU ISl CO3JJaHHSI HOBBIX MOJIMTUIOMIHBIX COPTOB, TAKUX,

kak BuHorpaz (Ji et al., 2015), caxapuast ceekina (Hallahan et al., 2018) wiu apoy3 (Verhage, 2021).

1.2.1. Mexay reHOTUIIOM ¥ ()eHOTHIIOM

B coBpeMeHHOM MHpE TPOMCXOJUT OBICTPOE pa3BUTHE M PACHIUPCHUE TPUMEHEHHS
BBICOKOTIPOU3BOIMTEIBHBIX TEXHOJIOTHIA I U3yYCHHS] TCHOMOB CEIIbCKOXO3SHCTBEHHBIX PAaCTCHUU.
Takue wucciea0BaHUs 3HAYMTEIBHO 00OTalal0T MOHUMAHHE OCHOB KOHKPETHBIX MPU3HAKOB Kak
peau3aly TeHOTHIIA Yepe3 TPAHCKPUIITOMHBIE, IPOTEOMHBIC U METa00JIOMHBIE CETH.

K npumepy, cornocrapieHre TaHHBIX CEKBEHUPOBAHKS T€HOMAa KYKYpPY3bl ¢ IPO(QUIHpOBaHUEM
OKCIPECCHH TEHOB OOHApPYXHJIO MHOXECTBO T'E€HOMHBIX JIOKYCOB, KOTOPBIC MOTJIH CIIY)KUTh
MHUILIEHAME JoMecTukaiuu (484) u ymyumenus arpokyiastyp (695) (Schilling et al., 2018). Bsuto
MOKa3aHo, 4To 0K0Ji0 600 reHoB, JekKAIMX B JAHHBIX JIOKyCax, TUPPEepeHIINATHHO IKCIIPECCHPYIOTCSI

npu cpaBHeHWH OOpasloB KyKypy3sl M TeocuHte (Swanson-Wagner et al., 2012). IIporeomHoe
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npouIMPOBaHKE SITUTHOTO COPTa M JUKOPACTYIIEr0 00pa3iia XJIONKa MO3BOIMIO HACHTU(DHINPOBATH
okoio 1000 pa3nmuyHbIX OETKOB B KIETKaX BOJIOKOH, W3 KOTOpBIX OKono 20% mokazanu

nuddepeHanbHy 0 SKCIPECCHI0 MEXTY IMKUME U KyJIbTUBUpYyeMbiME hopmamu (Hu et al., 2013).
1.2.2. T'eHeTH4Yeckasi OCHOBA MapaJjiebHOI BOIOLMN: BpeMsl IBETEHUS KaK NpuMep

DBOIOLUS TTPU3HAKOB, SBISIFOIIMXCS LETbIO JOMECTHUKAIIMH, CYMTACTCS TECHO CBS3aHHOM C
WHHIMANNECH [BETEHUS, TaK KaK MPOJBIDKCHUE OJJOMAITHEHHON KYyJbTYpHl B APYrHe KIMMaTHYECKUE
30HBI TpeOyeT HM3MEHEHHs CPOKOB ee pemnpoiykuuu. K mpumepy, NpeAlIeCTBEHHHUKH KyKypy3bl
HPOUCXOIAT U3 TPOIUKOB M CYOTPOIMKOB M I[BETYT MPH KOPOTKOM JHE. KyJIbTHBUPOBaHUE KYKYPY3bl
B IIMPOTAaX YMEPEHHOIrO KJIMMara MPHUBEJIO K CEJCKIMUM TEHOTHIIOB C W3MCHEHHOH peakuueil Ha
JUTUTEIBHOCTh (POTOMEpPHOIa, YTO MO3BOJIMIIO BHIPAIMBATH MX B YCJIOBHUSX JICTHErO JOJITOrO JHS B
6ouee Beicokux mmpoTax (Romero Navarro et al., 2017).

Jpyroil mpuMep aJanTHBHON peaKIUu — MPUOOPETEHHAs WM TMOTEpsiHHAs MOTPEOHOCTHh B
JUTATEIIBHOM MEPUOJIC XO0JI0/a (SIPOBH3ALIMS WM BEpHAIU3AIINS) JJIsl HHUIMAIMH [IBeTCHUs. B epBoM
cilydae 3TO MOpPO30yCTOMUYMBBIC 03UMbIe copra mmieHuibl 1 parca (Hou et al., 2012; Schilling et al.,
2018), Bo BTOpOM — sipoBbIe copTa minenuisl U ssumers (Schilling et al., 2018).

Pa3nuynble peakuuu arpoKyJIbTyp Ha (OTONEPUO U/UIIK SPOBU3ALUIO CBSI3aHBI C U3MEHEHHEM
npouiIsl IKCIPECCHUH PETYJIATOPHBIX T'CHOB, ONPEICISIONINX WHHUIUALMUIO [BETCHUS M IOITOMY
SIBJISIFOLIIMXCSI MUIICHBIO JIOMECTUKAIMu M ceniekiuu. Croja BXOJST TI'€HbI, OPTOJIOTHYHBIC TeHaM
Arabidopsis, accoruupoBaHHbIM ¢ sipoBu3anueii (k npumepy, MADS-box ren FLOWERING LOCUS C
(FLC)), doronepromom u tupkagasiM putMom (CONSTANS (CO) u EARLY FLOWERING 3 (ELF3)),
unuimanueii userenuss (MADS-box remst FT u APETALALl (APl)), a Takke aBTOHOMHBIMHU
CHTHaJIbHBIMHU MyTsIMH (Hampumep, ruboepemnna- (GA) onocpenoBannbimMu) (Schilling et al., 2018) B
ITOM CBSI3U BaKHO TIOMHHUTB, YTO CTPYKTYPHO FOMOJIOTUYHBIC T€HBI HE BCET/Ia BHIMOJIHSIOT TOJTHOCTHIO
CXOAHYI0 (GYHKIHMIO y pa3Hbix BuaoB. Tak, ren CO ctumynupyer usereHue Arabidopsis B ycnoBusx
JIOJITOTO JIHs, a ero romosior y puca (Oryza sativa L.), rern Hd1, B 3aBUCHMOCTH OT JUTMHBI JHS JTHOO
NOJABIISIET (JUIMHHBINA (oTOnepro), TM00 akTUBHpYeT (KopoTkuii) Bererue (Tsuji et al., 2011).

ATpOKYIBTYpHl KaK pe3yjbTaT MCKYCCTBEHHOTO OTOOpa MPOAOIDKAIOT COBEPIIECHCTBOBATHCS
CENIeKIIMOHEepaMH 0 Pa3IMYHBIM NpPU3HAKaM YPOXKaHOCTH M cTpeccoycTtoddymBocTd. [Ipm sToM
CeNIeKIMsl Tepenuia Ha HOBBIH YpOBEHb, ONaromaps AaxkTHBHO HAaKalUTMBAEMBIM MOJIEKYISIPHO-
TEHETHYECKUM JIAHHBIM O TIOJIMTCHHOW MpPUPOJE XO3AHCTBEHHO-IIEHHBIX xapaktepucTuk (Zohary,
2004; Purugganan, 2019), a Taxke BO3MOXXHOCTH HHTPOTPECCHBHOW THOPUAM3AIMU KYJIBTYPHBIX
pacTeHU# ¢ QUKOPACTYIIMMH COPOAMYaMHU KaKk UCTOYHHKAaMHU BaKHBIX mpu3HakoB (Purugganan, 2019).

OTMGTI/IM, qTo I'€HbI-MHUIIICHU )IOMGCTI/IKaHI/II/I/ CCJICKIINN Y Ppa3InYHbIX BUI0B paCTeHI/II\/'I
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KOHCEpPBAaTUBHBI  (OPTOJOTHYHBI), 4YTO  MOXET  CIOCOOCTBOBaTh  HAyYHO-OOOCHOBAHHOMY

IIPOrHO3MPOBAHUIO IIPU HAIIPABJIEHHOW CENEKIUHN Pa3HbIX KyJIbTYD.
1.2.3. TpaHckpunmiuoHHbIe GaKTOPHI KAK MUIIEHH IIPU HCKYCCTBEHHOM 0TOOpe pacTeHuii

BOJBIIMHCTBO MPU3HAKOB, PEIAKTUPYEMBIX B IMPOIECCE JTOMECTHUKAIUH, OMPEICISIOTCS HE
OJIHAM, & MHOXXECTBOM T'€HOB MCHBIIETO WK 00Jbiiero addexra, Kaxaplii H3 KOTOPHIX BHOCHUT CBOM
Bkiaj B pesynbraT (Romero Navarro et al., 2017; Schilling et al., 2018). CuuTaercs, uro CTpyKTypa 1
(GYHKIHSI TEHOB, OT KOTOPBIX 3aBHCHUT OOJbIas 4acTh MPOSBICHHUS JKEIAEMOrO MPU3HAKA, BBICOKO
KOHCEPBATHBHBI CPEM BHIOB PACTCHHUIl, TOT/Ia KAK JOMOIHSIONINEG UX TCHBI MAJIOro JeicTBHs Oolce
BapuabenbHbl U TPeOyoTCs Ui 0oJjiee TOYHOM HACTPOMKM MpHU3HAKA M HEUTPaIM3alUU BO3MOXKHBIX
HeraTuBHBIX 3 dekToB ero nmpossiueHus s pacrenus (Schilling et al., 2018). I[Tostomy coBpemeHHas
CENeKIMs arpoKyJIbTYp YacTO HalpaBjieHa Ha WICHTU(GHKAIMIO TE€HOB W/WIM WX aJlIeseH,
ACCOI[MUPOBAHHBIX C OONBIIAM 3(G(PEKTOM M OTCYTCTBHEM OTPHIATEIBHBIX MOCICACTBUN IS
pacTeHwsl, ¥ TIOMCK JOHOPOB TAKUX TCHOB/aJlICICH.

B OonpmmHCTBE ciay4aeB reHamu Oojbiiero 3QQexTa SBISIOTCS TEHBI, Koaupyroume T
(Schilling et al., 2018). MleiictBuTtenbHo, 3HaunTeNbHast 4acTh (43—81%) uAeHTHDUIMPOBAHHBIX K
HACTOSAIIEMY BpPEMEHH TI'€HOB OJOMAIIHMBAHHS U CCJCKIMU SBISETCS T€HAMH PEryJsTOpOB
Tpa"ckpunuuu (Purugganan, 2019). Oto cornmacyercs ¢ pe3yiabTaTaMH HCCIEJOBaHUM, rae
IPOJEMOHCTPUPOBAaHA TOJKOHTPOIBHOCT Pa3BUTHS W MOP(OJIOTHH PACTCHUIl PETYJISTOPHON
aktuBHoctd Td (Smaczniak et al.,, 2012; TheiBlen et al., 2018). ITockonapky T® crnocoOGHbBI
peryJIupoBaTh MPOCTPAHCTBEHHO-BPEMEHHON NPOGIIb M YPOBEHb 3KCIPECCHH MHOXKECTBA JAPYTUX
T€HOB, TO M3MEHEHHE aKTUBHOCTH T® MOKET MPUBECTH K MOTHU(DUKAIMAM [EIOTO Psijia MPU3HAKOB H,
KaK CJEJCTBHE, K paIUKaIbHBIM (DEHOTHIIMYECKUM HW3MEHEHUSIM B OTHOCHTEIBHO KOPOTKHE

Bpemennbie nepuosl (Schilling et al., 2018).

1.3.  MADS-pomennble T® Kkak riiapHble peryJsiTopbl pa3BUTHSI PACTEHUI M LIEHHbIX

NPU3HAKOB 0TOOpA

Cpemun MHOXeCTBa pacTUTenbHbIX ceMelcTB Td oaHy w3 Hanbosjee BaKHBIX TMO3UIUN
3aHMMAlOT O€NKH, B COCTaB KoOTopbix BxomuT gomeH MADS (Saccharomyces cerevisiae
MINICHROMOSOME MAINTENANCE 1 (MCM1), Arabidopsis AGAMOUS (AG), Antirhinum majus
DEFICIENS (DEF) u Homo sapiens SERUM RESPONSE FACTOR (SRF)) (Smaczniak et al., 2012).

Hexortopsie MADS-bOX reHbl pacTeHHIA CUUTAIOTCS TOMEOTHUYSCKHMH, MTOCKOJIBKY BBIKITIOUCHUE
uX (YHKIMH COMPOBOXKAAETCS MPEBpAllCHUEM OJHUX OpraHoB IBerka B npyrue (Jack et al.,
1992). I'enom mozaenbHoro pacteHust Arabidopsis cogepxxut 107 renoB MADS-box (Parenicova et al.,

2003). V pa3nuuHBIX CENbCKOXO3SHCTBEHHBIX KYJIBTYP MX KOJMYECTBO MOKET BapbUpOBaTh OT 59
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(cBekna Beta vulgaris) mo 223 (mmenuma Triticum aestivum) (Schilling et al., 2018). Ilomumo
peuraroniell poid B ONPENSICHMH HMJCHTHYHOCTH OpraHoB nBeTka, reHbl MADS-boX ywactByroT B
KOHTPOJIC BPEMEHH [BETECHUSI, APXUTEKTYPhI COLBETUSI U KOPHEBOM CHCTEMBI, Pa3BUTHS CEMSH/TUION0B
U JIpyrux mporeccoB onroreHesa (Smaczniak et al., 2012; Theiflen et al., 2018). I'eust MADS-boX,
OpTOJIOTMYHBIE MEKIY BHIAMH PacTCHHM, oObeauHeHbl B mojacemeiictBa (Parenicova et al., 2003;
Smaczniak et al., 2012; Theien et al., 2018). K npumepy, y BceX BHIOB LBETKOBBIX PAaCTCHUMN
umeercss xots Obl oguH MADS-boX ren mozcemeiictBa AP3, 4ieHb KOTOPOTO HEOOXOAUMBI IS
3aKJIaJIK¥ JernecTkoB u ThiunHOK 1BeTKa (Theillen et al., 2018).

CoObITHSI  DBOJNIIOIMOHHOW  AYIUIMKAIIMM ~ TE€HOB MADS-box  mpuBenu  k  cy6/
HeO(DYHKITMOHATU3AIMHN U (YHKIIHOHAIBHOW M30BITOYHOCTH Y MHOTUX BHIOB pacteHuit (Smaczniak et
al.,, 2012). K mpumepy, B renome Arabidopsisren AG, OT KOTOpOro 3aBHCHUT HACHTHYHOCTH
PENpPOAYKTUBHBIX OPTraHOB IBETKA (THIYMHOK U TJIOJOIUCTHKOB, COCTABISIONIUX MECTHK), UMEET JBa
MapaJOruIHBIX reHa — SHATTERPROOF1 (SHP1) u SHP2, byHKIUSA KOTOPBIX
OrpaHWYEHA MPEUMYIIECTBEHHO  peryisiueil  pasButusi  cemsizadatkoB  (Pinyopich et al.,
2003). HyneBast MmyTanus ag mpUBOAXT K 3aMEHE aHAPOIIES U THHELEs JICIECTKAMH U HOBBIM IIBETKOM
¢ Toii ke Mopdonorueii. [Ipu 3ToM KoHCTUTYTUBHAs dKcrnipeccust renoB SHP1 u SHP2 B pactenusix ag
BOCCTAHABIIMBAET Pa3BUTHE THIYMHOK M IUIOAOJIMCTUKOB, UTO yKa3bIBaeT Ha cXxoAcTBO ¢yHkimit SHP1
u SHP2 ¢ AG, xoTopoe 00bIYHO HUBEIHPYETCS TKAaHECTIEU(PUIHOCTHIO dKcpeccuu reHoB (Pinyopich
et al., 2003). To ecTh IymIMKays FTeHOB H3MEHMIIA 001aCTh MX aKTUBHOCTH, HO HE (DYHKITHIO.

Mosxer ObITh U OOpaTHBIM BapHaHT — H3MEHEHHWE (YHKUUU TPH COXpPAaHEHUH MPOPUIIS
9KCIPECCHH, KakK, HapUMep, MPOM30IILIO0 C MapaJOornYHbIMU reHamMu uaeHTnaHoctd [IM Arabidopsis
— AP1 u CAULIFLOWER (CAL). Myrauus apl Be3biBaeT cwibHble Hapymienuss LM, cal —
NpakTUYEeCKH HE 3aMeTHbIe, a apl cal mpuBoauT K 3HAUUTEIPHOMY yeHIeHHIO 3ddekra apl BIIoTh 10
¢denoruna «rBerHol KamycTh» (Kempin et al., 1995). Bcero Heckonbko MOMMMOPGU3MOB B
BBICOKOTOMOJIOTHYHBIX TocnenoBareabHoCTAX Td CAL u AP1 mpuBoasT K paznuyusiM B UX O€IOK-
OeNKOBBIX B3aUMOJICHCTBUAX U, Kak cieacTsue, B ux pynkuuu (Rijpkema et ap., 2007).

Opomtons reHoB MADS-box, ux Bkiag B nuBepcuUKAIMIO [apCTBA PACTCHUH, a TakkKe
JTOMECTUKAIIMIO U CEJEKIMI0 arpoKyJIbTyp HHTEHCHBHO HCCIEAYIOTCS Ha TMPOTSHKEHUU TOCTEIHUX
necaruneruii (Smaczniak et al., 2012; Schilling et al., 2018; Theilen et al., 2018; HexnmanoBa u
[Iennnkosa, 2021).

1.3.1. MADS-bOX rennl u BepHaJ u3amus

CTI/IMyJ'IOM nepexoaa K pCHPOHyKTHBHOﬁ (1)3.36 Pa3BUTHA OBCTKOBBIX paCTeHI/II‘;I qacCTO CIIYXKUT
BOSHefICTBHe HU3KHX TEMIICPATYP, YTO CBA3aHO C azlar[TauHeﬁ K HU3KOTEMIICpATypPHBIM CE30HaM roaa

W SBISETCS  MHIICHBIO  JIOMECTHUKAIIMH, IIOCKOJBKY  CIIOCOOCTBYET  reorpaduyecKoMy
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pacHpoCTpaHeHUIO KyJibTyp. Hanuume niam OTCyTCTBHE OTBETa HAa XOJOMOBOM CTHMYJ aKTHBHO
UCTIOJIB3YETCSI B CEJICKIIUU JIJIS TTOJTYUEHHS O3UMBIX | IpOBbIX copToB (Amasino and Michaels, 2010).

KiroueByto ponb B oTBeTe Ha BepHanmzanuio urparotr redsi MADS-box. ¥V Arabidopsis
OCHOBHOM perynsatop BpemeHu IBeTeHus — MADS-box ren FLC, oTmMeHsrOmNI IBETEHHE MyTEM
penpeccun reHoB SUPPRESSOR OF OVEREXPRESSION OF CONSTANS 1 (SOC1), FLOWERING
LOCUS D (FD) u FT (Amasino and Michaels, 2010). lanubiit 3pdekt HeliTpanusyeTcs UIMTeIbHBIM
BO3/ICUCTBUEM XO0JIOJA, M3-3a 4ero cHiwkaerca skcnpeccus FLC m akTUBUPYIOTCS TeHBI I[BETCHUS
(Whittaker and Dean, 2017). TI'enetmyeckue Bapumanumu FLC crneruieHbl ¢ pa3HOH CTENEHbIO
YyBCTBUTEILHOCTH K BepHamu3amuu y skoturnos Arabidopsis (Amasino and Michaels, 2010). imenno
renbl FLC, opronoruyneie BapuaHTam reHoB Arabidopsis, ceirpainu BaKHYHO poJib B aJanTaluu
JPYTUX BUJOB PACTCHHUI K M3MEHEHHUAM KJIMMAaTa.

B kagecTBe spKoro mpumepa MOKHO IpUBECTH uccienoBanue opronoros FLC y kynbTyp pona
Brassica, cpemu koTopbix kuTaiickas kamycta (B. rapa ssp. pekinensis), iisetnas kamycra (B. oleracea
ssp. botrytis), opokkonu (B. oleracea var. italica), pema (B. rapa ssp. rapa), a Takxe BbIpaluBacMbie
pamu Oorateix MaciaoM cemstH parc (B. napus) u ropumna mosesas (B. rapa ssp. oleifera). B
3aBHCUMOCTH OT TOBapHOTO MPOJYKTa, Y KyJbTHBHPYEMBIX BUIOB Brassica pasubie TpeOoBaHHS K
BpEeMEHH IBeTeHHs. Tak, B Cilyyae KUTalCKOM KamyCThl HEOOXOMMBI COPTa, HE CKIIOHHBIE K [IBETEHHIO
JaKe TPH SPOBU3AIMH, a XKellaTeJIbHBIE COpTa parca W TOPYHIBI JOJDKHBI J1aBaTh CEMEHAa B CaMbIX
pa3HBIX YCIOBHUSX M, B CBSI3M C 3TUM, OTOMpAIOTCS M O3uMbIC, U sipoBbie oOpa3isl (Kakizaki et al.,
2011; Hou et al., 2012; Li et al., 2016).

B renome B. rapa mpucyrctBytoT uetbipe rena-opronora FLC (BrFLCL, 2, 3 u 5) u ot ux
b depeHIMaTbHON aKTUBHOCTHU 3aBUCAT CpokH 1BeTeHus y copToB (Kakizaki et al., 2011; Hou et al.,
2012; Xiao et al., 2013;Dong et al., 2016). IlociaemoBarenprocth BrFLCl comepxut
HOJIMMOP(U3MBI, TPUBOAALINE K abTEPHATUBHOMY CIUTAWCHUHIY T'€Ha, YTO CHOCOOCTBYET MO3HEMY
[[BETCHUIO COpTOB KwuTaiickoii kamyctel (Kakizaki et al.,, 2011). B ciyuae rema BrFLC2 sto
HOJIUMOP(HU3MBI, KOTOPBIE KOPPEITUPYIOT ¢ YCKOpeHHBIM 1BeTeHueM parica (Wu et al., 2012; Xiao et
al., 2013). B rerome o3umbIx coptoB B. napus mmeercs amnenpublii BapuanT BNFLC10 co BcraBkoid
Mo6miibHOro snementa MITE B perynaropHoil 061acTH, KOTOPBIH acCOLMUPOBAH € MPHOOpPETEHUEM
notpebHocTH B sipoBu3auuu (Hou et al., 2012). V o06pa3uoB OpOKKOIM TNPHUCYTCTBYET ailiellb
BoFLC4 (umun BOFLC?2), cBs3anHBII ¢ M3MEHEHHWEM BpeMeHHM WHunmanuu neereHus (Irwin et al.,
2016). Takum oOpa3om, Bapuanuu mnapanoruunsix reHoB FLC y BumoB Brassica crmoco0cTBoBasio
TOHKOM HacTpoiike pynkuuu FLC Bo BpeMmst jomMecTUKaIum.

SIpoBu3anus 3maKoBEIX KynbTyp, kpome FLC, perymupyercst renamu VERNALIZATION (VRN);
y mmrenursl 570 VRN1, VRN2, VRN3 u VRN4, rae VRN1 u VRN4 seisrorcs MADS-boX rexnamu

nozacemeiictea AP1/FRUITFULL (FUL) (Schilling et al., 2018). Perynstopusie ob6mactu VRN1
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colepKaT pa3IMyHble MYTaIlUH, KOTOPHIC CICTICHBI C MIMPOKHM CIIEKTPOM YYBCTBUTEIBHOCTH K
SIPOBU3ALIMU Y TIICHUIIBI ¥ siuMeHs (BIUIOTH 10 MOTEpU MOTPEOHOCTH B sipoBu3aiuu). B pesynbrare
nymmkanud  reHa VRN1 B renmome T. aestivum mosiBwics mapanoruunbii  reH  VRN4,
ACCOI[MMPOBAHHBIN CO CHIKEHHOM MOTPEeOHOCTHIO reHoTHITOB B BepHanu3aiuu (Schilling et al., 2018).
JlpeBecHbIE pacTeHUs, BKJIOYas (PYKTOBBIC JIEpPEeBbs, NEPEXOAiAT OCEHb0 B (asy
(U3UOTOTHUECKOTO TIOKOS M JUIsl BECEHHETO BBIXOJAa M3 HEro TpeOyroT 0o0pabOTKH XOJIOIOM, YTO
TOBOPHUT O CXOJICTBE PEryJISIlIMU JaHHOTO Tpoiiecca U oTBeTa Ha BepHanu3aiuio (Cooke et al., 2012).
HecMmotpst Ha yuactue renoB FLC B Becenneit aktuBaruu nmouek (Porto et al., 2015), knroueBast posib B
KOHTPOJIC COCTOsTHMS ToKOs1 oTBeena rpymne MADS-box reros DORMANCY ASSOCIATED MADS-
BOX (DAM). I'enst DAM Bxoasar B noacemericteo SHORT VEGETATIVE PHASE (SVP); 6enku SVP
y4YacTBYIOT B peryJisiiud BpeMeHu IBereHus Arabidopsis, B Tom umcie, B3aumozeiictByss ¢ FLC
(Mateos et al., 2015; Allard et al., 2016). I'eust DAM siBisiroTcss penpeccopaM BBIXOAa MOYEK H3
COCTOSIHUSI TTOKOSI; SIPOBHM3AIMS MOAABISET dKcrpeccuto reHoB DAM, mHUIIMUPYsT pacKphITHE MOYEK;
OpU  OTCYTCTBUM aKTUBHOCTH TeHOB DAM mpouCXOAMT HENpEephIBHBIA POCT JEPEBHEB, YTO
NPEANOYTHTENIFHO Il KiuMata 0e3 xonoaHbix ce3oHoB (Schilling et al., 2018). lanuyio rpymmy
T'CHOB CBSI3BIBAIOT C IOMECTHKAIMCH TUIOIOBBIX JIEPEBLEB 110 CPOKAM IIBETCHHS B Pa3HOM KJIMMATe.
3aBUCUMOCTH 11BeTeHHs OT akTuBHOCTH rpymi reHoB FLC, VRN u DAM, cTaBmux MHIIEHBIO
JIOMECTHKAIIMK, U CETOJHS HCIOJb3yeTcss B ceiekiuu. K mpumepy, monyueHsl auaun B. rapa, e
TpeOyromme sApoBu3alku 3a cuerT 3amainuuBanus rena BrFLC2 (Li et al., 2016). CHmxenuro
MOTPeOHOCTH B SPOBU3ALMHM O3MMOIO parca CrocoOCTBOBajga cBepxdkcrpeccus rena MADSB
(Sinapsis alba), opronoruunoro FUL (Chandler et al., 2005). Csepxaskcnpeccusi rena BpMADS4
(Betula pendula), opromorumunoro FUL, y s6monu (Malus Sp.) cmocoOcTBoBaia COKpaIieHHIO
roBenmwnbHol craguu (Flachowsky et al.,, 2007). Cepxoskcmpeccust rena AP1 (Arabidopsis) y
IIUTPYCOBBIX JICPEBLEB IpHBENAa K OUCHb PAHHEMY I[BETCHHUIO Bcero uepe3 1 roja 0e3 M3MEHEHUs

cTpykTyph! consetus (Pefia et al., 2001).
1.3.2. MADS-boX rennl u apxuTeKTypa COUBETHS

OnHUM M3 BaXHBIX KPUTEPHUEB JOMECTHUKAIMU U CEJEKIMHM CTajl OTOOp MO OCOOEHHOCTAM
apxutektypbl comserus (Purugganan, 2019). Slpkum mOpHMEpOM SIBJISIFOTCS COLBETHS IIBETHOM
kanyctbl U Opokkomu (Duclos and Bjorkman, 2008). Kak ymomuuamock Bbime, y Arabidopsis
COI[BETHE «I[BETHOM KaIyCThI» MOSIBISICTCS B Cliydae HyJeBoil myTanuu 18yx MADS-box renos AP1 u
CAL (Bowman et al., 1993; Kempin et ap., 1995). U1 y Opokkonu, U y IIBETHOH KamycThl HapyIIeHa
¢yuknus opromoruunbix AP1 u CAL reno (BoCAL, BoAP1l) (Kempin et al., 1995; Purugganan,
2019). To ecTb, IIpU JTOMECTHUKAIIUK/CENEKIUN ObLTH 0TOOpaHbl 00pasiel B. oleracea ¢ momvarmmu

ammensimu BOCAL w/mmn BOAPL. [lpu aToM pa3Has cTeneHb OCTaTOYHOW aKTHBHOCTH T€HOB (@ TakKe
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MPUCYTCTBUE MYTUIMIIMPOBAaHHBIX Konuii BOAPL) onpenensieT paznuyus Mexay (HEHOTUTIaMU I[BETHOM
KaIyCThl, OPOKKOJIHM U IpoMexyTouHbIX BapranToB (Duclos and Bjorkman, 2008).

MADS-box renbr kmaaei SEPALLATA 1 (SEP1) — LONG INFLORESCENCE (LIN),
JOINTLESS 2 (J2) u ENHANCER OF JOINTLESS 2 (EJ2), cuuTaroTcs perysiasTropaMd BETBICHHS
couBetuii Tomara. KomOuuupys myranuu j2, €j2 u lin, ynanocs monydnts (EHOTHIIBI CO CIIa0bIM
BETBJICHHUEM M MOBBIIICHHOW CKOPOCTBIO 00pa30BaHusl II0JJ0BA MyTallKs €2 JTOMOJIHUTEIBHO MTPHUBEIa
K U3MEHEeHHI0 Mop¢oorun yamenucTukos (Soyk et al., 2017).

HccnenoBanue pacTeHUH ¢ TOMEOTHYECKHMMH MYTAIMsIMH OPTaHOB IIBETKA OOHAPYKWIIU, YTO
uMeHHO reHbl MADS-DOX SIBIISIOTCS KIIFOUEBBIMH PErYJISTOPAMH MICHTUYHOCTH I[BETKOBBIX OPTaHOB.
[Tonyuyennsie nanuHbie ctanu ocHoBoi Moxaenn ABC(E), cormacHo koTopoii pasinyHble KOMOWHAIIMN
MADS-nomennbix T® msiTi KI1aCCOB T€HETHUECKONW aKTUBHOCTH OIIPEIEIISIOT HACHTHYHOCTH MYTOBOK
(xpyroB 1Betka): A+E — wamenuctukoB; A+B+E — nenectkoB; B+C+E — thrumnok; C+E —
wiogonuctukoB (TheiBen et al., 2018). YV moaensHoro Buaa Arabidopsis kimacc A mpeacTaBieH reHOM
AP1, B — PISTILLATA (P1) u AP3, C — AG, SHP1, SHP2, SEEDSTICK (STK, B HekoTOpBIX paboTax
red otHocAT k D-akruBnoctn), u E — SEP1, SEP2, SEP3 u SEP4 (Jack et al., 1992; Goto and
Meyerowitz, 1994; Pelaz et al., 2000; Pinyopich et al., 2003; Ditta et al., 2004).

Kak yxe roBopwiochk (pazgen 1.3), mpu HyneBoi MyTanuud ag oOpa3yrTCs IBETKH C
JITIECTKAaMH BMECTO THIYMHOK M HOBBIM I[BETKOM Ha MecTe TecTuka. JlaHHOe SBIICHHE JISKUT B OCHOBE
(eHOoTHITa «MaxpOBOTO I[BETKA» Yy Pa3MYHBIX BUIOB JEKOPATHUBHBIX pacTeHHi (Hampumep, Prunus
lannesiana u Thalictrum thalictroides) (Liu et al., 2013; Theillen et al., 2018). OTcyTCTBHE THIYHHOK B
[[BETKaX C MyTalued ag mpuBOIUT K (HOPMHUPOBAHHIO OECCEMSHHBIX IJIOOB C YBETUYEHHEM CPOKOB
UX XpaHEHHsI, YTO MPOJAEMOHCTPUPOBAHO HA MIPUMEpE SOJOHH C MMOAaBIeHHOH sKkcnipeccueil AG-reHoB
MdMADS15 u MdMADS22 (Pandolfini, 2009; Klocko et al., 2016). Dddekt MyKcKoil CTepUILHOCTH
B I[BETKaX s10JI0HM HabJroMaeTcs Takke npu Boikimouennu reda MdPI (oprosor PI) (Yao et al., 2001).
V 31aKOBBIX KYJbTYp JAAHHBIA MPU3HAK CBs3aH ¢ BhIKIOYeHHeM AG-reHoB (k nmpumepy, OSMADSS y

puca O. sativa) ¥ UCHOAB3YeTCSA B CEJICKIMH I JOCTHKCHHS IMOJHOTO TMEPEKPECTHOTO OIMbLICHHS

(Zhang et al., 2015).

1.3.3. MADS-boX rennl u npu3HaKu ypoKaiHOCTH

BaxxHbIME TIpU3HAKaMH OTOOpa pPACTEHWUH SBISIOTCS XapaKTePUCTHKU Iuiofa (pasmep,
KOJIMYECTBO CEMSH, CPOKHM CO3PEBaHUS M XPaHEHHs] U JIp.), PETYNALHS KOTOPBIX TECHO CBs3aHa C
akTMBHOCTBI0 reHoB MADS-boX, B wactHoctu, reHoB mojcemeiicts AG, AP1/FUL u SEP. Jlannbie
TeHBI, CIICJIOBATEIHHO, SBIISIOTCS MUTIICHSIMHE IPU CETICKIIUN YITyUIICHHBIX COPTOB.

HccnemoBanuss MEXaHU3MOB OIPEICIICHUST CPOKOB CO3PEBAHUS U TIOCICYOOPOUYHOTO XPAHCHHS

KIIMMAKTCPUICCKUX COYHBIX IIJIOJOB CEIIbCKOXO035MCTBEHHBIX paCTeHI/Iﬁ (HaHpI/IMCp, Oanana Musa
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acuminata) cBumeTensCTBYIOT 0 3HaunMoM BKiage MADS-box renos moacemeiicta SEP (Elitzur et
al., 2016; Schilling et al., 2018). Takxe umerorcs paboTel 0 poiau reHoB SEP B pasButuu u
CO3pEBaHMK HEKJIIMMAKTEPUUECKUX TUIOIOB (Hampumep, KiyOHuku Fragaria % ananassa) (Seymour et
al., 2013). CospeBanue MmIoga ToMara TECHO CcCBsizaHO ¢ akTuBHOCThIO SEP-rena RIPENING
INHIBITOR (RIN) (Vrebalov et al., 2002). Myrauus rin 3amemiseT CO3pEBaHHE M TEM CaMbIM
IOpOJAJIeBACT CPOK XpaHEHHs TOMATOB, 4YTO oOOJierdyaer uxX mocieyOopouHyto o00paboTky u
tpancnoptupoBky (Bai and Lindhout, 2007). [/lanHas MyTanusi 3arTpardBaeT 4acTh MPOMOTOPA
TaHaeMHO pacronoxennoro apyroro MADS-box reua MACROCALYX (MC), romomoruunoro FUL,
IKCIPECCUS] KOTOPOTO B PACTEHHUSX N MOHMXKEHA, YTO MPHUBOAUT K YKPYIMHEHHUIO YAIICIUCTHKOB U
OTJIOXKEHHOMY onajaeHuto miojoB (Vrebalov et al., 2002; Nakano et al., 2012). Buecenune myrarmii B
KOJMPYIOLIYI0 TmocienoBareabHOCcTh TeHa RIN, ©He 3arparmBatommx perymsimuio reHa  MC,
CIOCOOCTBOBAJIO TOJIYUYECHHUIO CEICKIIMOHHOTO MaTepualia Uil CO3JaHHS COPTOB C TOBBIIICHHBIM
cpokom xpaHeHnus miaoaoB (Ito et al., 2017).

Kak roBopmiioch BbIIe, OECCEMSIHHOCTH IUIOJOB MOJOKUTEIHHO CBsI3aHA C yBEITUYECHUEM
cpokoB xpaHenus (pazzaen 1.3.4). Ha npumepe Arabidopsis mokazaHo, uto TpoitHas mytarms Stk shpl
shp2 (reust mojacemerictBa AG) NpUBOIUT K TOMY, YTO CEMEHA He (DOPMHUPYIOTCS WM aDOPTUPYIOTCSI
(Liljegren et al., 2000; Pinyopich et al., 2003). OTcyTcTBHE KOCTOYEK B COYHBIX ILIOJAX YCIIEIIHO
JOCTUTAeTCsS MoJaBieHueM akTuBHOCTH reHoB Kiaasl STK. K mpumepy, y 6€3KOCTOYKOBBIX COPTOB
suHorpana (Vitis vinifera) 3nauurensHo cHikena skcnpeccus STK-rena VVIAGLL11 u3-3a myTtaimii B
obnactu mpomoTopa (Mejia et al., 2011). YV Tomara nonHoe i 4yacTuyHoe 3aManuuBanue STK-rena
SIYAGL11 Taxxe COMPOBOKAACTCS COKPAIICHHUEM HIIH MOJHBIM OTCYTCTBUEM ceMsiH B ruiofax (Ocarez
and Mejia, 2016).

I'enst SHP1 wu SHP2 (Arabidopsis) BmecTe KOHTPOJUPYIOT pPACKPBITHE CTPYUKa,
COMPOBOXKIAIOIICECS OChIMTAaHMEM CEeMsH, TPH JBOWHOW Hyiab-myTammu Shpl shp2 packpeiTus He
npoucxoaut (Liljegren et al., 2000; Pinyopich et al.,, 2003). Dto wucmonb3yercss B CEICKIMU
BBICOKOYPO)KaHBIX MACIHYHBIX COPTOB parca, YCTOMYMBBIX K MPEkKIAECBPEMEHHOMY DPACKPBITHIO
crpyukoB (Kord et al., 2015).I'east FUL perynupytoT kietounyto auddepeHIupoBKy B mporecce
pa3BHUTHS, CO3PEBAHMS M PACTPECKUBaHUs TUToa M criocoOHbl moaaiate SHP1 u SHP2 (Ferrandiz et
al., 2000).

Kpome pactpeckwBaHUsI IUIOA/OCHITAHUS CEMSIH, BaKHBIM TPHU3HAKOM OTOOpa SIBIISETCS
OCHIITAaHUE CaMUX IUIOJIOB, KOTOPOE, K MPUMEPY, Y TOMATa 3aBUCUT OT HAIWYHSI 30HBI OTTOP)KEHHS Ha
IUIO/IOHOXKKE. 3aKjajika 3TOW 30HBI peryiupyercs reHamu nojacemeictBa SEP — J2 u  J1; Hynb-
MyTanus j2 wid j1 TpUBOIUT K OTCYTCTBHIO 30HBI OTTOP)KCHUS; pacTeHHs j1 TpaKkTHYECKH He
UCTIONB3YIOTCSI B CEJIEKIIMU TOMAaTa, TaK KaK 9acTO PEBEPTHUPYIOT K BET€TATHBHOMY Pa3BUTHIO IOCTE

o0pa3zoBaHus BCero HeCKoJMbKuX 1BETKOB (Soyk et al., 2017).
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1.3.4. MyabTudyHknuoHaabHocth MADS-bOX renos

MHorue npu3Haky, 3aTPOHYThIE IOMECTUKAIIMEH, CBSI3aHbl HE C apeCTOM COOTBETCTBYIOIIETO
MOJICKYJISIPHO-TEHETUYECKOTO MYTH, & C €T0 MEePEHACTPONKON, KPUTHUECKOE YIaCTHE B KOTOPOM 4acTo
npuHuMatoT reHsl MADS-box. B kauectBe mpumepa MOXKHO TNPHBECTH YK€ YIIOMSIHYTBHIC BBIIIC
napaioruuable reHbl nojacemeiictB FLC u SEP, cuersienHbie ¢ HacTpoikoW BpeMEHH IIBETCHUS M
apXUTEKTYphI colBeTHs y Tomara u Brassica sp. (Irwin et al., 2016; Soyk et al., 2017). [Tapanoruussie
MADS-b0X resbl ciocoOHBI JOTONHATh U YACTHYHO 3aMEHSTh JPYT JIPyTa B MPOLECCe OCYIICCTBICHHS
¢ynkuuu (pyHkunoHanbHass u30bITOuHOCTH). Tak, y B. rapa renst FLC coBMecTHO KOHTPOJIUPYIOT
nepexon K 1Berenuto (Xiao et al., 2013), a y Tomara pasHeic komOuHanuu renoB SEP ompenenstor
CTpyKTYypy coupeTus (Soyk et al., 2017).

Wuorna mneiiorponHbie 3G ¢GEeKTh HETATUBHO CKa3bIBAIOTCS Ha mpusHake. K mpumepy, kaxas
U3 MyTaiuid 2 W €j2 oOKa3blBaeT OJAarOTBOPHOE BO3JCHCTBHE Ha MOPQOJIOTHIO IUIONA U €ro
NPUKPEIUICHHE, TOTJAa Kak KOMOWHAIMs |2 €j2 TPUBOAUT K CHJIBHOMY BETBJICHUIO COI[BETHS
(MpUBETCTBYETCs) M TOBBIIICHHON aOOPTHBHOCTH IBETKOB (Hexkenmarenbho) (Soyk et al., 2017).
[TomoGHBIe > EKTH BO3MOKHO HEUTPAIM30BaTh WM CMSTYUTHh, MEHSS COUYETAaHWE AIICITBHBIX
BapuaHToB TeHoB (Soyk et al., 2017). [ToreHnuan To4HOM HACTPOUKH (PEHOTHIIA PACHIUPSIETCS TAKXKE
3¢ (hexToM 10303aBHCHMOM akTHBHOCTH aiuienacii MADS-bOX reHoB B OTHOIIEHHUH BPEMEHHU LBETCHHS,
UICHTUYHOCTHU COLIBETUH U pa3BUTHs m10a0B (Singh et al., 2013).

[Mockonbky MADS-bOX reHbl 00J1aaIOT CTPYKTYpHO-(YHKIHMOHAIBHBIM KOHCEPBATH3MOM
MEXIy BHJIAMH pACTeHH, 5TO YCIEIIHO HWCIONb3yeTCs B HAYYHO-OOOCHOBAaHHOW CEJEKIINU
arpokynbTyp (Soyk et al., 2017). Ha ocHOBe W3BECTHBIX JJAHHBIX, ITOJyYEHHBIX Ha Pa3lIUYHBIX BUAAX
pacTeHHil, BBIOMpAIOTCS KOHKPETHbIE T€HBI-MMILIEHHM, CBA3aHHBIE C LEJIEBBIMH IPU3HAKAMHU.
Moudukanus yuc-peryasTOPHBIX JIEMEHTOB TaKUX TEHOB MOXET MPUBECTH K M3MEHEHHIO MPOQUIIS
IKCIIPECCHH TeHa W, KaK CIIeIOBHE, MOJyYeHnIo HyxxHoro ¢enoruna (Rodriguez-Leal et al., 2017).
@yHKIMOHaNbHAsT aKTUBHOCTh camMoro MADS-T® (cBs3piBanue ¢ OenkaMu-apTHEpaAMH /WK C
IPOMOTOPOM TEHOB-MHUIIIEHEH) MOIYJIUpPYeTCs C IOMOINbI0O BHECEHHMS B €ro KOJUPYIOIIYIO
nocnenoBarensHocTh MyTanuit (Immink et al., 2010). TIpu 3ToM HeoOXomUMbIe MOJU(UKAIINK MOTYT
OBITH MpEJICKa3aHbl C YYETOM OTPOMHOr0 MaccuBa JaHHBIX M0 MADS-bOX renam, HakoIIeHHOTO K
HacrosieMy BpemeHH. [loteHrman ucnosib3oBanus MADS-bOX reHoB amst yiydIleHuUs] arpoKyJbTyp
TpeOyeT naibHEHIMX (YHKIMOHAJIBHBIX HCCIEIOBAHUN Yy IIMPOKOrOo Kpyra BHUAOB Juid Oolee

JIeTaIbHOTO TOHUMaHUs CBOMCTB U poiau MADS-nomenHbix TO.
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1.3.5. Xapakrepucruka cemeiicrea MADS-boX renos

CemeiictBo renoB MADS-box ObL10 OxapakTepu3oBaHO y MojacnbHbIXx BuaoB A. thaliana,
Antirrhinum majus, Petunia x hybrida, S. lycopersicum, Gerbera x hybrida u O. sativa (Smaczniak et
al., 2012), a Taxke y MHOTHX APYIMX BHJIOB pacteHuid. [lepBoHauaibHO ObUIM OOHAPYKEHBI CaMbIC
oueBuaHble ¢GyHknun reHoB MADS-box (cmerudukamnus OpraHoB I[BETKa), OJHAKO JallbHEHIINE
UCCJICIOBaHMS BBISIBUIM MX Y4YacTHE€ BO MHOTHX IIPOLECCaX OHTOT€HE3a Ha MPOTSHKEHUH BCEro
JKHU3HEHHOTO IuKia pactenus (Smaczniak et al.,, 2012). CemeiictBo renoB MADS-box Beiciinx
pacTEeHHIA 32 CYET IBOIIOIMOHHBIX COOBITUHN AYIIIIMKAIMU HACYUTHIBACT 3HAYUTEIHLHO OOJIBIIE YWICHOB,
yeM y »)KUBOTHBIX Hiau rpubos (De Bodt et al., 2003).

CewmelictBo mnoapazaensiercss Ha Tunbl [ w II, B 3aBUCMMOCTH OT JOMEHHOH CTPYKTYpPhI
Kogupyembix OenkoB (puc. 3). I'pynnma renoB Tuma | XapakTepusyercsi KOHCEPBATHBHOMU
nocyenoBareabHOCThIO (~180 1.H.), kogupyromieit JJHK-csspiBatonuit MADS-nomeH, u nenurcs Ha
nonkiaccel Ma, M u My (De Bodet et al., 2003; Parenicova et al., 2003). I'enoB tuna I 6ombIne, uem
reroB tumna Il, ogHako ux (yHKIUS HACTOIBKO HEOYEBHIHA, YTO OTKPHITHI OHU OBLIM TOJBKO MOCHE

3aBeplIeHus cekBeHupoBaHus renoma Arabidopsis (Smaczniak et al., 2012).

A Type | MADS-domain proteins B Type Il MADS-domain proteins

M-type domain MIKC*-type domain MlKCc-type domain

;
5
:
i

Bgister | Avans
(GGM13) | smeezz
v

Bbenxu tuna I nmeroT Tonpko oauH KoHcepBaTuBHBIN 1oMeH (MADS), Torna xak 6enku tumna Il Bxitoyarot tpu

KOHcepBaTHUBHBIX nocienoBarensHocTd (MADS, |, K) (Smaczniak et al., 2012)

Pucynok 3 — Ctpykrypa u pasaeneaue MADS-1omeHHbIX OenikoB Ha Tuiibl | (ciera) u Il (cripaBa) Ha npumepe

aHanm3a cemericTB y BunoB A. thaliana, V. vinifera u S. lycopersicum

prrma tuna II COACPKHUT YIKC H3BCCTHBIC TOMCOTUYCCKHUE I'CHBI, 4 TaKXKC I'CHBI CO CXOJHOH

CTPYKTYpOH, YyYacTBYIOUIME B pazIHYHBIX Iporeccax pa3Butus pacteHus. Ctpykrypa MADS-TO
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tuna Il (MIKC) cocrout u3 nomena MADS (M), kepatun-mogoonoro momena (K), obmactu Mexmy
nomenamu (1) u C-konra (C) (Smaczniak et al., 2012). IMTocnenoBarensrocts MIK kxoHcepBaTuBHA Y
BUJIOB pacTeHuil, Toraa kak C-o0macts BeICOKO BapuabenbHa. Jlomen M orBeuaer 3a cBsizbiBanue T
¢ npomotopoM TreHa-muineHn U (BMecte ¢ I u K) numepuzamuto MADS-6enkoB. Yuactku |, K u C
OTBEYAIOT 3a 0Opa3oBanue TeTpamMepHbix MADS-0enKkoBbIX KOMITIIEKCOB; 00sacTh C Takke CBsi3aHa C
peryJisiiueii Tpanckpumniu reHa-muiieHu (Kaufmann et al., 2010; Smaczniak et al., 2012).

T® tuna Il mensrcs ma rpymnsl MIKC® u MIKC*, koTopble pasiauyaloTcs CTpyKTypoi K-
nomena (Kwantes et al., 2012). T'erst MIKCC pacnpenenstorcs 1o HeCKOIbKHM TI0ceMeiicTBaM (pHcC.
3), B OCHOBHOM B 3aBHCHMOCTH OT CTpyKTypbl C-o6mactu (Smaczniak et al., 2012). Cpeau Hux yxke
ynomuHaeMble Bbimie nojcemeiictea AG, AP1/FUL, SEP, a takxe apyrue mojceMeiicTBa, HWICHBI
KOTOPBIX 00J1aa0T CTPYKTYPHO-(YHKIIMOHAILHON TOMOJIOTHEH MEX Ty BiIaMu pactenuii (Smaczniak
et al., 2012). K mpumepy, rensl moacemeiictBa AG omnpeaenstoT WACHTHYHOCTh PEMPOIYKTHBHBIX
opraHos, a reusl nojcemeiictea SOCL (unmu AGL20) yuacTBYrOT B perysisiiiii MHIMAIMHA [[BETCHHS Y
pasIMYHBIX BUIOB pacTeHmii. MHTepecHo, uto muorue rensi MIKCC-tuna neiictByior Gosee yeM B

OJTHOM IIPOIIECCE PA3BUTHUS WJIM HA PA3HBIX CTaIUsIX pa3BuThs pactenus (Smaczniak et al., 2012).

1.3.6. MADS-boX rensnl 1 JJIMTEIbHOCTH CTAAHII OHTOrE€HE3a PACTEHHS

JIBe riaBHble (GeHoda3pl B Pa3BUTUU PACTEHUS — OTO NEPUOA OT 0Opa3oBaHUsI MEPBBIX
HACTOAILIMX JIMCThEeB (IOBeHWIbHass (a3a) 10 (opMHUpPOBaHMS B3POCIOr0 pacTeHus (mepen
PENpOYKTUBHOM CTaaMel), U aajiee Mepuoj PernpoayKTUBHOTO pa3BuTHus (pasznmen 1.1). [lepexoms
PETYIUPYIOTCS] BHEITHUMH ¥ BHYTPEHHUMH (hPaKTOPaMH, KOTOPBIE 3aITyCKAIOT pa3IMYHbIe CUTHAIbHbIC
KacKalbl, HaXO/AsAII1ecs MO KOHTPOJIEM PErYJISATOPOB TPAHCKPUIIIMK, MHOTHE U3 KOTOPBIX SIBIISIOTCS
MADS-nomerasME TD MIKCC-tnna (puc. 4).

B perynsiun nepexonia OT IOBEHWIBHOTO COCTOSTHHS K B3pOCIOMY M TEMIIEPATypO-3aBUCHMOTO
npopactanus cemsiH ydactByeT FLC (Chiang et al., 2009). Kpome Toro, kak yxe roopusiocs, FLC
SBJISIETCSI PEMPECCOPOM Tepexoja K IBETCHHIO: OH B3aumojeicTtByeT ¢ SVP, u coBMecTHO OHH
MOJIABJISIFOT KCIpPECCrio reHoB mHAykTopoB 1eerenus FT u SOCL (Liu et al., 2008; Whittaker and
Dean, 2017). SVP Taxke akTHBHPYET SKCIPECCHIO JPYTUX PENpeccopoB LBeTeHUs, BkItodas T
cemeiictea AP2 (Tao et al.,, 2012). FEme onHuM uHAykTOpoM LBeTeHHUs sBisercs TO AGL24;
aktuBarmst TeHoB SOCL1 n AGL24 cnyxwut curHanom mnsi T® LEAFY (LFY), koTopslit B OTBET
3amyckaer nBerenue (Weigel et al., 1992). AMII nepexomut B8 MC u dopmupyer LIM; coBmecTHOE
nevicteue SVP, SOC1 u AGL24 npenotBpamiaer npexaeBpeMeHnyto aktuBaiuo MADS-box renos,
3aImyCKaroIuX 3akiaaky opraHos 1seTka (Liu et al., 2009; Tao et al., 2012; Torti et al., 2012).
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1.3.7. MADS-boX rennl H BereTaTHBHOE Pa3BUTHE PaCTEeHHS

IouTn nonosuHa reHoB MIKCC-tuna Arabidopsis sxcnpeccupyercs B kopusix (Parenicova et
al., 2003), yto cBHIETENLCTBYET 00 MX Y4acTHH B Pa3BUTHU KOPHEBOW cucrembl pacteHus. Ciona, B
yacTHOCTH, Bxo T reHbl AGL16, AGL17, AGL21, AGL44 (ARABIDOPSIS NITRATE REGULATED 1,
ANR1)), AGL12 (XAANTAL 1, XAL1), AGL14 (XAL2), SOC1, AGL42, AGL71, AGL72, a Taxxe reHbl
kiang AG, SEP, AP1/FUL AP3/PI, AGL79 u AGL18 (Alvarez-Buylla et al., 2019).

Yposenb tpanckpuntoB AGL44, AGL16 u AGL21 meHsieTcs B 3aBUCUMOCTH OT COJICpPXKaHUS
pa3IMYHBIX MHUKPOIJIEMEHTOB, BKIo4yas Hutpatel. AGL21 B3ammopeiictByer c¢ Oemxom SIEL,
CBSI3aHHBIM C DHJIOCOMAaMH U CIIOCOOCTBYIOIIMM MEXKJIeTOUHOMY JBHkeHHI0 Td B kopHsx, XALI u
XAL2 KOHTpOIHPYIOT ayKCHH-3aBUCHMBIN pocT kopuedd, AGL44, SOCI1, SHPI, SHP2 u STK
y4acTBYIOT B 00pa3oBaHuu 00KOBBIX KopHer (Smaczniak et al., 2012). Kak u 8 AMII, B8 AMK BOnu3u
K KOHYMKY KOPHS NPUCYTCTBYIOT HHIIA CTBOJIOBBIX KJIETOK M OPraHU3YIOMWK LEHTp (WMiH
nokosmiics meHtp QC) (Alvarez-Buylla et al., 2019). I'enst AGL42, AGL16, AGL17, AGL18 u
AGL21 mpeumyniectBenHo skcrpeccupyroTes B QC. Taxxe B QC oOHapyxkeHa skcrnpeccusi rena Pl.
Pons MIKCC-renoB B pa3sBuTuM KOpHs OXapakTepH3oBaHa ci1a60. HecMOTps HAa SKCHPECCHIO I'€HOB
kiansl SOCL B kopHe, pacteHus ¢ HyneBbiMu MyTarusimu agld2, socl, agl7l, agl72, agl42-1 agl19-1 u
agl42-1 socl He MEHSIOT CTPYKTYpy KOpPHS, YTO MpeAnojaraeT HU30bITOYHOCTh (DYHKIMI
napajoruyHbix reHoB. Mytamuu Xall wu  xal2 npuBogsST K 3aMeUIEHHOMY pPOCTY KOPHEH,
cBepxakcrpeccust XAL1 ysennuuBaer pasmep AMK, a cBepxskcnpeccuss ANRL — mnHy riaaBHOTro
xopus (Alvarez-Buylla et al., 2019). T® SOC1 u AGL24 nelcTBYIOT COBMECTHO KakK Perpeccopbl
poCTa TJIABHOIO KOpHS; WX OJHOBPEMEHHAas CBEPXIKCIPECCHs MPHUBOAMT K 3HAUYUTEIHLHOMY
ykopoueHuio kopus (Castafion-Suarez et al., 2024).

Mmuorwue rens! Tuna | Arabidopsis Taxke skcrpeccupyercs B kopHsx (Parenicova et al., 2003),
OJTHAKO 00 MX y4acCTHUHU B Pa3BUTUH KOPHEBOI CHCTEMBI PACTEHUS MPAKTUYECKH HET CBEICHU.

CornachHo (Parenicova et al., 2003), rens! Tuna | (otnensusie rensl Mg, My 1 OONBIIMHCTBO
Mg) u momopuna remos Tuma Il (MIKCC) skcnpeccupyrorcs B muethax Arabidopsis. Dto
npejrnonaraeT yyactue JaHHbIX T€HOB B Pa3BUTHUU JIMCTHEB, YTO, OJJHAKO, U3yuyeHO ciabo. [TokaszaHo,
yT0 AGL16 KoHTpONUpyeT 00pa3oBaHNE M PACKPHITUE YCTHUI] H YPOBEHB €r0 IKCIPECCHU HETAaTUBHO
KOPPEIUpPYeT ¢ YCTOMUMBOCTRIO K 3acyxe (Zhao et al., 2020). ITossimenue skcnpeccun AGL79
IPUBOJUT K CY>KEHHIO JUCTHEB U MEHbIIEMY UX KOJIMYECTBY, TOTJIa KaK OTHOCHTEIBHO 0Oojiee HU3Kas
OKCIPECCHs TeHA YBEIMYUBACT YHCIIO PO3ETOYHBIX JIMCTheB U O0KkoBBIX moOeros Arabidopsis (Gao et
al., 2018). MADS-box renst SOC1, AGL24, SVP, FLC, FT u ap. y4acTBYIOT B I€pPEX0/¢ PACTCHHS OT

BEreTaTUBHOT'O POCTA K peNpoyKTUBHOM (ase pazsutus (Smaczniak et al., 2012).
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1.3.8. MADS-bOX reHnl ¥ penpoAyKTHBHOE Pa3BUTHE PACTEHHS

Kax roBopunochk Beime (pasaen 1.3.6), akruBanus renoB SOCL u AGL24 cinyXuT curHaiaoMm Jjist
LFY, xotopsrii 3amyckaer nepexoq AMII B coctosnue MC (Weigel et al., 1992). Kotopas 3arem
dopmupyer LIM. Unentuunocts LIM onpenensiror uzbbirouno neiicrpyromue T APl u CAL. Ha
no3auux craguax pasButus UM APl u LFY COBMECTHO AakTUBUPYIOT 3SKCIPECCHI0 TE€HOB
uaeHTuYHocTH opradoB 1Betka (Kempin et al., 1995;Liu et al., 2009; Kaufmann et al., 2010). B
pesynbsTare LM o0Opa3yer pacnoiioKeHHbIE KOHIEHTPUYECKUMHU KPyraMHu YaIIeIHCTUKHU, JICTIECTKH,
THIYMHKH U TUIOA0TUCTHKH (pHC. 4, 5) (pa3aen 1.1) (Kaufmann et al., 2010).

ABC(E) model

Sepals Petals Stamens Carpels

Chromatin remodeling
proteins

Mogens ABC(E) onmceiBaeT 3akiiajiky OpraHOB IIBETKa MPH KOMOWHATOPHBIM JieiicTBu MADS-T®
knaccoB aktuBHocTel A, B, C u E. Mogens «KBaprer» noctynupyet ¢popmupoBanue rerpamepos MADS-
T® ans ocymiecTBIeHHs] KOHKPETHBIX (GYHKIUH. BHI3Y OKa3aHa npennonaraeMasi MOJEb CBS3bIBAHUS
terpamepoB ¢ CArG-60okcamu B TPOMOTOpPE T'eHa-MULIEHH, TPAHCKPUIIIIMOHHBIMU KO(akTopaMu U OeTkaMu

peMoenupoBanus xpomatuHa (Smaczniak et al., 2012)

Pucynok 4 — Monenu pa3sutus 1isetka ABC(E)  «KBaprer»
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[Toutn Bce KIIIOYEBBIC T'€HBI WJCHTUYHOCTH IIBETKOBBIX OpraHOB BXomAT B cemerictBo MADS
MIKCC-tuna wu KJIAaCCU(UIIMPOBAaHbl IO KiaccaMm reHeThdeckux aktuBHoctew A, B, C u E,
paboTaIIMX B Pa3IMUHBIX KOMOMHAIUAX (B cocTaBe TerpamepoB), coriiacHo mojeinsim ABC(E) u
«KBapreTr», 0 KOTOpbIX roBopriIock Bhie (pasznen 1.3.2) (puc. 4) (Theillen et al., 2018). /lanHbie reHbl
HAUYMHAIOT SKCIPECCUPOBATHCSA B KOHKPETHBIX AoMeHax LM, ciocoOcTBys nuddhepeHIpoBKe KIETOK
cooTBeTCTBYyIOIMX opraHoB. benku E-kmacca (SEP1-4) neilcTBYylOT B 3HAYUTENBHOM CTEHECHU
U30BITOYHO U UTPAIOT OCOOYIO POJIb B KAUECTBE MEIMATOPOB 00pa30BaHUs TETPAMEPHBIX KOMIIEKCOB
MADS-nomennsix T® (Honma and Goto, 2001; Smaczniak et al., 2012).

Domomnus reno MIKCC-Tuna TecHo mepemneTaeTcs ¢ pa3BUTHEM MEXaHH3MOB KOHTPOIS
[IEpPEX0/la PACTEHUsI OT BETE€TaTMBHOI'O COCTOSIHUS K penpoAyKTUBHOM ctaauu (puc. 5). Ilpumepom
MOTYT CIIYXUTh TeHbl Tpynnbsl DAM, Bo3HuKIIME B pe3yibTaTe CEpUH TAHIAEMHBIX IYIUIMKALUH U
CBSI3aHHBIE C COCTOSIHEM (PU3UOJIOTUYECKOTO MOKOS MOYEK U CE30HHBIM [[BETEHUEM JEepPEBbEB (pa3fel
1.3.1) (Smaczniak et al., 2012; Schilling et al., 2018). [pyroii npumep — FLC-momo0HbIe TeHBbI,
KOTOpPBIE KOHTPOJIUPYIOTCS SPOBU3ALMEH U SBISIIOTCS PENpPeccopaMy IBETCHHS. AKTHBHOCTh I'€HOB
FLC accoummpoBaHa ¢ BapualMsMHU CPOKOB I[BETCHHS W OTBETa Ha SPOBU3AIMIO CPEAHM SKOTHIIOB
Arabidopsis u poxacteeHnbix BumoB (pazgen 1.3.1). AxrtuBHocTh renoB FLC, xak u renos DAM,
CBSI3aHA C PETYJISIUEH COCTOAHIS (PU3NOTOTUIECKOTO TOKOsI TOYEK y IpeBecHbIX BUI0B (Smaczniak et
al., 2012; Schilling et al., 2018).

I'enst MADS-box tuna I u tuna Il uneHTHGUIMPOBaHBI BO BCEX OCHOBHBIX JIMHHUAX HA3eMHBIX
pacTeHuid, HAYuHAsi ¢ MHOTOKJIETOUHBIX BOJIOPOCIIEH M 3aKaHUMBas BBICIIMMU LIBETKOBBIMU BHIaMHU
(Smaczniak et al.,, 2012). OOHapyxeHO, YTO HO Mepe YCIOXKHEHHS CTPYKTYPbl M CTpaTeruii
KM3HEHHOTO IIMKJa pACTCHHWI 3HAYMTENLHO YBEIMYMBAJIOCh KoimuuecTBO reHoB MADS-box wu
pasnooOpasue ux Qyukiuii (Smaczniak et al., 2012; Theiflen et al., 2018). BobIIMHCTBO OCHOBHBIX
dynximit renop MIKCC-Tuna B 3Ha4YMTENbHON CTEMEHM COXPAHAETCS CPEIM LBETKOBHIX PACTEHHIA,
Jake ¢ yueToM (yHKIMOHAIBHO M30bITOUHbIX Napaoros (Ciaffi et al., 2011).

Cobwitust mymmukanun reHoB MIKCC-tuma compoBoxkpanuch cy6/HeodyHKIHOHATH3AIMEH
napayoron. B kadectse mpumMepa MoxkHo npuBectu renbl C-kinacca AG, SHP1, SHP2 y Arabidopsis, u
PLENA (PLE), FARINELLI (FAR) y Antirhinum, ¢yskims kotopsix audepcuduimrpoBaiacs mo-
pasHomy, B 3aBucuMoctH ot Buaa (Liljegren et al., 2000; Smaczniak et al., 2012). Dkcnpeccust TeHOB
C-xmacca orpaHudeHa JByMsI BHYTPEHHHMH MYTOBKaMH IIBETKa, MpH 3ToM pernpeccusi C-kimacca B
OKOJIOIIBETHHKE OMOCPEI0BaHa MEXaHW3MaMHM, TakKe pasnuuaromumucs y Arabidopsis u Antirhinum
(Parenicova et al., 2003; Smaczniak et al., 2012).

B xone sBomonuu npereprenu usMenenus u Bzaumojencteust MADS-nomennsix TO ¢ JJHK-
MHUIICHIMH 1 Oekamu-niaptHepamu. Hampumep, rensl B-kinacca DEF u GLO y Antirhinum (romosioru

AP3 wu Pl, coorBercTBeHHO, y ArabidopsiS) BO3HHKIIM B pe3ysbTare T€HHON JyIUIHMKAUH 10
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MOSIBJICHHSI TIOKPBITOCEMEHHBIX pactenuii (Smaczniak et al., 2012; Theifen et al., 2018). DEF u GLO
(aHaJOTUYHO TOMOJIOTaM M3 JIPYTHX BUIOB) 00pa3yroT reTepoaumep, KoTopelil ceszbiBaetcs ¢ JJHK, B
ToM urcie ¢ mpomotopoM DEF, hopMupys mosioxuTenbHy0 ayToperyistopHyto nerio (Smaczniak
et al., 2012). B 10 e BpeMsi y HEKOTOPBIX BHIOB LBETKOBBIX M T'OJIOCEMEHHBIX PACTEHHU OPTOJIOTH
9TUX  OenKkoB  00nanalT  CHOCOOHOCTBIO  FOMOJUMEPU30BATHCA; TO  €CTh  OOJUraTrHas
rerepoaumMepu3anusi DEF- u GLO-momgoOHBIX OETKOB BO3HUKIA B XOJI€ ABOJIONHUU IIBETKOBBIX
pacTeHHil M3-3a BO3MOXHOTO CEJIEKTHBHOTO IpeuMyliecTBa nepex romonumepamu (Lenser et al.,
2009; Smaczniak et al., 2012). Jdymiukanus reHoB B-kimacca ¢ mocieayromiel (yHKIHMOHAIbHOR
TUBEpreHnuel, a TakkKe OBOJIIOIMOHHBIE UW3MEHEHHUs MarTepHa WX OKCIPECCHH, CTallH
IPEANONOKHUTEIILHON NPUYMHON TMOSBJICHUS PAa3IMYHBIX THUIIOB OKOJIOIBEeTHHKa (Smaczniak et al.,
2012; Theiflen et al., 2018).

[Ipenmonaraercs, uro reHsl kiaaccoB B u C, BOBIEUYEHHBIE B PETYISIIUIO HIEHTUYHOCTH
AHIPOIIes W THHEIes, SBSUIMCh YYaCTHHKAMH SBOJIIOIMK OJHOMOJBIX IBeTKOB (Smaczniak et al.,
2012).

UssecTHsl HekoTOphle renbl MIKCC-Tuma, KoTOpble B XOA€ JBOJIONMM NIPHBIEKAINCH I
y4acTusi B pa3BUTUU colBeTus. [Ipumepom ToMy MOryT Ciy>kuTh reHbl moacemeiictea STMADS11
(SEP), mymiukaist U mocieayromias auBepcuukanus (GyHKIMA KOTOPBIX MOXKET OBbITh CBfA3aHA C
MOpP(]OIOTHUECKMMU OCOOSHHOCTSIMH 4allIeIMCTHKOB y BuaoB Solanaceae, Antirhinum wim Physalis
floridana (Smaczniak et al., 2012).

Iemst MIKCC-Tuma Takke cBs3aHel ¢ auBepcuduKanmeidi MopdoIOrMM IUIONOB U
pactipoctpanenus cemsH. Hampumep, SHP1 u SHP2 ompenenstoT MaeHTHYHOCTh NEPErOPOJKU B
crpyuke Arabidopsis, a ux oprtonmor TAGL1 koHTponupyer pacHIMpeHHe W CO3PEBaHUE COYHBIX
wionoB Tomara (Vrebalov et al., 2002; Giménez et al., 2010). HecMoTpst Ha TO, YTO TUIObI OBIBAIOT
pPa3HBIX THUIOB — Cyxoil cTpy4ok (Arabidopsis), counblii mioa-sroga (TOMaT), JOXKHAS «SIr0aa»
(kryOHUMKa), B UX creuu(uKauK 3aJ1eHCTBOBAHbl WIEHBl OJHOTO M TOTO K€ MOJCEMEHCTBa I€HOB
MIKCC-tuma — SEP (Seymour et al., 2013). K npumepy, y KiyOHMKH, OT akTHBHOCTH reHa FaMADS9
3aBUCHUT pa3BUTHE LIBETOJOXA U CO3PEBaHME ArOJ Ha MO3JHUX cTanuax paszsutus (Vrebalov et al.,
2002; Seymour et al., 2013). ¥ TomaTa nogasnenue GpyHkiuu rena TM29 npuBoauT Kk 00pa3oBaHUIO
NapTeHOKapNUYeckuX IoAoB, a reH RIN sBisercd kitoueBBIM pPEryssiTOPOM CO3PEBaHUS IUIO/A
(Vrebalov et al., 2002; Seymour et al., 2013). Pacripoctpanenue cemsiH (03 y4acThsi TTOCTOPOHHETO
dakTopa) y CyXuX IUIOJIOB MPOUCXOJUT 3a CUET PACTPECKHBAaHUS, & Y COYHBIX — 32 CYET ONaJCHUS
wioga. B peryisiiuy JaHHBIX TPOLIECCOB 3aJeicTBOBaHbI Oenku moxacemeiicts AP1/FUL wu
STMADSI11 (SEP). K mpumepy, MC (optomor AP1l) kKoHTpomupyeT pa3BHTHE 30HBI OTTOPKECHUS
IJ10/1a TOMaTa Ha TUIOJIOHOXKKE MmyTeM B3aumozeicTtBus ¢ J (opromor STMADSI1) ¢ obpazoBannem

peryastopaoro komruiekca (pasaen 1.3.3) (Vrebalov et al., 2002; Nakano et al., 2012).
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1.3.9. MADS-boX rennl u 00pa3oBanue ceMsiH

JuddepennmpoBka kiaeTok mioga (crpyuxa) Arabidopsis peryaupyercss aHTarOHHCTHUECKH
neiicryromnmu SHP1, SHP2 u FUL (Ferrandiz et al., 2000). I[Ipu 3ToM pa3mep miioa HaXOAUTCS O
KoHTposeM, B uactHoctH, MIKCC-T® GORDITA (GOA, mnopaBieHHE KJIETOYHOTO pOCTA) H
ARABIDOPSIS BSISTER (ABS; TT16, passutue sumocrnepma u cemsn) (Smaczniak et al., 2012).
B3aumopeiicteue ABS ¢ Genkamu kinaasl AG onocpenoBano 6enkamu SEP, 4To yka3bsIBaeT Ha Pojib
TeTpamMepHbIX KommaekcoB MIKCC-tunma B mpoleccaX, BBHIXOAAIIMX 332 PAMKH  CHeNH(pUKALUH
BeTKoBbIX opranos (Kaufmann et al., 2010; Smaczniak et al., 2012).

’Ku3HeHHbIM LMK pacTeHus 3aBepliaeTcs oOpa3oBaHUEM B Ipollecce Meio3a MYXKCKUX U
JKEHCKUX TaIlJIOUJHBIX TaMeT, KOTOpbI€ CIMBAIOTCA IPHU OILIOJOTBOPEHUH, 00pazys IUIUIOUIHYIO
suroty. Ilokazano ywactue MADS-goMenHbix T® tunos I u |l B perynaunn HECKONbKUX CTaaUi
raMeTo(puTHOrO U IMOPHOHAILHOTO pa3BUTHsA (PHC. D).

MADS-box renbr Tuma [ CBsfi3aHBI C JKCHCKAM T'aMETOT€HE30M W Pa3BUTHEM CEMsH, YTO
MOJATBEpXKIaeTcsl dKcrpeccuer OonpmuHcTBa (38 M3 61) M3 HUX B TKaHAX ramMeToUTOB U CEMSH
(Bemer et al., 2010; Wang et al., 2020). IToka3zano y4actue renoB AGL80, DIANA (DIA; AGL61) u
AGL23 B pazBuTum 3apojsimieBoro memka, nu reHop AGL28, AGL80, AGL62 (romomor DIA) u
PHERES1 (PHE1; AGL37) — B pa3BuTHH 3HIOCIIEpMa U CeMsAH. YpoBeHb dkcnpeccuu renos PHEL,
PHE2, AGL35, AGL36, AGL40, AGL62 u AGL90 accomuupyroT ¢ mHepexoJoM SHIOCIepMa K
KiaeTouHoi craauu u auddepeniupoke (Smaczniak et al., 2012; Wang et al., 2020). benku tuma I
MOTYT JIEHCTBOBAaTh COBMECTHO B COCTaBe OEIIKOBBIX KOMIUIEKCOB; K mpumepy, oba PHE1 u PHE2
B3anMojencTByroT ¢ AGL62, AGL28 u AGL40 (Wang et al., 2020). Takum 00pa3zoM, pyHKIIUH FCHOB

Tuma I cBsA3bIBaIOT MNpEUMYIIECTBECHHO C perynﬂuﬂeﬁ Pa3BUTHA KCHCKHUX FaMeTO(i)I/ITOB n CCMsH.
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JKu3HEHHBIN UK [BETKOBOTO PACTEHHS M IPUMEPBI [IEJICBBIX MPU3HAKOB OJOMAITHUBAHKS 32 CYET BapHaIUi
MADS-box renos (Bepx) (Schilling et al., 2018). Yuactie MADS-b0oX reHoB B oHTOreHEe3e pacTeHus (HU3)
(Smaczniak et al., 2012)

P HUCYHOK 5 — MADS-boX rensl kax MUIIEHH CCJICKIIMU U YYAaCTHUKU OHTOI'CHE3a PACTCHUS HAa TPUMCPE

Arabidopsis

I'ensr Tuna |l knager MIKC* orBedaror 3a 00pa3oBaHue MyXCKUX raMeTO(QHUTOB; MyTalllH B
9THX reHax (Hampumep, agleb, aglé6 u agll04) moryt HapymiaTh POCT MBLIBIEBBIX TPYOOK, CPOKH

MPOpacTaHvs W KU3HECMOCOOHOCTh MbUIbIEI. Ha poms rema AGL66 B MukpocmoporeHese W/wim
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MHKpPOTaMeTOTeHe3¢e JOTMOJHUTEIBHO YKa3bIBACT €ro BHICOKas dKcrpeccus B mbuibHUKaX (Wang et al.,
2020). bonee Toro, Gemkum AGL65, AGL66 u AGL104 B3anMOAeWCTBYIOT Ipyr C JPYroM C
00pa3oBaHNEM KOMIUICKCOB, PETYIUPYIOMUX JUHAMHKY TPAHCKPUIITOMA BO BPEMs Pa3BUTHUS TBLIBIIBI
(Smaczniak et al., 2012; Wang et al., 2020).

Msuorue rensl Thma |l xmagsr MIKCC Takke ydacTBYIOT B WHUIMAIMH OOpa3OBAHUS U
pa3BUTUU CEMSH. DTO, BO-TIEPBBIX, T'€HBI, OTBEYAOIINE 33 CaMy 3aKJIaJIKy PEpOTyKTUBHBIX OPTaHOB
(moxcemeiictea AP3/PI, Bsister, AG u SEP) (Smaczniak et al., 2012). B comaruueckom 3MOpuoreHese
nokazaHa cTumyJsapyrorias poss renoB AGL15 (Joshi et al., 2022) u AGL18 (Paul et al., 2022).

1.3.10. F'enbt MADS-box MIKCC-Tuna u BO3BHHKHOBEHHE CeMsIH U I[BETKOB

CeMeHHBbIE pacTeHHUs MPOU3ONUIM OT obmiero mpenka npumepHo 300 MilH. JIeT Ha3aa U B
HacToslIee BpeMs cocTaBiisitoT 6osnee 90% Bcex BUIOB Ha3eMHbIX BuAoB. Hanbosnbiee pasHooOpasue
HaOJII01aeTCsl Y MMOKPBITOCEMEHHBIX pacTeHU. KiroueBble MOMEHTHI B UX BOZHUKHOBEHHUH CBSI3BIBAIOT
C TOSBIECHUEM CEMSH U PENPOAYKTHUBHBIX OPraHoB, U MPOUCXOXKICHHEM OOOCTMONBIX I[BETKOB
MOKPBITOCEMEHHBIX. JlanpHelme MOoAu(pUKAIMU apXUTEKTypbl COLIBETHS U Ipoliecca IBETEHUS
paccMaTpUBalOTCS KaK BaKHBIE HBOJIIOIMOHHBIC MHHOBAIIHH.

Mmuorue nopcemeiictBa renos MIKCC-Tuma, 1mo-BHAMMOMY, BOSHHKJIH €IIe y IIPEIKOBBIX
CEMEHHBIX PaCTEHUH, U OCHOBHBIE (DYHKIIMM HEKOTOpbIX mozacemeiicTB (Hampumep, AG (kmace C),
AP3/PI (kacc B), Bsister) coxpaHsSOTCsSI MEX/Y TTOKPHITOCEMEHHBIMU M TOJIOCEMEHHBIMH PaCTCHUSIMHU
(TheiBBen et al., 2018). BaxxHocTh (pyHKIMI U KOHCEPBATHBHBINA MATTEpH dKcrpeccuu reHoB C, B u
Bsister cBHIETENBCTBYIOT B IOJIb3Y BO3MOXXHOW POJIM STHX T'€HOB B MPOUCXOKIACHUU aHAPOLES U
runeries (Smaczniak et al., 2012; TheiBen et al., 2018).

CrenyromuM BaXHBIM HOBOBBEJCHMEM B JBOJIIOLMU CEMEHHBIX pacTeHUl  cTalo
BO3HMKHOBEHHE 000EIOJIOBOTO IIBETKA Y MOKPHITOCEMEHHBIX, T/Ie KIFOYEBOE yJacTHe MPHUITHCHIBACTCS
reram noacemericte AP1/FUL u SEP (Smaczniak et al., 2012; Theiflen et al., 2018). CoBokymHOCTb
COOBITUH IYIUTUKAIIMM T€HOB TOJICEMENCTB MIKCC-Trma ¥ moiHoro reLoma y 0a30BBIX IBIUKOTOB

CUMTAETCS OCHOBOM ABOJIOIIMOHHOTO TU3aitHa o0miel Moaenu rieetka (Smaczniak et al., 2012).
1.3.11. Mexanusmsl aeiicreusgs MADS-nomennnix Td

B ocnHoBe monekymnsipHoro MexanusMma jaeuctBust MADS-nomennbsix T® y pacTteHuii JeXUT
0o0pa3oBaHUE TMMEPOB, TETPAMEPOB, CBA3bIBaHUE OCIIKOB ¢ KOHCEHCYCHbIMH ydyacTkamu (n1Ba CArG-
0oKca) B MPOMOTOpPE T€HAa-MUIIEHU U PEeryisius ero TpaHckpunuuu (moaens «Ksaprer», puc. 4 B
paznene 1.3.8) (Honma and Goto, 2001; Smaczniak et al., 2012; Theiflen et al., 2018). B cay4ae
Hanmuusg ToidbKo oaHoro CArG-Ookca CBsI3bIBaHHE MOXKET HPOUCXOJIUTh, HO MeHee CTaOWIbHO

(Smaczniak et al.,, 2012; Theien et al., 2018). Ha mnpumepe Arabidopsis upoBencHsI
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KpynmHOMacIiTaOHple CKpUHUHTH B3aumonaenctBuii MADS-nomennsix T® npyr ¢ apyroMm u
ofpeeNieHbl BO3MOXHbBIE TUMEphI, TpuMmepsl u TeTpamepsl (Immink et al., 2010; Smaczniak et al.,
2012). IIpenmosaraercs, 4TO pa3jidyMs B COCTaBe KOMILICKCa oOOecredyrBaeT CHenu(puIHOCTb
cBs3bIBaHUA ¢ KOHKpeTHOU JHK-MuIensio.

Kpome MADS-noMeHHBIX O€nKOB, MapTHEpaMHd B KOMIUIEKCax MoOryT ObITb Td npyrux
CEMEICTB, Koperpeccopsl u (GakTopbl pemojenupoBanus xpomaruna. Tak, SVP, SOC1 u AGL24
B3aumoieiictBytot ¢ TFL2, LHP1 u xommonentom SAP18 kommuiekca rucronaeanermnassl SIN3 (Liu
et al., 2009), a SEP3 — ¢ AT®azamu SWI2/SNF2 BRAHMA (BRM) u SPLAYED (SYD) (Smaczniak
etal., 2012).

C MOMOIIIBI0 XPOMAaTUHUMMYHOITPELUITUTALINY ¢ TIOCHeay oM cekBennpoBanueM (ChIP-Seq)
00HAPYKEHO MHOKECTBO reHOB-MuIneHeil 6enxkos MIKCC-tuna. K mpumepy, mon perymsimumeii FLC
HAXOJSATCS TeHbI CUTHAJILHBIX MyTel abcun3oBor KuciaoThl (ABK), 4To0 MOKET OBITh CBSI3aHO C POJIBIO
FLC B temneparypHo-3aBucuMoM mpopactanuu cemsia (Chiang et al., 2009; Smaczniak et al., 2012).
Cpenn mumeneit SEP3 npucyTCTBYIOT T€HBI OTBETa Ha ayKCHH, YTO MOXKET YKa3bIBaTh Ha y4acThe
SEP3 B pocte u Mmopdorenese opranos mnperka (Kaufmann et al., 2010; Smaczniak et al., 2012).

Kpome Toro, ObLIH MOJTydeHBI JaHHBIC O CYNIECTBOBAHHH IOJIOKUTEIBHBIX U OTPHIIATEIIbHBIX
ABTOPETYJATOPHBIX MeTeab ¢ ydactueM MADS-box renos. IlepBble BaKHBI Ui CTaOMIBHOW W
cOaaHCHPOBAaHHOM DKCIPECCUU TEHOB-MHUIICHEH, TOT]a KaK BTOPBIE HEOOXOUMBI JJIsl IEPEKITIOUCHUS
a3 pasButusi pactenust (Smaczniak et al., 2012). IlpumepoM MOTYT CIIyKUTb IOJIOKUTEIbHAS
asroperymsiuss MADS-box renos kmacca B (Lenser et al., 2009) win AGL24 u SOC1 (Liu et al.,

2008), xorga obpazyroiuecs: 0eIKOBbIe AUMEPHI AKTUBUPYIOT TPAHCKPHUIIIIHIO CBOUX )K€ TEHOB.
1.3.12. B 3aka4yenue K riase 1.3

Takum o6pazom, 3a MmociaeHue JecATUIETUs] ObLIIO HAKOIJIEHO OIPOMHOE KOJMYECTBO JaHHBIX
o cemeiictBe MADS-gomennsix T®, ux omnpexaesnsiomed poiu B pa3HOOOpa3uH pPACTEHUH U
MyIbTHQYHKIIMOHANBHOCTH. [loka3zaHo, uTo moutn it kKaxaoro MADS-moncemeiicTBa xapakTepHa
(GyHKIMOHATbHAS W30BITOYHOCTh COCTABJSIFOIIMX ero mapaioroB. ['enst MADS-boX wusydensr y
MHO’KECTBA BUJOB PACTEHM, BKIIOYas BAa)KHBIE CEIBCKOXO3SMCTBEHHBIE KYJBTYpbI, TaKHE Kak, K
npumepy, Tomar (S. lycopersium), 6aknaxan (S. melongena) (Wang et al., 2019), neperr (Capsicum
annuum) (Gan et al., 2022), sunorpaz (V. vinifera) (Grimplet et al., 2016), puc (O. sativa) (Arora et
al., 2007). Pe3ynbraThl HCCIEIOBaHHMI CBHICTEILCTBYIOT O BBICOKOH MEX- W BHYTPHBHIOBOW
CTPYKTYPHO-(YKHIIMOHAIBHOM KOHCepBaTuBHOCTH cemelictBa MADS-bOX, a Takke BBISBISIOT

BUJOBBIC 0COOEHHOCTHU (I)YHKI_II/Iﬁ OTACIBHBIX I'CHOB.
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14. CemeiictBo T® YABBY: 3Bosonusi u pa3BuTHE pacTeHui

He Menee 3Haummo mis pa3Butus pacteHuit, yem MADS-nomenHnbie Oenku, cemerictBo T
YABBY (Finet et al., 2016). IIpennonaraercs, 4To IyIUIMKAIMK MPeIIIeCTBEHHUKOB reHoB YABBY ¢
nocienyomeil auBepcudukanmeil NpuBeNd K BO3HMKHOBEHHIO IUIOCKOTO JIMCTAa W3 PaJdalbHO-
cumMmeTpuuHbIX cTpykTyp (Bartholmes et al,, 2012). B cejeknum uH3y4eHHE MEXaHHU3MOB
YCTaHOBJICHHSI JIOPCOBEHTPAIbHOHN (abaKCHalIbHO-a/IaKCUAIBHOM) MOJIIPHOCTH JIaTePaIbHBIX OPraHOB
3aHMMAeT BaKHOE MECTO, MIOCKOJBKY 3TO HEOOXOAMMO Il IOHMMAaHUSI MEXaHU3MOB POCTA, PA3BUTHUS
U Onpe/esieHusI X03siCTBEHHO-TICHHBIX npu3HakoB (Zhang et al., 2020a).

I'east YABBY HalineHbl TOJIBKO Yy pacTeHHi oTAeioB ['onocemeHHbie U [ToKpeITOCEMEHHEBIE.
[IpencraButenu cemeiictBa YABBY Obutn uaeHTH(OUIMPOBAHBI M HM3YyYCHBl Y Pa3IUYHBIX BUIOB
pacrenuii, Takux kak A. thaliana, puc, Tomar, nmenuna, noabeiabHuK U apyrue (Zhang et al., 2020a).
[Toxazano, uto T® YABBY wurparor 3HauuMyto pojib B IpoLEccax paclIUpeHUs JIUCThEB, Pa3BUTUU
PENPOIYKTUBHBIX OPTaHOB, YCTAHOBIICHHSI MOJISIPHOCTH, & TaKXKe (PUTOrOPMOHAIBHBIX U CTPECCOBBIX
peakuusx (Hou et al., 2019; Zhang et al., 2020a).

Xapakrepuctuka cemerictea YABBY y monensnoro Buma A. thaliana kinaccuduiupoBaio reHs
10 MOJCeMEiCTBaM, pa3IMYaloUMCs CTpyKTypoit u QyHkimed. ['enst YABBY 1 (YABL, wim
FILAMENTOUS FLOWER, FIL) u YAB3 cocraBuan mnoxacemeiictBo FIL, wuieHsr kotoporo
IKCIPECCUPYIOTCS B KJIETKaxX abaKCHAIbHBIX IMOBEPXHOCTEH BCEX HAJI3EMHBIX OpraHoB. CXOIHBIN ¢
FIL npodwis skcripeccun umerot rensl YAB2 u YABS, oOpasyromue BTopoe U TpeThe MOCeMENHCTBRA.
JlBa ocTaBmIMXCS T'€HA WTPAlOT OTPAaHWYCHHBIC, TKaHECTIEHU(UYHBIE POIH U (OPMHUPYIOT €Ile JBa
noacemeiictea. Ot1o rersl YAB4 (wmm INNER NO OUTER, INO) u CRABS CLAW (CRC),
(GYHKIHMOHMPYIOLHE B HApPYKHOM IOKPOBE ceMs3adaTka U a0aKCHaJbHBIX KJIETKaX IJIOJOJIMCTHUKA,
cootBeTcTBeHHO (Zhang et al., 2020a). Ceepxakcnpeccusi reHoB YABBY mpHBOAUT K YCTaHOBJICHHUIO
abakcruaNbHON HMIEHTHYHOCTH B aJaKCHAJIbHOM JOMEHE, TOTJa KaK OTCYTCTBHE aKTHBHOCTH T'€HOB
JIaeT MPOTHBOMONIOKHBIHN d3hdexT (Zhang et al., 2020a).

B ornuume OT JBYIONBHBIX BUAOB, y OJHOAOJNBHBIX pacTeHuil TpaHckpuntel YABBY
HPUCYTCTBYIOT U B aJaKCHAJIbHBIX KJIETKAX JIUCTA, YTO MOKA3aHO, K MPUMepy, Ha Kykypy3e (Zhang et
al., 2020a). ITosToMy OBLIO BBIABHHYTO MPEANOIOKEHUE, YTO HACAeACTBeHHAs (yHKIMs reHoB YABBY
3aKJIFOYAETCs HE B ONPEJICIICHUH MOJSIPHOCTH JIUCTA, a B CTUMYJISIIIAK pocTa ero jamunbl (Zhang et al.,
2020a). Ognako T® YABBY mnponomkaroT oTHOCHTh K (DaKTOpaM MOJSIPHOTO Pa3BUTHS OPraHOB
COBMECTHO C JIPYTMMH H3BECTHBIMU Oenkamu, TakumMu kak Td cemeiictea HD-ZIP III, xotopsie
peryaupyroT Tpanckpumnuio renoB YABBY BugocnermduursivM oopazom (Zhang et al., 2020a).

benku cemelictBa YABBY xapaktepusytorcsi HanuuueM KoHcepBaTuBHoro nomeHa YABBY,

cocrosimiero u3 AByx cyomomenoB helix-loop-helix (HLH) u C2C2 (momMeH IMHKOBBIX MANbIEB), U
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MOTYT B3aUMOJICHCTBOBATH JAPYT C Ipyrom, a Takxke ¢ T apyrux cemeiicts (Zhang et al., 2020a). B To
BpeMsi, KaK y JIBYAOJIbHBIX CEMEWCTBO COCTOUT U3 ISTH IOJCEMEHCTB, y OJHOJOJBHBIX HX BCETO
yethipe (oTcyTeTByeT YABS) (puc. 6) (Zhang et al., 2020a). B 3aBucumocTy oT nojicemeiicTa, Oeku
YABBY wumeroT CBOM KOHCEpBAaTHUBHBIE CTPYKTYPHbIE MOTHBBI, XapaKTEpHbIC [JIs KaXXJA0ro

noacemericTa (Bartholmes et al., 2011).
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Pucynok 6 — @unorenns T® YABBY y Arabidopsis, tomara, kaprodens u puca (Zhang et al., 2020a)

14.1. T® YABBY u agakcuajibHo-a0aKkcHAJbLHAA MOJISPHOCTH OPraHOB

Kak yxe rosopuioch, kinetku AMII paroT Hauano HaA3eMHBIM OpraHaM pacTeHus (crediu,
AuCThss W uBeTku) (pazgen 1.1), KoTopble XapakTepusyrTcs abaKcHalbHO-aJaKCHAIBHOM
nossipaocteio (Finet et al., 2016). CiaencTBrHeM acCHMMETPHH JIMCTA SBJSETCS €r0 IJIOCKas CTPYKTypa
(mmactuHa), THE  KIETKM BEpXHEW M HIKHEW  TOBEPXHOCTH  Pa3IMYyarOTCd  CBOUMH
cBoiicTBamMu. IeHTHYHOCTh a0aKCHABHBIX KJIETOK HAaXOAMTCS B 3aBUCHMOCTH OT aKTHBHOCTH T'€HOB
YABBY (Zhang et al., 2020a). BepxHsisi cTOpoHa JHCTa TpeJHA3HAYCHA IS yIaBIMBaHHs CBETa, a
HWKHsIE — JIs ra3oo0Mena (Xiong and Jiao, 2019), u B3auMojeiicTBHe MEXIy alaKCHaIbHBIMH U
abaKCHaIbHBIMU KJIETKAMH CIIOCOOCTBYET pa3pactanuio rtacTunsl (Zhang et al., 2020a).

Kak rosopminoces Bbime, ressl FIL, YAB3, YAB2 wu YABS skcripeccupyroTcst B HaJI3€MHBIX
BEreTaTUBHBIX opraHax Arabidopsis u cBs3aHBI HE TOJIBKO C Cy/IbOOH KIETOK abaKCHaIbHOTO JJOMEHa,
HO u ¢ moanepkanumemM AMII (Nurani et al., 2020). Myranwus fil npuBogur x ¢opmupoBanuto

HUTEBUIHBIX OPTaHOB BMECTO JIUCTHEB, IPYTUM MOp(doioruuyeckuMm AepexTaM W YacTUYHOHM IMoTepe
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UJICHTHYHOCTH MepHucTeMbl mobOera. J[Boiinas myramws fil yab3 nmpuBoauT K MmosHOMY HapyIIEHHIO
pasButust AMII u na3ymnbeix Mepuctem nuctheB. CBepxakcnpeccust reHoB FIL wmu YAB3 npuBoaut
(bopMHPOBaHHUIO B aJJaKCHAIEHOM JIOMEHE KJIETOK ¢ a0aKCHaJIbHON MACHTUYHOCTBIO U, KaK CJIEICTBHUE,
K ckpyuuBanuio suctheB. Tpoitnas (fil yab3 yab5) u gersepnas (fil yab2 yab3 yab5) myraumun
BBI3BIBAIOT (POPMHUPOBAHUE PaAAHATHHO-CHMMETPUYHBIX JIUCTHEB M PATUAIBHBIX COIBETUH, KOTOPHIC
TEPSIOT aJlakcuaibHble WK abakcuanbHbie noMenbl (Zhang et al., 2020a). Kpome Toro, YAB3 moxer
KOHTPOJMPOBATh CyAbOy COCYIUCTBIX KJIETOK IyTeM HETaTUBHOW peryisuuu TuddepeHInpoBKI
KCcrJIeMbl B abakcuanbHoM ciioe (Nurani et al., 2020).

Amnamoru4no, o»KrTomudeckas okcmpeccus rena GmFILa (Glycine max) B pacreHmsx
Arabidopsis BbI3bIBaCT YaCTHYHYI abaKCHaIM3AlMI0 aJaKCHAILHOTO SIHJEPMKCa JIUCThEB, Ooee
NPOJIOJDKUTEIbHOE IBeTeHHEe M caepkuBanue pasutusi AMIIT (Yang et al., 2019). Ha mpumepe
mojensHoro Buga A. majus moarsepikacHo, yto GRAMINIFOLIA (FIL/YAB3) u PROLONGATA
(YAB5), yuacTBYIOT B pocTe M YCTaHOBIICHUN acHMMeTpuH JuctheB (Zhang et al., 2020a).

Uccnenosanust Ha BuHOrpane (V. pseudoreticulata) mpomemMoHCTpUpOBAM PACXOKIACHUE
¢yukuu renoB YAB2 u FIL/YAB3. T'ern VPYABBY1 (romosor FIL) skcnpeccupyercsi B MOJOJBIX H
3penbix JUCThAX, Torma kak VPYABBY2 (YAB2) — B crebisix, NTUCThSIX M I[BETKaX BHHOIPAjA.
Okronuueckast skcnpeccuss VPYABBY1 y ArabidopsiS mpuBoauT K 4YacTHYHOW abakcHaTH3alnd
a/IaKCHAIBHBIX KJIETOK JIMCTA, Torna Kak cBepxokcmpeccuss VPYABBY2 He BbI3bIBaeT Kakux-mmdo
U3MEHEHUN. ABTOpBI uccienoBaHus npeanoiarart, uyro VPYABBY1 yuacTByeT B pa3BUTHU JHUCTHEB,
toraa kak VPYABBY?2 — B pasButuu miogoarctuka u Mopdorenese srox (Xiang et al., 2013).

HurepecHo B cBsizu ¢ 3TuM ynomsHyTh YAB2-ren tomara FASCIATED (FAS), orcyrctBue
AKTHBHOCTH KOTOPOTO NPUBOJIMT K 00pa3oBaHMI0 MHOrOKamepHbIx mionoB (Finet et al., 2016; Zsogon
et al., 2018). I'erom S. lycopersicum coxepskut aBa rena kinaasl YAB2 — SIYAB2 u SIFAS (Han et al.,
2015; Slugina et al., 2020c), uto mpeamonaraer Oosee mo3aHee mpoucxoxaenue SIFAS u ero
PEIIAIOIIYI0 POJIb B IOMECTHKAIMK TOMATa, HAIIPABICHHON HAa yBEMUCHUE pa3mepa mioaoB (van der
Knaap et al., 2014).

I'en CRC HEoOX0auM Uit KOPPEKTHOTO TMOJIIPHOTO PAa3BUTHS TUIOAOJIUCTHKA U TEPMHHALUU
pa3sutus LIM (Gross et al., 2018). CRC cunutaercss OCHOBHBIM I'€HOM, YYaCTBYIOLIUM B MHHUIIMALIUU U
GbopMUPOBAaHUM HEKTapHUKOB, HO HKTommueckoil »skcmpeccun CRC  HemocTatoyHo, dYTOOBI
WHIYIIUPOBAaTh JKTONMUYeckue HekrtapHuku. CBepxakcnpeccus CRC B nHCTBAX W JlemecTKax
CTHUMYJIUPYET a0aKCHalU3allfi0 aJaKCHATFHOTO JOMEHA; MyTalus CI'C He TPUBOAUT K H3MEHEHUIO
MOJIIPHOCTH  TUTOJIOJIUCTHKA, HO B a0aKCHAJbHBIX OOJIACTSX IUIOJOJMCTHKOB CrC kanadil moryt
pa3BHBaThCS a/IaKcUalIbHBIE CTPYKTYpHI (Zhang et al., 2020a).

I'en INO cnenupuyeckn O>KCTpeccHpyeTcsi Ha OJHOW CTOpPOHE IEHTPAIBHOW OO0JIacTH

IPUMOPANS KaKJOTO ceMs3ayaTKa, Peryjaupysl pa3BUTHE BHEIIHErO0 MHTETYMEHTA U, TAKUM 00pa3oM,
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Urpasi perammyo pojib B pa3BUTHH ceMs3auaTtkoB y Arabidopsis. B xome passurus cemszauarka TD
SUPERMAN (SUP) orpunarensHo perynupyet rer INO, orpannumBasi ero 3kcrpeccuio 0a3anbHOM
croponoii necruka (Gasser and Skinner, 2019). Myrtaiuu B rene wim npomotope INO napymator
CTPYKTYpy CeMs3ayaTka WJIM BOBCE OTMEHSIOT ero oOpasoBanme (Zhang et al., 2020a). B
noarBepkaeHne posr INO B pa3BUTHM BHENIHETO MHTETYMEHTa W M30BITOYHOCTH (PYHKIIUH T€HOB
YABBY moxkazano, uro skcmpeccus YAB3 wmm CRC mon kontponem mpomoropa reHa INO
BOCCTaHaBIMBAeT (POPMUPOBAHKE BHEIIHETO MHTETYMEHTa B PACTCHHAX ¢ MyTammed iN0. OjHako
MOJIHOCTBIO BOCCTAHOBHUTH MOP(QOJOTUI0 HHTerymMeHTa crnocodeH Ttonbko reH INO. Hanuuwue
BHEIIIHETO HWHTETYMEHTa KPUTUYHO, IIOCKOJBbKY Oynmymas o00O0JOYKa CEMSIH TOIJICPIKUBACT HX
x)usnecrocoonocts (Filyushin et al., 2019).

HccnenoBanus cemeiictBa YABBY 31akoBbIX 3acBHIETENBCTBOBAIM KOHCEPBATUBHOCTD
¢byukuii reHoB YABBY mexny NByAOIBHBIMU U OJTHOJOJBHBIMU BUJAMH M OIpPEIEIHIA HEKOTOPhIE
paznuuus, B ocooeHHoctu g reHoB nojcemeiictB INO u CRC. C y4eToM MOJUIUIONINH 37TaKOBBIX
KyJapTyp uucio reHoB cemeiictBa YABBY Bwime, yem y sBaukotoB. Tak, B T€HOME MIIEHUIIBI
npucytctByeT 20 renoB YABBY, knaccudunmpoBannbix no knagam FIL, YAB2, INO u CRC; muorue
u3 20 reHOB BBICOKO 3KCIIPECCUPYIOTCS B JIHCTBAX U PETYJHUPYIOTCS aOMOTUYECKUMHU CTPECCOBBIMHU
daxropamu (Hao et al., 2022). B pacrenusx puca (O. sativa) ren moacemeiictrea CRC — DROOPING
LEAF (DL) perymupyer ¢opmMupoBaHHe IJIOA0JUCTAKA U CPEAHEH KWIKH JicTa. MyTaluu motepu
¢yuknuu dl BBI3BIBAIOT TOMEOTHYECKYIO TPAHC(HOPMAIIHMIO TJIOOJUCTUKOB B THIYMHKH M ITOHUKAHUE
JMCTa M3-3a OTCYTCTBUS cpeanedt sxuwiku (Zhang et al., 2020a). ITpu 3TOM, KaK YIOMHHAIOCH BBIIIE,
CRC y Arabidopsis urpaer posb B CIHSHUH M POCTE TUIOJOJIMCTHKOB, TEPMUHALIMK pa3BUTUsA [IM u
aKTHBAIIUK 3aKJaJKku HekTapHukoB (Gross et al., 2018). Takum obpa3om, rensl kinagasl DL/CRC mornu
(YHKIIMOHATBFHO JIMBEPTHPOBATh B XOJE DSBOJIOINUU IOKPBITOCEMEHHBIX pacTteHuid. [Ipodms
skcnpeccur DL-renoB y mpesicraBureneii cem 3iakoBbie (Poaceae) uaeHTHYEH, 4TO TOBOPUT O

koHcepBaTuBHOCTH DL-(byHkiuu B cemeiictse (Zhang et al., 2020a).
1.4.2. B 3akiaw4eHue K riase 1.4

CemeiictBo T® YABBY cnenu¢uyHo st BeICHIMX pacTeHUW. Ero 4ieHsl BBIMOJIHSAIOT
KOHCEpBAaTUBHbIE (YHKIMU, HO HMEIOT OCOOCHHOCTH, pa3IWYyalollfe WX Yy OIHOJONBHBIX U
IByAONbHBIX BUAOB. Pomp T® YABBY oOmamaer mnoTeHHuWamioM B 00JacTH  CENEKIUU
CEIIbCKOXO35MCTBEHHBIX KYJIbTYp, HAIIPABJICHHON HA XapaKTEPUCTUKHU II0JIa, CTPECCOBYIO aJanTalHIo,
YBETUYCHUE yPOXKANHOCTH U Japyroe. TakomMy MCHOIB30BaHUIO OYAyT CIIOCOOCTBOBATH MEKBHIOBBIC

uccnenoBanus cnenuduueckux ocooennocreit pynkuii TO YABBY.
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15. MADS- u YABBY-nomennbie T® B oTBeTe pacTeHHii Ha cTpeccoBble (PAKTOPBI

Pacrenust mpuBsI3aHbl K MECTY MPOM3pAcTaHMs, MOITOMY BBIHYKICHBI MPHCIIOCAOIMBATHCS K
A000My HEOJIArompUsTHOMY H3MCHEHHUIO YCIOBHU OKpY)KArOImIed cpeibl (3acyxa, MOBBIIICHHAS
BJIKHOCTh, H30BITOK COJIM WJIM TOKCHYHBIX METAUIOB B IOYBE, 3KCTPEMAIBHBIC TEMIIEPATYPHI,
neUIUT MUTaTeNbHBIX BEHIeCTB). B ciydyae celbCKOXO3SHUCTBEHHBIX KYJIBTYP MOJOOHBIC SBICHUS
CIMOCOOHBI 3HAYUTEIBHO CHU3UTh YPOKAHHOCTh M KAY€CTBO MPOYKIIUH.

AbGunornueckue (pakTopbl BIUSIOT Ha MHOTHE acIEeKThl MOP(HOPHU3UOIOTHUECKUX M KIETOYHBIX
IPOIIECCOB B PACTCHHU W MPHBOIAT K IIEIIOMY CIIEKTPY IMOCICACTBHI — OT KPUTHYECKOTO yiepoda 10
aIalITUBHBIX PEaKIIMi, KOTOPbIC BOCCTAHABIMBAIOT MOBPESKACHHS M OalaHC KJICTOYHOI'O TOMEocTasa
pUCIIOCcabIUBAIOT pacTeHUE K JaHHBIM KOHKPETHBIM ycioBusaM (Zhang et al., 2020b).

MoueKysipHble  MEXaHH3Mbl ~ CTPECCOBOTO OTBETa U aganTalldd  PAaCTeHHH  HOCHUT
MHOTOYPOBHEBBIN XapakTep M BKIOYaeT MH((PEPCHIHATBHYIO TPAHCKPHUIIIHIO MHOKECTBA T'€HOB H
TPAHCISIHIO/TOCTTPAHCIIAIUOHHBIC MOAM(UKAIIMKA X OCITKOBBIX MPOAYKTOB. 3HAHUS, MOTyYacMble B
IpOIIECCe HMCCIACIOBaHHMs [TaHHBIX MEXaHHW3MOB, MOTYT OBITh KCIOJB30BaHBI B  CEJCKIIUU

CTPECCOYCTOMYHMBBIX BBICOKOIPOIYKTHUBHBIX copToB (Bailey-Serres et al., 2019).

1.5.1. MADS-nomenHnbie T® B cTpeccoBoM O0TBeTe

B oTBeT Ha cTpeccop pacTeHHE aKTUBHPYET COOTBETCTBYIOIINE CUTHATIBHBIE KAaCKa b, KOTOPbIE
KOPPEKTHPYIOT paboTy pa3IUYHBIX METa0OJMUYECKUX IyTeH, WHIYNUPYsS BHYTPEHHHE pPEaKIUU
BbDKUBaHMS U agantanuu. KitoueBbIMU peryisiTopaMu peakliui Ha CTPecCOBbIE (PaKTOPBI U CE30HHBIE
KOJIEOAHUsI OKPYXKAIOUMX yciaoBUH sBhstoTcss TXd, BakHOE MECTO Cpeind KOTOPBIX 3aHMMaeT
cemeiictBo MADS-nomennsix T® (Castelan-Muiioz et al., 2019). Kak roBopuiiocs Beiiie (paszaen 1.2),
JTAaHHBIE OEJKU y4acTBYIOT BO MHOXECTBE MPOIECCOB PA3BUTHSA, a KOJUPYIONINE UX T€HBI MOTJIH OBITh
MUILEHBIO B IPOIIECCE TOMECTUKALIMN PACTEHUH M OCHOBHOM MPUUYMHOM 3BOIOIIMOHHBIX HHHOBAIUN B
ux passutiu u Mop¢ororuu (Smaczniak et al., 2012).

CnocobHocte MADS-nomeHHBIX T® KOHTPOIUPOBATH CaMble pa3Hble MPOrPaMMBbl Pa3BUTHSA
OOBSICHAETCS] TEM, YTO pabOTAIOT OHU B BHJIE MYJIBTHMEPHBIX KOMIUIEKCOB, COCTaB KOTOPBIX MEHSETCS
B 3aBUCHUMOCTH OT 3aiauyu (Smaczniak et al., 2012), u peryiupyroT TpaHCKPHIILUIO THICSY I'€HOB-
muinener (Kaufmann et al., 2010).

[Tpu abroTnyeckoM cTpecce Bo3pacTaeT KOJIMYeCTBO aKTHBHBIX (opm kuciopona (ADK), uto
MPUBOJIUT K OKHCIUTEIBHOMY CTPECCY, CIIPABUTHCS C KOTOPBIM KIIETKaM IMOMOTAl0T aHTHOKCHIaHTHBIE
COEIMHEHUS, K KOTOPBIM OTHOCATCS KapOTHMHOM[BI, (hIaBOHOWMBI, TNIyTaTHOH, ackopOaT, a Takxke

AHTHOKCHUIaHTHbBIE pepMeHTHI (KaTasasbl, nepokcuaasbl, ap.) (Choudhury et al., 2017).
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Jlepuuut BOABI MOKET OBITH BBI3BAH KaK 3aCyXOH, TaK M XOJOJOM U H30BITKOM COJH.
WHTerpaius CUrHaJIOB OCMOTHYECKOTO CTPECca M MPOTUBOCTOSIHUE €MY OCYIIECTBIISICTCS C KIFOYEBBIM
yuactueM ¢utoropmona ABK, mosromy mpu aHanmze OMOXMMHMYECKOTO OTBETa pacTeHUil Bcerjaa
HaOmogaeTcss m3MeHenue conepxkanusi ABK. Ilpu 3ToM mpum Bo3meicTBUM BceX TpeX (HaKTOPOB
BKJIFOYAETCS] CXOAHBIM MEXaHU3M OTBETA, KOTOPHIN BKItOUaroT He ToyibKO ABK-3aBucumeie, Ho u ABK-
He3aBucHMbIe curHanbhbie myTu (Yoshida et al., 2014).

Ha npumepe puca (O. sativa) kak oJHOW M3 CaMbIX BaXKHBIX CEIbCKOXO3SIMCTBEHHBIX KYJIBTYD
[I0Ka3aHo, YTO B OTBET HA 3aCyXy yBEIMYHMBaeTcs ypoBeHb skcrnpeccun MADS-box rena OsSMADS26
(opromor AGL12) (Khong et al., 2015), yro mpeamosiaraeT pojib NAHHOTO TI'€HAa B OINPEICICHUH
ycTroiunBocTH puca K 3acyxe. Opanako cBepxakcnpeccus OSMADS26 y puca u Arabidopsis
OpUBOAMIA K HHU3KOM JKM3HECIIOCOOHOCTH pAacTeHUM (CHMKEHHE pPOCTa KOPHEW/1mo0eros,
CTEpUJIbHOCTh, CKpyYHMBaHHWE KOpHEH, neduuuT XJIOpodHIIOB), YTO COBMNAAalo C (HEHOTHIIOM
KOHTpOJIbHBIX pacTeHuid mpu 3acyxe (Lee et al., 2008). B cinydae norepu ¢ynkuuu OSMADS26
peaxIysi pacTeHUIl Ha 3acyXy HMYEM He OTJIMYajach OT peakiuu pacteHuil qukoro tumna (Lee et al.,
2008). B nmpyroii pabote cBepxakcnpeccus OSMADS26, nHampoTuB, HE BBI3BIBANIA CEPHE3HBIX
(GeHOTUNINYECKUX OTKIOHEHHH B PACTEHUAX, TOr/Ia Kak moreps (YHKIUU TeHa COIMPOBOXKAAIach
MOBBILIEHHEM OMOMAcChl, ypOKalHOCTH U ycToitunBocTH K 3acyxe (Khong et al. 2015). B nognepxky
pOJM TeHa B OTBETE Ha 3acyxy ObUIO Moka3aHo, uro T® OsMADS26 monoXuTeNbHO PeryIupyer
MHOTHE TEHBI, CBS3aHHBIE CO CTPECCOM, BKIIOYas TeHbl (epMeHTOB romeocraza ADK, Takme kak
HAJI®H-okcupaza, nepokcupaza u okcugopeaykrassl (Lee et al, 2008). CormacHo cratbe
onmnoHeHToB, OsMADS26 HeratuBHO peryiupyer reHbl, CBS3aHHBIE C YCTOMUMBOCTBIO K 3acyxe
(OsRAB21, RESPONSIVE TO ABA 21), conu (ALT STRESS-INDUCED PROTEIN) u A®K (ROS
scavenging enzyme Peroxidase 22) (Khong et al. 2015). IIpu Bceit HEOTHO3HAYHOCTH JAaHHBIX MOXKHO
roBoputh 00 yyactun OSMADS26 B peakiuu pacTeHuit Ha 3acyXy, U JUlsi MOJY4YEHUs TPAHCT€HHOTO
pHca, yCTOHYMBOTO K 3acyxe, HeoO0XoJuMa HacTpoiKa HMpPOCTPaHCTBEHHO-BPEMEHHOIO NaTTepHa U
ypoBHs dkcripeccun OSMADS26.

Eme omua MADS-box rerm puca OSMADS57 (monmcemeiictBo AGL17) BOBICYeH B OTBET
pacTeHMsT Ha HU3KHME TeMIIepaTypbl, 3acyXy M 3acojeHue; Oojiee TOro ero CBepXdKCIpeccus
CIocoOCTBYET BRKMBAHUIO PACTEHUI B yCIOBUSAX xomoja (Arora et al., 2007; Chen et al., 2018).

B peaxmuu A. thaliana nHa 3acyxy yuactsyer T® SVP, BbIKIIIOUSHHE KOTOPOTO MPUBOINUT K €IIIe
OonpIIeil MmoTepe BOABI B YCIOBHSIX 3aCyXM W KOTOPBI PETYIUPYeT ASKCHPECCHIO psia TEeHOB,
ACCOIIMMPOBAHHBIX ¢ O0TBETOM Ha 3acyxy (Hanpumep, DEHYDRATION RESPONSE ELEMENT B1A u
FLOWERING BHLH 3) (Bechtold et al., 2016). IIpemmonaraercs, uro SVP neiicTByer Kak
MOJIOKHUTEIBHBIN PETYJSITOP 3aCyXOyCTOMYMBOCTH; MYTalus SVP TIOBBIIIAET YyBCTBHTENBHOCTH K

3acyxe, B TO BpeMsl Kak JIMHUU CO CBEPXIKCIpeccuert rena ycrounssl. [lokazano, uto SVP nomasnsier
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skcnpeccuro CYP707A1 u CYP707A3 (rewmr 8-rumpokcunasel ABK), koTopwie ydyacTBYyIOT B
katabommsme ABK B smcresix, u aktuBupyer AtBGl (ren [-rmoko3upasel), ydacTBYIOUIMHA B
ruaponusze ABK-rmoko3mwisHOTo 3¢upa 10 ABK, 4TO SBISETCS BaKHBIM 3TAloOM MJI HAKOIUICHUS
akTuBHOU opMbl putoropmona (Bechtold et al., 2016).

Couneoii ctpecc, 00€3BOKHBAHUE U MMOPAHEHUE HHAYIUPYIOT Y PACTCHUN TOMaTa YKCIPECCHIO
MADS-box rena SIMBP11 (opromor AGL15). BeikitoyeHne reHa MOBBIIMIAET YyBCTBUTEIBHOCTH K
U30BITKY COJIM, YTO COMPOBOXAACTCS CHUYKEHUEM CHIPOW MAaccChl, COAEpXKaHUs XJIOPO(UIIIOB U pocTa
kopueit. Ceepxokcmpeccusi SIMBPL1l mpumaeT ycTOHYMBOCTH K COJIEBOMY CTPECCy; TaKWe JIMHUU
HAKaIUIMBAIOT OOJIbIlIee KOJIMYECTBO XJIOPOPHIIOB M MEHBIIIEE MaJOHOBOTO IHANbICTUAA (Mapkepa
okcupatuBHoro crpecca). ['en SIMBP8, spnstomuiics 6muskum romosnorom SIMBP11, oxa3eiBaer
MPSIMO TIPOTUBOIIOJIOKHOE BIUSHUE HA COJIe- M 3aCyX0oycTongnBocTh ToMatoB (Guo et al., 2016).

B pacrenusx mepra ren CaMADS (wiama AGL2/SEP1) wunmymupyercs pa3iddHbIMHU
CTPECCOBBIMU  ycioBUsMHU. [lomaBieHue 5TOro TeHa Yy Tepla MNPUBOJUT K TOBBIIICHHON
YyBCTBUTEILHOCTH K XOJOAY M ocMoTHYeckoMmy ctpeccy. CBepxakcmpeccuss CaMADS y A. thaliana
MOBBIINIAET YCTOMYMBOCTh K TEM K€ (paKkTOpaM M CIOCOOCTBYET JydIIeMy BOCCTAHOBJICHUIO PAaCTEHUI
nociie BozaeictBus xononaa (Chen et al., 2019).

ITo xpaiineir mepe, 50 u3 107 MADS-box rexos A. thaliana skcmpeccupyroTcs B KOpHSX
(Parenicova et al., 2003), HO cTemeHb WX yYacTHS B PEAKIHMHU KOPHS Ha aOMOTHYECKHUH CTpecc
oxapaktepu3zoBana ciabo. [Tokasano yuacrue MADS-DOX reHOB B peakiuu pacTeHUil Ha JCQHUIIUT
MHUKPORJIEMEHTOB, B 4YacTHOCTH, (ochopa (P), comeprkaHre KOTOPOTO BaXKHO JUISI apXUTCKTYPbI
KopHeBOM cuctembl. K mpumepy, y mnmieHunsl aeBsitb u3 54 renoB MADS-box mo-paznomy
PETYIUPYIOTCS B YCIOBUSX P-IenpuBammm, U CBEpXIKCIPECCUS OJHOTO U3 HUX TOJIOKUTEIBHO BIUSET
Ha YPOXKaifHOCTh W TOBBIIIACT aHTHOKCHIAHTHYI0 akTUBHOCTH mpu Aedurure P (Castelan-Mufioz et
al., 2019). MADS-box rea GbMADS9 (Ginkgo biloba, xmama Bsister) yuactByeT B yCTOHYHBOM
pa3sBUTHM KOpPHEW IMpH aOMOTHYECKOM cTpecce (M30BITOK coid, 3acyxa, xonon). Cymepakcrpeccus
GbMADS9 y A. thaliana B ycioBHsX OCMOTHYECKOTO CTpecca CHOCOOCTBYET YIUIMHCHUIO KOPHEH,
HAKOIUICHHIO B JIUCTBAX XJOPOPWIUIOB M TPOJIMHA (KaK OCMOJINTA, XeJaropa MEeTalJIoB,
AHTHOKCHJIAHTA), a TAK)Ke MOBBIIICHUIO aKTUBHOCTH CYyHEpPOKCHIIUCMYyTa3bl U Karanasbl (Castelan-
Mufioz et al., 2019).

Kpome Toro, mokazano ywactue MADS-bOX reHoB B oTBeTe pacTeHHMI Ha H3MEHEHHUE
KOHIIGHTPallMii a30Ta B TIOYBE, COMPOBOXKAAIOIIEECS INPEOOPa3OBaHUEM AapXHTEKTyphl KOPHEBOW
cucrembl. K mpumepy, MADS-box ren ANR1/AGL44 xopoio H3BECTEH KaK IOJOKUTEIbHBIN
perynarop pa3BuTHs OOKOBBIX KOpPHEH B OTBET Ha noctymHocTh HuTparoB (Alvarez-Buylla et al.,
2019). Beikmouenne ANR1 npuBOAMT K OCTaHOBKE YAJMHEHHS OOKOBBIX KOpHEH mpH

CTUMYJIUPYIOIIEM BO3JICHCTBUM BBICOKHMX KOHIIEHTpalMid a30Ta, a €ro CBEpXdKCIpecchus — K
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HOBBIIICHUIO TUIOTHOCTH M OOJbIIel JUIMHE OOKOBBIX KOPHEH M B HOPMAJbHBIX YCIOBHUSX, U TIPH
BbICOKOM cojiepxkanuu azota (Castelan-Munoz et al., 2019). Csepxakcnpeccus y A. thaliana oxgxoro
u3 msati oprosioroB ANR1 puca, OSMADS25, unayuupyer oOpazoBaHne OOKOBBIX KOpHEH, YATMHEHNE
TJIABHOTO M OOKOBBIX KOPHEH, a TakkKe yBEJIMYCHHE CHIPO Macchl KOpPHEH M 1MOOEroB B OTCYTCTBHE
aszoTa u ¢ ycwieHueM 3¢ dekra npu ero nodasiaeHuu. Crepxaskcnpeccus OSMADS25 B pacrenusx puca
NPUBOJUT K YAJIMHEHUIO TJIABHOTO U OOKOBBIX KOPHEH, TOT/a KaK €ro 3aMal4YiBaHue — K YKOPOUECHHUIO
(Wu et al., 2023). bonee toro, cBepxakcrpeccuss OSMADS25 y puca MOBBIIIAET XOJ0JOCTOUKOCTD
pacrenwuii (Yan et al., 2021).

Hpyroit npumep, reH AGL21, KOTOPBI SKCIPECCUPYETCS B COCYANCTON TKaHU TJIABHOTO KOPHS
A. thaliana m B 3adaTtkax OOKOBBIX KOpHEH, W WHIYLUHUPYETCS Pa3IHYHBIMH CTpECCOpaMHU |
¢utoropmonamu. Jluauu co ceepxskcmpeccueit AGL21 npousBoasT Oonbliee KOIM4ecTBO U Oosiee
JUTMHHBIE OOKOBBIE KOPHM W Tpu Jedurure, u npu H30BITKE a30Ta; HyJeBas MyTalus C IHOTepel
¢byukiu reHa gaet ooparusii ¢ ekt (Castelan-Munoz et al., 2019).

et MADS-box kak KiIrouYeBBIE pEryJATOPHl pa3BUTHs I[IBETKA BOBJIICYCHBI M B
MOpP(OJIOTHUECKUE U3MEHEHHS PENPOIyKTUBHBIX TKaHEH B OTBET Ha crpeccopbl. K mpumepy, nBETKH
TOMaTa NpPU HU3KHX TEMIIEPaTypax XapakTepPH3YIOTCS HM3MEHEHHEM HIACHTHYHOCTH OpPraHoB, HX
KOJIMYECTBA, XapaKTepa WX CIUSHHSA, WM KOMOMHALMeH BCeX TpeX (EHOTUIHMYECKUX IPOSBICHHU.
[pu sTOM MHAYIHpYETCs dKcnpeccus: HekoTopbix reHoB MADS-box, sritouass TOMATO APETALA 3
(TAP3) (Castelan-Munoz et al., 2019).

Temneparypa BiuseT Takke Ha (QEPTHIBHOCTh IIBETKA, B YaCTHOCTH, Ha pa3BUTHE U
(YHKIIMOHMPOBAHUE MYKCKMX rameToputoB (mbuibleBbiXx 3epeH) (Miller et al., 2016). ITockombky
UJCHTHYHOCTh THIYMHOK ompeaensercs komiiekcom MADS-nomennsix T kmacco B (AP3, PI), C
(AG) u E (SEP) (Smaczniak et al., 2012; Theiflen et al., 2018), MOXHO MpPEIMONIOKUTh y4acTUE
JTAHHBIX YeThIpeX OEIKOB B MOP(OIOrMYECKUX M3MEHEHMSIX THIYMHOK, BBI3BAHHBIX CTpeccoM. Tak, B
YMEPEHHO JKapKuX ycjoBusx S. lycopersicum o0Opasyer TBIYMHKH C MHOXECTBOM pa3IUYHBIX
(EHOTHIIOB, BKJIIOYAs TMOTEPIO JKU3HECTIOCOOHOCTH TMBUIBIBI M TPEBpAllCHHE MBUILHAKOB B
NECTUKONOJOOHBIE CTPYKTYPHI, TIPH 3TOM B IBUIBHUKAX CHIKAETCS AKCIPECCHs TeHOB B-akTHBHOCTH
(TAP3, TM6 u LePl) (Miiller et al., 2016). 3amanuuBanue TM6 npu HOpMaIbHO# TeMmeparype ciabo
HapylmaeT WIACHTUYHOCTh NbUIBHUKOB, a NPU TOBBIILIEHHOH TeMIepaType BbI3BAET WX CUJIbHYIO
nedopMaluio U yMeHblleHHe KonndecTBa (pepTriibHOM nbuibibl (Miiller et al., 2016).

Hpyroii mpumep — rer OSMADSS puca (optosor AG), KOTOpBI IKCIIPECCUPYETCS B TalleTyMe
M MHUKpOCIIOpax Ha TMO3/[HEH CTaguM pa3BUTHA NbUIbHHKA. MyTtamus 0Smads3-3 mnpuBoauT K
TOMEOTHYECKOH TpaHC(POPMAIIMK THIYMHOK B JIOJUKYJIBI, a 0SMads3-4 — Kk My»KCKOH CTEpPHIBHOCTH H3-

3a nedekToB B pa3Butuu Uikl (Castelan-Muiioz et al., 2019).
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C axktuBHOCTBIO MADS-DOX Te¢HOB CBSI3BIBAIOT PETYJISIIHMIO Pa3BUTHS CEMSH B CTPECCOBBIX
ycnoBusix. Tak, y Arabidopsis rer AGL21, momuMo cBoedl poiu B pa3BUTHH OOKOBBIX KOpHEH,
JIeMCTBYET KaK HETaTUBHBINA PEryJATOp MPOpacTaHUs CEMSH B YCIOBHIX OCMOTHYECKOro crpecca (YU
et al. 2017). Caepxakcnpeccus AGL21 u3MeHSET CKOPOCTh MPOpAacTaHUs, H CEMCHAa CTaHOBSATCS
THIIEPYYBCTBUTEIBHBIMA K M30BITKY COJIH, TSDHKEJIOMY OCMOTHUYECKOMY cTpeccy um obpaborke ABK.
Brikmrouenne AGL21 cvsirgaer crpeccoBbiid 3¢ (eKT Ha CKOPOCTh MPOpAacTaHHsI CEMSH B CPAaBHEHHH C
cemeHamu qukoro tuna. [lokasano, utro T® AGL21 ygactByeT B nepenaue curanoB ABK, Hanpsamyto
peryaupys skcrpeccuto rena ABA INSENSITIVE 5 (ABI5) (Yu et al. 2017). Eme oauu ren
Arabidopsis, BoBiacueHHbIi B pa3Buthe ceMsH — AGL15, cBepXdKkcrpeccusi KOTOPOro 3aJep:KUBACT
co3peBaHKe CTpyuka U Bbichixanue cemsH (Castelan-Munoz et al., 2019).

B pacrenusix puca Heckonbko reHoB MADS-box tuma I ydacTBytoT B paHHeM (opmupoBaHuu
ceMsiH U ompenensioT ux pasmep (Castelan-Muiioz et al., 2019). Yposens skcrpeccun OSMADS82,
OsMADS87 u 0s119g30220 B cemeHax CHUXAeTCAd B JKAPKHUX YCIOBHUSAX, YTO COINPOBOMKAAETCS
yMEHbIlIEHHEM pa3Mepa u sxkuszHecrniocoOHocTu ceMsiH (Chen et al., 2016). CHuxeHue 3KcHpeccuu
OsMADS87 yckopsieT HeUTIONIpU3aMI0 SHAOCTIEpPMa U YMEHBIIAET pa3Mep CeMsSH B HOPMAaJbHBIX
yCIIOBUSIX BbIpamuBanusi; cBepxskcipeccuss OSMADS87 ne u3MeHseT LEUTIoNSpU3aliio, HO JaeT
OoJiee KpYyITHBIE CEMEHA 110 CPABHEHHIO C CEMEHAMH JMKOTo TUMa. [Ipy 3TOM B yCIOBHUSX TEIUIOBOTO
CTpecca M TpaHCTEHHBIC JIMHUHW, U JHMHUU TUKOTO THUIA (OPMHUPYIOT CEMEHa MEHBIIErO pa3Mepa 1o
cpaBHenuto ¢ kourpoisieM (Chen et al., 2016).

[Tepexon pacTeHuUs K penpOIyKTHBHOMY pa3BUTHUIO, Haxoasuiics mo perymsinueii MADS-box
reHoB (Whittaker and Dean, 2017), noJBepKeH BIMSHHIO BHEIIHHUX YCIOBHUil ((oTomepro, KauecTBo
CBETa, Jp.) W Pa3IUYHBIX CTPECCOPOB (3acyxa, TeMIepaTypa, OKHCIUTEIbHBIN U COJIEBON CTPECCHI)
(Castelan-Munoz et al., 2019). OpauM U3 OCHOBHBIX  MOPQOJOTMYECKUX  H3MEHEHHI
MOKPBITOCEMEHHBIX BO BpeMsl 3aCyXu SBJSETCS paHHUH Iepexo] K penpoayKTHBHOM ¢aze. Y
Arabidopsis Takast peakims KOHTpOJIUpyeTcs (OTONMEPUOAOM: IIBETCHHE 3alyCKaeTCsl B YCIIOBHSX
JIOJITOTO JTHS M pernpeccupyercs npu kopotkom aue (Riboni et al., 2016). /lanHble peakiuu 3aBUCAT OT
ypoBHsi skcrpeccuun TeHoB SOC1, FLC wm SVP, a Ttakxe ot comepxkanusi ABK (MyTaHThl 1O
6uocunresy ABK mBeryT mosxe, yem aukuii tum). Jkcnpeccus SOCL mnaynupyercs 3acyxoil npu
kopoTkoM JHe ABK-3aBucumbiM oOpasoM. [Ipu nmonrom gHe pacteHus c¢ SOCl-2 myranueit crnabo
pearupyrT Ha 3acyXy M IMO3JHO IIBETYT; TNPH KOPOTKOM JIHE pEaKIus CHJIBHO 3aBHCHUT OT
penpeccopHoif aktTuBHOCTH Komiuiekca FLC/SVP. B ycrnoBusix o1HOIHEBHOM 3acyXu MyTaHThI SVP-41
c morepel GpyHKIMYU 1BETYT paHbiie, a flc-6 He menstoT cpoku nBerenus (Riboni et al., 2016).

Caepxokcnpeccuss rera MADS-box AGL15 npuBoguT K MO3IHEMY IBETEHHIO, NPH 3TOM

u3BecTHo, yTo T® AGLI15 HeratuBHO perynupyer skcrnpeccuto reHa PRX17, a Takxke aKTHBHOCTb
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KOJMpyeMoro uM ¢gepmeHTa — nepokcunassl kiacca [l — anTnokcumanTa, HCoib3yeMoro B 60proe ¢
okucnuTenbHbIM cTpeccoMm (Cosio et al., 2017).

HuskoreMrnepaTypHbII WM XOJIOJOBOM CTPECC CBSI3aH C KPAaTKOBPEMEHHBIM OXJIAXKICHHEM
(0°C—10°C) unu 3amep3anuem (<0°C), koria pacTeHUsI OCIIe CHATHS BO3JICHCTBUS XapaKTEPU3YIOTCS
XJIOPO30M W CHHXKEHHEM pOCTa JUCThEB, M3MeHeHHeM cpoka npereHus (Barah et al.,, 2013). Ha
MOJICKYJIIPHO-TEHETUYECKOM YPOBHE IPOUCXOIUT AaKTHUBAIMS CUTHAJIBHOTO IIyTH, HAYWHAs C
tparckpurnuonHoro komruiekca ICE-CBF-COR, kotopsrit perynupyet skcnpeccuio 6oiee 100 reHos,
Bkiaoyas rensl MADS-box. T® SOCI1 nomaenser skcmnpeccuto renoB COR u CBF, Td CBF
aktuBUpYIOT redbl COR u FLC, 4To mpuBOAUT K 3a7€pIKKE IIBETEHUS, HO MOBBIIIAET XOJIOJOCTOMKOCTh
(Castelan-Muiioz et al., 2019).

Eme oqun npumep — MADS-box renst SVP u FLOWERING LOCUS M (FLM, MAF1, AGL27),
KOTOpBbIE HETaTUBHO PETYIUPYIOT dKcmpeccuio FT u mepexoa K LBETEHHUIO B YCIOBUAX HHU3KHX
HOJIOKUTEIbHBIX TeMmeparyp y Arabidopsis. FLM uMeer HeCKOIbKO BapHaHTOB albTEPHATHBHOIO
CIUIafiCHHTa, B 3aBUCUMOCTH OT TEMIIEPATypbl U SKOTUIIA, ¥ 3TH BAPHAHTHI MOTYT JCHCTBOBATH MPSIMO
POTUBOIIOJIOKHBIM 00pa3oM Ha Bpems iBeTenus (Castelan-Munoz et al., 2019).

Kak roBopuioch Bblllle, MHOTUM PAacTeHHSIM TpeOyeTcsl SpoBHU3aIHsl, YTOObI ONTHMU3UPOBATH
Bpemsi nBeteHus. Y Arabidopsis spoBu3anus MHAYHHPYET SMUTeHeTHYecKoe 3amanuuBanue FLC,
KOTOPBII B HOPME PETPECcCCHPYET Mepexo] K IBETSHUIO, MOABIISI AKCIPECCHIO TeHOB IBeTeHus FT n
SOC1 (Sung and Amasino, 2005; Whittaker and Dean, 2017). Bpime ynomsuayteie T® CBF
uHAynupyoT skcrpeccutro FLC, uro MoxkeT OOBACHUTH 3aJepXKKy IBETCHHUS MPU TOHUKEHHBIX
temrneparypax. OgHaKo MEXaHU3MBI IIBETeHHs pacTeHul, 3aaerictBytonme CBF u FLC, B orBer Ha
KpaTKHii U JJTUTEIbHBIN (IPOBH3AIIKs) X0JI010BOM cTpece pasnuyarores (Castelan-Munoz et al., 2019).
B rernome Arabidopsis npucyTctBytoT msith reHoB MAF1-5 (mapanoros FLC), KoTopblie peryaupyroTcs
sposusanueii (kpome MAF4): MAF5 aktusupyetcs, a FLM (MAF1), MAF2 u MAF3 penpeccupyrotces
(De Bodt et al., 2003; Castelan-Munoz et al., 2019). ITogoOHbIN OTBET Ha MPOIOKUTEIBHBINA XOIO/
MOJIEP’)KUBACTCS Y 371aKOB YMEPEHHOTO Tosica (IIICHUIIA, SSTYMEHb). TONBKO B JAHHOM CIIydae 3TO yKe
He FLC, a MADS-box renst rpymnmsr VRN, KOTOpbIE SBISIOTCS UHIYKTOPAMHU I[BETCHUS B OTIMYUE OT
FLC (Trevaskis et al., 2003). Yposens 3kcnpeccun VRN y pacteHuil npu BbIXoze U3 sIpOBU3ALMU
BBICOKMH Y O3MMBIX 3J1aKOBBIX M HU3KHH Yy sipoBbIX (Trevaskis et al., 2003).

TemmepaTypHble Tepenanpl BIUSIOT W Ha COCTOSHUE (DU3MOJIIOTHYECKOTO TOKOS TOYEK Y
MHOTOJIETHUX PACTEHH, BBIXOJ W3 KOTOPOTO, KpOME BO300OHOBJICHHS KJIETOYHOTO JICICHHS |
U3MEHCHHS TPOTPaMM Pa3BUTHS, TPEOyeT ONpeaesieHHOro nepuoaa Hu3kux temmnepatyp (Liu et al.,
2015). JlanHblit mpoliecc UMEeT CXOJCTBO C MEXaHMW3MOM LiBeTeHHs mpu sipoBuzaruu (Considine and
Foyer, 2014). Yxe ynomsiayteie MADS-box rensr rpynmnst DAM, koTopbie siBisitoTcst oprosioramu SVP

u AGL24 u3 Arabidopsis, BoBiiedeHbI B PEryJISIIIAI0 BHIXOJA MMOYEK M3 MOKOS y JIPEBECHBIX PACTCHUMN
43



(Schilling et al., 2018). [enmemust Bcex mectu reaoB DAM y mepCHKOBOro jaepeBa MPOBOLUPYET
MOCTOSIHHBIA POCT TEPMHUHAIBHBIX MEPUCTEM B 3MMHHUX YCIOBHSX, @ CBEPXIKCIPECCHs 3TUX T'€HOB
CIOCOOCTBYET KapJIMKOBOCTH, BETBHCTOCTH M IEPEXOQY B COCTOSHHE TOKOS 0e3 HeoO0XOAWMOCTH
(Sasaki et al., 2011; Schilling et al., 2018). Ha cocrosiHrie OKOs MOYEK, CBA3aHHOE C OXJIAXKICHUEM,
10 HEKOTOPBIM JaHHBIM, TaK)KE€ BIMAET aKTUBHOCTh U apyrux MADS-box renos — opromoroB FUL u
SOC1 (Schilling et al., 2018; Castelan-Murioz et al., 2019).

Takum oOpazom, rensl MADS-DOX siBisitOTCS peryssitTopaMy HE TOJIBKO MHOXKECTBA aCHEKTOB
pa3BUTHUS PACTEHUS, HO U YYaCTBYIOT B OIIPEJIEIICHUH CTPECCOYCTOMUMBOCTH U aJallTUBHOCTH. JlaHHbIE
GYHKIUM CUMTAIOTCS BBICOKO KOHCEPBATUBHBIMU CpPEIM BHJIOB pacTeHHil. MHOrme MexaHU3MbI, C
TIOMOIIBI0 KOTOPBIX TeHbl MADS-DOX KOOpAMHUPYIOT TPAHCKPHITIIMOHHBIA OTBET HAa CTPECCOPDI, Sl
NPEJCTOUT JAETATU3UPOBATh WM uAeHTU(UIHpoBaTh. CioJja BXOIUT, B YUCIE MPOYETO, PETyIsAIus
MeTabonu3mMa, Kak IEPBUYHOT0, TAaK U BTOPUYHOIO, a TakxKe mpoieccoB romeocraza ADK.

Tak, moka3zano, uto MADS-box ren RIN y4acTByeT B CO3peBaHMH IUI0Ia TOMATa OCPEACTBOM
pETyJSIUN  TPAHCKPUIIIUK TE€HOB OHMOCHHTE3a pa3IMYHBIX METa0O0NIUTOB (YIJIEBOJOB, OSTHIICHA,
kapoturounoB, ABK, np.) (Vrebalov et al., 2002; Fujisawa et al., 2013; Dong et al., 2014; Li et al.,
2018). Ilpu ceepxoskcnpeccuu rera RIN 1wtom Tomara co3peBaeT OBICTpee W XapaKTepU3yeTCs
HAKOIUIEHHEM OOJIBIIEr0, YeM B HOpME, KOJIMYECTBA KapOTUHOMUIOB; BbIKItoueHue reHa RIN nmpuBogut
K oOpatHOMYy 3 dexTy (BKItoUast 3aJIepKKy CO3pEBaHUS U 3€JCHYI0 OKpacKy IUIOJa), Tak ke, KaK U
BeIKToucHHe apyroro MADS-box rena Tomata kinaasl SEP — SICMBL1 (Zhang, et al. 2018). TTokasano,
YTO B PACTEHUSX C BBIKIIOUEHHOU (hyHKIMeH reHoB SEP m3MeHsercs skcrpeccus reHOB OMOCHHTE3a
kapotuHouZoB U Apyrux MADS-boXx reHoB TomaTa, MMEIOIIMX OTHOLICHHE K CO3PEBAHHUIO ILIOAA
(Zhang, et al. 2018).

®utoropmoH ABK, KOTOpBIN NPUHUMAET y4acTHE MPAKTUYECKH BO BCEX MPOLECCAX Pa3BUTHUSA
pacTeHusI U CTPECCOBBIX OTBETAX, ABISAETCSA allOKapOTHMHOMJIOM, TPOU3BOAHBIM f3,3-BeTBU OHMOCHHTE3A,
U, TAKUM 00pa3oM, OMOCPEIOBAHHO HAXOMUTCS O] PeryisaTopHbIM KoHTposieM MADS-box renos. K
npuMepy, MoKa3aHo, 4To BeIKItoYeHHe TeHa AGL16 mpumaer pacTeHUsIM COJIEyCTOWYMBOCTB, YTO
OOBSCHSIETCS YCUJICHMEM JKCIPECCMH TEHOB, YYacTBYIOIIMX B mnepenadye curHaioB ABK;
cBepxakcnpeccuss AGL16 nmaer mpotuBomonoxHbii dpdekt (Zhao et al., 2021). V pacrenuii puca
akTuBHOCTh TeHa OSMADS23 cBs3bIBalOT € yCTOMYMBOCTBIO K 3acyXe M HM30BITKY COJM 3a CUeT
perymsuuu 6uocunte3a ABK (Li et al., 2021).

VIMeroTcst JaHHBIE W O 3aBHCHMOCTH YTIJIEBOAHOTO MeTabosm3ma ot skcnpeccun MADS-box
reHoB. Ha npumepe Tomara mokasaHo, 4TO HaKOIUIEHHE YTJIEBOAOB B IJIOJE 3HAUUTEIBHO U3MEHSETCS
B OTBeT Ha cBepxakcnpeccuro reHa SIAGL11 (oprosor STK) (Huang et al., 2017). BeikitodeHue rena
OsMADS14 (oprosor FUL) B prcoBBIX 3epHaX CHMKAET KOJIWYECTBO Kpaxmalia ¥ HapyIIaeT CTPOCHUE

KpaxmanbHbIx Tpanyn (Feng et al., 2022). Anbrepanus skcrnpeccun aByx apyrux MADS-box rexos
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puca — MADS78 u MADS79, Takxe H3MEHSET YIJICBOJHBIA METa0OJM3M 3a CYET HapyIIeHUs
peryJsiiiui TeHOB OMOCHHTE3a Kpaxmala, YTO BBI3BIBAET CTPYKTYPHBIC aHOMAIIMHM B KpaxMallbHBIX
rpanyjiax npu co3peBanuu 3epra (Paul et al., 2020). Emie ogaum npumepom siBisiercst yuactiue T
MaMADS36 B onpeiesieHuH COAep>KaHus Kpaxmalla i caxapoB B MPOIIecce CO3peBaHus mioga 6aHaHa

IIOCPEICTBOM PEryJISIUN TPAaHCKPHUIIIMK [¢HOB aerpaaanuu kpaxmaia (Liu et al., 2021).

15.2. Yuacrue T® YABBY B peaknuu Ha (pUTOrOPMOHBI H CTPECCOBbIE (DAKTOPBI

UccnenoBanust Gpynkuun reaoB YABBY cBuperenbcTByOT 00 MX poiM B OTBETE PACTECHHM Ha
¢duToropmonsl u crpeccosbie pakTopsl. K npumepy, rer OSYABL yuactByer B perynsiuu OnocuHTesa
W HakoruieHUs: ru00epemmmHOBRIX Kuciaor (GA) B pacrenusx puca (Dai et al, 2007).
Caepxakcnpeccust OSYABL B TpaHCreHHBIX JIMHUSX pUca MPUBOAMUT K MOITYKapJIUKOBOMY (peHOTHITY,
KOTOpBI BOCCTaHABJIMBAETCS A0 HOpMBI Ipu BHemHed oOpabotke GA. OOnapyxkeHo, uro T
OsYABI moxer cBsizbiBatbesi ¢ GA-4yBCTBUTENBHBIM 3JIEMEHTOM B IpomMoTope rena GA30X2, Biusis
Ha perynsuuio Ouocunre3a GA mo mpunnumy odpatHoit cBs3u (Dai et al., 2007). CBepxakcipeccus
reHa OSYAB4 nmpuBOIuT K MOTYyKapJIUKOBOMY (DEHOTHITY, aHOMAJIbHOMY Pa3BUTHIO CAMOTO BEPXHETO
MEXI0Y3JIUS U YBEITUUCHHUIO KOJIMYECTBA OpraHoB IBeTKa. [lokazano, uro T® OsY AB4 cBsa3biBaeTcs ¢
npoMoTopHbIME oOmactsimu TeHoB GA200x2 u SLR1, momaBnsiss uMx »KcHpeccHio; H30BITOYHOE
HakoruieHre OsY AB4 nnrubupyer GA-3aBucumyto aerpanammio 6eaxa SLR1 (Yang et al., 2016).

Anamusz npomotopoB reHoB YABBY y M. domestica u B. rapa oOHapy»KuiI LeNblid psij yuc-
PETYJIATOPHBIX 3JIEMEHTOB, CBSI3aHHBIX C pEaKIUedl Ha CTPecC W TOPMOHAIBHBIMUA CHUTHAJIBHBIMH
OyTSIMH. OTO SIBISETCS KOCBEHHBIM monTBepkjaeHueM ydactus TP YABBY B onrorenese u
crpeccoycroiunBoctn  pactenuit (Li et al., 2012; Shao et al., 2017). Ha mnpumepe cou
MPOJEMOHCTPUPOBAHO  yYacTHE HEKOTOphIX uileHoB cemeiictBa YABBY (GmYABBY3,
GmYABBY10 u GmYABBY16) B peakuusx Ha 3acyxy, coib u ABK, uro rosoput o pomu Td
YABBY B perynsuuu ycroitunBoctu pacteHuit (Zhao et al., 2017). XapakTep sKcnpeccuu I'eHOB
cemeiictea YABBY y xsonka mpoaeMOHCTPUpPOBaN, YTO AaKTUBHOCTh MPUMEPHO MOJOBHHBI U3 HUX
nojiaBisieTcs: pasnuyHbiMu ctpeccopamu (Yang et al., 2018). V tomara T® SIYABBY2b nHanpsimyto
cBsi3bIBaeTcs ¢ mpomoropoM rena GH3.8, yuyactBys B onmocpenoBanHoi aykcuHoM pernpeccun GH3.8
U, TEM CaMbIM, PETYJIUpPYs BbICOTYy pacTeHus (Sun et al., 2020).

W3BectHbl (axtel ywyactus reHoB YABBY B perymsauum merabonn3ma KUPHBIX KHCIOT Yy
Arabidopsis. Tlokazano, uto T® CRC moxer cBszbiBathesi ¢ mpomoTopamu KCS7 u KCS15, Tem
CaMbIM HAIPSIMYIO PEryJIHpys OMOCUHTE3 XXHUPHBIX KHCIOT C OYCHb JUIMHHOM 1emnbio (Han et al., 2012).
Y wmsrer (Mentha spicata Crantz) oGHapyxeHa oOpaTHasi 3aBUCUMOCTh MEXK/Y YPOBHEM 3KCIIPECCHU

MsYABBY5 u ypoBHeMm TeprieHOB. DkTonudeckas skcnpeccuss MSYABBYS y Ocimum basilicum u N.
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sylvestris mMpUBOAMT K CHMYKEHHIO MPOAYKIIMA BTOPUYHBIX METa0OJHMTOB, YTO TOBOPUT O POJIH

MsYABBY5 kak HeraTHBHOTO peryJisitopa BTopudHoro meradosmszma (Wang et al., 2016a).

1.6. Ce.]'[eKIII/Iﬂ paCTeHHﬁ U COBPEMEHHBIC METOAbI TeHHOM HHKEHEPUH

B Hactosiiee Bpemsl CYIIECTBYET MHOXECTBO OHOTEXHOJOTHYECKUX METOJOB, AaKTUBHO
NPUMEHSIEMBIX B CEJICKIIMH pacTeHui. MHTerpanus Hay4YHbIX 3HAHUH 00OECIICeYMBACT PEIICHHE TAKUX
3aja4, KaK yCKOpPEHHE TMpoIlecca CENCKIUH M MOBBIIICHHE 3PPEKTHBHOCTH OTOOpa TE€HOTHIIOB,
SBIISIOMIMXCST JOHOPAaMH XO3SHCTBEHHO-LIEHHBIX MPU3HAKOB. Pe3ynbTaT JaHHBIX HCCICAOBAHHHA —
€XKEroHO BBIPALIMBACMbIC MUJUTHOHBI T€KTAPOB PA3JIIMYHBIX COPTOB M THOPHIIOB.

Hanpasienuss OMOTEXHOJIIOTUM PACTEHH TOAPA3ACISIIOTCS HAa METOABl KYJIBTUBHUPOBAHHS
KJIETOK W TKaHe#d (KyJbTypsl IN VItro, KOTOpble MOIYT HCIIOJIb30BAThCS HA OTIACIBHBIX 3Tarax
CEeNIEKIIMM) W METOAbl TeHHOM WH)XXEHEepUH (MyTareHes3, MOJYYCHHE TPAHCTEHHBIX PACTCHHIA).
OCHOBHBIM ~ METOZIOM  TOJYYEHHS  TPAHCTCHHBIX  PACTCHHH  SBISIETCS arpoOaKTephalibHAs
TpaHchopMmarirs, OCHOBaHHAs Ha 3apayKCHUH MOPAHEHHBIX KJIETOK pacTeHus mrammom Agrobacterium
tumefaciens (wmu A. rhizogenes) u nocnenyromiem BcrpauBanuu TJJHK u3 Ti (wnm Ri) mmasmuasr B
SEpHBIA TEHOM pacTeHus. sl mepeHoca HyKHOTO I'eHa B T€HOM PAacCTeHHH, KacCETy JKCIPECCHUHU
IIEJICBOT0 I'eHa KIIOHHUPYIOT B o0siacth TAHK BMecTe ¢ KacceToi dKCIPECCHH CEIGKTHBHOTO reHa (st
0TOOpa TPAHCTEHHBIX PETCHEPAHTOB).

Bosibliyto TOMyNSPHOCTE B IMOCIEAHHUE TOJbI HAOWpaeT HAINpaBICHHOE PENaKTUPOBAHKE
reHoma pacteHuii ¢ nmomompbio TexHojorun CRISPR/Cas. [lanHbI MeTon yXe MPOJEeMOHCTPHPOBAI
YCIICUIHBIE PE3yJbTAThl B TOJIYYEHHH COPTOB C ITOBBIIICHHOH YPOKaHOCTBIO M YCTOWYHBOCTBHIO K
pa3IMYHBIM OMOTHYECKUM M aOHMOTHYeCKHM cTpeccoBbiM (aktopam (Li et al., 2022). Meton ocHoBaH
HA WCIOJB30BaHUU OaKTepUaTbHOW aJanTHUBHOW WMMYHHOW CHCTEMBI, B KOTOPYIO BXOIUT O€JIOK
rpynnsl CRISPR-associated (Cas) u kimactep pasjieneHHbIX crelicepaMy HaJHHIPOMHBIX MOBTOPOB
Clustered Regularly Interspaced Palindromic Repeats (CRISPR), y3Hatomuii 4y>xepoIHyI0 BUPYCHYIO
nocienosarenbHocTh (Wang et al., 2016b). HanGonee xoporo uszydena cucrema CRISPR/Cas9, rue
sHponykieasa Cas9 nanpasnsercs rugosoii PHK (guide RNA; gRNA) u BHOCHT caiiT-crieriududnbie
JIBYXIIETIOYEYHbIC Pa3phIBBI B IIeNIeBYI0 mocienoBareaprocts JJHK (Matres et. al., 2021).

Cucrema CRISPR/Cas9 ycnemiHo mpuMeHsIETCsI Ha pa3jiM4YHBIX 36PHOBBIX KyJIbTYypaX, TaKUX
kak menunia (Elsharawy and Refat, 2023), a takke OBOIIHBIX KyJIbTypax, HarpuMep, cem Solanaceae
(Das Dangol et al., 2019; Chandrasekaran et al., 2021).

Cem Solanaceae (ITacnenobie) 00benunsieT 6osnee 3000 BUIOB, BKIIFOYAsT BHIbI, TIPOIICAIINEC
JIOMECTHKAIIMIO C TOCIIEAYIONIEH celeKknueld. DTo nuieBble (KapTodenb, ToMaT, OakiaakaH, Mepell,
¢dbuzanmc), aexopatuBHbIC (METYHMs, AypMaH) U (apmareBtudeckue (Tadbak, Atropa, Hyoscyamus,

Mandragora) KYJBTYPBI. HCKOTOpLIC N3 HUX CTalIud MOACIbHBIMH 00BEKTaMH B T'C€HETHYECKHX
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uccienoBanusx. Hampumep, KyJabTypHBII TOMAT U €ro AUKOPACTYIIUE POACTBEHHUKH (pox Solanum,
cekuusi Lycopersicon), Tabak (pox Nicotiana) u nmerynus (pox Petunia). Kaprodens ucnonb3yercs B
Ka4ecTBE MO KOPHEIUIOJHOW KyJIbTYPHl B MCCIEJOBAHUSAX DPAa3BUTHA M XpaHEHUSA KIyOHEeH u
OTBeTa Ha pasnuHbie cTpeccoBbie dakTopsl (Gebhardt, 2016), a Takke kKak MOZENb /IS ONTUMH3AIMN
texnosorud CRISPR/Cas-peaktupoBaHus FeHOMa KJIIyOHEBBIX U MOJMILIONAHBIX KyasTyp (Carlsen et
al.,, 2022; Perroud et al. 2022). Cucrema CRISPR/Cas akTMBHO MNpHUMEHSETCS JJs CO3/aHUS
CTPECCOYCTOMYMBBIX, BBICOKOYPOKAHHBIX COPTOB KapTOQes ¢ MOBBIICHHBIM KayecTBOM KiyOHei. K
PUMEPY, TIOTYYCHBI JIMHHH C H3MEHEHHBIM COOTHOIIICHUEM aMUJIONIEKTHHA M aMUJIO3bI B 3aI1acaeMoOM
kpaxmaite (penaktupoBan ren Granule-bound starch synthase (GBSS)), a Takke THHHH, yCTOWYHBBIE K
sacyxe (StCDF1, StFLORE), ¢depmeHTaTMBHOMY IOTEMHEHHMIO MsKOTH KiyOHew (StPPO2) wnmm
durodroposy (StDND1, StCHL1, StDMR6-1) (Chincinska et al., 2023).

Tomar He MeHee TONYyJISPeH /I pEIAKTUPOBaHMS, ueM KapTodenb. PesympraTrom
AKCIEPUMEHTOB 10 PEIAKTUPOBAHHIO TEHOMA TOMaTa cTajia (QYHKIMOHAIbHAS XapaKTEPUCTHKA FCHOB
ctpeccoycroiunBoctH: K 3acyxe (SIARF4, SIMAPKS3, SILOX, SIGST, SIDREB, SIMAPKG6, SINPR1 u
SILBD40), u3ositky cosm (SILBD40, Slsosl-1, Slsosl-2, SIHyPRP1, HyPRP1), xomony (SICBF1),
noBelieHHON Temneparype (BZR1) u obmyuyenuio Y®-B (SIUVR8) (Chandrasekaran et al., 2021).
OmnpeneneHbl TeHbl YCTOMYMBOCTH TOMAaTa K OMOTHYECKUM cTpeccopam: npu uHpekimu Pseudomonas
spp. (SIJAZ2, SIDMR6-1), Phytophthora (SIDMR6-1), Fusarium oxysporum (Solyc08g075770),
Botrytis cinerea (MAPK3, SIMYC2) u Oidium spp. (SIMIol-SIMlol6, S-gene PMR4, SlPelo)
(Chandrasekaran et al., 2021).

OTMmeTHM, 4TO y TOMAaTa IpPOBEICHO pelakTHpoBaHue HekoTopbix reHoB MADS-box u YABBY.
[Tokaszano, uro CRISPR-nokayr MADS-box rena RIN mpuBOAMT K yBENHUYEHHIO CPOKAa XpaHCHUS
wionoB (Ito et al., 2017; Li et al., 2020), a MADS-box rena SIAGL6 — k WHIYKIMK TTAPTEHOKAPITHHU C
coxpanenuneM xmu3Hecrocoonoctu mbutbiel (Klap et al.,, 2017). Hokayt rena YABBY2b BbI3bIBaeT
YMEHBIIEHUE pa3MepoOB pPAcTeHUsl (BBICOTA, LBETKHU, IJIOABI), YTO MOBBIIIAET MX KOMIIAKTHOCTH M
HPUBJICKATEIBHOCTD JUIS BBIPALIIMBAHKS B YCIOBHSX IJIOTHOM mocanku (Sun et al., 2020).

Takum oOpa3oM, MOAXOABI M METOJBI KIJIACCUYECKOW CENEKIIMU PACTeHH MOCTOSIHHO
COBEpPILEHCTBYIOTCSI B pE3yJIbTaTe€ HMHTEHCUBHOTO PA3BUTUS METO/J0B CPAaBHUTEIBHOI'O H3YyYEHUS
T€HOMOB, TpPAaHCKPHUIITOMOB, MPOTEOMOB, METAa0OJOMOB M TOMY IOJ00HOrO, a TaKXe CI0CcOO0B
MOJTUGUKAIIMA TE€HOB, OT PETyJSAIUU TMPOQMIS SKCIPECCUH 0 W3MEHEHHS IOCIIECAOBATEIFHOCTH U
GyHKIMK KOomUpyeMoro Oenka. MHOTHE WCCIEIOBaHUS HOCAT MPAKTHUECKUI Xapakrtep (ToydeHue
TeHOTHUIIOB C YJIYYIIEHHBIMH XO3SIiCTBEHHO-IICHHBIMU MpPU3HAKaMH), U B Ka4eCTBE MHUIIEHU OTOOpa

UCTIOJIb3YIOTCS T€HBI PETYIISTOPOB TpaHcKkpuniyy, BKitodas T cemeiicte MADS u YABBY .
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I''TABA 2. MATEPHAJIBI U METO/1bI

2.1. PacTtenusi, mraMMbl, BeKTOpa

2.1.1. PacTenus

B paGore ObLTH HCIIONB30BaHbI PACTEHUS:

o Tabak Nicotiana tabacum L. copr Samsun. Pacrenust Obliv BBEACHBI B KYJIBTYpy iN
vitro. [lyis 3Toro Obula MPOBEACHA CTEPUIIM3ALIUS CEMsH myTeM BhiAepkuBanus B 70% stanosne (1
MuH) U 1% xopcogepxaiieM YHCTSIIEM CpelICcTBe (Hamp., JOMECTOC; 5 MHH). 3aTeM ceMeHa
MIPOMBIBAJIA CTEPUIILHOM JUCTHIIMPOBAHHOM BOIOM (5 pa3 mo 1-3 MUH) U mpopamuBaiy Ha cpeae A2
(tabn. 1 B IlpunoxxeHnn) ¢ arapomM B KIIMMAaTHYCCKOW KaMmepe B pexkuMe IauHHOro dotomepuoaa (16
4) u temneparype 21°C. Kynptypy in Vitro ucnonb3oBanu Juis arpoOakTepraibHONW TPaHCHOPMAIHH.
[Tpu He0OXOIMMOCTH BBIpAIIMBAHUS PacTeHUH Tabaka B TEIUIMYHBIX YCIOBHSIX MMPOBOIIIIN AN TAIIUIO
CTEpUJIbHBIX YKOPEHUBIIUXCS MOOEroB, BBICAXKMBas HMX B YBIAXKHEHHYIO IIOYBY W HaKpbIBas
po3padHbIM MOKpeITUEM. [TOKpBITHE yatsiu Ha 5-611 1eHb 1MOCJe BBICAIKU PACTCHUM.

° Kaprodens Solanum tuberosum L. Bbuin UCMOIb30BaHbl YEThIPE PaHHECIIEIBIX COPTa:
Muka, XXykoBckuii pannuii, Jlrokc u Teppa (HUU xaprodens mm. Jlopxa (KpackoBo, Poccus)),
KIIyOHH KOTOPBIX Pa3IMYaIrCh MO cojepxkanuto kpaxmaina (14,2-17,7%, 10-12%, 11-15,0 % u 15,5—
16,5%, cooTBeTcTBeHHO). Bce copTa xapakTepu30BaJUCh MOPO30CTOMKOCTBIO U CpenHei
BOCIIPUUMYHUBOCTBIO K XOJIOJIOBOMY OCaxapuBaHUIO KiIyOHe#. Pacrenus moanepxuBaiu in Vitro myrem
YEpEeHKOBaHUS U KyJbTUBUPOBAHUS BEPXyIIeUHON yacTu 3—4-HeAenbHbIX o0eros Ha cpeae A2 (Taba.
1 B IlpunoxxeHun) c arapoM B KJIMMaTHYECKON KaMmepe B pexxuMme JIUHHOro ¢oromnepuona (16 4) u
temneparype 21°C. Ilpm HEOOXOTUMOCTH BBIPALMBAHUSA pPACTEHUH B TEIUIMYHBIX YCIOBHSIX
HPOBOJWIIN a/IalITALMIO0 CTEPUIIBHBIX YKOPEHUBIINXCSA OOETOB aHATOTUYHO TalaKy.

o [Moapensark Monotropa hypopitys (cunonum Hypopitys monotropa) — npeacTaBuTeb
IIBETKOBBIX  CEMEHHbIX pacTeHuil  cemeiictBa  Ericaceae. 3JT0  He(pOTOCHHTE3UPYIOMIUMA,
O6ecx10poUIUIbHBIE  MUKOTETEpOTPOd, KOTOPBIM IMOJIydaeT YIJIepoJ W3 KOpHEHl aBTOTPOQHBIX
JICPEBLEB MOCPEACTBOM MOHOTPOIOMAHOTO MUKOpu3HOTOo cumbuosa (Shchennikova et al., 2018). B
npoliecce pa3BUTHUSA Ha KOPHSAX PacTeHUs 00pa3yroTcs MOYKU — Oyaylime 1moOeru, mpeacTaBisioye
cOoOOH IIBETOHOC C COLBETHEM, KOTOpbIE BBIIJLIIAT Kak CTe0eNlb C JUCTHSIMU M COLBETHEM
(Shchennikova et al., 2018). B paGore ObLIM HCIOIB30BAHBI PACTEHUS MOIBEIBHUKA €BPOICHCKOM
yactu Poccun (xBoliHblil jec B Kamyskckoit o6nactu; coOpansl B aBrycte) tuna B (100% romomnorus
reHoMa ¢ dK3eMIusipaMu u3 SAnonun, Ounnsuauu, Benukoopuranuu u Isenuu (Shchennikova et al.,
2018). OTnenpHOE pacTeHUe MPEACTABISIO COO0H MHUKOPU3HYIO KOPHEBYIO CUCTEMY C a/IBEHTHBHBIMU

MOYKAMH, JAIOIIMMH Havano IBeToHocy (~15 cM) ¢ mpuiBeTHUKaMH (BBIIVISAAT KaK JIMCThS) U
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corperueM (~10 1BeTkoB). PacTeHust ObLIM BBHIKOMIAHBI M BMECTE C JICCHBIM I'PYHTOM IEPCHECCHBI B
TEIUINYHbIe ycloBuA (1eHb/HOUb: +21°C/23°C, 164/84) ¢ HCKYCCTBEHHBIM 3aTEMHEHHUEM.

o Tomar Solanum lycopersicum L. [aunsiii Bum (copt Silvestre recordo) Obut
UCIIOJIb30BaH Il KIIOHMPOBAHUS KOAMPYIOIIEH mociienoBaTenbHocTH 1iesieBoro MADS-box rena. Jlns
ATOTO PACTEHHE BHIPAIIMBAIM B TEIUIUIIE TIPU JITMHHOM QoTorepuoe (16 1), TemreparypHOM pexuMe

‘nenb/Houb: +21°C/23°C’ u Beicokoi ocBeneHHOCTH (300-400 MKMOJTB M2 c'l).

2.1.2. HITaMMBbI

IIItamm Escherichia coli XL1-blue (https://evrogen.ru/products/cloning/competent-cells);

yclioBHs BeIpainuBanus — cpeaa LB (terparukmun 12,5 mr/mn, ta6:. 1 B [Ipunoxenun), 37°C.

Iramm Agrobacterium tumefaciens AGLO; ycnoBust BeipamuBanus — cpeaa LB (pudammnunun
12-25 mr/n), 28°C, 140-200 rpm.

JpoxokeBoi mtamm Saccharomyces cerevisiae Pj69-4a; ycinoBus BeipaniiBanus — cpena SD ¢

amuHOKucoTaMu (Tabu. 1 B [Ipunoxenun), 30°C, 140-200 rpm.

2.1.3. BekTopa

B pabore ObuTM HCIOJIB30BaHBI BEKTOpa JJIs aHaiM3a OeTOK-OCIKOBBIX B3aMMOJICHCTBHI B
GAL4-nposxokeBoii cucteme (puc. 7, 8), arpobaktepuanbHoi TpaHchopmanuu pactenuit (puc. 9) u

CRISPR-Cas9-penaktupoBanus reHoma pactenuit (puc. 10, 11).

yeast ADHI promoter 4 408
GAL4 octivafion domain 488 829
multiple cloning site 839 935
yeast ADHI terminator | 168 1318

yeast LEU2 ORF 1615 2709
pAD-GAI.4-2.l f1 origin 3483 3789
7.7 kb pUC origin 4427 5094

ampicillin resistance (bla) ORF 5245 6102
2y yeast origin 64589 7653

pAD-GAL4-2.1 Multiple Cloning Site Region
(sequence shown 812-958)
end of GALA octiva Son domain

o - e

1 [ 1 [
S° CCA AAC CCA AAA AAA GAG ATC GAA TTA GGA TCC TCT GCT AGC AGA GAA TTC AAT...

® N T7 promoter

I i 1
...TCT CTA ATG CTT CTC GAG AGT ATT AGT CGA CTC TAG AGC CCT ATA GTG AGT COT ATT...

A 3yl
| |
««.ACT GCA GAG ATC TAT GAA TCG TAG ATA CTG AMC 3
o &

o TOr

Pucynok 7 — Cxema Bextopa pAD-GAL4 (https://www.addgene.org/vector-database/5853/)
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yeast ADHT promoter 4408
GAL4 DNA binding domain 434 877 P ADH1

multiple cloning site 878 941 % rricron on GAL4-BD
yeast ADH 1 terminator 948 1 154
yeast TRP1 ORF 11971871

f1 origin 2322 2628 T ADH1
pUC origin 29703637

chloramphenicol resistance ORF 4174 4725
2|1 yeast origin 5330 6489

pBD-GAL4 Cam
6.5kb

chloramphenicol

pBD-GAL4 Cam Multiple Cloning Site Region
(sequence shown 854-991) sd
end of GALA bind ng domain =g\: 'm; )}\o f)m\- ‘- ol

5" CAA AGA CAG TTG ACT G’TAT(X!OOGOMTTC(X:CCM(XZCTNA&MGCKITWA

k" T7 promoter

..CTC TAG WACT GCA GCC AAG CTA ATT CCG GOC GAA..

SLTTT CTT AEG A?T TAE ] TTT TAT TAT TAA A 37

Tor o

Pucynok 8 — Cxema Bekropa pBD-GAL4 Cam (https://www.addgene.org/67911/)

13547 Pacl
13279 13541 EcoRI
Xhol 13536 smal

Ecl136 13103 FcoRV . H

Sacl 12357 EcoRl i Pvull 94
Kpni 12351 Psti i Sphi 430
smal L. 12345 SphI i Bgll 453

BamHI 12327 Ascl
Xbal 12141 Pwvull
sall 12041 Sspl
Clal 11908 Clal
Hindlll
13234

AMW
355DE"|acZ

N

11334 FcoRV
11208 EcoRV

10770 Ncol

10739 Sphl
10442 pwull

10387 Pstl

sacll 2890
< Notl 2892

pGD121

13551 bps

...Sspl 3325

10094 Sspl
10002 Sacll

9621 Pvull HE:ORU 3966

9098 EcoRV
9002 Bglll
8733 Neol
8483 Sspl
8205 Ncol

\

nV

i 'Ecorv  p362
Sspl 6435

% "pstl 5300
Pvull 5403
7676 Ndel

Pucynok 9 — Cxema ounaproro Bexropa pGD121

50



(14,073 .. 14,095) M13/pUC Forward Pmel (14261)
(14,064 .. 14,081) M13 Forward

(13,995) MauBl __

(13,741) Aatll
(13,739) Zral —_
(13,734) SgrDI ———
(13,730) Mlul
113,711} Sacll —

Acll (1930)
d

(12,828) Aarl

(12,518) FspAl ——
(12,357) Pmll

T |' \
oator |
o T-DNA repegy DI"S‘(

®
o W
&

(11,573) BamHI

BsiWl (2890)

__—— Agel (3500)
___— Mrel -sgrAl (3788)
pGEX 3' (3844 .. 3866)
T BstZ171 (3990)
—

. -

“~._ PRS-marker (4007 .. 4026)
-

- - L4440 (4107 .. 4124)

T pBR3220ri-F (4358 .. 4377)

P201N Cas9

(10,834) Bsu36l
14,414 bp

(10516) Blpl —

(9815) Sbfl

(9459 .. 9479) 355 promoter N
“
; AN ™
(8770) Apal - AsiSI (5346)
(8766) PSpOMI R .
(8705) I-Ppol AN  Kan-R (5684 ..5703)
(8670) Spel / NN pENTR-R (5768 .. 5787)
8634) Swal . N
¢ ! / . ", M13/pUC Reverse (6349 ..6371)
/ \\ M13 Reverse (6368 .. 6384)
(7627 .. 7646) Neo-R ' Neo-F (7017 .. 7036)
{7135) Ncol Rsril (7052)

Pucynok 10 — Cxema masmuasr P201N_Cas9 (AddGene, CIIIA; xat. Ne 59175; https://www.addgene.org/)

(3092 .. 3114) pGEX 3' Eco01091 (3)
_PBRforEco (10..28)

Zral (67)
" Aatll (69)

(3091) Pfol

(2973 .. 2992) pRS-marker
(2960) BStAPI
(2907) PluTl ’

\

(2903) Kasl ——
(2757 .. 2779) M13/pUC Forward _
(2748 .. 2765) M13 Forward —_

(2742) EcoRI
(2732) I-Ppol ~

Xmnl (388)

d
AMP-R (419 .. 438)
/

- Scal (507)

(2518) Nsil

(2368) Bsgl — PUC gRNA Shuttle
(2302) Beli* 3142 bp
(2290} Sphil ~ NmeaAlll (341)

(2263) BspDI - Clal
(2261) EcoRV — BsrFl (903)
12253) IS ~Bpml (919)
(2235) Hiny Bsal (922)
(2206 .. 2222) M13 Reverse / .
~Ahdl (988)

(2187 .. 2209) M13/pUC Reverse

(1993) BspQl - Sapl ~ /
(1974 .. 1991) L4440

(1876) AfllN - Pcil

(1721 .. 1740) pBR3220ri-F
(1576} PspFl BseYl (1572)

Pucynok 11 — Cxema masmuast pPUC_gRNA_Shuttle (AddGene, CIIA; kat. Ne 47024)
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2.2 PacTBOpBI M cpeabl

B paborte ObuIM HMCIONB30BAaHBI MHUTATEIBHBIC CPEIbI JIJISl BHIPAIMBAHUS OAKTEPHATBHBIX H
nposokeBbIX mTaMMoB (LB u SD, cooTBETCTBEHHO), a TakKe It KyJIBTYpHI iN VItro u TpanchopMariim
pacrenwuii (cpeabl Ha ocHoBe cojieit MS) (Tada. 1 B [IpunokeHun).

Js nposenenus anekrpodopesa JJHK ucnonb3osamu 6ydep TBE (5,5 r/m H3BOs, 11 r/a Tris-
HCI, 0,75 r/n EDTA, pH 5.5) u 1-2% arapo3Hblii Teb.

JI71s TIPUTOTOBIEHHs GAKTEPHATBHBIX KOMIIETEHTHBIX KJIETOK FOTOBHIIM pacTBopsl Mg?* (0,5M
MgSOQ4, 0,5M MgCly), u Ca?* (10MM Tris-HCI pH7.5, 50MM CaCly).

s Beigenenust renomuoi JIHK pacrenunii ucnons3oBanu 6ypep SHORTLY (0,2M Tris-HCI
pH 9.0; 0,4M LiCl; 25MM EDTA; 1% SDS).

CrokoBbie 10 X pacTBOpbl aMHHOKHUCIIOT TOTOBHIIM C MCIIOJIb30BaHUEM 16 L-aMHHOKHCIIOT B
creayronmx KouueHtparusx (mr/i): 200 (Adenine, Arginine, Histidine, Methionine, Tryptophan,
Uracil), 300 (Isoleucine, Lysine, Tyrosine), 500 (Phenylalanine), 1000 (Leucine, Glutamic acid,
Aspartic acid), 1500 (Valine), 2000 (Threonine) u 4000 (Serine). J{yist mpUroTOBIEHUS CEICKTHBHBIX
pacTBOPOB yOWpand M3 COCTaBa pacTBOpa KOHKPETHbIE aMHHOKHCIOTHI (Hampumep, Tryptophan B

clly4yae UCrosib3oBanus miazmMuasl pPBD_GAL4_cam).
2.3. KomnerenTHble KjieTku E. coli

1. Hounyto kynetypy XL1-blue (100 mxin) pazBommim 10 mit cpenst LB, cogeprkaineit 100
MK pacTBopa Mg?*, n Berpammsamu (160-240 rpm, 37°C) no ontrueckoii mnotHOcTH OD=0,4-0,5 0.
e.

2. BoinepxuBanu kyasTypy 20 muH npu 0-4°C, 3arem nentpudyrupoanu (/¢p) (3 mMuH,
3000 rpm, +4°C), ocaiok cycreHupoBany B 3 M pactBopa Ca?*, oxmaxnamu 15-20 mun npu 0-4°C u
cHoBa ocaxnanu (/¢ 3000 rpm, 3 mun, +4°C).

3. Ocanok cycnesaupoBaau B 0,5 mi pactBopa Ca®" ¢ mo6asnernmem 10% rmnepuHa,
100-MKJT aTMKBOTHI 3aMOPaKUBAJTK B )KHJIKOM a30Te U Xpanwmu ripu —70-80°C.

4, Hns tpanchopmanuu kietok miazmugHoit JJHK pasmopaxusanu Ha npay S0-200 Mxo
KOMIETEHTHBIX KJIeTOK, n0o0aBnsn Kk HUM 0,01-10,0 ur JIHK, uakybuposanu 20 muH npu 0-4°C,
3aTeM OCYIIECTBISUIM TerIoBoM oK (1 Mun npu 42°C) 1 Bo3Bpaliaiy B JIeJ Ha 2 MUH.

5. Janee pazBoaunu KiIeTku B 5 pa3 cpenoit LB, nakyOupoBanu ¢ nokaunBanuem | 4 npu
37°C, BbiceBaJIM Ha arapu3oBaHHy0 LB c cenexkTUBHBIM aHTHOMOTHKOM M OCTaBJSUIM HAa HOYb NPHU

37°C.
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6. Beipociine, ycroiiumBble K aHTUOMOTHKY KOJOHMM TECTHPOBAIU Ha INPHUCYTCTBHE
wiasmMuasl ¢ nomomrsio [IP-ammnudukanuu ¢parMenrta, cojepaiierocss B IUIa3MUfe, HIN

BBIJICJIEHUS TIA3MU/IbI C TIOCIIEAYIONIEH PecTPUKIMEH/CeKBEHUPOBAHUEM.
2.4. KoMneTeHTHBIE KJIETKH arpodaKTepuu

1. Hounyro kynbTypy arpoOakTepuu, BeIpalieHHy0 B TeueHue 1-2 cyrok npu 28°C B 5
v LB ¢ no6asnennem Rif (12,5 mr/m) u 1/100 V pactBopa Mg?*, passoanmu B 10 pa3 cexeii cpeoit
LB (c Toii e KoHIeHTpanueir Mg?*, 6e3 aHTHOHOTUKOB) 1 BhIpamuBamy (140 rpm, 28°C) okomno 4 4
1o OD=0,5-1,0 o.e.

2. Hanee kynbTypy oxnaxnanu Bo jbay (15-20 mun), /¢ (3000 rpm, 10 mun, 4°C), u
0CaJIOK OTMBIBaJIM, cycreHaupys ero B 10 mn mpeaBapurtenbHo oxiaxaeHHoro 150 MM NaCl ¢
nocieayromum /¢ (3000 rpm,10 mun, 4°C).

3. 3areM OTMBITBIE OT Cpelbl KIETKHM CyCHeHAUpoBald B 1 MIJI TpeaBapUTEIbHO
oxmaxnaenHoro 20 MM CaClz. AmumkBoter mo 100-200 MKin — pasnuyaind 1O  OTIACIBHBIM
MHUKpOIpoOrpKaM U MO0 cpa3y MCHOIb30Baiu Uil Tpanchopmarnmu miazmuanoi JJHK (cm. nanee),
60 no6asisnu 30% raunepun (1:1), 6pICTPO 3aMOpaXKUBAIH B KUAKOM a30Te U Xxpanuau Ha -80°C.

4, s tpancdopmanun, k 100-200 MK cycrieH3uu KIETOK 100aBIsIN 1 MKT TUIa3MUIHOM
JHK (B oobeme nHe Oounbiie 5-10 mii) u ocraBmsuin npu 4°C na 30 muH. [l TEmiIoBOro mioka
CHayaja moMemniany npooupku B xuakuii a3ot (1 Mun) u 3atem cpasy Ha 37°C (BonsHas OaHsi, 5 MUH).
[Tocne sToro pazBoaniu KieTKu B 5 pa3 cpenoit LB, nunky6upoanu 2 4 (28°C) ¢ nokaunsanuem (140
rpm) u 6sictpo /¢ (3000 rpm, 3 c¢). Ocafgok KJIETOK CYCIEHIMPOBAIM B CTEPWIHHOW BOJE U B
HECKOJIBKUX Pa3Be/IEHUSX BbICEBAIM Ha Yallku ¢ arapu3oBanHoi LB (Rif 12,5 mr/n, Km 50-100 mr/m).
BeipammBanu nipu 28°C B TedueHue 2-3 cyTok. OTAenbHbIE KOJJOHUU BaIUUPOBaIU ¢ rnoMolbio [11[P

U MCII0JIb30BAIN /IS TpaHC(OpMaIK pacTeHHM.
2.5. ArpobakrepuanbHas Tpancopmanus tadaka N. tabacum

1. JIuCThs CTEpUIIBHBIX pacTeHuii in Vitro mapesamn cextopamu (~0,3-0,5 cm?), y6upas
KWIKU, U 3aMauyMBaJid (BHEIIHEH MOBEPXHOCThIO BBepX) Ha 40 MUH (KOMHaTHas TeMIleparypa,
TEMHOTa) B CYCIIEH3MM arpoOaKTepUalbHBIX KJIETOK, COJAEpKAIIMX OMHAPHBIA BEKTOP C LEIEBBIM
TpaHcreHoM. Iy nmpuroroBiieHus cycnensuu, 10 Mia HOYHOHM KynbTypbl arpobaxtepun /¢ (3000 rpm
10 muH), 1 ocanok cycnenauposanu B 0,5 mit xxuakon A2.

2. OKCIUTAaHTBHl TMOJCYIIMBAJIA, IOMEIIAJM Ha arapu3oBaHHYI cpeny A2 BepxHei

MOBEPXHOCTHIO JIMCTA BHU3 U OCTABJIAJIM B TEMHOTC IIPU KOMHATHOH TEMIICPATYPEC Ha 48 4.
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3. OKCIIaHTel mpoMmbiBaiM B kuakoil cpeme A2 (Cb 500 mr/m), moacymdBaid,
BBIKJIAJIbIBAIA Ha arapu3oBaHHyo cpeny A3 (Km 100 mr/m, Cb 500 Mr/m) u OCTaBIsIM B YCIOBHUSIX
mmHHOTO (hoTomeproaa (164) u Temmeparypsr 23°C. Pa3 B 14 el mepekiaablBaiy SKCIUIAHTBI HA
CBEXKYIO cpeny.

4, PerenepanTsl ykopeHsuin Ha To ke cpeae (Ho 6e3 BAII) m mepeHocHiIn B TEIUIMILY,
1I0CJI€ Yero ajanTUpoBaHHbIE, NoApociine pactenus aHanusuposaiu (I1L[P) na npucyrcTBue B reHoMe
TpaHCreHa. B KOHIE >KM3HEHHOro IHMKIAa cobupanu cemeHa Ti M mpopamMBaid Ha cpelne c
kaHaMuImHOM (puc. 12). VYcroiiumBhle K aHTHOMOTHKY TIOOETHM WCIIONB30BAIM IS aHallM3a

CJICOYIOLIETO ITOKOJICHUS.

CTpGJ’IKaMI/I YKa3aHbl MOruOIINe HA CEICKTHBHOMN cpeac paCTCHUA

Pucynok 12 — Pactenust nokonenus T1, noiy4eHHbIe IpHU NpOpaIlMBaHUN CEMSH pEreHepaHToB Ha cpene MS

(Km 100 mr/m)
2.6. ArpodakTepuaibHasi TpaHchopmanus kaprodess S. tuberosum

1. B kadecTBe 3KCIIaHTOB 711 TpaHC(HOPMAIIUU UCIIOIB30BAIM MEXKI0Y3/IHs cTeonei 3-
HEJIebHBIX pacTeHH KapTodens in Vitro. CtebieBble CerMEeHThI BBIICPKUBAIN 24 9 B TEMHOTE IPU
KOMHATHOW TemIiepaType Ha CTepHibHON (QuibTpoBanbHON Oymare, MOKPBIBAIOIIEH arapru30BaHHYIO
cpeny A2.

2. HoGapmsmn 0,5 M CycneH3WH  arpoOakTepUaTbHBIX  KJIETOK, TOJYYCHHOU
cycnienupoBanueM B 0,5 miu cpensl A2 ocaaka kierok nocie /¢ (5000 rpm, 10 MuH) 5 M1 HOYHOM
KyJIbTYypbl. BeinepxuBanu 4 4.

3. DKCIIaHThI TIOJICYIIMBAJH, OCTABIsUIN Ha 24 4 Ha arapu3oBaHHOU cpene CIM, a 3aTtem
BeikiTagpiBaid Ha cpeay CIM ¢ moGasnennem antuomotrkoB (Km 50 mr/a, Cb 250 mr/n), pa3 B 7
CYTOK MEHSSl Cpely Ha CBEXKYIO.
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4, OOpa3oBaHre PEreHepaHTOB HAOMIONATU CHyCTs 5-7 HeAenb KynbTuBanuu. [loGern
yKopeHsutn Ha arapusoBanHo# cpeae A2 (Km 50 mr/m, Cb 250 mr/m) u tectupoBanu (ITLIP) na
HAJIMYUE B TEHOME TPAHCTEHA.

5. [MonydeHHbIC TPAHCTEHHBIC JIMHUK KYJIbTUBUPOBAIH IN VIr0 B KIMMAaTHYECKOH Kamepe

npu aumHHOM aHe (16 1) u 21°C.

2.7. TpanchopMmauus JPOAKKeBOro miraMmma

1. Hltamm Pj69-4a cesnm mrpuxoMm Ha arapu3oBanHyio SD ¢ 1610 aMHHOKHCIOTaMH.
OnHy cBEeXyIO KOJOHHIO cycrieHaupoBanu B 1 miu crepuisnoit H20, w/d (60 c, 6000 rpm), ocamok
caosa cycnenaupoBand B 1 mi 0.1 M CH3OOLI u nakyoupoBanmu npu 30°C B TeueHHE 5 MUH.

2. Hanee xnetkn ocaxnam /¢ (10 c., 10000 rpm), munerupoBasm B 65 mxin HxO. K
cycnensuu n06asmsu 36 mMxa 1M CH3OOLI, 5 mkn aenatypupoBannoit JIHK criepmbl cesbau
(10mr/mm), 0,2-0,3 MKr 1uia3Muabl, CHOBa MEpEMENIMBaIN MUIETUPOBaHUEM. 3aTeM nobapisuin 240
MKJT 50% I13I'-3350 1 MHTEHCUBHO BCTPSXHUBAIN TpaHC(HOPMAMOHHYIO cMech B TeueHue 50-60 c.

3. [TosrydyeHHYyI0 CyCHEH3UIO0 MOJABEpraiu TemioBoMmy oKy (42°C, 20 MuH), oxJaxaanu
BO Jiby (2 MuH) u /¢ (10 ¢, 10000 rpm).

4, Knertounsiii ocanok, cycrnenaupoBanslii B 0,2-0,4 mn crepunbHoii H20, BbiceBasin Ha
arapu3oBaHHy1o cpeny SD (¢ celeKTUBHBIM PacTBOPOM aMUHOKHUCIIOT) U UHKyOupoBanu npu 28-30°C
B T€YEHUE 2-3 CYTOK.

5. [Tomryuennsie kononuu Tectuposanu (I1L[P) Ha Hanuuyme mua3MuUabl U UCTIOTB30BATH B

IKCIIEPUMEHTAX 110 aHAIU3y OeNOK-0eIKOBhIX B3aumoericTeuii (cornacio Shchennikova et al., 2003).

2.8. Okcrpaknus renomuoii JJTHK

1. W3menpuanu  0,1-1,0 T TkaHum pacteHuss nectukoM B (GaphopoBoOi CTymKe ¢
UCTIOJIB30BaHUEM KHJIKOTO a30Ta.

2. [Toporok nepeHocuiv B MUKponpooupky, cmenubanu ¢ 250 mxa Oypepa SHORTLY u
/¢ (10 mun, 10000 rpm).

3. CwmemmBamu 1:1 (mo 175 mxi) cymepHataHT ¢ u3onpomnaHoiom, /¢ (15 mun, 10000
rpm) u oTOMpaITH KUIKOCTb.

4. Ocanok BeIcymmMBaiu (nepeBepHyTasi mpooupka, 30 MUH, KOMHATHasl TemIepaTrypa) u
pactBopsuir B 100 mxi H20 (30 muH), 3aTem ouuninanu ot aeopuca /¢ (5 mun, 10000 rpm).

5. 95 MKJ Ha/J0CaJOYHOTO PAaCTBOPA MHTEHCHUBHO BCTPSXMBAIM C 95 MKI HACHIIIEHHOTO
denona, S muH Ha croue, 1w/} (10 mun, 14000 rpm), oréupamu 90 MKII BOHOU (a3sl U TIEpeoCcaK AN

EtOH w/o (10 mun, 14000 rpm).
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6. Ocanox renomuoit JIHK BeicymmBanu u pactBopsuin B 50-100 Mk crepunbaoi H20;

xpanuiu npu +4°C.

2.9. Ucnosib30BaHMe CTAHAAPTHBIX HA0OPOB ISl MOJIEKYJISIPHO-TEHeTUHYECKUX U

OMOXHMHYECKUX padoT

1. Hns Beigenenus miasmugHor JIHK w3 GakTepuanbHBIX KIETOK MNPUMEHSUIM HaOOp
WizardPlus SV Minipreps DNA Purification System (Promega, CIIIA), coriacHo mpujaaracMomy
nportokoiy. Xpanuiau npenaparsl JHK npu —20°C.

2. Cymmapnyto PHK skcrparupoBanu u3 THIATENTbHO M3MEIbYEHHON pPACTUTEIBHOM TKaHU U
ounmmanu ot npumeceii JIHK (RNeasy Plant Mini Kit u RNase-free DNase set; QIAGEN, I'epmanust).
3atem, PHK ucnons3oBanu s cuntesa (GoScript Reverse Transcription System, Promega, CIIIA).

3. Ipenapatet PHK n k/IHK TectupoBanm Ha xadecTBO (37€KTpodope3 B arapo3HOM reiie) u
kosmgectBo (piryopumerp Qubit, Thermo Fisher Scientific, CILIA) u xpanwim npu —70-80°C.

4. O4uCTKy aMIUTUKOHOB U3 peakuunoHHoU III[P-cmMecu wim arapo3HOro rens BBITOIHSIIN C
MinElute Gel Extraction Kit (QIAGEN, CIIIA).

5. ®parmentsl JIHK knonupoBanu B Bektop pGEM®-T Easy (Promega, CIIIA), cornacHo
[IpUJIaraéMoMy IIPOTOKOILY.

6. OOmee comepkaHue Kpaxmana B oOpaslax H3Mepsuid ¢ moMoinbio Habopa «Kpaxmam»
(Boehringer Mannheim/R-Biopharm, IlIBeiiniapus) coriiacHO HpWiIaraéMoMy IMPOTOKONY. AHau3
MIPOBOJIUITU B TPEX TEXHUYECKUX U JIBYX OMOJOTUYECKUX TTOBTOPAX.

7. ConepkaHue caxapoB (caxaposa, IJI0Ko3a, (pyKTo3a) OMPEACNsId C TMOMOIIBI0 TECTOB
Enzytec™ Liquid Sucrose/D-Glucose u Enzytec™ Liquid D-Glucose/D-Fructose (R-Biopharm AG,

I'epmanus).
2.10. Ucnosnb3oBanue meroaa I[P

Crannapthyto ILP-ammmdukanuio Ha reHomHoi JIHK pacrenuit mnm mnazmuanoit JJHK
BHIMOJTHSUTH B ycnoBusx (95°C, 4 mun; ganee 25-42 nmkina (94°C, 30 ¢; Torxura npaivepa, 30 ¢; 72°C,
60c); 72°C, 7-10 muH) c wucnoib3zoBanuem III[P-ammiudukaropa Mastercycler (Eppendorf,
I'epmanust). Ilpoxaykrer IILP ananusupoBanmu snextpodopesom B 1-2% arapo3Hom rerne H,
NpeBapUTEILHO  OYUCTUB/KIOHHMpOBaB, cekBeHupoBamu  (LUKI1T  «buommxenepusi», OUIL]
buotexnonoruu PAH).

[Ipaiimepsl moxOupanu MyTeM aHajlu3a LENEBBIX I0CIEN0BATEIbHOCTEH, IMOIYYEHHBIX B

pesyabTare onbita win poctynHbix B NCBI GenBank (https://www.ncbi.nlm.nih.gov/) (ta6n. 2 B

[punoxxenun).
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2.11. OnpeneJieHne IKCNPECCHU reHa

Jlst aHaM3a SKCIPECCUU T'eHa UCIIOIb30BaJIM MOTYKOJINYeCcTBeHHY0 (¢ Habopom OneStep RT-
PCR Kit, QIAGEN, I'epmanus) win konuuectBennyro I[P B peamsHoM Bpemenu (PB-IILIP). PB-
[MIP npoBoguiu Ha npubope CFX96 Real-Time PCR Detection System (Bio-Rad Laboratories,
CIIIA) B 1ByX OMOJOrMYECKHUX U TPEX TEXHUUECKUX MOBTOpaxX U ¢ HabopoMm “PeakninoHHas cMech AJis
nposeaenuss PB-IILP B npucyrctBun SYBR Green I 1 ROX” (Cunron, Poccust). Ucnons3oBannas
mporpamMma BKJIO4ajia dtan aeHarypauu (5 mun, 95°C) u 40 nosropenwmit mukia (15 ¢, 95°C; 40 c,
60°C). Ilonxy4yeHnHble JaHHBIE HOPMAIM30BAIH 10 SKcIpeccuu pedepeHcHsx reHoB (Graph Pad Prism,

https://www.graphpad.com, CIIIA).

2.12. ®eHOTHUNINYECKUH aHAJIN3 PACTEHU I

MOeHOTHTT OIBITHBIX paCTeHI/Ifl OLICHUBAJIM B CPABHCHHHU C KOHTPOJICM JUKOI'O THIIA.

ITpu orieHKe TpaHCTeHHBIX pacTeHuit Tabaka N. tabacum ompenesnsu:

1. [lepuon (AHU) OT BBICAJKH PACTEHUs B TEIUIMIy A0 MHUIIMALMU LIBETEHUS (IIEPHOJ
BEreTaIrum);
2. KOJIMYECTBEHHBIC XapaKTCPUCTHKU HAA3EMHOW BETETATHBHOW YacTH (JTMHA CTEOs,

KOJINYECTBO JIMCTHEB) M CTPOCHHE COLIBETHUS U LIBETKA (BKJItOYasi MOP(OIOrnyeckre N3MEeHeHUs, YUCIIO0
IUIOIOB U BEC CeMsIH Ha OAHY KOpOOOYKYy) Ha CTauM 3aBEpLICHUS XU3HEHHOTO IHKJIA (CyXHX
CEMEHHBIX KOPOOOUeK);

3. BU3yaJIbHbIE 0COOEHHOCTH OKPACKH JIUCTHEB.

B cnydae pepaxktupoBanHbix (ren PHOLla) pacrenuit kaprodens (copra Muika, XKykoBckuit
pannuii, JIrokc n Teppa) onenuBanu:

1. XapaKTEPUCTHKH BETETATHBHOM YacTH pereHepaHToB iN VItro (BbICOTa M KyCTHUCTOCTh
pacTeHuii, Mmacca IpOpOCTKOM 0e3 KOpHS M Macca KOpHEH, Halluyue BO3AYIIHBIX KOpHEN) B yCIOBUSIX
KIuMaTHaeckoi kamepsl (164 dpotonepuom, +21°C);

2. T€ JK€ XapaKTepUCTHKH BEreTaTHBHOM uyacTW Hauboyiee MHTEPECHBIX JIMHUHN

pereHepaHToB IN Vitro, BeIpaInBaeMbIX B YCIOBHSIX X0J1010BOr0 cTpecca (+4°C).

2.13. HmMuTanus X0J010BOr0 cTpecca NPU BbIPAIMBAHUN MOAUGUIMPOBAHHBIX PacTeHU

Tabaka u kaprodens

B caydae kaptodens, perakTHpPOBaHHBIC JUHUA W KOHTPOJIBHBIC PACTEHHUsS BhIpAIlUBaiIM inN
VItr0 B TUIaCTHKOBBIX KOHTeHHepax oObemMoM | 1, comepkamux cpexy A2 (¢ Km 50 mr/m mis

pPEllaKTUPOBAHHBIX JIMHHIA), B CTAHJAAPTHBIX YCIOBHIX KiIMMaTuyeckod kamepsl (164 ¢oromepuon,
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+21°C) B Teuenne 3 Hepaenb. Jlanee MONOBUHY PACTEHHMM KaXKIOTO THIIA OCTaBIISJIM PACTH B TEX KeE
YCIIOBUSIX, a IPYTrYIO MOJIOBUHY IepeHocuin Ha +4°C Ha 3 nHsA. 3aTeM BCEe pacTeHHs aHAIU3UPOBAIU
Ha COJIep’KaHUE Kpaxmalla B KOPHSX U JIMCThSX U YPOBEHb IKCIIPECCUU I€HOB MeTabosIM3Ma Kpaxmasa
n otnenbHbIx MADS-boX reHoB.

B caywae tabGaka, TpaHCreHHbIC JIMHHM M KOHTPOJIbHBIC PAcTEHHs BbIpalldBagd iN VIitro B
gamkax [lerpu, comepxkammx cpeay A2 (¢ Km 50 mr/a mist TpaHCTCHHBIX JIMHHI), B CTAaHAAPTHBIX
yCIOBHAX KiIMMaTuueckoil kamepsl (161 dotonepuon, +21°C) mo mosBnenus cemsiponei. [Jlanee
MOJIOBUHY PACTEHHUM Ka)KJOro THIIA OCTaBIISUIM PACTH B TeX K€ YCIOBUAX, a JPYTYIO IMOJOBHUHY

nepenocusiv Ha +10°C Ha 3-4 Henenu, Mocje 4Yero OLEHUBAIN pa3MeEpPhl MPOPOCTKOB.

2.14.  AmHaau3 cojep:KaHUsl KAPOTHHOUIO0B, XJIOPO(PUILIIOB H AHTOIHAHOB

CopnepikaHre MUTMEHTOB OIpPEICsUU (IBa OMOJOTMYECKUX UM TPH TEXHHMYECKHX IMOBTOpA) B
TKaHsX JIUCTA, IPEIBAPUTEIIEHO U3MEIbUCHHBIX PACTUPAHUEM B HKHIKOM a30Te.

CyMMapHOe CcoJiepKaHHUE aHTOIMAHOB (MI/T CBIPOrO Beca) H3MEpsUIH B  XJOpPOohopM-
METaHOJIBHBIX 3KCTpakTax ¢ momomursio Eppendorf BioSpectrometer® basic (Eppendorf, I'epmanmusi),
cornachHo (Solovchenko et al., 2001), B nepecuere Ha nenbOUHUANH-3-PYTHHO3M,

Conaeprxanue (MI/T ChIporo Beca) xJopoduiios (a u b) 1 KapoTHHOUIOB (CyMMa KapOTHHOB U
kcaHTo(usTOB) aHanu3upoBain o nporokony (Efremov et al., 2020) ¢ ucnons3oBanrem Eppendorf

BioSpectrometer® basic (Eppendorf, I'epmanust).

2.15. CrarucTHYecKM# aHAJIU3 JaHHBIX

JlanHble (DEHOTHIMUYECKUX XAPAKTEPUCTHK pacTeHWi 00pabaThiBAIM CTATUCTHYECKH C
nomotsio Excel, u PB-IIL[P u Owoxumuueckoro anammsza — ¢ mnomoimpto Graph Pad Prism

(https://www.graphpad.com, CIIIA). Hcnone3oBamu Welch-test i one-way ANOVA (‘multiple

comparisons, corrected with Bonferroni test’) B 3aBucumocTr oT konmuectBa cpaBHenuit (P < 0.05
03HAYall0 HAaJHYKE JIOCTOBEPHBIX pa3iuuuii Mexay oOpasiamu). [laker mporpamm Graph Pad Prism
UCTIONB30BAJICA TaKXkKe Ui TIOMCKA KOPPEISIIHKA MEXAy OKCIpecCHedl TreHa W Cofep)KaHueM

MeTadoIuTa.

2.16. buouHdopMalMOHHBII aHAIU3

[Mpoduipe sxcnpeccuu reHoB ananusuposaiu, kpome PB-ITLP, in silico — ¢ ucnons3oBannem
OMOMH(pOPMAITMOHHBIX METOJIOB M JIOCTYIHBIX 0a3 TpPAaHCKPUINTOMHBIX JaHHBIX. Tak, ypOBEHb
TPaHCKPUNTOB I'eHOB S. lyCOPErsiCUM B pa3lMYHBIX OpraHax pacTeHHs Ha Pa3HBIX CTaIUSIX Pa3BUTHS

omnpenensy ¢ moMoisio TomEXxpress (http://tomexpress.toulouse.inra.fr/).
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IMaker mnporpamm NCBI (https://www.ncbi.nlm.nih.gov/) wucnonp3oBanm Ist  TOUCKa

TOMOJIOTHYHBIX TIOCITIEIOBATEIPHOCTEH M CTPYKTYPHOTO aHalM3a TeHOB M OelkoB. BwipaBHUBaHUE
TOMOJIOTHYHBIX —ITOCJIEIOBATEILHOCTECH, IOCTPOCHHE (UIOTCHETHYECKUX JCHIPOTPAMM, ITOUCK
noJIMMop(hU3MOB OCYIIECTBIISIIH c MTOMOIIIBIO MakeTa nporpamMmm MEGA 7.0

(https://www.megasoftware.net/). B gactHocTH, IS TOCTPOCHHS AEHAPOrPAMM HCIIOJIB30BAIM METO/

MaKCHMaJIbHOTO mpaBaonoaoous, ocunoBanHoro Ha JTT matrix-based momenu, 6yrerpam 1000. TTonck
KOHCEHCYCOB B aMHHOKHCIIOTHBIX IIOCJIEI0BaTENbHOCTAX IpoBoauiau B mnporpamme MEME 5.5.4

(‘motif  discovery’: https://meme-suite.org/meme/tools/meme). B  mpomecce  KIOHHPOBaHUS

¢parmenroB  JIHK B miasmuaHbie BekTopa ucmoib3oBaau mporpammy Clone  Manager

(https://ru.freedownloadmanager.org/Windows-PC/Clone-Manager.html). [Tpencka3zanue

IIPOCTPAHCTBEHHOH  CTPYKTyphl ~ 0elka NpPOBOAWIM ¢  IIOMOIIbI0  mporpamme  Phyre?

(http://www.sbg.bio.ic.ac.uk/~phyre2/).
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I'maBa 3. PE3YJIBTATBI U OBCYKJIEHUE

3.1. CTpyKTypHO-(PYHKIIHOHAJIbHBbIH aHAJIN3 reHoB cemeiicTBa YABBY kiaasl FIL noabenbHuka
U XpU3aHTEMbI

3.1.1. Crpykrypa n ¢punorenuss T® cemeiictea YABBY

B nmanHO# wacti paboThl ObLT MpoBeNeH (YHKIMOHATIBHBIN aHaIM3 T€HOB, KoAupyomux Td
YABBY mnoacemeiicta FIL y BumoB M. hypopitys (MhyFIL1, MhyFIL3, noabenpauk) u C. X
morifolium (CDM51, xpusantema). I'ensl cemetictBa YABBY moabenpHrKa ObUTH HACHTHDUIIHPOBAHBI
paHee B Ipolecce TpaHckpunromHoro ananusa (Beletsky et al., 2016; Shchennikova et al., 2018). I'en
CDM51 0b1n Takoke HaliieH B Halel mabopatopun panee (HeomyomukoBano, NCBI ID AA022990.1).

Mpl mpoBenH CTPYKTypHO-(MIOTeHeTHUeCKuil aHanu3 mnocienosarensHocted TO YABBY
MOIbENbHUKA U XPU3AaHTEMbI B CDAaBHEHUH C TOMOJIOTHUHBIMH O€JIKaMH JIPYTHX BUOB PACTCHHIA.

Bug M. hypopitys Bxomut B cemeiictBo Ericaceae, C. X morifolium — Asteraceae; oba
cemerictBa BXxomaT B kiamy Asterids. Iloumck mocmenoBarensHocteit YABBY, noctymHbix B 0asze
naaHbeix NCBI, mo3Bommn oToOpath isi PrIIOTeHETHYIECKOTO aHAIM3a OCTKH Pa3IMYHbIX BUIOB KIIAIbI
Asterids, Bximouast cemeiictBa Ericaceae (uHdopmanus orpanndena Bugamu Rhododendron spp. u
Vaccinium spp.), Actinidiaceae (Actinidia chinensis) u Sarraceniaceac (Sarracenia purpurea),
BXojsmume B nopsifok Ericales. C yuerom ucnons3oBanus B padore Tabaka N. tabacum B ananu3 Obuin
B3aThl T® YABBY pazimmunsix BumoB Solanaceae (tomar, kaprodens, epel, neTyHus, Tadak). Taxke
B aHanu3 Obutn nobGaBneHsl T® YABBY nmoaconmneunuka H. annuus (Asteraceae) u mpeacTaBUTENs
kiagel Rosids — momenshoro Buma A. thaliana (Brassicaceae). Jlnsi yKOpeHEHHsT jaepeBa ObLI
ucnons3zoad TO PtaY AB Buza Pinus taeda (Gymnospermae).

B pesynprare Obuta TOCTpOEHA NEHIPOTpamMMa, TNe aHATU3UPYEeMbIE ITOCIET0BATEILHOCTH
kiaccuduimpoBansl 1o mozcemeiicteam FIL, YABBY2, YABBYS5, CRC u INO (puc. 13),
ompesencHHbIM TpH uccinenoBanusx A. thaliana (Bartholmes et al., 2012; Finet et al., 2016). T®
CDM51, MhyFIL1 u MhyFIL3 Bounumn B moncemeiictBo FIL, xoropoe o0benuHMIO HauOosblee
KOJIMYECTBO aHAIM3UPYEMBIX mocieaoBarenbHocTel. bmkaiimuvu romonoramu MhyFIL oxumaemo
cranu Oenku pacteHuit mopsijka Ericales, a CDMS51 — cemeiictB Asteraceae u Solanaceae (puc. 13).

[Tocnenyromuii CTPYKTYpHBIN aHalIW3 NMOATBEPAMI MPUCYTCTBUE KOHcepBaTuBHOro YABBY-
nomena y CDMS51 (monoxenue 18-184 ao), MhyFIL1 (22-183 ao) u MhyFIL3 (20-181 ao),
conepxkamniero C>C, momeH mUHKOBOro maibiia Ha N-koHne 1 HLH-momeH (BKIFOYAOIINN CHTHAI
snepHoi jokanu3anun) Ha C-koHre (puc. 14). DTo COOTBETCTBOBAJIIO M3BECTHOW CTPYKTYpe OEIKOB

cemelictea YABBY (Bowman, 2000).
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HanYAB3 XP 022000346.1

CmoDRP UYLS1895.1
HanYABS XP 021969003.1

SIyYAB3 AUS91441.1

98" StuYAB4 \P 006355492.1

AmaGRAMINIFOLIA AAS10177.1
SinYABBY1 XP 011090395.1
SalYABBY 1 KAK4416021.1
PhyYAB1 ACA64096.1
NtaYABBY1-1 XP 016482024.1
"LINtaYABBY1-2 \POI(‘()Q(M" 1

FIL

3
Hm\ \Hl 1 \l"l)“(\ l)'(

99" HanC2C2-YABBY KAJ0758994.1
MhyFIL1 AQMS0868.1
\Ih\l 1.2 AQMS0869.1
\lh\FII 3 AQMS50870.1

chYA 3
[ SpuFL BAQI9377.1

ClaYABBY 1 KAIS028213.1
AthYABBY3 AAD33717.1
1 T AthFIL AAC69834.1

= SIlyCRC XP 025886851.1
ii'x'u\('!{(' XP 0110709152
100 AthCRC AAD30526.1 R
HCRC XP 058193612.1
\ﬂh( R( AQMS50863.1
ClaCRC KAI8024537.1
95— MhyINO1 AQMS0864.1
)2 AQMS0865.1

75 \!‘1\ NO2
Rvi \/\BU\ POS8194331.1
9 [~ SinYABBY4 XP 011087090.1

[ 100 Sal YABBY4 KAK4429821.1
AtINO AAF23754.1

9 SinYABBYS XP 011078402.1
SalYABBYS KAK4430797.1

laYABBYS KAIS020822.1
UL YABBY5

'ABS AQM50867.1
5 NP 850081.1

AS )
ClaYABBY2 [\ \mumx 1
- StuYAB2 XP 015170608.1 YABB Y 2

SlyYAB2 NP 001234390.1
SinYABBY2 XP 011090281.1
100"SalYABBY2 KAK4441346.1
PtaYAB QOQ51149.1

B ananus B3ste! Genku A. thaliana (FIL, YABBY3, YABBY2, YABBY5, INO, CRC); M. hypopitys (Mhy); H.
annuus (Han); C. x morifolium (Cmo, CDM51); S. lycopersicum (Sly); S. tuberosum (Stu); P. x hybrida (Phy);

C. annuum (Can); N. tabacum (Nta); Rhododendron vialii (Rvi); Camellia lanceoleosa (Cla); Sesamum indicum
(Sin); Sesamum alatum (Sal); Vaccinium corymbosum (Vco); A. chinensis (Ach); S. purpurea (Spu); A. majus

(Ama); Pinus taeda (Pta). [TpuBenens! 3HaunMble 3HaUeHUs bootstrap (>50; ast 1000 moBTOPOB)
Pucynok 13 — [lenaporpamma Ha ocHoBe T®D cemetictea YABBY pa3HbIX BUJIOB IBETKOBBIX PACTEHHI

JlomoIHUTENbHBIM TOATBEpKACHUEM Toro, uro aHanusupyemble Td MhyFIL u CDMS51
ABISAIOTCS (PyHKIMOHANBHBIMU roMosioramu FIL, crano oOHapykeHHEe B MX MOCIEI0BATEIbHOCTSX
koHceHncycoB (FIL-A, -B, -C, -D, -E, -F, -G, -I u —H), morymux HecTH (yHKUHMOHAIBbHYIO HArpy3Ky
(puc. 14). FIL-l1 u —H mokanusytotcst mexxay C2C2 1 HLH u MoryT okaspiBaTh BiusiHHE Ha (HOJAMHT
YABBY-nomena (Shchennikova et al.,, 2018). FIL-I npucyrctByer u y JBYAONBHBIX, U Y
OJTHOJIOJIBHBIX, U MO3TOMY, BO3MOXHO, cBsa3aH ¢ ¢yHkuuei FIL-mpenmectBeHHuka. Bropoit MoTuB,

FIL-H cneuuduuen pans ABYIONBHBIX W, BO3MOXHO, BO3HHUK IIOCJIE€ pa3feNeHuss C

OJHOOOJIbHBIMH.
MhyFIL1 : MSSSNSFSPEHQTHPHQHLSPSSSDQLCYAHCEFCNTVLVVSVPCSSLFKTATVRCGHCTSLFSVNIRGLLLPQ-——-—- PNQLHHLGNSLFSPQNLLEEIRSSTPNLLINQP :
MhyFIL3 : MSSSNSYSPDHQTHSHLPHS--SSDQLCYVQCNICDTVLAVSVPCSSLFKAVTVRCGHCTSLLSVTMPGLLLPQ-—————- PNQLHHLGHSF ISPQNLLDEIRSSSPNLLINQP :
CmoCDMS1 MSSSASFSPDHHHHHLSPTS————EOLCYVOCNFCDTVLAVSVPCGSLFTTVTVRCGHCTNLLSVNMRALLFPASVTTTAAANOFHLGHNFFSAQSLMEEMRNTPANLFLNQP L
TIE-:A _____ zince finger domain HL B H_Lﬂ( _______________ 4,FI[J)'__—' HLH

* * * * *

MhyFIL1 : HQSEPFTAVRGFDDLPKPPAANRPPEKRQRVPSAYNRF IKDEIQRIKAGNPDISHREAFSAAAKNWAHFPHIHFGLLPDQPLKKANVRQQEGDDVMMKDGFLAPANVGVSPY -
MhyFIL3 : HPNESFSAVRGFDELPKPAAANRPPEKRQRVPSAYNRF IKDEIQRIKAGNPDISHREAFSAAAKNWAHFPHIHFGLLPDQPMKKANVRQQEGDDVMMKDGFLGPANVGVSPY -
CmoCDMS51 : NPNDHFGPVR VDELPKPPVANRPPEKRORVPSAYNRFIKEEIQRlKAGNPDISHREAFSAAAKNWAHFPHlHFGLMPDOPVKKPNVCQODGEDLLMKDGFLATANVGVSPY 5

Nl 4
F]L-I HMG-like domain HL»I—, FIL-F FIL-G

Pucynok 14 — Jlomensl u MmoTuBbI B nocienosatensHoctn MhyFIL1, MhyFIL3 u CDM51



[locnenyromuii MOUCK KOHCEPBATUBHBIX MOTHUBOB Yy O€JKOB, WCIOJb30BAHHBIX IS
(rIoreHeTHYeCKOro aHanusa, OOHapy Ui Tpu oomux st [TokpeITocCeMEHHBIX KOHCEHCYCa, KOTOPHhIE
cootBeTcTBYIOT oMeHam C2Cz (‘2°, 3”) mw HLH (‘17). Takoke BBISBICHBI MEXIOMEHHBIC MOTHBHI (‘9’,
‘57, 107, “7°, 4, °6’), cnenmduunbie s noacemeiictea FIL (puc. 15). CornacHo moydeHHbIM
cTpykTypHbIM JaHHbIM, T® MhyFIL u CDMS51 Bxoaar B moacemeiictBo FIL u MoOryt BBINOJIHATH

CXOJHYIO C U3BECCTHBIMH I'OMOJIOTaMU (I)YHKI_II/IIO

Name p-value  Motif Locations
HanYAB3_XP_022000346.1 2.57e-125 T2 e [f207] ENEEEETE
CmoDRP_UYLS1895.1 5.04¢-126 [TE07 A N W
HanYABS_XP_021960003,1 291e-117 I N s 3|
SlyYAB3_AUS91441.1 332134 . I T
SwYAB4_XP_006355492.1 1.15¢-136 [E—— ] [0 e I R
AmaGRAMINIFOLIA_AASIOI77.1  3.00e-178 Tz a5 1o | I N
SinYABBY1_XP_011090395.1 2.55¢-185 [ s 1o | IR N
SalYABBY1 KAK4416021.1 3.50¢-147 T s | 0| I T
PhyYABI ACAB4095.1 1steles BN UENNNSE  0S0oT] I i
NaYABBY I-1_XP_016482024.1 4. 7e-tw N [T s 10| I N
NiaVARBY -2 XP_016505067.1 |4de-1go I [T IS 0| I W T
CanYABI_XP_016545580.1 4s0e17)  HEE UETNEN U Ao IEH I i
SIyYABI_AWJS8427.1 8.87¢-170 =} 5700 [0 EE W N
SYABI_XP_006347890.1 3.90e171 N [0 10| ECH W T
CmoCDMS1_AAO22990.1 394177 HNETTETTSNE [0S0 10 ) EA W T
HanYABI-2_XP_021969572.1 37517y MEEITTETTINSE RENE T o I N T
HanYABI-1_XP_022035893.1 1ote. 155 B AN [ o S N N
HanC202-YABBY _KAJ0758994.1 6.29¢-177 N fzs0 5 | 1o N N
MhyFIL1_AQMSOS6S.1 757160 N ISR S o7 N N
MhyFIL2_AQMS50869.1 4.09-169 I [ [ vo | N T
MhyFIL3_AQMS0870.1 Pige-170 I IS s o | R I T
RVIYABBY|_XP 058225351 1 aoge-1sy DTS s o | I W - T
AchYAB-1_PS524143.1 779150 [EE S [ v | N N— N
AchYAB-2_PS§35075.1 I 20-15% TS s e | I T T
SpuFIL_BAQI9377.1 2 ige-1)  MEELTTE SR s o | ORI N
ClaYABBY | KAIS028213,1 6.08e-170 I I 10| A T
AhYABBY3_AAD3ITIZI 2.85¢-124 Loz amm 2 T
AFIL_AACG9834.1 9.43e-131 - == 2 I
SIyCRC_XP_025886851.1 44004 NI NETH 1o E——
SinCRC_XP 0110709152 2.52¢-76 = [C1e T
AHCRC_AADIISZ6 | 103e-72 [ B
RviCRC_XP_058193612.1 239¢-98 I r—] O | 10
MhyCRC_AQMS0863.1 454097 BT 0
ClaCRC_KAIS024537.1 6.93¢-102 [T O v
MhyINOI_AQMS0864.1 Td9e-142 TN 22 O e .
MhyINOZ_AQMS0865.1 685143 N e B
RVIYABBY4_XP_058194331 1 7enn TSI BTN
ClaYABBY4_KAIS023031.1 393c-99  INZIITINSEINE T e T
SinYABBY4_XP_011087090.1 917115 NENTNSNTE T T
SalVABBY4_KAK4429821.1 208114 NSNS TN .
ABINO_ AAF23754.1 322690 Lz T
SinYABRYS XP_011078402.1 183¢-124  ENINIESIET NN e
SalYABBYS_KAK4430797.1 327¢-127 EIIESEETI SN TN S
ClYABBYS_KAIS020822.1 72012y TTESEEE  EEN I N x
RyiYABBYS_XP 058201218.1 210e-115 EN S —
MhyYABS_AQMS0867.1 277114 I T x N
AthYABBYS_NP_850081.1 3.57¢-106 IEEN i
SlyYABS NP 001353826.1 117113 EIISNETE ST e N
ARYABBY2 AAD33716.1 6d2enq  NSINNN IEEE T
RyiYABBY2_XP_058191556.1 157120 NS NEEN SN
VeoFAS-like APX43960.1 270119 13 WETN 1 DT
ClaYABBY2_KAIT984015.1 167e-116 NI EEEN S W
StYAB2_XP_015170608.1 4116102 B Iz W 1
SlyYAB2_NP_001234300.1 7.05¢-96 ju—— ] I W
SinYABBY2_XP_011090281.1 102¢-115 T I e [ - « WEE
Sal YABBY2_KAKA4441346.1 1. 70c-115 I S BEEN Sz T R
PaYAB_QOQS1149.1 7.04¢-67 [Car I T

Pucynok 15 — Cxema KOHCEpBaTHBHBIX MOTHUBOB B mocienoBaTenbHocTsx TD cemeiictea YABBY M. hypopitys

U IPYTHX BUJOB PACTCHUN
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3.1.2. ®yukuus reioB MhyFIL1, MhyFIL3 u CDM51

Jns ouenku ¢ynkumu renoB CDM51, MhyFIL1 u MhyFIL3 Obuti mosy4eHbl TpaHCTCHHBIC
pactenusi Tabaka co cBepxakcnpeccueir k/IHK reHoB (B cMbICIOBOM (S) M aHTHCMBICIOBOH (as)
OpHUEHTaIUK) 10J] KoHTpoJieM npoMoTtopa 35S CaMV u tepmunatopa T-NOS (Bekrop pGD121, puc.
9). A wumenno, perenepantel To 121::FIL1s (3 pacrenms), 121::FILlas (5), 121:FIL3s (12),
121::FIL3as (11), 121::51s (3) u 121::51as (18). Tonbko B ciay4ae CMBICIOBOW OPHEHTALUH TPAHCTCHA
pacTeHusi CyIIECTBEHHO OTIMYAJIUCh OT KOHTPOJIA - CHIBHO KYCTHJIMCh M, €CIIM LIBEJIH, TO OYCHb
no3aHo (tabn. 3 B Ilpunokenuu, puc. 16). JIucTbs 3akpydyuBauch K HIDKHEH (abakcHalbHOI)
CTOpOHE, 4YTO TpeAnojaraeT HapylleHHe WACHTHYHOCTH KJIETOK BepxHel (aJakcualbHOMN)
NOBEPXHOCTH JIMCTAa. B mMa3ymHBIX MepHcTeMax JHUCTbeB HAOMI0NAIOCh T00eroodpa3zoBaHue.
KopneBas cucrema TpanchopMupoBanach B KOPOTKHI yTOJNIIEHHBIA KOPEHb C OTPOCTKAMHU 3€JICHOMN
okpacku (puc. 17). 13 Bcero kycra 1BeJ TOJBbKO OJMH HOOEr U TOJBKO B Cily4ae NMPUOOPETeHUS UM
(eHoTHNa, CXOAHOTO C KOHTPOJIEM, YTO MOIJIO OOBACHATHCA 3aMajluMBaHUEM TpaHcreHa. l[BeTkos
(dbopMHpOBaNIOCh 3HAYMTENBFHO MeEHbIIE, 4yeM B Hopme (tabm. 3-4 B I[lpunoxenuun, puc. 16), u
BU3YyaJIbHO OHHM HE OTJIMYAIUCh OT KOHTPOJIA, OJHAKO YacTO OMaJalid M3-32 PAHO BBICHIXAIOIIUX

IIBETOHOKEK.

350 160 45 70 50
a5 -
40 +
35
30 4
25 -
20 -
15 -
10 -

m121::51s
®121:FILs
W 121:FIL3s

® KoHTponb

[Hu fo useteHua BbicoTa, cm JlucTbA, Wr. LiseTku, wr. Kopo6ouku, wr. Bec cemaH, mr

Pucynok 16 — XapakTepuCTUKH TPaHCT€HHBIX PacTeHUH Tabaka VS KOHTPOIIb

Pucynok 17 — Tpancrennsie pacrenuns 121::51s, 121::FIL1s u 121::FIL3s (35S::FIL) vs koutpons (WT)
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PacTtenus co cBepXxaKcnpeccueil reHOB B aHTUCMBICIIOBOM OPUEHTAIlMA MaJlo YEM OTIMYAIUCh
ot koHTpossa. Tak, y 121::51as cymecTBEeHHO HM3MEHWJICS TOJBKO BEC CEMSH Ha OJHY CEMEHHYIO
KOpoOOuKy (B CTOpOHY yMeHbIeHus ) (Tabn. 4-6 B [Ipunoxenun, puc. 18). OTcyTrcTBHE 0KUAAEMOTO
spdekra 3amamuuBanus FIL-rena YABBY1-like (XP_016505067.1) tabaka MOXeT OOBSICHATHCS
HU3KOM romosorueir mocinenoBareabHocTH KJHK YABBY1-like u renmoB FIL xpusantembr u
MoIbeNIbHUKA (Ha OETKOBOM YPOBHE UACHTUYHOCTh cocTaBlsieT 78%, Toraa kKak npu cpaBHeHnu kK IHK

nepekpbiBaeTcs auiib 40% 1Mocne10BaTeIbHOCTH ¢ UACHTUYHOCTBIO 81%).

53 . B r— I [ 40
52
51
50
45

Bl

36 o

AHK 48 - wr. 34 HCDM51as

47 m HoWTpons

46 32 A

45 4
30 1

43 28 4

[Hn A0 upeTemHma Bricota Nuerea

0 B —— 250 -

50 371

36 200 +

35

50

150
ar ®CDMS51as

40 4 34
T,

33
32 4

T,

30 100 B KoKTpont
20 4
31 + 50
10 + 30
29
LlpeTrm KopoBouwm Bec cemam

Pucynok 18 — Mopdonoruueckue xapakTeprcTuku pacteHuii 121::51as vS koHTpoIb

JInst HOATBEPIKACHHS TIPEIION0KEHHIH 00 M3MEHEHUU UICHTUYHOCTH BEPXHEH CTOPOHBI JINCTA
y pacreHuii Tabaka co cBepxdkcmpeccueil FIL-reHOB B CMBICIIOBOW OpHEHTanMu ObUT TPOBEICH
MHKPOCKOTIMYECKUH aHaIN3 MOBEPXHOCTH JIMCTHEB M HA BEPXHEH CTOPOHE ITHX JIMCTHEB OOHAPYIKEHBI
no7I00HkIe ycThullaM oOpa3oBanus (puc. 19). Ha ocHOBaHMHM STHX JaHHBIX MBI MpPEAINONAracM, 4To
BEPXHsIs CTOPOHA JINCTA MPHOOpena MPU3HAKH HIMKHEH MOBEPXHOCTH, IJIe B HOPME PACIONIararTCs

yCThHUlla, U 3TO CTAJIO HquHHOﬁ CKpy4uBaHUA JIUCTHCB.
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YWT _abls sl

Pucynok 19 — Mukpockonudeckas ¢ororpadus Bepxueii (ad) u HrxHel (ab) TOBEpXHOCTH TMCTA Y KOHTPOJIS

(WT) u tpancrennbix pactennit (35S::FIL)

B o0meit cnoxnocTn neBath perenepantoB To 121::FIL1S (6 pacrenwmii), 121::FIL3s (2) u
121::51s (1) uBenu u nanu cemeHna. [lokonenue T1 xapakTepru30BaIoch ycuieHneM MOP(OIOTrHUEeCKUX
HApYUICHUI, YTO MPUBOAMIO K TuOenu pacteHuil. MckimrouenueM crano ogHo pactenue 121::FIL3s,
KOTOpOE KpalHe TMO3THO IBEIO M Jajo ceMeHa T2, KOTOpbE MpOpacTaal M YKOPEHSUIUCh, OIHAKO
JIOCTUTHYB BBICOTHI ~1.5-3.0 cM, OCTaHABIMBAJIUCH B POCTE U MOTUOAIIH.

Takum o0Opa3oM, M3MEHEHHE HJICHTUYHOCTH KJIETOK HAJ3€MHBIX OPraHoOB IIOJ BIIUSHUEM
CBEpX3KcIpeccuu TeHoB mnopacemeiictBa FIL okazanock KpUTHYHBIM JUIsL pa3BUTHS M BBDKHUBaHUS
pactenuii. DPPEKTH OT NEHCTBHUSA T€HOB MOIBEIBPHIKA M XPU3AHTEMBbI OBUIH CXOXHMH, YTO TOBOPHUT O
KOHCEPBAaTUBHOCTH (PYHKIUHU JAHHBIX T€HOB, HECMOTPS Ha TO, YTO MOJbEIBHUK HE (DOTOCHHTE3UPYET
u He popmupyert nucthes (Bidartondo, 2005; Buchanan-Wollaston et al., 2005; Shulga et al., 2018).

Ha mpumepe A. thaliana nokazano, uro HokayT reroB FIL nmpuBoauT k CKpyYHMBaHUIO JTHCTHEB
M3-3a aJlaKCHaJIM3aIliu KJIETOK o0eux moBepxHocTed nucta (Stahle et al.,, 2009). D10 0O0BACHAIOT
CTpEMJICHMEM K TPUOOPETEHHIO paJWaNbHOM CHMMETPHH, TIOCKOJIBKY JIHCT  CUHUTAETCS
SBOJIIOLMOHUPOBABIIMM M3  PaJAMaIbHO-CUMMETPUYHBIX CTEOJIEBBIX CTPYKTYp B pe3yJibTare
npuoOpereHust abakcuaiabHO-aakcuanbHoW acuMMeTpuu (Stahle et al.,, 2009). Mbl ucnonab3zoBanu
cBepxakcmpeccuto reHoB FIL, uyTo mpuBeno k abakcuanu3anuy KIETOK 00X MOBEPXHOCTEH JIMCTa 1
€ro CKpy4MBaHHIO, M cOTrJacyeTcsl ¢ MOKa3aHHBIM paHee 3 (eKToM OT cBepXdKkcrpeccuu renoB FIL
nmeHunsl T. aestivum u pensr B. rapa B pacrenusix A. thaliana (Zhang et al., 2013). CxoxHble
3¢ ¢deKThl MpH CBEPXIKCHPECCHMM TOMOJOTHYHBIX TeHOB FIL u3 oTnaneHHBIX BUAOB IIBETKOBBIX
pacTeHHii, He3aBUCHMO OT MX CHOCOOHOCTH K (POTOCHHTE3Y U (OPMUPOBAHUIO (POTOCHHTEZUPYIOLINX
OpraHoB, CBUAETEILCTBYIOT O BEICOKON KOHCepBAaTUBHOCTH (pyHKuui FIL-reHoB B 1emoMm.

Ot aktuBHOCTH FIL-renoB 3aBucut Taxxe xoppektHoe paszputue AMII (Bartholmes et al.,
2012). Ilpu cBepxaskcnpeccun FIL-renoB pazsutie AMII ocranasnuBaercs (Goldshmidt et al., 2008;

Tononi et al., 2010), c yem cornacyroTcs U pe3yJbTaThl HAIETO UCCIET0BAHMS.
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OcoOeHHO WHTEpPEeCHBbI HAOMIOJCHUS, Kacalomuecs paguKaJbHBIX MOIAU(GUKAIIUN KOPHEBOU
cuctembl y B3pocibix pacrenuid 121::FIL1s, 121::FIL3s u 121::51s. [TogoOHbIe TaHHBIE OTCYTCTBYIOT
B JIOCTYNHOW JuTeparype. B pacrenun nomen skcmpeccun reHoB cemeiictBa YABBY orpanuuen
HaJ3eMHOM YacThio, U MyTanuu Yyabby me mensior xapakrepuctuku kopus (Boter et al., 2015).
PazButne AMII u AMK noanep:kuBaeTcsi ¢ IOMOIIBIO CXOAHBIX PETYIIATOPHBIX MexaHu3MoB (Stahl et
al., 2009; Chu et al., 2013). Habmogaemble B Hameil paboTe OTKIOHEHUS B Pa3sBUTHU KOPHS MOTYT
OBITH PE3yIBTATOM KCIPECCHH aHAIM3UPYEMBIX TPAHCTCHOB B HECBOMCTBEHHON MM 001actu — AMK.

Takum o00pa3oM, pe3ynbTaTbl HaIIEro HCCIEIOBAaHUS TMOATBEPIUIN CTPYKTYPHYIO H
byHKIHOHATBHYIO HpuHamICKHOCTs reHoB CDM51, MhyFIL1 u MhyFIL3 x moacemetiictey FIL
(IllennuxoBa u ap., 2019).

3.2.  Ceepxakcnpeccust MADS-box renoB B pacteHusix Tadaka N. tabacum uzmensier

HACHTUYHOCTDb PENPOAYKTHBHBIX OPraHoB M BpeMs HHUIIUAIIUU IIBCTCHUSA

Bo Bropoii uacTH TIpOBEIEHHOH HamMH pPa0OThl OBUTM HCCIEIOBAaHBI CTPYKTYPHO-
dyHKIMOHANTBHBIE 0cobeHHOCTH TeHoB Td cemeiictBa MADS-box moarpymmer MIKCC pasmuunbix
BuioB Asterids. [laHHas MOArpynma COCTOMT W3 OTICIbHBIX MOJCEMEHCTB U XapaKTepU3yeTcs
HauOOJBIIMM PEryJIITOPHBIM BO3JCHCTBUEM Ha pa3BuTHe pacteHus. [lpu 3ToM ux QyHKUIUH
KOHCEPBAaTHBHBI MKy BUIaMH IIBETKOBBIX pacTeHuii (Smaczniak et al., 2012).

Panee B Hamiel iabopatopuu ObUIM WACHTU(PHUIIMPOBAHBI U CTPYKTYPHO OXapaKTEPU30BAHBI
cemetictBa reHoB MADS-box xpuzantemsr C. x morifolium, moxconxeunuka H. annuus u moabenbHUKA
M. hypopitys (Illennukosa u ap. 2003; [llynasra u ap. 2008; Shulga et al. 2018).

OO6bekToM Hamux ucceaoBanuii cranu reabl MADS-box tpex BumoB Asterids: C. x morifolium
(CDM37 AA022984.1, CDM86 AA022986.1, CDM115 AA022985.1, CDM44 AA022982.1), H.
annuus (HAM45 AA018228.1, HAM59 AAO18229.1) u Ttomara S. lycopersicum (SIMADS5
AAP57413.1). JlaHHble TeHbl YaCTUYHO ObUIM OXapaKTEpU30BaHbI paHee, U 37E€Chb MbI MPOJIOJIKUIN

aHaJIN3 UX QYHKIUH.
3.2.1. dunorenernyecknii anaauns MADS-box renos

LleneBbie renbl MADS-bOX Obutn  KiacCH(UIMPOBAHBI C MOMOINBIO CPABHHTEIBHOTO
CTPYKTYPHO-(MJIOT€HETUYECKOIO0 aHajh3a C UCIOJb30BaHWEM OENKOBBIX IOCJIEeN0BaTeIbHOCTEN
MADS-T® MIKC¢-Tumna ananu3upyeMbIX BUAOB pacTeHnid. Ha momydyenHoit nernporpamme MADS-
T® pazpenunuce Ha 9 noacemeiicTs. Mccnenyembie Hamu 6enku CDM37, HAM45 u HAMS9 Bouuu
B nojcemeiictBo AG (C-aktuBHocTh), CDM86 u CDM115 — PI u AP3, coorBercTtBenHo (B), u
CDM44 u SIMADSS — SEP (E) (puc. 20). danee nmoncemeiicta AP3/PI, AG/SHP/STK u SEP1-4

OBLTH OXapaKTepu30BaHbI OoJiee AeTanbHO (puc. 21A-C).
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B cootBercTBUE ¢ Tem, uTo cemelicTBa Asteraceae m Solanaceae Bxomsr B kiamy Asterids,
oenxku CDM37, HAM45, HAMS59, CDM&86, CDM44, CDM115 u SIMADSS5 oxasanuce Hambomee
OnM3KU CBOMM opTojioraMm y BuaoB Asteraceae u Solanaceae; HauMeHbIee CXOICTBO HAOIIOAAIOCH C
oproioramu u3 A. thaliana (xmama Rosids) (puc. 20, 21). B cay4yae GenkoB C-aKTHBHOCTH OBLIO
nokazaHo, uto CDM37 xpuzantembl 1 HAM45 no/1cOTHEUHHUKA SBJISFOTCS OMDKANIIIMMK OPTOJIOTaMH
u Bxo1aT B oauH kiactep ¢ GAGAT1 rep6epsr, HAMS9 Bxomut B cectpunckuii kinacrep ¢ GAGA2, u
Bce BMecTe — B Kiacrtep, onpenensiembii AG (A. thaliana) u FARINELLI (FAR) (A. maius) (puc.
21B).

Ananu3 gomeHHol ctpyktypsl T® CDM37, HAM45, HAMS9, CDM86, CDM44, CDMI115 u
SIMADSS moka3an mpHCYTCTBHE TPEX KOHCEpPBAaTHBHBIX mocienoBarensHocTed — MADS, I, K, u
BapuabenbHol C-KOHIIEBOW 00JacTh. DTO MOATBEP)KIAET, YTO JaHHBIE OENIKM OTHOcATCA K Tumy I

cTpykTypa u pazmep MADS-nomena coorserctByeT noarpymnmne MIKCE.

SEP

[ HAMIT AAOIS213 1
99— COMT7 AAO22983.

NuNMADSS-Eke XP016402910.1
219736721

‘ AP3

HAMSI ABRIS738.1
54— CDMIIS AAO22988.1

A
CaoAGLM ALIDISIS

l—

ARSVP

SIyJOIN

W i A6
{ HAMES ANOIS2S.

COMN ANO29SAT

| AR

AUSPATULA AAGI3640.

020

Pucynok 20 — ®unorenust MADS-T® Bugos H. annuus (Han, HAM); C. x morifolium (Cmo, CDM); S.
lycopersicum (Sly); M. hypopitys (Mhy); S. tuberosum (Stu); N. tabacum (Nta); A. thaliana (Ath)
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HaDEF XP 021983751.1 H. annuus

HAM63 ABRI8735.1 H. annuus

TerAP3-1 AOD74999.1 T. erecta
HaPMADS1 XP 022017167.1 H. annuus
CDM115 AA022985.1 C. morifolium

GDEF2CAAO088 . .1 G. hybrida

CDM19 AAO22988.1 C. morifolium

HAM2 ABRI18734.1 H. annuus

Cerd 022453 KVH99316.1 C. cardunculus

61 74

100 AP3

HPDEF1 AAD53325.1 H. piloselloides
AP3 D21125.1 A. thaliana

DEF AB516402.1 A. majus
78 E N(PMADSI1 NP 001312649.1 N. tabacum
99

GP X69946.1 P. hybrida

99 : NtDEF XP 016481629.1 N. tabacum

PhTM6 DQ539417.1 P. hybrida
GDEF1 CAA08802.1 G. hybrida
LsaDEF XP 023749164.1 L. sativa
HAMO91 AAOI18231.1 H. annuus
91 TerTM6-2 AOD75002.1 T. erecta
100 T HaFBP24 XP 022036657.1 H. annuus

| PI

LsaDEFH21 XP 023731862.1 L. sativa
PIAF115829.1 A. thaliana

100 [— NIGLO NM 001326225.1 N. tabacum
@PI LI0115.1 P hybrida
59

GLO AB516403.1 A. majus

|: NtPMADS2 XP 016483128.1 N. tabacum
29

PMADS2 AY370521.1 P hybrida

AG P17839.2 A. thaliana

02

AG P17839.2 A. thaliana

100 [ HAM45 AAO18228.1 H. annuus
HaAG XP 022038382.1 H. annuus
CDM37 AA022984.1 C. morifolium
GAGA1 CAA08800.1 G. hybrida

GAGA2 CAA08801.1 G. hybrida
CmoMADS BCJI88659.1 C. morifolium
HAMS9 AAO18229.1 H. annuus
FARINELLI BAI68392.1 A. majus

SITAGI NP 001295225.1 S. lycopersicum
NtAG1 XP 016435581.1 N. tabacum

98 'NtAG NP 001312829.1 N. tabacum

STK OA098566.1 A. thaliana
99 [ SHP1 P29381.1 A. thaliana

SHP2 P29385.1 A. thaliana
PLENA BAI68391.1 A. majus

SITAGL1 NP 001300859.1 S. lycopersicum
97 NtAG2 XP 016486557.1 N. tabacum

AP1 CAAT78909.1 A. thaliana
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HAM31 AY 173069.1 H. annuus
HaPMADS2 XM 022141216.1 H. annuus
HaPlI AY157725.1 H. annuus
CDM86 AAO22986.1 C. morifolium
GGLO1 AJ009726.1 G. hybrida

TerPl AOD74998.1 I erecta
LsaPMADS2 XP 023762568.1 L. sativa

57

J2 NP 001275579.1 8. lycopersicum
CMBI XP 016501075.1 N. tabacum
SIMADS1 NP 001234380.1 8. /vcopersicum
SEP4 NP 849930.1 A. thaliana
MADS-RIN QOC60036.1 S. lycopersicum
SICMBI1 NP 001362848.1 S. lycopersicum
SEP2 AAU82009.1 4. thaliana
SEP1 NP 001119230.1 A. thaliana
SEP1 XP 016452038.1 N. tabacum
TAGL2 AAM33104.2 8. lycopersicum
991TM29 NP 001233911.1 8. vcopersicum
SEP3 NP 850953.1 A. thaliana
SEP3[— TM5 Q42464.1 . lycopersicum
SIMADSS §. lycopersicum cv. Silvestre recordo
SEP3 XP 006352168.1 8. tuberosum
SEP3 PHT68460.1 (. annuum
SEP3 ADP09004.1 Lycium barbarum
SEP3 XP 019232853.1 N. tabacum
AGL9 NP 001312089.1 N. rabacum
CDM44 AA022982.1 C. morifolium

7

Pucynok 21 — ®unorenns MADS—nomennsix TO noacemeticts AP3/PI (A), AG/SHP/STK (B) u SEP1-4 (C)

[TpoBeneHHBIN Nanee MOMCK KOHCEPBATUBHBIX MOTHUBOB B TE€X € OeJIkax MoKazaj, 4To Psij
MOCJICI0OBATEIHFHO PACIIONOXKEHHBIX KOHCeHCYCcOoB (1-2-3-5 must C-6enkoB, 7-1-3-8-2-4 mns E-Genkos,
6-1-2(13)-3 mns B-6enkoB) coorBerctByroT aomeHam MADS, 1 u K (puc. 22-24). OcraBumecs
MOTHBBI pacupenenstoTcs crnenupudasiM oopazom. K mpumepy, cpeau C-6enkoB yuactku ‘7’ u ‘8’
orcyrctByror 'y SHP1 uw SHP2, a ‘6’, ‘8 u ‘4> y STK. benku xmacrepa GAGAl wumeroT
nononHuTenbHbIA N-koHIEeBol MotuB ‘9°. Ot kmacrepa PLENA (PLE) Genku knacrepa FAR
oTnu4arTcst orcyTcTBueMm C-koHreBoro motuBa ‘10’ (puc. 22). B mocienoBatensHOCTIX OenkoB E-

aKTUBHOCTH HaiJleHo mATh cnenuduuHblx ydactkoB. K mpumepy, moxarpymma kinacrepa SEP3,

AGL6 NP 001348459.1 8. lycopersicum



obbemuuuBInas Oenku Solanaceae (Bximouast SIMADSS), conepskana cnienuudHbIi MOTHB ‘9°, TOrIa
kak moarpynmna SEP3 Asteraceae (Bxirouas CDM44) — motuB ‘10’ B Tol ke mo3unuu (puc. 23). s
AP3-6enkoB B-akTuBHOCTH crienuuuHbIME OKa3anuch C-koHIleBbie MOTHBBI ‘4°, ‘8° u 9°, a musa PI-

0esKoB — KoHCeHeyc ‘7’ (puc. 24).

Name p-value  Motif Locations

HAM45_AAO18228.1 §37¢-23g S G T2 s
HaAG XP 022038382.1 136230 | IS T T S TS .
CDM37_AA022984.1 327241 SRR 2 S TS e
GAGA| CAADS800.1 1.52¢-250  SHNNGHINE W2 s T
GAGA2 CAADSS01.1 236¢-234  EHEE I 2N s .
CmoMADS_BCIS8659.1 1.79¢-233 G WO 2 S I s T T
HAMS9_AAO18229.1 1.96e-237  EHIE W N s e
FARINELLI BAI68392.1 9.59¢-100 I T 2 S ST .
SITAG1_NP_001295225.1 120213 ST W 2 S s e .
NIAGI XP 016435581.1 1.33e-219 N Z N S s
NIAG_NP_001312829.1 747¢-219 IS N s
STK_OAO98566.1 171135 S s

SHPI P29381.1 7.0%e-183 I EE 2 S s 4|
SHP2 P29385.1 2.86¢-174 I 2 2 [ma s |4 |
PLENA_BAI68391.1 8.68c-1g7 T s s
SITAGL1 NP _001300859.1 5.53¢-193 el 2z s s E|E
NIAG2 XP 0164865571 7.70e-196 [0 ]
AG_P17839.2 3.78e-171

AP1_CAATS909.1 1.55¢-70

Pucynoxk 22 — Cxema xoHcepBaTHBHBIX MOTHBOB Y MADS-nomennbix T® C-akTuBHOCTH

Name p-value  Motif Locations

J2_NP_001275579.1 4.68e-160 (7 1+ - [z Bria 4 EEETE] B
CMBI_XP_016501075.1 8.97¢-171 NS PR (o] el s
SIMADS1_NP_001234380.1 6.15¢-166 [

SEP4_NP_849930.1 1.10e-145
MADS-RIN_QOC60036.1 6.35¢-147
SICMBI_NP_001362848.1 6.02¢-150
SEP2_AAUS82009.1 1.42e-173
SEP1_NP_001119230.1 1.26e-179
SEP1_XP_016452038.1 3.58e-193
TAGL2_AAM33104.2 9.73e-196
TM29_NP_001233911.1 1.06e-194
SEP3_NP_850953.1 1.31e-179
TMS5_Q42464.1 1.85e-171
SIMADSS_AAP57413.1 2.67e-240
SEP3_XP_006352168.1 6.30e-239
SEP3_PHT68460.1 3.15e-237
SEP3_ADP09004.1 1.36e-239
SEP3_XP_019232853.1 2.65e-240
AGL9_NP_001312089.1 4.98e-239
CDM44_AA022982.1 9.38e-195
AGL6_NP_001348459.1 5.66e-99

Pucynok 23 — Cxema koHcepBaTUBHBIX MOTHBOB Y MADS-nomennsix T® E-aktuBHOCTH
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Name p-value  Motif Locations
HaDEF_XP021983751.1 1.85e-190
HAM63_ABR18735.1 2.35e-190
TerAP3-1_AOD74999.1 2.32¢-190
HaPMADSI_XP022017167.1  5.01e-181

CDMI115_AA022985.1 9.76e-182
GDEF2_CAAO08803.1 2.60e-190
CDM19_AA022988.1 3.22¢-176
HAM2_ABRI18734.1 7.39¢-180
Cerd022453_KVH99316.1 4.96¢-181
HPDEF1_AADS53325.1 4.28e-172
AP3_D21125.1 1.95¢-122
DEF_AB516402.1 1.00¢-145
NtPMADS1_NP001312649.1 1.32¢-158
GP_X69946.1 4.26¢-157
NtDEF_XP016481629.1 5.77e-130
PhTM6_DQ539417.1 2.08e-131
GDEF1_CAA08802.1 6.71e-147
LsaDEF_XP023749164.1 2.12¢-150
HAM91_AAOI18231.1 4.45¢-141
TerTM6-2_AOD75002.1 2.65e-133
HaFBP24_XP022036657.1 4.43e-167

LsaDEFH21_XP023731862.1  2.27e-164
PI_AF115829.1 8.72¢-109
NtGLO_NMO001326225.1 3.24e-144
FBPI_L10115.1 1.31e-140
GLO_AB516403.1 1.26e-127
NtPMADS2 XP016483128.1 3.78e-152

PMADS2_AY370521.1 1.10e-155
HAM31_AY173069.1 2.96e-146
HaPMADS2_XM022141216.1  2.04¢-155
HaPI_AY157725.1 3.20e-109
CDMS86_AA022986.1 3.68¢-159
GGLO1_AJ009726.1 8.78¢-161
TerPl_AOD74998.1 6.84¢-159

LsaPMADS2_XP023762568.1  1.65¢-156
AG _P17839.2 2.42e-54 67 I T i

Pucynok 24 — Cxema KoHCepBaTUBHBIX MOTHBOB Y MADS-nomennbsix T® B-akruBHOCTH

ITpoBeieHHBIN CTPYKTYPHBIN aHAIU3 MMO3BOJIMII KJIACCU(PULIIMPOBATh UCCIIETyeMble HAMU OJIKH
U CJenaTh TpenBapuTelbHbIE BBIBOABI 00 ux ¢(yHkimun. B pamkax ABC(E)-monmemn, CDM44 u
SIMADSS wmoryt BemonHATh E-dyHkmuio (auddepeHnmpoBka Bcex OpraHoOB IBETKa, KpOMe
gamenuctukoB). benku CDM37, HAM45 1 HAMS9 (C-¢dyHKI#s) MOTYT KOHTPOJIMPOBATh 3aKIIAAKY
TBIYMHOK M MECTHKA, a TaKKe TepMHUHAIMIO pa3BuTHs 1Betka; CDM86 u CDM115 (B-dynkius) —
JIETIECTKOB M ThIYMHOK. [IpucyrcTBue cnenuduYHbIX KOHCEHCYCOB B BapuabenbHON C-KOHIEBOH

00J1acTH OEJIKOB MOXKET OBITh ACCOIIMUPOBAHO C OCOOCHHOCTIMH (DyHKIIUH.
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3.2.2. TloayyeHue TPaAHCTEHHbIX PACTEHHH Ta0aKa ¢ IKTONUYECKOl KOHCTUTYTHBHOI

kcnpeccueii rereposiornanbix MADS-box renos

CornacHo mpoBeneHHOMY (HIOTEHETUYeCKOMY aHanu3y u3ydaemble MADS-nomennsie TO
XPHU3aHTEMBI, TIOJICOJTHEYHUKA M TOMaTa SBOJIFOIIMOHHO OJIM3KU opTojioraM y Tabaka. Takum oOpa3om,
BeIOOp MozensHOro pacrenuss N. tabacum, a me A. thaliana, Bumencs Ham Oojiee MpaBHIILHBIM,
MOCKOJIbKY aHamu3upyemble T npu TeTeposorMYHON HKTONMHYECKOW SKCIPECCHH C  OoJblueit
CTETIEHBIO BEPOSITHOCTH MOTYT IPOJIEMOHCTPUPOBATH CBOIO (PYHKIIMIO B PACTCHUAX TabaKa.

Jist pabotel ObutH BeIOpanbl redsl CDM44, SIMADSS (E-aktuBHOCTB, moacemerictBo SEP3),
CDM37, HAM45, HAM59 (C-aktuBHocTh, noacemeiictBo AG), CDM86 1 CDM115 (B-akTuBHOCTS,
nozacemeiictBo PI/AP3). Pacrenus Tabaka co cBepxdKcopeccueil psia BbIOpaHHBIX TE€HOB ObUIN
MOJIy4YeHBI paHee, Torna kak it renoB SIMADSS5, CDM86 u CDM115 Obutn mostydeHbl MIa3MHIHbIC
KOHCTPYKIIUHU, MPOBEICHA arpolakTepuaibHas TpaHcopmaius Tabaka M TMOJYYCHBI HE3aBUCUMBIC
TPAHCTEHHBIC PEreHEPAHThI CO CBEPXIKCIPECCHEH TeHOB. BhUTH TakKe MPOBEACHBI YKCIIEPUMEHTBI 110
CKPCIIMBAHHUIO paHee IIOJIyYeHHBIX PpACTEHHWH C IeNbl0 aHalu3a BIMSHHUA OJHOBPEMEHHOMN
cBepxakcnpeccun Heckonbkux MADS-box renos.

Takum 00Opa3oM, uccienyeMbie B padOTe TPaHCTCHHbBIC JHMHUM Tabaka XapaKTepHU30BAIUCH
KOHCTUTYTHUBHOW DKCIPECCHEH:

e SIMADSS (E);

e CDM44, HAM45 u HAM59 (coBmectHas cBepxakcmpeccus E + C);

e CDM37 (C);

e CDM86 (Ba1);

e CDM115 (B»);

e CDMB86 u CDM115 (coBmecTHasi cBepxakcnpeccus B + B»);

e CDM86, CDM115 u CDM37 (coBmecTHast cBepxakcnpeccust B1 + B2 + C).

3.2.3. Anamm3 poan MADS-box rena SIMADSS B pazBurum Tomara S. lycopersicum

KitoueBbIM y4aCTHHKOM BCEX TETPAMEPHBIX KOMILIEKCOB sBIsitoTcss MADS-noncemerictsa
SEP, u B ocHoBHOM 3T0 SEP3-optomoru (pasmen 1.3.8). Hamu ObUIM MOJYy4YEHBI TpPAHCTEHHBIC
pacteHust Tabaka co cBepxdkcrpeccueit rena SIMADS5 tomara. Tomar, kak u Tabak, BXOIHWT B
cemeiictBo [lacnmeHoBBIe, MOITOMY OKCIpecCHss TeHa ToMara y Tabaka XOTh U  SBISETCS
TeTepOIOTUYHON, OJHAKO MOXKET OKa3aTh OLIYTUMBIH 3(Q¢eKT Ha pa3BUTHE PACTEHUS B CBS3U C
OJIM3KUM POJCTBOM BHUIOB.

I'en SIMADSS npeacrasisier kinanxy SEP3 u yuactByeT B auddepeHIIHpoBKe OpraHoB I[BETKa
ToMara, 3a uckiodeHneMm damedku (Pnueli et al., 1994). C ucnons3oBanuem PHK 1BeTkoB TomaTa
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(copt Silvestre recordo) Hamu ObuTa amruHduIpoBaHa nmoHopasMmepHas k/IHK rena, koropas 3atem
Obuta kJoHMpoBaHA B OmHapHbIi BekTop PGD121 nust Tpancopmanuu pacTeHHH, a TakKe TeHOB
TAG1 (C-aktuBHOCTB) 1 FUL2 (A-akTHBHOCTB) KaK MPEANOIOKHUTENbHBIX TapTHEPOB SIMADSS.
[IpoBeneHHBIM aHaMM3 BO3MOXKHBIX B3auMozcicTBuii Mexay Oenkamu TAGLl, FULZ u
SIMADSS B aByxrubpuanoit GAL4-cucreme nmokasai, uro T® SIMADSS criocobeH auMepH30BaThCs
¢ TAGL1 u FUL2, a Taxxe obOmamgaer akruBaropHbiMu cBoiictBamu (Nezhdanova et al., 2021a).
Ananmu3 npodwuis sxcnpeccurt SIMADSS 6bu1 nepBuuHO mpoBeneH in Silico, 1 HauGoubIIMe YpOBHU
TPAHCKPHUIITOB T€Ha COOTBETCTBOBAIM IMO3JHUM CTaJMSM Pa3BHUTHS PEIPOMYKTUBHBIX OpraHoB (puc.
25). Dro ykassiBaeT Ha ydactue SIMADS5 u B muddepennupoke kiaetok [IM, U B pa3BUTHH H
co3peBaHMM II0Aa U ceMsiH. [loaydeHHbIe pe3yibTaThl moarBepawid, uto ren SIMADSS moxer

BBIMTOTHATH C-(QYHKIUIO B pAaCTCHUH TOMATa U MOBJIUATH HA Pa3BUTHE TabaKa MpU CBEPXIKCIIPECCHH.

101 -

u3/RR

U2 /0R

u1/BR

cTaguu passuTus

B/ MG

36/IMG

nnoa
MAKOTb
nnoaa
nnoaa
uBeTka
nucr
KOpPEHb
nobera

-
s
Q
@
=0

KOXWUa
cemeHa
MepucTeMa
anukansHas
MepucTeMa

3b — 3aknazka OytoHa, b — Oyronusanus, 1[1-113 — atansr packpbiTus nBetka; miox IMG — He3penblii 3eeHbli,

MG — 3enensiii, puHanbHOTrO pazmepa, BR — n3amenenue okpacku, OR — opamxersiii, RR — crienbrit

Pucynok 25 — ITpoduis sxcrnpeccun rera SIMADSS, npezctaBieHHbBIH B BH/IE TEIIOBON KapThl, B PA3IHYHBIX

OpraHax pacTeHH ToMaTa Ha mpuMepe coproB MicroTom u M82

3areM ObLIM TOJIyYCHBI M OXapaKTEPU30BaHbI TPaHCTeHHbIC pacteHus Tabaka SIMADS5s (18
perenepantoB To) u SIMADSas (3 pereHepaHTta), KOTOPbIC XapaKTEPHU30BAIUCh H3MEHCHHBIMH
MOP(OJOTHUECKUMH TTapaMeTpaMH U BPEMEHEM I[BETEHHUsS 1O CPAaBHEHHMIO C KOHTPOJIEM, a TaKxke
OoJtee HACHIILICHHOW OKpackoi mucTheB (Tabu. 7 B [Ipunoxenun, puc. 26, 28).

B nanpHeitmem aHanu3e ObUTH HCIONBb30BaHbl pactenus Ti oT juuuit To SIMADSSS ¢ sipko
BbIpaxkeHHBbIM (eHoTurom (5-16 u 5-17). bbuto mokazaHo, 4TO HccienlyeMble pacTeHHUS HACIEAYIOT

(I)CHOTI/IH pOI[HTGJ'ICﬁ, no-npexKHECMY LBCTYT B 1,3-1,5 pasa IMO37KC KOHTPOJA U, HOIOJHUTCIBHO K

72



ponutTenbckoMy (eHoTumy, GOpMHPYIOT IBETKHM C SIPKO OKpAIIeHHbIM BEHUYMKOM (MajpKEHTa VS.

CBETJIO-PO30BBIN Yy KOHTPOJIs) (Tabu. 8 B [Ipunoxenuu, puc. 27, 28).

160 160 45 70 50 250

= SIMADS5as
= SIMADS5s

KoHTponb

Ouu po 4
UBETeHUA BeicoTa, cm NucTba, wr. LiseTku, wr. Kopobouku, wr. Bec cemaH, mr

Pucynox 26 — XapakrepucTiKH TpaHCTeHHBIX pacTenuii Tabaka To SIMADS5as u SIMADS5s

250 140

120 +—— I,,
100 -

80 — m SIMADS5s-16

60 | m SIMADS5s-17
! KoHtponb
40 —

20 —

Aru po 0 +— —
useTeHua BbicoTa, cm JucToa, wr. LigeTku, wr. Kopo6ouku, wr. Bec cemaH, mr

Pucynok 27 — XapakreprucTuka pacteHuil Tabaka qunuid 5-16 u 5-17 (T1 SIMADS5s)

SIMADSS5

Pucynok 28 — Dddext cBepxakcnpeccun rena SIMADSS Ha denotun pacrenus (B—C, E) B cpaBHeHnY ¢

koHTposeM (WT) (A, F); macmrad = 1 cm

IToromkn T2 5TUX JNMHUN yXe Ha CTaJAuUd TPOPOCTKOB OTIUYAIMCH MOYTH MOJHBIM
OTCYTCTBHEM MEXI0Y3JIUH U MOrndany 10 WM MOcie Nepecaki B IpyHT. TOJIBKO pacTeHUs JUHUHU S-
16-7 (14 mT.) cmormm copMHUpoBaTh (QYHKIMOHAIBHBIN cTeOENh W TPU PA3BUTHU TIOBTOPSUIA
pOANTENbCKUN (HDEHOTHII.

Oxkcnpeccus Tpancrena SIMADSS Obuta onpenenena B Tkanu JTUcTheB 1 AMIT y KOHTpOJIBHBIX
u tpaHcreHHbIX (T2 5-16-7 m 5-17-1) pactenmii. B atux e oOpasmax Obula OXxapakTepu3oBaHA
skcrpeccust TeHa NtWUS (ygacTByeT B mojiep>kaHuu Imyjia CTBOJIOBBIX KileTok B AMIT u MC/IIM) u
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TE€HOB, CBSI3aHHBIX C penpoayKTUBHBIM pazButueM. Cpeau mocineanux — NtLFY u NtAP1, koropsie
YYacTBYIOT B KOHTPOJIC BpEMEHU HHHIMANWU [BEeTeHUs (00a TeHa) M ONpeNeiICHHH HICHTHYHOCTH
vameukd U BeHunka (MADS-box ren NtAP1), a takske MADS-box rensr NtSEP1, NtSEP2 u NtSEP3
(E-aktuBHOCTB) 1 NtAG 1 NtPLE (C-akTuBHOCTS).

beuto moareep:kaeHo, yro MPHK SIMADS5 mpucyrctByer tombko y 5-16-7 m 5-17-1.
OcranbHble TE€HBI 3KCIPECCUPOBAINCH CXOAHO HHU3KO MEXIy O0pa3liaMH; HCKIIOUEHHE COCTABHI

BBICOKHI YPOBEHb TPAHCKPHIITOB B PENPOIYKTHBHOM MepucTeMe KOHTpouis (puc. 29).

035 0,0007 00006

= = «
SIMADS5 § | oe NIWUS £ | e NILFY
g g gl
g ox [l 5 | 0000
& 02 S | ooo0s ]
S o £ | o0z 2
& 2 2 10,0002
£ E =
8 |oos S | oo g | oot
El . Eouim o M ow B (]
m A1 nz A2 K AK  PAK m Al nz A2 K AK  PAK m Al nz A2 K AK  PAK
P —— Y
5| NIAPT 5 NIAG % [ own NtPLE
8 oos g g [ome
g. rl::x. 0,01 g 0,007
B | oo 3 L o
@ @ | 0,006 @ | o004
I | 0,0006 £ E3 e
5 oo 5 oo E o
£ E E
g | oo g | ooz 8 | oo
£ E|l o I
° m A1 nz A2 K AK  PAK = m A1 nz2 A2 NK AK  PAK = m Al nz2 A2 JIK AK  PAK
0,03 (o018 0,025
NtSEP1 NtSEP2 NtSEP3

::::::

OTHOCUTENbHAsA KCNIPeccns
OTHOGUTENbHARA 3KCNIPECCUs
OTHOCMTENbHAR SKCNPECccHs

Pucynok 29 — Ipodmib sxcnpeccry KIFOYEBBIX PEryJIsITOPHBIX TeHOB B MUCTBAX U AMII konTponsHoro (K) u

TpaHcreHHbIX (5-16-7 (1) u 5-17-1 (2)) pacrennii; JI — nmuct, A — AMII, PA — AMII B penipogyKTHBHOM cTaryce

HccnenoBanus reTepoorMyHoi cBepxakcipeccun romosioros SEP3 mpoBoaunoce panee Ha
caMbIX pa3HBIX BHUAaX pAaCTEHHIA, B TOM Yuciie Ha MozeapHoM Buze A. thaliana u na tabake (Nicotiana
spp.). Paznuuanuce 3@ @pexTsl Mo OTHOLIEHHIO KO BpeMeHHU LBeTeHus. K npumepy, cBepXaKcrpeccus
SEP3 u FBP2 (P. x hybrida) B A. thaliana (Pelaz et al., 2001, Ferrario et al., 2003) u NSMADS3 B N.
sylvestris (Jang et al., 1999) yckopsieT MHUIMALUIO [IBETCHUs, TOraa Kak cBepxdkcmnpeccus FBP2 B
TOMOJIOTHUHOM crucTeMe (MeTyHus ) He BiusieT Ha cpoku 1BeteHus (Ferrario et al., 2006).

B cnyuae cepxakcnpeccuun SIMADSS nBerenue ObLIIO CHIBHO OTJIOXEHO, YTO MOTJIO OBITH
CBSI3aHO C HEKOPPEKTHBIM pa3BuTHEM AMII, 0 4eM roBOpUT yTOJIIIEHUE CTEOS M JIUCTHEB, a TAaKKe
YKOpOYECHHE MEeXA0y3iuii. MBI mpeamonaraeM, 4To MaHHBIA 3()QeKT MoKeT ObITh CIeICTBUEM
skronmueckoit akcrpeccun TP SIMADSS B AMIIL, ero Hecnenupuyeckux B3aUMOJCHCTBUN C
JIpyTUMU OeKaMy ¥ TeHaMU U, KaK CJIEJICTBHE, HEKOPPEKTHOTO Pa3BUTHS MEPUCTEMEI.

[Mosy4eHHble pe3yabTaThl M0 Xapaktepy dkcnpeccun reHoB NILFY u NtAP1 (puc. 29), nepsbrii
U3 KOTOPBIX Y4yacTBYeT B omnpeaeneHun uaeHtnunoctu MC u [IM, a Bropoit — LIM, npeanonarator,
YTO TOJHKO KOHTPOJHHOE HETPAHTCHHOE PACTeHHE HAaXOIUTCS B CTAIUH Mepexoaa K IBETEHUIO, TO
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ectb AIIM cranoButcs MC. OnroBpemenno, AMII pactenus 5-16-7 mokasana npuCyTCTBHE HU3KOTO
ypoBHs TpaHCKpunToB LFY, 4T0 mo3BoIsseT TOBOPUTH 00 MHUIIMAIIMU dTAla Mepexoaa MEePUCTEMbI K
pEnpoyKTUBHOMY cTaTycy. JlaHHBINM BBIBOJ OCHOBAH Ha paHee MOKa3aHHOU skcmpeccuu rena LFY B
MC A. thaliana npu nuddepennuposke LIM (Weigel et al., 1992).

[TonyueHnHble HAMH JTaHHBIC TT0 HAIMYNIO OeloK-0enKkoBbIX B3auMozeiicTBuii T® SIMADSS c
FUL2 (yuactue B koMmIuiekcax mnpu co3peBanuu 1iona tomata) U TAGLI (C-aktuBHOCTB)
cornacytorcs ¢ moaensamu «Ksaprer» u ABC(E), a Takke ¢ nutepatypubimu ganabsiMu (Hugouvieux
et al., 2018). Onu moaTBepkma0T coBmecTHyto posb SIMADSS, FUL2 u TAGLI1 B cnenudukanum
IUIOJIOJTUCTUKOB UM TEPMUHALMU pa3BUTHs LBeTKa. [locneaHee mNPOUCXOOUT MpH TMOAABICHUU
skcnpeccun rena WUS B LIM coBmectrbM neiictBueM T® AG u npyrux MADS-T® (B Tom uucie, E-
aktuBHoctH) (Lenhard et al., 2001, Ferrario et al., 2006). [Ipu rereponoruytoi sxcrnpeccun SIMADSS
MOT OBl OCYLIECTBIATH JaHHbIE (YHKIUU, KOHKYpHupys ¢ SEP3-romonorom tabaka B TeTpamMepHBIX
komruiekcax B 1BeTke. Onnako B AMII MPHK AG-renos Tabaka He HaiineHa, a skcrpeccust NtWUS y
TPAaHCTEHHBIX pacTeHuil BhIme, yeM y kKoHTpouss (kpome MC) (puc. 29). Takum o6pazom, SIMADSS,
COBMECTHO C HEM3BECTHBIMHU ITAPTHEPAMHU, MOXKET Y4aCTBOBATh B IMOJOXKHUTEIBLHOMN PEryJIsSIUK pazMepa
MEPHUCTEMbI U 3aJIepP’KKE LIBETEHHUS, YTO CKA3aJoCh Ha MOBBIINICHHOHN TONIUHE CTEONsI U JHUCTHEB U
OTJI0KEHHOM BpeMeHH IiBeTenus (Tadi. 8 B [Ipunokenuwn, puc. 26-28).

OT1enpHO OTMETHM YCHIJICHHE aHTOIIMAHOBOM OKPACKH JICTIECTKOB (puc. 28), 4TO mpeoiaraet
poab SIMADSS B moJIOKHTEIBHON PETYJISIMM T€HOB IMyTH OMOCHHTE3a aHTOIIMAHOB M HAXOIWTCS B
COOTBETCTBUU C paHee MOKa3aHHOW Koppensuuend ypoBHs TpaHckpuntoB SEP-renoB MrMADSO1 u
PaMADS?7 ¢ okpackoii siron y Myrica rubra (Zhao et al., 2019) u Prunus avium (Qi et al., 2020).

ITockonbky tipu orcyTcTBHM dKcnpeccuu reHa SIMADSS u3meHsieTcsi KOJHYECTBO KPYTroOB H
OpPTaHOB B I[BETKE, M UJCHTHYHOCTh OPTraHOB IBETKA TAK)KE YACTUYHO MCHSICTCS, CICIAHBI BEIBOJIBI O
ponmu SIMADSS5 B ompeneneHuH HISHTHYHOCTH IBeTKOBBIX opranoB (Pnueli et al., 1994). Msr
nokasanu, 4to cBepxakcrpeccus SIMADSS He mprBesa K TOMEOTHYECKUM H3MEHEHHSM B IBETKE, YTO
MOKET OOBSCHATHCS TETEPOIOTUYHON CHCTEMOM 3KcTpeccuu. KpoMe Toro, JaHHBIN (akT coriiacyercs
C HammMMHU pe3ylbTaTamMu 1o 3ddekty or cBepxdkcmnpeccun reHa xpuzantembl CDM44 B Tabake

(Nezhdanova et al., 2021a).
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3.24. Ceepxakcnpeccusi MADS-box rena CDM44 B pacTteHun Tadaka

Panee B mabopaTtopuu MOJIy4eHbI TPAHCTEHHBIE PAacTEeHHs Tabaka cO CBEPXIKCIpPECCUEH reHa
CDM44 (romonoruunoro SEP3), xak B cmbicinoBoit (45 nunuii To), Tak ¥ B aHTHCMBICTIOBOH (28)
opueHTauuu (He omyOnMKoBaHO). JlaHHBIE PACTEHHsI OTJIMYAIMCh OT KOHTPOJS TOJBKO ITO3IHEH
MHHIIANNEH [BETEHUS U OOJBIINM KOJIMYECTBOM IIBETKOB B COLIBETHH, YTO MOATBEPIMII JaTbHEHIINIA

ananu3 sty uaui Ty CDMA44s (ta6a. 9 B [punoskenuun, puc. 30).

140 140 45 70 45

120 40 1

35 4
m44-2

m44-33
m44-25

100
30 1

80 - 25 4

60 - 20 1 m44-31

15 A
40 m44-52
10 + ® KoHTponb

20 +

AHu A0 ugeteHua BbicoTa, cm Nuctes, wr. LigeTky, wr. Kopo6ouku, wr.

Pucynok 30 — CpaBHeHME XapaKTEpHCTHK KOHTPOJIHHOTO U TPaHCTeHHBIX pacTeHnii Tabaka T1 CDM44s

Bosiee Toro, Hamu ObLIO OTMEYEHO CYILECTBEHHAS 3aPHKKaA CO3PEBAHUS CEMEHHBIX KOPOOOUEK
(mepuo1 OT HE3PEIOro 3eJIEHOr0 K MOJIHOCTBI0 CYXOMY, KOpUYHEBOMY ILT0y) y pactenuit CDM44s o
CPaBHECHHIO C KOHTpoJIeM. [IpuunHoii 3TOro Moxert ObITh TO, uTo Td moacemerictea SEP ydacTByioT B
pEryJIAIuU CO3pEBaHuUs 1014, KaK MOKa3aHo Ha nmpuMmepe Tomara (Slugina et al., 2020c).

Pactenne T2 44-31-6 ObuI0 MCHOJIB30BAHO HAMU Ul CKPELIMBAHUSA C pacTeHUsIMH Tabaka C
OJITHOBPEMEHHOU CBepXdKCIpeccueil AByx reHoB C-akTHBHOCTH MOJCONHEYHHKA (cM. pasaen 3.2.7).
VYuureiBasg, uto Oenku E- m C-akTUBHOCTEH COBMECTHO OIPENENSIOT HISHTHYHOCTh THHEUES W
arpores (cormacHo moaensam «Keaprer» u ABC(E)), pacTeHus ¢ TpolHOM SKCIpeccHell MOT'yT HMETh
3HaYUTEIbHbIE H3MEHEHHs (heHOoTUNA.

Kpome Toro, mokonenue T3 or nuHum 44-31-6 ObUIO MCHOIB30BAHO JIsSE OLIEHKH BIUSHUS
xonozaoBoro crpecca (30 cyrok npu 10°C) Ha pocT pactenuii. B pe3ynbrare 0b10 0OHAPYKEHO, YTO
pactermst co cBepxdkcrpeccueir CDM44 00namar0T TOBBIICHHOW YCTOWYHUBOCTBIO K HU3KHM
TeMIepaTypaM B CPAaBHEHHH C HETPAHCT€HHBIM KOHTPOJIEM, [T KOTOPOTO ObUTH XapaKTePHbI 1e(UIUT
BETCTATUBHOM MAacChl, YBSIaHHWE IHCThEB M MOHIDKCHHOE HaKOIUICHHWEe XJIopoduuioB (puc. 31)

(Nezhdanova et al., 2021b).
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A — yalKy ¢ IpopocTKaMHU Mepe]] IEPEHOCOM Ha XOJIO/: ceMeHa MPOopocin B kmumokaMmepe (23°C) u
o0pa3oBayiu 1Ba HICTUHHBIX JIUCTA, TOCTe Yero nojoBuHa nepecena Ha 10°C; B — te ke yamku uepes ase

HCICIH, C — Te e yamku YE€PpE3 YCThIPC HEACIN

Pucynok 31 — Biusinue Huskol nosoxkutensHoi Temnepatypsl (10°C) Ha poct pactenuii Tabaka Tz 44-31-6

(44) u merpancrernnoro koutposst (WT)
3.2.5. CoBmecrHas cBepxdkcnpeccusi MADS-box renos HAM45 u HAMS9 B pacrennu Tadaka

[Mapanoruunsie MADS-box reast HAM45 u HAMS9 (noncemerictBo AG) (puc. 21) BBITONHSIOT
C-GyHKIMIO Yy TIOJICOTHEYHHMKA, O YEM CBHJCTEIbCTBYIOT JAHHBIC PAHHUX HCCICIOBAHUN JHMHUN
Tabaka cO CBEpXdKCIpeccHer Kaxaoro u3 3Tux reHoB (CuszeHeBa u np., 2013a; CuseneBa u mp.,
2013b). TlockonbKy [aHHBIC TeHBI IPEINOIOKUTEIBHO [CHCTBYIOT COBMECTHO, MbI IIPOBEIH
CKpELIMBAaHHUA OTACTbHBIX JIMHUM W TONy4Yrsau pacteHus Fi1 u 3arem F2 ¢ omHOBpeMeHHOM
ceepxakcnpeccueit HAM45 u HAMS9. Cpenn noToMKoB MbI BeIOpasiu Tpu junun Fz (13-1-1, 13-1-4 u
13-1-7) c Haubonee APKUMHU OTIMUUSAMHI OT HETPAHCTEHHOT'O KOHTPOJISL.

[Ipomeamue MONHBIA WMKJI pa3BUTUS pacTeHuss F3 oT BBIOpaHHBIX Tpex JUHMHA ObuIH
oxapakrepu3oBanbl (Tabn. 10 B Ilpumokenun, puc. 32). beuto oOHapykeHO, YTO OOJBIIMHCTBO
pacTeHuil 1BENH T03Ke KOHTPOJS W MPHUTOM CYIIECTBEHHO OTCTaBald B pocTe. Hexoropeie m3 HUX
Takxke 00jalany NoHMXeHHO! (epTuinbHOCThIO (0—1 KOpoOoUuKa MpU MCKYCCTBEHHOM OINBUIEHUH U B

~2-3 pa3a menblie ceMsH) (Tadi. 10 B [punoxenun).
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Pucynoxk 32 — CpaBHeH#e MOP(HOIOrHUECKHX MapaMeTPOB KOHTPOJIbHBIX M TpaHcreHHbix (HAM45s x HAM59s)

pacTeHuii Tabaka

Takum o0Opa3oMm, OJIHOBpeMEHHasi cBepxdkcmpeccuss aByx reHoB HAM45 u HAMS9,

MIPEANOJOXKUTEIIBHO COBMECTHO ONPEACIAIOIINX C-aKTUBHOCTh Yy MOACOJIHCUYHUKA, CII0COOCTBOBAIIA

YBECIIMYCHUIO JUIMTEJIBHOCTU NIEPHUOJAa BETCTaAllUU PaCTCHU. YalreancTUKY U JIEHSCTKU IOBCTKOB TaKHUX

paCTeHI/Iﬁ YaCTUYHO MCHAJIN UJICHTUYHOCTD C HpI/IO6pCTeHI/ICM HCKOTOPBIX IMPHU3HAKOB IJIOJOJIMCTHKOB

U TBIYUHOK, COOTBETCTBEHHO. OJTO COTJIACOBAIIOCH C (PCHOTHUIIOM POAMTEIBCKUX PACTEHUH CO

ceepxakcnpeccueir HAM45 (Ilynera u np., 2015). IloHmxkeHHas (epTUIBHOCTh TAKUX PACTCHHI

BbIpaXKajlaCb B YMCHBIICHHOM KOJIMYCCTBEC NBUILLBI U IIJIOXOM PACKPBITHU IIBIJIBHUKOB. KpOMC TOTO,

Oosiee KopoTkHe (VS KOHTPOJIb) HUTH TBIYMHOK U OoJiee y3Kas TpyOka BeHunka (puc. 33) yCIOXKHSIIN

nmponecc CaMOOIIbIIICHUA.

WT

45 x 59

35S::HAM45 x 35S::HAM59

35S::HAM59 35S::HAM45

Pucynok 33 — U3menenus B Mopdosioruu 11seTkoB KoHTposibHOro (WT) u tpancrennsix (HAMA45s; HAMS9s;

HAM45s x HAM59s) pactenuii Tabaka
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Ha ocuoBanuu moneneii «Keaprer» m ABC(E) (pasmen 1.3.2) MOKXHO OKHAaTh, 4TO IPHU
COBMECTHOH CBepxdKcipeccud JByX C-TeHOB BO BCeX Kpyrax IBeTKa OyayT (GopMHpOBAThCS
tetpamepel CCEE, CEBi1B2 u CCED. BcneactBue 3TOro OKOJOIBETHHK TaKUX pPAacTeHUH Oyner
pHoOpeTaTh MPU3HAKKA PENPOAYKTUBHBIX OPraHOB, YTO M MPOU3OLUIO B HamieM ciydae (puc. 33).
M3meHeHus, HaOmoJaeMble B THHELlEe M aHJpolee LBETKa Tabaka, MOIYT OBbITb Ppe3yJIbTaTOM
KOHKypHupoBanus C-0OenkoB mozaconHeynnka ¢ C-Oenkamu Tabaka 3a BXOXKACHUE B PETYJISATOPHBIC
KOMIUIEKCBl B COYETaHWU C BapuaOEIbHOCTHIO IIOCIEI0BATENBHOCTH, KOTOpas HE IO3BOJIAET
HOJTHOMEpHOE ocyiecTBieHue C-pyHKIUN reTepoIoruiuHbIMU OenkamMu B Tabake.

Panee Obutu caenmanbl mpemmnosioxkeHus, uto HAMS9 moxer ompenensats 3akmanky LM, a
HAMA45 — mio10IMCTUKOB U THIYMHOK, U TAKUM 00pa30M KaXKIblii U3 TCHOB BBITIOJIHSIET CBOIO YacTh
C-¢bynkuun (CuzeneBa u np., 2013a; CuzeneBa u ap., 2013b). IlomyueHHble HaMH JaHHBIE IO
BIUSHUIO OJIHOBpPeMEHHOU cBepxakcrpeccun reHoB HAM45 u HAMS9 na cTtpykTypy 1BeTka Tabaka
CIIy’KaT MOATBEpPKIEHUEM IpeNIogaraéMoi poiu reHos B ocymectsieHun C-¢yHkuuu. M3menenune
BPEMEHM HWHUIMALMKM [BETEHUS] — CBUAETEIbCTBO BIMSHHUS HA HIAEHTUYHOCTb PENPOLYKTHUBHON
MEpPUCTEMBI, TOT/1a KaK U3MEHEHHSI UACHTUYHOCTU OpPraHoB I[BETKA — noATBepkaeHue ponu HAM45 B
cneuu(UKauy 3ITUX OpraHoB. Mbl TakkKe IMpeanojaraeM, 4To MO0A00HOEe (YHKIHOHAIBHOE
pasjiesieHue CyIIecTBYeT y Bcex BUIOB Asteraceae, tak kak romonoru HAM45 u HAMS9 umetrores y
Xpu3aHTeMbl U TepOepsl (puc. 21), u QyHKIMOHAIBHO OHM CXOAHBI. K mpumepy, HposiBICHHS
cBepxakcnpeccun reHoB HAM45 u CDM37 (opronornynoro HAM45) B TaGake odeHb MOXOXKH

(pazmen 3.2.6; lllennukoBa u ap., 2011; Cuszenesa u ap., 2013a; Cusenesa u ap., 2013b).

3.2.6. Caepxakcnpeccusi MADS-box rena CDM37 B pacTenun Tabaka

Pactenuss s uWccnenoBaHWs  BBHIOMpaTd  CpeAM  paHee MOJYYEHHBIX JIMHAH  CO
ceepxakcnpeccueit rera CDM37 (Illennukosa u ap., 2011). Umu cranu muaun 37-33 (T1), cxoaHas ¢
KOHTpoJsieM, u 37-1-7-8 (T3), CylIEeCTBEHHO OTIMYAOIIAsICsS OT KOHTPOusi. Mbl nipoBenu aHanu3 mo 10
pactenuit nmokoneHus T2 U T4, COOTBETCTBEHHO, C MOCIEAYIOIIMM OTOOPOM Hanbojiee MHTEPECHBIX

o6pasios (tabmn. 11 B [Ipunoxenun, puc. 34).
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Pucynok 34 — XapakTepucTHKy TOTOMKOB JuHUHN 37-33 n 37-1-7-8 B cpaBHEHUH ¢ KOHTPOJIEM

Bbu10 oka3aHo, 4YTo MOTOMKH JHHUU 37-33 OTIMYAIOTCS OT KOHTPOJISI TOJIBKO IO KOJIHYECTBY
JIUCTBEB U BpeMeHH uBeteHus (puc. 34). B To ke Bpems moToMku auHUH 37-1-7-8 vMenu cuibHbIC
OTKJIOHEHUS! B MOpP(}OJIOTMU 1[BETKA, OJHAKO B BEreTaTMBHON 4YacTH CYLIECTBEHHO OTJIMYAJIUCh OT
KOHTPOJIS 1TO BBICOTE M KOJHMUYECTBY CEMEHHBIX KopobOouek (puc. 34, 35). Anuaporueii nperka 37-1-7-8
XapaKTepU30BAJICS  YKOPOUCHHBIMA  THIYMHOYHBIMH  HHUTSMH, TBUIBHUKA  TBHIYMHOK  IUIOXO
PACKpBIBAJIMCh U IPOU3BOAMIM MeHbIIE MbUIbIBL. OKOJOLUBETHUK MMEN 3aMETHbIE MPU3HAKU
PENpPONYKTUBHBIX OPraHOB. CTPYKTYphl, MOJOOHBIE MbUIBHUKAM M CTUTME Ha BEPXHHUX JOJIX
JICTIECTKOB W YAaIlleJIMCTHKOB, COOTBETCTBEHHO; HJKTONWYECKHE HEKTAPHHUKH, KOTOPBIC BBILACIISIIN
HEKTap, B OCHOBaHMH dYamenucTUKOB. CyxkeHHe TpyOKHM BEHYHMKA NPUBOJIWIO K HCKPUBICHUIO

TBIYMHOYHBIX HI/ITef/’I, MpeIsATCTBYA CaMOOIIBIJICHUIO.

Pucynok 35 — CouBetusi 1 [BETKH KOHTpOsbHOTO HeTpaHcreHnoro (WT) u tpancrennsix (37-33, 37-1-7-8)

pacteHuii Tabaka

Ha6mromaembie n3menenust y ymaun 37-1-7-8 (Ho He 37-33) COOTBETCTBOBAIM OXKHIAHHSIM,
ocuoBanHbIM Ha Mojenin ABC(E). Pacripoctpanenne qomeHa C-akKTHBHOCTH, B HOPME OIPaHHUYEHHOTO

PCOPOAYKTUBHBIMU OpraHaMu, Ha OKOJIOOBCTHHUK MOIJIO CIIOCOOCTBOBATh KOHKYPCHIIUA B-6enkoB
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tabaka ¢ C-0eNKOM XpH3aHTEMBI 33 MECTO B PETYJISATOPHBIX KOMIUIEKCAX M, BCIEACTBHE ITOTO, K
YaCTUYHOMY M3MEHEHUIO UICHTUYHOCTH JICTIECTKOB M YAIICITUCTHKOB.

Kpome spko BbIpaXeHHBIX MNpPOSBICHUN BIUsSHHUA cBepxdkcrnpeccun CDM37 wa ¢denorun
nBerka 37-1-7-8, cpenu aHanM3upyemMoro mokojieHuss T4 ObUTH pacTeHUsS U ¢ MEHBIIMM d(PQPeKToM.
[TpuyrHON 3TOrO MOXKET OBITh T€TEPO3UTOTHOE COCTOSIHUE TpaHCreHa. Takke, 3TO MOXKET OBITh
CJIEICTBUEM TETEPOJIOTMHYHOM sKcmpeccun TeHa, korga CDM37 He MOXeT B TOJHOM Mepe
¢ynkunonanbHo 3ameHuTh C-Oenmok Ttabaka. [leiictButensHo, cxoactBo CDM37 u C-6enkxa N.
tabacum cocrasisier Bcero 74% (NCBI-BLAST), npuyem HauOosblias BapuaOeIbHOCTh MMOKa3aHa
st C-o0macti T, kKoTOpasi OTBETCTBEHHA 33 (PYHKIIMOHAIBHYIO aKTHBHOCTb.

[Ipumepom rereposiornyHoii skcmnpeccun C-reHOB B pacTeHUsX Tabaka  SIBJISETCS
cBepxakcnpeccus rena PLE (A. majus), kotopast mpuBouiia K ¢X0aHbIM ¢ 37-1-7-8 mpeoOpa3oBaHusIM
nserka (Davies et al., 1996). Onnako denorun 37-1-7-8 (puc. 34, 35) Obu1 BhIpakeH ciabee, 4eM B
cinygae 35S::PLE (Davies et al., 1996), 4T0 MOXXHO OOBACHHUTH OOJBIIMM CXOJICTBOM OEIKOBBIX
nocienoBarenbHocTeld PLE u NTPLE (romonor AG y N. tabacum), mexxenu CDM37 u NTPLE.

VY xpuzantembl, kpome CDM37, umeercs BTOpoM mpencraButenb mnojacemeiictBa AG —
CmoMADS (BCJ88659.1), koTopblii sBISETCA CTPYKTYPHBIM H, BEPOSTHO, (PYHKIIMOHAIBHBIM
romosiorom HAMbS9 nonconueunuka (puc. 21) u, Mo Bcell BUAMMOCTH, CIYKUT BTOPOH KOMIOHEHTOM

akTUBHOCTH C-Kj1acca y XpU3aHTEMBI.

3.2.7. CoBmectHas cBepxdkcnpeccusi MADS-box reno CDM44, HAM45 u HAM59 B

pacTeHusix Tadaka

O6pasupr guanit 13-1-1 (HAM45s x HAMS9s; pasmen 3.2.5) u 44-31-6 (CDM44s; pasnen
3.2.4) ObuTH CKpENIeHBI, U MOMy4YeHHbIe pacTeHus F1 oxapakrepuszoBanbl. Cped HUX OBUIM OTOOPaHbBI
Tpu o0Opaslia co CBEpPXdKCIpPECCHeil BceX Tpex reHoB. AHanu3 mnokosieHus F2 oOpas3noB mo3Bosmi
orobOparp nuuuio 13-1-1 nnga panpHelmero uccnepoBanus. Cpenu notomMkoB F3 aToi nuHMM ObuH
BBIOpaHBI M IpOaHanM3upoBaHbl Tpu pacteHus (13-1-1-17, 13-1-1-64 u 13-1-1-82) mokonenus Fa.
Bbuto mokazaHo, 4TO JBE M3 TPEX JIMHUH 3al[BETAJH TO3KE, U OTICIbHBIE PACTCHHUS HE3HAYMTEIHHO

OTJIMYAIHCH OT KOHTPOJISI KOJIMYECTBOM I[BETKOB/KOpoOouek (Tadi. 12 B [Tpunoxennu, puc. 36).
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Pucynok 36 — CpaBHEHHE XapaKTEPHCTHK KOHTPOJIHHOTO U TPAHCTCHHBIX pacTeHuil Tabaka F4 HAM45s X

HAM59s x CDM44s

Pactenus F4 HAM45s x HAMS59s x CDM44s coxpanuinu GpeHOTUIl poauTenbckoi auHuu 13-1-
1 (puc. 37).

45x59x44

=
X
(o]
2
el
P

Pucynok 37 — ligetku kontponbHoro (WT) u tpancrennbix (HAM45s x HAMS9s; HAM45s x HAMS59s x
CDM44s) pactennii Tabaka

Ha ocuoBannu wmoneneir «Ksaprer» u ABC(E) MoxHO OBUIO 0XHIAaTh, YTO MpH
OJIHOBPEMEHHOH cBepxdkcmnpeccuu JnByX C-reHOB WM TeHa, oprtojoruuynoro SEP3, Bo Bcex kpyrax
nBetka Oynyt dopmupoBarbest Terpamepsl CCEE, CEB1B> u CCED, u 3T0 Oynmer mpuBOAWTH K
FOMEOTHYECKUM H3MEHEHMsIM OKoJIolBeTHUKA. Habmogaemblii HaMu (eHOTUI MOBTOPSIET (PEHOTHUIT
poaurenbckux pacteHuid HAM45s x HAMS9s, To ectb cBepxakcnpeccuss CDM44 ne ckazanach Ha

Pa3BUTHH PACTEHHH, YTO MOKET OBITH CIIEZICTBUEM TeTePOJIOTHIHOM dKcnpeccun reHa CDM44,

3.2.8. HuauBuayajbHasi U olHOBpPeMeHHasi cBepxdkcnpeccusi MADS-box renos CDM86 u

CDM115 B pacTeHusix Tadaka

bbutn mosyueHsl TpaHCTeHHble pacTeHus To Tabaka ¢ MHAMBHUIYalIbHOH CBEpX3KcIpeccuei
reHoB B-aktuBHoctu: CDM86 B cMbIcOBO# (26 pereHepaHTOB) U aHTUCMBICTIOBOH (24) opueHTaluH,
u CDM115 B cmeicioBoii opueHtanuu (26). Pacrenuss To CDM86s u CDM115s cyriecTBeHHO
pa3IUYaIUCh C KOHTPOJIEM IO BPEMEHH IBETCHHSI M KOJHMYECTBY IIBETKOB W ceMsH (Tadim. 13, 14 B

IMpunoxenuu, puc. 38), rorna kak CDM86as He uMenu oTanduii.
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Pucynox 38 — Xapakrepuctuku perenepantoB Tadaka To CDM86s u CDM115s

Cpemu monydennbix pactenuii To CDM86s u CDM115s Obutn 0TOOpaHbI, COOTBETCTBEHHO,

IIITh U YCTBIPE JIMHUM. AHanu3 UX IIOTOMKOB (Tl) IMOKa3aJl, YTO BCE€ OHHM ILBECTYT II03K€ KOHTPOJIA,

npuyeM HaubOosee BblpaxkeHo 3To y pacteHuit CDM115s;

Mopdostornueckre u3meHenus (tadn. 15 B [punoxenun, puc. 39). TpaHcreHHbIH (HEHOTHIT MEXIY

OTZEIBHBIMU JIMHUSAMHU PA3JIMYAICA DKCIPECCUBHOCThIO. K mpumMepy, BpeMsl LBETEHUS PACTCHHI

auHuid 88 M 36 ObUIO caMbIM TO3JHMM IO OTHOIIEHHIO M K KOHTPONIO, M K JpyruMm

MMpOoaHAJIN3UPOBAHHBIM JIMHUAM CDMSGS, KpOME€ TOro, UMCHHO 3THU [BC JIMHUU JaBaJ il HAUMCHBLIICC

KOJIMYECTBO KOpoOouek u ceMsH (Tabu. 15 B [Ipunoxenun).
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Pucynok 39 — Xapaxrepuctuku pacrenuit T1 CDM86s u CDM115s

IIoMHMO BereTaTUBHBIX OTIWYMI MBI Ha6J'IIOI[aJ'II/I HU3MCHCHUA B CTPOCHHHU LBETKA Y HCKOTOPBIX

u3 pacrenuit CDM86s (puc. 40). D10 Kacanoch 3aBs3U MECTHUKA, KOTOPAsk YaCTUYHO MEHsUIAa CBOIO
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HUJEHTUYHOCTh, COXpaHSsl MpU ATOM (GEpPTHIBHOCTH (TO €CTh (hOPMHUPOBATHCH (YHKIIMOHATBHBIE
ceMs3adaTku). XapakTep M3MEHEHUH IMO3BOJWII IMPEAINONIOKUTh, YTO BOKPYT 3aBs3U (OPMHPYETCs
JIOTIOJTHUTENbHASA TPyOKa BEHUMKA C IIBETOHOXKKOM, MOSBICHNUE KOTOPOW BU3YallbHO YJUIMHSET 3aBs3b
(puc. 40). B 10 xe Bpems 1Betku pacrenuit CDM115S He oTIn4airch BHEIIHE OT KOHTPOJIS.

Ha ocHOBaHWU MONy4eHHBIX JaHHBIX cpeau pacteHuit T1 ObutH BeIOpaHbl oOpasis! 3-1, 88-117
u 36-3 (CDM86s) u 4-26, 11-52 u 22-171 (CDM115s) misi CKpeliMBaHHs C LEIBIO IMOJYYCHUS
pacTeHuil ¢ OTHOBPEMEHHOI cBepxaKcnpeccueil 00oux reHoB B-aktuBHoctu. Kputepuem ans oréopa
CTaJIO BpeMsI LIBETeHHUs, Haubosee OIM3Koe K KOHTPOJIIO (B TOM YHUCIIe, Ul yA0OCTBA CKPELIUBaHus), B
COYETAaHUHM CO CHW)KCHHBIM KOJHMYECTBOM CEMsH (CBUJETENIbCTBO BIIMSHUSA CBEPXIKCIPECCUU
TpancreHa). Takxe, B cnydae CDM86S yunThIBanoCh HAIMYUE H3MEHEHUH B MJICHTUYHOCTH OPTaHOB

IIBETKA.

Pucynok 40 — LIBetok u couetue pacteanit CDMB86s

B pesynbTare ckperuBanus ObUTH MOMy4YeHbl Tk gunuii Fi (1-1, 1-2, 2-1, 2-2, 3-1, Tabn. 16 B
[IpwioxkeHnH) ¢ TMOATBEPKIACHHBIM MMPUCYTCTBUEM KAacCeT 3KCIPECCHU O0OWX TPAHCTECHOB B T€HOME
pacteHuii. AHanu3 notoMcTBa F2 3TUX NUHUE MOKa3all, 4TO B CpaBHEHUM C KOHTposieM pacteHus 1-1
[[BEJIM 3HAUMTENBHO MO3%ke (B ~4 pasa), Obuin BbIIe, GOPMUPOBATH OOJNBIIE TUCTHEB H, IPU ITOM, B
~2 pasza MeHbIlIe Kopobouek u ceMsiH. OcTanbHbIE JUHUH 3a[BETAIH MO3/IHEeE KOHTPOJIS B ~2-3 pasa u
obpazoBbiBaiu B ~2 (1-2, 3-1) wnu 4 (2-1) pa3a MeHbIiIe KOPOOOUEK U CEMsIH, WK B ~2/4 pa3a MeHbIIIe

Kopobouek/cemsH (2-2) (tabi. 16 B [Ipunoxennn, puc. 41).
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Pucynok 41 — Xapakrepucruku pacrenuii 2-2 (F2;) CDM86s x CDM115s

Jluausa F2 or 2-2 Beensach HE TOJBKO BpeMeHeM IBeTeHus (Hambosiee OJM3KHM K
KOHTPOJIIO), HO U 110 HAMMEHBIITUM KOJIMYECTBOM CEMsIH CpeH JIMHUH. boiee Toro, mBeTkH pacTeHUN
F2 2-2 nemoHcTpHrpoBaiu HanOOJBIINE B CPABHCHUU C KOHTPOJIEM M JIPYTMMH JIMHUSMHU U3MEHCHUS
mMopdonorun, Hacienyembie mo guHEM CDM86S. [lpuuem SKCIpecCHMBHOCTh JAaHHBIX NPU3HAKOB
MOBBICHJIACh: 4YallledKa YalleJMCTHKOB mpuolOpena OneqHyr0 OKpacky ©u  (QopMy, CXOAHYIO C
JICTIECTKOBBIM BEHYHKOM; OTCYTCTBOBaJM HekTapHukH (puc. 42). Ilo Bcell BHUAMMOCTH, YCHIICHHE
a¢ddexra mpousonuio 3a cuer pobdarienus skcnpeccun CDMI115 u GopmMupoBaHHUs MOTHOIIEHHOTO

rereponumepa CDM86/CDM115.

Pucynok 42 — Cousetust 1 uBeTku KoHTposbHOTO (WT) 1 Tpancrenusix (F22-2, CDM86 x CDM115) pactenwuii

Tabaka

Cornacio Mmogensm «Ksaprer» u ABC(E), T® mnoncemeiictBa PI/AP3 (B-akTHBHOCTS)
o0pasyrot rerepoaumep (B1 + B2), KOTOpPBIN BXOIUT B COCTaB TETPAMEPOB, ONPEICISIONINX 3aKIaIKy
aenectkoB (AB1B2E) u teramuok (CB1B2E). MbI mpeamonaraem, uto CDM86 (PI, B1) u CDM115
(AP3, B2) npu oHOBpEMEHHOW CBEpXdKCIpeccud MOryT ¢dopmupoBats rerepoaumep (BiB2), B Tom
YHCIIe B IOMEHE YalleJIMCTHKOB M MECTUKA (I/Ie B HOPME €ro HET), YTO MPHUBOAUT K U3MEHEHUSIM UX
UJICHTUYHOCTH (TIpUOOpEeTeHHI0 MpHU3HAKOB JienecTkoB W ThiumHOK) (Wuest et al., 2012). Hamm
naHHbIe (puc. 42) coriacyroTcsi ¢ IpyrMMH UccieqoBaHusIMH, T1e Ha npumepe A. thaliana mokasano,
YTO CBEPXIKCIPECCUsI TeHOB B-aKTHBHOCTH MPUBOIMUT K 0OPa30BaHMIO I[BETKOB, COCTOSIIUX U3 JIBYX

KpyTOB JIEECTKOB M JABYX KPYTOB TBIYMHOK, IIPU 3TOM «TBIYMHKW» Kpyra 4 HMEIOT W INPU3HAKU
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wiogonuctukoB (Jack et al.,, 1994, Wuest et al., 2012). M3BecTHBI TakKe MPHUMEPHI BIMSHUS
reTepoIOrHYHOM 3Kcnpeccuu B-reHoB Ha Mopdosioruio 1iBeTka Tabaka, CXOAHbIE C HAIMMHU JaHHBIMU:
cBepxaKcnpeccusi B Tabake B-renoB mpBuHOTO 3¢Ba (A. majus GLO u DEF) meHseT uaeHTHYHOCTH
yamenucTukoB U nectuka (Davies et al., 1996). Hecmotpst Ha TO, yTOo A. MAjuS OTHOCHUTCS K TPYIIIE
Lamiids B otmene Asterids u Ommke TakCOHOMHUYECKH K Tabaky (Solanaceae), a xpusaHTeMa
npeCTaBisieT napamienbuyto rpynmny Asterids — Campanulids, yamenuctuku u nectuk 35S::GLO X
35S::DEF umeror ¢enorun (Davies et al., 1996), cxoansiii ¢ penorunom Fz 2-2 (puc. 42). Kietku y
ocHoBanusi nectuka 35S::GLO x 35S::DEF wumeroT mpu3HaKu TPUXOM M OOpO3IYaThIX KIIETOK,
XapakTEepHBIX NIl ThIYMHOYHBIX HUTe (Davies et al., 1996), yto (B coueTaHWH CO CXOJCTBOM
TPAHCTEHHBIX (DEHOTHIIOB) CBUETEILCTBYET O YACTUYHON CMEHE UACHTUYHOCTH MECTUKA HA THIYUHKH
y pacrenuit F2 2-2 (puc. 42). Ilpu 3TOM B OTIMYKE OT CTEPUIbHBIX ceMs3auaTkoB 35S::GLO X
35S::DEF (Davies et al., 1996), cemszauatku F2 2-2 coxpassid (epTHIBHOCTh, XOTS KOJIHMYECTBO
00pa3yronIMXcsi CeMsIH CYIIECTBEHHO CHU3WJIOCh (Tabn. 16 B I[lpunoxenun, puc. 41). Bo3moxkHo,
pa3inuums B CTENICHH CMEHBI MICHTHYHOCTH CeMs3ayaTKaMH OTPAKAIOT CTENEHb (PHIOTEHETUYECKOTO
POJICTBA BUJIOB B PACCMATPUBAEMBIX ABYX CIydasX.

HeiictBurensHo, mocnenoBarenbHocTd  OenkoB NtGLO (NP_001313154.1) u NtDEF
(NP_001312649.1) obnanatot 6onbmum cxonctBoMm ¢ GLO (~71%) u DEF (~84%), cooTBeTCTBEHHO,
gyem ¢ CDMI115 (~52%) u CDMS86 (~57%). Ilomumo storo, B C-konueBoii obmactu CDM86
OTCYTCTBYeT 15ao-mocnenoBarenbHOCTh (YTO cBoMcTBeHHO ToMosnioraMm GLO u apyrux BUIOB
Asteraceae, Takux kak G. hybrida u H. annuus), xoropas xapakrepua mis NtGLO u GLO wu,
BO3MOYKHO, BIIUSICT HA BBITOJIHEHNUE (DYHKIINH.

OCHOBBIBasICh Ha TIOJYYEHHBIX pe3yJbTaTax, JUIS NAIbHEHIINX HCCIIEeOBaHUN HaMu Oblia
BbIOpaHa smHusi F2 2-2-13, koropas 3amBerajga HEMHOTHM II03)KE€ KOHTpOJISA, OJHAKO JaBaja
CYILIECTBEHHO MEHbIIIE IIBETKOB (B ~2 pa3a) C U3MEHEHHBIM (DEHOTHIIOM, a TaKKe MEHBIIIe KOPOOOoUYeK

(B ~2 pa3a) u cemsiH (B ~4 paza).

3.2.9.  OnHoBpemenHas cBepxdkcnpeccust Tpéx MADS-box renos CDM37, CDM86 u CDM115

B pacTeHusiXx Tabaka

Pacrenus F2 2-2-13 (CDM86s x CDM115s) 6butn ckpenieHs! ¢ pacteHussMu T4 muHun 37-1-7-
8-4 (CDM37s; naBanu 3HAYMTEIBHO MEHbBIIE KOPOOOUYEK, YeM KOHTPOJb) — PEIHIPOKHBIC
ckpemBaaus Ne 13-2 w 13-5. B pesymbrate OBUIM TONyYeHBI JHHHA C OJHOBPEMEHHOU
cBepxakcnpeccueit pex MADS-box renoB xpusantemsr (B1 + B2 + C). Pactenus F2 ot 13-2 u 13-5
I[BEJIM 3HAYUTENILHO TO03)KEe KOHTPOJISA, OBIIIM KOpPOY€ M JaBajl MEHbINE 1IBETKOB, KOPOOOUEK U CEMSH

(tab:. 17 B [Ipunoxenuu, puc. 43).
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Pucynok 43 — Xapakrepuctuku pactenuii tabaka Fo CDM86s x CDM115s x CDM37s

JanbHeitmmii ananu3 Obul mpoBeneH Ha jwmHUsIX F3 13-2-3 (6 pacrenmit) u 13-2-7 (11
pactenwmii) (Tabn. 18 B IIpunoxenun). B cpaBHEHNHN ¢ KOHTPOJIEM HU3y4aeMbIe PACTCHUS IBEIIN MOYTH
B 2 pas3a paHblle, ObUIM CYLIECTBEHHO Kopoue M (hOpMUpPOBAIM 3HAUUTENBHO OOJIbIIE LIBETKOB B
COILIBETHH, OJIHAKO 00JI1aJaIi OHKEHHOH (epTribHOCTHIO (Tadn. 18 B [lpunoxenuu, puc. 44). 13-3a
MOCJIETHETO 3HAYUTEIBHYI0 YacTh PACTCHUH NPUILIOCH OINBUIATH HCKYCCTBEHHO, M JaK€ B ITOM

CIIy4ae KOJIMYECTBO 00pa3yIOIUXCs CEMEHHBIX KOPOOOUYCK OBLII0O MUHUMAIILHEIM.
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Pucynok 44 — XapaktepucTuku pacteHnuit tabaka nokonenus Fz CDM86s x CDM115s x CDM37s

Takum 00pa3oM, OJHOBpeMEHHas cBepXdKchpeccus reHoB B- u C-akTMBHOCTM BiMsIa Ha
BpeMsI HHUIIMAIMH [IBETEHHSI, MOP(OIIOTHIO BETETATUBHOW YaCTH PacTeHUs U ero GpepTuibHOCTh. s
BeTKOB JHHUN F3 13-2-3 u 13-2-7 ObuIm XapaKTepHBI BCE MPOSBICHHS POAUTEIHCKUX (DEHOTHIIOB
(CDM86s x CDM115s; CDM37s) ¢ ycuIeHHBIM M3MEHEHHUEM YallleyKd, KOTOpas erle OoJblie craia
MOX0’Ka Ha BEHYHUK (pHC. 45), a Takxke C elle 6oee CHUKEHHON (hepTUIFHOCTHIO.

Cormacuo monensm «Ksapret» u ABC(E), mpoaykrer resos CDM86, CDM115 (B:B2) u
CDM37 (C) mpu COBMECTHOM CBEPXIKCIIPECCHH MOTYT YY4aCTBOBATh B KOMIUICKCaX, OTBETCTBCHHBIC 32
nenectku (AB1B2E), terauaku (CB1B2E) u mnogonuctuku (CCEE), ¢ KOHKYpUPYIOLIUM y4acTHEM
COOTBETCTBYIOIIUX FOMOJIOTOB Tabaka. DTH KOMIUIEKCHI MOTYT PaclpOCTPaHATHCS Ha SKTOIMHYECKUE
JIOMEHBI (HampuMep, KOMIUIEKCHl ¢ B-reHaMn — Ha MEeCTUK M YameTucTHKH, wid C-KOMIUIEKC — Ha

OKOJ'IOIIBCTHI/IK) ", KaK CJICICTBUEC, CKa3bIBATHCS Ha (1)CHOTI/IHC BCCX OpraHOB LBCTKA. HeﬁCTBHTCHBHO,
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MOJTy4eHHbIE HAMU pacTeHHs] (pOPMHUPOBAIM YAlIETMCTUKH C MpPU3HAKAMHU JIEIECTKOB, JICTIECTKH C
MpU3HAKAMU THIYMHOK, TBIYUHKUA C TPU3HAKAMH JICTIECTKOB M TMECTHK C MPU3HAKAMH JICTIECTKOB U
TBIYMHOK (puc. 45).

HutepecHo, uro kombuHartopHas cepxaskcipeccuss MADS-box remos ABCE-aktuBHOCTEH B
romostoruunoit cucreme (A. thaliana), kpome HICHTHYHOCTH OPraHOB I[BETKA, U3MEHSAET MOP(HOJIOTUIO
BereraTuBHbIX JucTheB (Honma and Goto, 2001). A wumeHHo, B ciy4ae pacTeHUH
35S::PI;35S::AP3;35S::AP1 (AB1B2) unu 35S::PI;35S::AP3;35S::SEP3 (B1B2E) nuctesi cranoBsitcs
IOXOXKH Ha Jermectkd, a B ciydae 35S::Pl;35S::AP3;35S::SEP3;35S::AG (B1B2EC) — Ha ThIYMHKH
(Honma and Goto, 2001). OxHako B HaIlleM UCCIICAOBAaHUH JUCThs pacTenuit 13-2-3 u 13-2-7 (B1B2C)
u ux poguteneit (BiB2 u C) uaeHTHYHOCTh HE MEHSIUIN, YTO MOXKET OBITh CIEJICTBUEM KaK OTCYTCTBUS
Oenka E-akTtuBHOCTH, KOTOpBIA Ciy)kuT o0beauHeHnr0o MADS-T® B xommiekchl (Immink et al.,

2010), Tak ¥ TE€TEPOTOTHIHON CUCTEMBI DKCIIPECCHUH.

LeTku poaurenbekux aunaui 37-1-7-8-4 (A) n 2-2-13 (B). C — usetok F3 13-2-3 u 13-2-7. D — nenectku ¢

npu3HakaMu ThIYuHOK (13-2-3 u 13-2-7). E — 3aBsi3b koHTposis. F, G — 3aBsi3b necruka (13-2-3 u 13-2-7)

Pucynoxk 45 —1[BeTok nipu ofHOBpeMEHHOH CBEpXIKcHpeccuu reHoB B- 1 C-akTuBHOCTH
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3.3 Yuactue MADS-boX renoB B cTpeccoBbIX peakusix pacTeHHi

Perynauus MHOTMX T€HOB METaOONMYECKHX IyTed PACTEHUH HAXOIHUTCSA IOJA KOHTPOJIEM
MADS-box T® (pazaen 1.5.1). B To ke BpeMsi ¢ MOAYJISALUCH CONEPKAHUS PA3TMYHBIX META0OIUTOB
(B 4YacTHOCTH, YTJIEBOJOB, KapOTMHOMJIOB) BCErJa CBsi3aHAa CTPECCOBas pEaKIUs pPACTEHUH, UTO
npezmnonaraer 3HadynMoe yuactue MADS-box T® B perymsiiuu qaHHON peakiuu. [loaTomy B TpeTbeit
YacTH Hamied paboThl ObUT MPOBEACH aHaW3 3KcrnpeccuoHHoro ortBera MADS-boX reHoB Ha
UMHTALUIO CTPECCOBOTO BO3ACUCTBUS IyTEM TOJNYy4YEeHHUs pacTeHHid kaptodens u Tabaka c

M3MEHEHHBIM META00IM3MOM Kpaxmalia Wikl KapOTUHOUIOB.

3.3.1. Okcnpeccuss MADS-bOX reHoB B TpaHCreHHBIX pacTeHUsiX Kaprodes S. tuberosum ¢
HU3MEeHEHHBIM MeTa00JJM3MOM KPaxMaJjia 3a cu4eT BHEeCEeHHsI MyTallMH B NOCJIeI0BATEIbHOCTD
reHa miacTuaHoi kpaxmaadochopuiaassl PHOla

W3BectHbiMu MutiieHs sME MADS-box T® sBistroTcst TeHbl MeTaboIM3Ma YIIIEBOJI0B, KOTOPHIC
TECHEUIIMM 00pa3oM acCOIMUPOBAHBI C MPHUCIOCOOIEHUEM PACTEHHH K JIIOOBIM CTPECCOBBIM
YCIIOBHSAM. 3alllUTHAsI PEaKIysl PacTCHUW BCErJa CBsA3aHA C MOIYJISAIHMEN COIEp)KaHHs PACTBOPHUMBIX
caxapoB, YTO OMOCPEAYETCS HE TOJIBKO THAPOIU30M Caxapo3bl, HO TaKXkKe Jerpajanueid KpaxMaabHBIX
rpaHyJi, OCyIIECTBIsIeMON amMuita3amu (Tuaponu3) u kpaxmanpochopunazamu (hochopornus) (Shoaib
et al., 2021). [Ipumepom ydacTusi B CTpeCCOBOM OTBeTe (PepMEHTOB MeTab0IM3Ma KpaxMaiia sIBJISITETCS
MOJIOKHUTEIIBbHAS 3aBHCUMOCTh MEXY COJICP)KaHUEM PEAYIHPYIOIIUX CaXapoB U YPOBHEM KCIIPECCUU
iacTuHONW KpaxmMandocdopunazsl PHOla B kinyOHAX KapTodens npu NOHMKEHHBIX TeMIepaTypax
(Schreiber et al., 2014; Slugina et al., 2020a).

MBI TOAYYHSIM TpaHCTEHHBIC pacTEHUs dYeThIpeX COpTOB Kaprodems S. tuberosum c
U3MEHCHHBIM OOMeHOM Kpaxmainia 3a cueT pemaktupoBanusi (CRISPR-Cas9) mocnenoBarenbHOCTH
rena PHOla (NCBI Gene ID: 101252851) u onpenenuin B 9TUX pacTeHUsx skcrpeccuio MADS-box
T'€HOB, KOTOpPBIE MOT'YT OBITh CBSI3aHBI C OTBETOM PAacTEHUs Ha CTpecc.

Jis  atoroB  mocnenoBarenbHocTH TeHa PHOla  Oepur BeIOpan  ydacTtok  5'-
gatcagatggaaagaggtattgg-3' (monoxxenue 782-804 H B KOTUPYIOMICH IOCIEIOBATEILHOCTH) JUIS
ucnonszoBanus ero B kadectse JPHK (runosoit PHK), coOpana KoHCTpyKIus 1isl peJaKTUPOBAHUS U
MOJTy4eH PEeKOMOMHAHTHBIN mTamMMm arpoOaktepuu. [IpoBeneHa arpobakrtepuanbHas TpaHchopmamus
CTeOJIeBBIX IKCIUTAHTOB KapTodess U mojiydeHo 39 TpaHCTeHHBIX pereHepaHToB To copra Murika (6
muanit), JIroke (17), Teppa (11) u XKXykoBckuii panuuii (5). Bce pacteHust oTiaMyanuch OT HCXOTHBIX

COPTOB IMOBBIINICHHOW CTUMYJISLIUEH KOpHe- U moberoodpazoBanus (puc. 46, A—C).
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(A-C) PenaktupoBanHbie pactenus M16, 20 u 21 B cpaBHeHHH ¢ HCXOIHBIM copToM Muiika. (D) Yuactok
gRNA B x/IHK PHO1a (aukoro Tuma n peakTupOBaHHBI) (ClIeBa) U COOTBETCTBYIOIIAs BTOPUYHAS CTPYKTypa

Oenka cornacHo Phyre2 (cripaBa). CTpenky yKa3blBalOT Ha BBEACHHYIO MyTalHIO
Pucynok 46 — Mopdonoruueckue u renetuaeckue 3pQextsl penakruposanus rena PHOla

CexBenupoBanue nenesoro caiita PHOla nmokasano ero MIeHTMYHOCTh Y MCXOJHBIX COPTOB
KapTodes, Tora Kak y peJakTUpOBaHHbBIX JUHUN (Bce 39) MaHHBIM y4acTOK COOTBETCTBOBAJI JIBYM
aJUTCNIPHBIM BapHaHTaM — JUKOTO THIIA U PEJaKTHPOBAHHOMY (HECHHOHMMHYHAs MyTtaunus 782g—t)
(puc. 46, D). launsnii yuactok kJIHK Obu1 amrmumnduiimpoBan, KIOHHPOBaH U cekBeHuposad (mo 10
KJIOHOB JUI KaXJOW JIMHUM) U ObUIO BbIABIEHO, uTo 20—-60% KinoHOB coxepxkar 782g—t. Hukakux
JPYTUX TeHETUYECKUX U3MEHEHUI 00HapyKeHO He ObLJI0, YTO YKa3bIBAaCT Ha CBA3b MyTaluu /82¢g—t c
W3MEHEHHBIM (DEHOTHIIOM TPAHCTEHHBIX PACTEHUH.

CTpyKTypHBIN aHATU3 MMOKa3al, 4To 782g—t mpuBOAUT K paaukaibHOMY 3amerniennio G261V B
N-konneBom ¢ynkmmonanpbHoMm gomene GT35 Glycogen Phosphorylase kpaxmandocdopunassl,
pacIoIo)KeHHOM Tepe]] KaTaluTudeckuM 1eHTpoM. CormacHo mnpexackazanuto (Phyre2), nannas

MyTalusl U3MEHSET pa3Mep OJHOW U3 [-CKIIaJOK BO BTOPHYHOH cTpykrype Oenmka PHOla (puc. 46,

90



D). OnHako MO3MIIMOHHO 3aMEIleHHE HE COOTBETCTBYET KAKMM-JIMOO KAaTaTMTHUYCCKUM MM CyOCTpaT-
CBS3BIBAIOILUM CalTaM.

3aMeTHM, YTO B JIPYTMX HCCIEIOBAaHMIX aBTOpPaM YAAaBajOCh OTPEAAKTUPOBATH BCE aJlIeNU
IIC/IEBBIX T€HOB B TETPAIIOWAHOM reHome S. tuberosum (mampumep, Kusano et al., 2018). B namem
cllyyae y IMIOJYYEHHBIX JIMHUN OBUIM OTPEAAaKTHPOBAHBI, MPEINOJIOKUTENbHO, 12 amiens wu3s
yeTelpex. To, 9YTO KpoMe NaHHOH MyTalMyd Mbl He OOHApYXWUJIHM JPYTUX COOBITUH peAaKTUPOBAHUS
PHOla, a 3amemenue G261V He CBsS3aHO C KaTaJUTUYECKH BAXKHBIMU YYacTKaMu (hepMeHTa,
MO3BOJIUJIO MPEATNONIOKUTh BOSHUKHOBEHHE NIPU PEIaKTUPOBAHUM U APYTUX MyTalui, kpome 7829—t,
KOTOpBIE, OHAKO, MPUBOAMIN K HEXU3HECIIOCOOHOCTH pacTeHus. B cOOTBETCTBUU C 3TUM HaXOAUTCA
daxr, yto naxe oxHa mytanus (G261V) BbI3Bania 3HAYUTENbHBIE MOP(HOIOTHUECKHUE U3MEHEHHS (pHC.
46, A—C), xoTopble MOTYT OBITh PE3yJbTATOM HAPYIICHHA METa0OIM3Ma KpaxMmala, SBISIOIIETOCs
OJIHUM M3 OCHOBHBIX HCTOYHHMKOB dHEepruu ajs pacrenus (Smith and Zeeman, 2020).

Mpbl cpaBHWIHM COJEpKaHUE Kpaxmana B KOPHSX U JUCThSIX KOHTPOJIS M PEJaKTHPOBAHHBIX
JUHUM B HOpMalbHbIX ycioBusx pocta (21°C) m B oTBeT Ha Xxononosoil crpecc (4°C, 3 nus). ns
3TOro OBUTM OTOOpaHBI JHMHHUU C HamOoyee BBIPAKEHHBIMH MOP(OIOTHYECKUMHU OTKIOHEHUSIMH OT
ucxoausix coptoB: L6, 16 u 20 (JIrokc); T1-T3 (Teppa), Z12—-14 (XKykoBckuii panuuii); u M16, 20 u
21 (Mumxka). beuio oOHapykeHO, YTO B JHCTBIX INPU HOPMAJIBHOW TeMIiepaType KOHIEHTpaIus
kpaxmana ymenbiaercs (T2 u Z12), ysenuuuBaercs (M21) unu ocraercs Ha ypoBHe copTa (Bce L-
muaun). [Ipu sTOM B KOpHsIX Habmogaercs: cHkenue (L-nmuaun), poct (T2, Z12, Z14, M-nunun) nin
coxpanenue (T1, T3 u Z13) (puc. 47). Takum 0Opa3om, pa3auuusi HAOIIOJAINCH MEXKIY COPTaMH,
COPTaMU U JIMHUSAMM, JIMHUSAMH, a TaKXKe JHUCThIMH M KOPHSIMU. 3HAUMMBIX 3aKOHOMEpPHOCTEH
oOHapy»xeHO He Obulo, 3a HCKiItoueHueM L-nmuHuii (y Bcex KONIMYECTBO KpaxMmaia YBEIWYHIIOCH B
JIMCTHSIX ¥ YMEHBIIIIOCH B KOPHsIX) M-1iHHMH (y BCEX COJIep)KaHUE KpaxMalia MOBBICUIOCHh B KOPHSIX).

HaGntogaemble pa3nuuust U OTCYTCTBHE OUEBHIHBIX 3aKOHOMEPHOCTEH T'OBOPUT O T'E€HOTHII-
CHeuu(UYHOCTH PETYJISIIMU YIJIEBOJHOTO OOMEHa, a TaKKe MOXKET OBbITh CIE/ICTBHEM JIOKAIU3AlUU
KacCeThl Il pPeIaKTUPOBAHUS B T€HOME, PA3IMYMil MO YMCITy MYTAHTHBIX aJUIeJiell W MO3audHOCTH
pelaKTUPOBAHMSL.

B cormacum ¢ 3TUM KpaTkoe XOJ0A0BOE BO3/AEHCTBHE NMPUBOIWIO K CHH)KEHHUIO COJEPKaHMS
Kpaxmaiia B KOpHsX copToB Teppa u )KyKkoBCKHIl paHHUI U YBETHMUEHHIO €TO B JTUCThAX cOpTOB JIIOKC,
Teppa u XKykoBckuii panuuii (puc. 47). B To ke Bpemsi y peJakTHPOBAHHBIX JIMHHHA KOJUYECTBO
Kpaxmaja B KOpHAX yBenuuuBaioch (L) niau ymensmanocs (Z), a B mucThsx nosbimanoch (L16, T3 u

M21) unu camxkanocs (L6, L20 u M21) (puc. 47).
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JlaHHBIE TIpeaCTaBIeHbl Kak cpeanee + SD (n = 3); “p < 0,01 o3HaYaeT JOCTOBEPHOE OTIMYHE TMHUH OT

copra; “p < 0,01 — paznmuune MexIy >GPEKTaMH XOIOA0BOrO CTpecca (X.C.) M HOPMAIbHBIX YCIOBHH (H.Y.)

Pucynok 47 — Conepkanue KpaxMalia B KOPHSX U JINCTBAX PEIaKTUPOBAHHBIX JTHHUM KapTOQes B CPaBHEHUH C

WCXOJHBIMHU cOpTaMu Ipu HopMaiibHOH (21°C) u Hu3Koil (4°C) TemmnepaType

Te e TkaHW OBUIM MCTOJL30BaHBI I aHaM3a npodwist skcnpeccun rena PHOla u renos
ruaponn3a kpaxmaia — [-amunas (StBAM1, StBAM9) u uarudutopa amuias (StAl). Bei6op reHoB ObLI
OCHOBaH Ha TOM, 4T0 3Kcnpeccus StBAM1, StBAM9 u StAl aktuBupyercst B oTBeT Ha xosiox (Zhang et
al., 2014a; Van Harsselaar et al., 2017; Slugina et al., 2020b). bemok StBAMY, He umest amuia3HON
AKTUBHOCTH, OJTHOBPEMEHHO CBS3bIBaeTCS C aKTHUBHOU ammiazoi StBAMI 1 moBepXHOCTBIO TPaHYIIbI
Kpaxmana, BoBjiekas StBAMI1 B mpomecc ruaponusa (Zhang et al., 2014b; Hou et al.,
2017). KaTanuTu4eckyr akTHBHOCTh 00OeMX ammia3 crocobeH umHruOumpoBathk StAl (Zhang et al.,
2014a; Zhang et al., 2014b).

bbuto oGHapykeHO, YTO B CPaBHEHHH C COPTaMU MPHU HOPMAJIbHOW TeMIepaType B JUCThIX
ypoBenb TpanckpuntoB PHOLla monuswmics (T1, T3, Z14 u M21) unu He usmennics (L), a Xxom010Boi
CTpEeCC HEraTHMBHO BO3/CHCTBOBAJ Ha SKCIIPECCHIO TeHa U 'y COpToB, u y aunaui (puc. 48). Iocnennee
COTJIaCyeTCs C MOXO0KUMHU JTaHHBIMH, TMOJYYCHHBIMU TPH HCClIeA0BaHuK pacteHuii puca (O. sativa)
(Hwang et al., 2016). B kopHsX X0J10/10BO# cTpecc He moBausu1 Ha skcnpeccuio PHOla otHocuTeIbHO
HOPMAJIBHBIX YCJIOBUMN; MPH 00EHX TemrepaTypax B CPaBHEHHH C COPTaMU YPOBEHb TPAHCKPHIITOB

rena nosbicuics (Z14) wim nonusuics (M21) (puc. 49).
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3 StBAM1 15 StBAM9

OTHOCUTENbHas 3Kcnpeccus
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H.Y. X.C. H.Y. X.C. H.Y. X.C. H.Y. X.C.

Hannele npeacrasieHsbl Kak cpearee = SD (n = 3); pedepencusie renbl ELF1 1 SEC3A; nuHMs oTIn4aercs oT

xoutposs (P < 0,01); pasmuuns 4°C vs 21°C (*p < 0,01)

P HUCYHOK 48 — 9KCHpGCCI/I$I reHOB KaTaboImM3Ma KpaxmMajia B JUCTBIAX PECAAKTUPOBAHHBIX JIMHUH U HCXOOHBIX

COPTOB MOCIIE X0JI0I0BOTO cTpecca (4°C, X.c.) u mpu HopMaiibHO# (21°C, H.y.) TeMmneparype

8 StAl

StBAM1 StBAM9

OTHOCUTENbHAaRA IKCnpeccus
~
*

JHannsie npenctasiensl kak cpegnee + SD (n = 3); pedepencusie renst ELF1 1 SEC3A; nuHus oTinyaercs ot

xoutpoust ('p < 0,01); pazmmums 4°C vs 21°C (*p < 0,01)

Pucynok 49 — Dkcnpeccus TeHOB KaTtabolin3Ma Kpaxmalia B KOPHSIX UCXOIHBIX COPTOB M PEJaKTUPOBAHHBIX

e M21 u Z14 npu HopManbsHoii (21°C, H.y.) u Hu3Koi1 (4°C, X.c.) TemmepaType

B  nporuBomonoxuocts PHOla  Bo3melicTBME  HU3KOW  TEMIIEpPAaTypbl  OKa3alloch
CTUMYJIUPYIOUIMM (B COpPTax M JIMHHUAX) JJI T€HOB THAPOJM3a Kpaxmaia, Kak B JHCThAX (BCe TpHU
reHa), Tak U B KopHsx (StBAM1 u StBAM9) (puc. 48, 49). Kpome TOro, B OTJIHYHE OT JIUCTHEB, B
KOPHSIX TMPOQWIA 3KCIPECCHH TeHOB Tuapoim3a kpaxmaia m PHOla xapakrtepu3oBamuch, B
OCHOBHOM, CXOJIHOM quHaMuKoi (puc. 49).

B nenom, xapakrep uzmeHnenuit npoguns sxcnpeccuu renos PHO1a, StBAM1, StBAM9 u StAl
MEXY COPTaMU ¥ IMHUSAMU PENOI0KUTENbHO SBIIseTCs cieacTBreM penaktupoBanus PHOla. [Tpu
3TOM OTCYTCTBHME OYEBMJIHBIX 3aKOHOMEPHOCTEH MOXKET OTpa)kaTb HHJIUBUAyaJIbHbIE OCOOCHHOCTU
aJlanTalyy Kaxa0M U3 JMHUNA K U3MEHEHUsIM B (pocoponnse Kkpaxmania.

AHamm3 BO3MOXHOH 3aBUCUMOCTH KOHIIGHTPAIMU KpaxMayia OT AKCIPECCHH TEHOB €ro
KaTaboJIu3Ma B JIMCThSX BBIABHII HeKOTOphie cBs3u. s rena PHOla Opia moka3aHa MOJMOKUTENbHAS
xoppensnus (R?= 0.6170) a1t cOPTOB, pacTyIIMX B HOPMAIbHBIX yclHoBuax (puc. 50). Jlnsa reHa
StBAMO 6bia oOHapyeHa TONOKUTENbHAS Koppensius y muauii M21 u Z14 (R%= 08116) u y

copros (R? = 0.4081) B oTBeT Ha X01M010BOIA cTpecc (puc. 50).
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Pucynok 50 — Ouenka xoppensiuii Mexay cofepikaHieM Kpaxmaia U dKcIIpeccrell TeHOB ero katabomu3ma B
JIMCTHSIX COPTOB M JIMHU# KapTodens mpu HopMmaibHo# (21°C, nC) u Huskoii (4°C, CS)

Temreparype (10cToBepHas Koppessuus npu R? > 0,4)

C uenbto onenku ydactuss MADS-T® kaprodens B peryasinuu OTBeTa Ha W3MEHEHMS B
Merabonu3Me Kpaxmaia, B KOpHsx copToB (Mumka u JKykoBckuil panHuit) u nmuauit (M21 u Z14)
Obita ompeneneHa 3kcnpeccuss reHoB StFULL, StFUL2, StSOC1 u StMADS23. Dtu reHsl Obun
BBIOpPAHBI, TaK KaK WX OJKCIPECCHs HWHAYIUPYETCS B KOPHIX PACTEHHH TPH CTpPECccax, COTJIACHO
(Parenicova et al., 2003; Gan et al., 2005; Gao et al., 2018; Alvarez-Buylla et al., 2019).

B pesynbrate Obulo moOKa3aHo, 4Tto TpaHcKpunThl StSOC1 oTCyTCTBYIOT BO BCex
aHammupyembix obpasmax. 'emsr StFULL, StFUL2 m StMADS23 skcmpeccHpoBaliuCch BO BCEX
obpasmax (3a uckimoueHuem StMADS23 y copra XKykoBckwii panHwmii) (puc. 51). B HOpManbHBIX
yCIoBHUAX HaumbosblmMii ypoBeHb sKkcnpeccun StFULL Obim y copra Mumika; B OTBET Ha XOJIOA
HKCIpEeccHs T'eHa pociia y copToB, HO He y nuHuil. ['en StFUL2 umen cxonHblil ypoBeHb 3KCIIpecCcun
BO BceX o0pasiiax B HOPMAJIbHBIX YCIOBHSIX, TOTJ]a KaK B OTBET HA XOJIOJI €r0 SKCIPECCHsI HE MEHSUIACh

(copt XKykoBckuit panHuii) Bo3pactaia (Z14) uin CHIKAIACh 10 CIEI0BBIX 3HaUCHH (copT MuIlka u
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M21). 'en StMADS23 akTuBUpOBaJICS HH3KOW Temmeparypoit y copra JKyKOBCKUN paHHHU, |

JEMOHCTPUPOBAJI IPOTUBOIIOJIOKHBIN narTepH y Z14.

StFUL1 StFUL2 StMADS23
0.44 # 0.10+
# *
S S 8 sy # “
77} [} [} *
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Hannele npeacrasieHbl Kak cpearee = SD (n = 3); pedepencusie rensl ELF1 1 SEC3A; nunHMs oTIn4aercs oT

xonuTpons ('p < 0,01); pasmuums 4°C vs 21°C (*p < 0,01)

Pucynok 51 — IIpoduins sxcnipeccun MADS-DOX reHOB B KOPHSIX COPTOB M JIMHUI KapToders pr HOpMaJIbHOM

(21°C, nc) u Hu3koii (4°C, CS) TemnepaType

Kak y»e roBopriiocs, peryJisiiys yriieBOJHOTO METa00IM3Ma M CTPECCOBON peakIMy PacTeHUH
ocymiecTBiseTcs, B ToM uuncie, 3a cuyer MADS-gomennsix T® (Zha et al.,, 2019; Song et al.,
2021). DToMy COOTBETCTBYET MoKa3anHas Hamu auddepennuansHas sxcnpeccusi MADS-boX reHos B
KOPHSIX PeIaKTUPOBAHHBIX JHHUHN (VS McxoaHbiid copt). JIBa mx Hux — StFULL u StFUL2 sBustoTcs
romosoramu rena A. thaliana AGL79, uzBecTHOro CBOEi pOJbI0 B Pa3BUTHH JIaT€PalbHOU KOPHEBOM
CHCTEMbI M PEakI[MK Ha HEeJI0CTaTOK MUKpodeMeHToB B mouse (Gan et al., 2005; Gao et al., 2018). ¥
kaprodens StFULL (POTM1) ydacTByeT B peryJisiiiuu pa3BHTHS Ma3ylIHbIX movek modera (Rosin et
al., 2003). Tpetwii rer — SIMADS23, siBnsiercst romosiorom rera A. thaliana ANR1, kotopslii BiusieT Ha
pocT KopHe# u Ha HexBaTKy a3zora B mouse (Gan et al., 2005; Alvarez-Buylla et al., 2019). Bce stu
JTAaHHbIE COTJIACYIOTCSI C HW3MEHEHHbIM (EHOTHIIOM KOpHEHl M TO00eroB y IOJyYEHHbIX HaMHU
peNaKTUPOBAaHHBIX JHHUNA (puc. 46) w mokazaHHOW TUPDEPEHIMATEHON JKCIPECCUel TEeHOB
StMADS23, StFUL1 u StFUL2 B kOpHSX 3TUX JIMHUIA, BKJIFOYAsk B OTBET Ha X001 (puc. 51).

Takum 00pa3om, HalM pe3yNbTaThl MOTYT MOATBEPkaaTh poiib MADS-hOX reHoB noacemeiicTs
SEPALLATA u FRUITFULL B perymsuuu merabonu3ma Kpaxmajga, B TOM YHCIE€ B OTBET Ha

xosoaoBoit ctpecc (Nezhdanova et al., 2022).
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3.3.2. Dkcnpeccusi MADS-box renoB B TpancreHHbIX pacteHusx Tadaka N. tabacum c
HU3MeHEeHHBIM MeTa00JM3MOM KpaxMaJjia 3a c4eT HEeMoJIHOI0 HOKayTa reHa NJIacTH/IHOM
kpaxmajipochopuiazst NtIPHO1-L1

Ham He ynanock HokayTupoBaTh TeH PHOLla B pactenusix kaprodens. [loaTomy B ciemyromniei
YacTH MCCIIEIOBAaHUS HAMH ObLIa MPEANPHHATA yCIelHas momnsitka peaakrupoBanus (CRISPR-Cas9)
reHa miactTuaHon kpaxmandochopunazsl NIPHO1-L1 B renome Tabaxa.

[IpoBeneHHBII HAMU aHAU3 T€HOMHBIX JAHHBIX TMOKAa3ajl, YTO T€HOM Tabaka COAEPKHT JBa
napanornyabix rera NtPHO1-L1 (LOC107810306 u LOC107814807), KOTOpble TOMOJIOTHYHBI TEHY
PHOla S. tuberosum. I'ensl pasmuuarorcs pasmepom (9490 u 9533 mH), HOCIEIOBATEIBHOCTHIO
(mecuHormMuHBIMA SNPS, unenn), crpykrypoit (15 u 16 3x30HO0B), Jokanu3anuen B ckaddongax u
KOJIMYECTBOM m30opM TpaHCKpunToB (1 M 2; Kogupyembie OCJIKH pa3IudaroTCs pPa3MepoM).
N3odopmer: rer LOC107810306 — mPHK XM 016635072.1; LOC107814807 — mPHK X1
(XM _016640265.1) u X2 (XM_016640266.1). IIpu cpaBuenuu Bcex Tpex nzopopm MPHK oxazarnocs,
yro gRNA, ucnons3oBanHas Hamu s pepaktupoBanus PHOla y kaprodens, moaxomut u ans
NtPHO1-L1. Jlokamu3zanus gRNA B k/IHK NtPHO1-L1: 1109-1131 u (XM _016635072.1; sx30u XI)
u 1141-1163/1039-1061 1 (XM_016640265.1/ XM_016640266.1; 3x30ub1 VI/V).

C momorpio arpobakTepralibHONW TpaHchopManuK (UCIOIb30BaH OuMHapHBIA BekTop p201N-
PHOla-gRNA u3 paboTsl mo kaprodento) Obuio moiyyeHo 12 He3aBUCHMBIX pereHepantoB To,
CoJlepKallMX B TEHOME KacceTy IJs pedakTUpOBaHUs. BHeIIHe JaHHbIE pacTeHHs] HUYEM He
OTJIMYAITUCH OT KOHTPOJISL.

C wucnons3oBanueM renomHoil JIHK pereHepanToB Obul aMIUIM(QUIMPOBAH, KIOHUPOBAH U
cexkBeHupoBaH (10 KIIOHOB) 1LIeTIEBO CallT penakTHpoBaHus. B cioyuae oToOpaHHOM A najdbHEHIero
anaym3a quaud Ntl ObUT10 MOKa3aHo, uTo mosoBruHa U3 10 KIOHOK cojepr ainu BapuanThl aeneruii: (1)
al3-gl17—del(5nt)#; (2) al3-t18—del(6nt)#; (3) all-gl7—del(7nt)#; (4) a/gl6—gl7—del(2nt)#; (5)
all-t18—del(8nt)# (moxamu3zarus ykaszana o nocienoBareabHocT JRNA) (puc. 52A).

[Ipu Tpancmsiuu BapuanTel 1, 3, 4 U 5 CABUTalOT paMKH CUUTBHIBAHHS C OOpa3oBaHHEM
MPEKIEBPEMEHHBIX CTOIM-KOJOHOB U YKOPOUYEHHBIX (B ~3 pasa) OenkoB. Bapuant 2 (nmeneuus 6 H)

NPUBOJINT K pajukanbHoMy 3ameniennto KRY —N (puc. 52B).
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A — cpaBHenue neneBoro yuactka NtPHO1-L1 nuaun Nt1 (kmonsr 1-10) ¢ LOC107810306 u LOC107814807.
B — cpaBHeHMe BapuaHTOB penakTupoBanHoro ydactka 6enka NtPHO1-L1 ¢ LOC107810306 u
LOC107814807. C — CpaBHeHHE BTOPHYHOM CTPYKTYpPBI pelakTHpoBaHHOTO y4acTka Oenka NtPHO1-L1 ¢
LOC107810306 u LOC107814807 (Phyre2). Jlokamuzanus 3amemniernss KRY—N (KKY—N ms
LOC107810306) ykazana cTpeikoit

Pucynok 52 — Ananus nocnenosarensHoctd NtPHOL-L1 y TpancrenHsIx nuHNM Tabaka B CpaBHEHUH C

KOHTpOJIEM

BapuanTs! peraktupoBanHoro 6enka 1, 3, 4 u 5 "He conepxar L78, kotopas paznenser N- u C-
KOHIIEBbIe y4acTku ¢yHKimonanbHoro nomeHa GT35 Glycogen Phosphorylase (cd04300) NtPHO1-
L1 1 B KOTOPYIO BXOAUT KATAIUTHYECKUI IIEHTp. BapuaHT 2 COOTBETCTBYET MOTHOPa3MEPHOMY OEIKY
C paauKaJdbHBIM 3aMelleHneM B N-KOHIIEBOM ydacTke aomeHa (puc. 52B), He 3arparuBarormmm
W3BECTHBIC KaTATMTHYCCKUE W OCJIOK-CBS3BIBAMOIINE CaWThl. J[aHHOE 3amelneHne MOXKeT (COTrIacHO

Phyre2) mpuBectn K yTpare OJHOTO W3 MapajIeJbHBIX [-IHCTOB, KOTOPBIE 00pa3ylOT YKIAAKy
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Poccmana (Rossmann fold), xapakrepuyro mist N-konneBod uactu gomeHa GT35. Dto moxer
MOBJIUATH HA (OJIIMHT U, KaK CJICCTBUE, Ha (DYHKIIMIO OeliKa BapuaHTa 2.

Takum o0OpazoMm, pemaktupoBanHas JuHUS Ntl MoXkeT XxapakTepu30BaThCS MPUCYTCTBHEM
Kpaxmandochopuiiaz TUKOro THITA U UX He(YHKIIMOHAIBHBIX OSIKOBBIX (hopM.

N3 20 motomkoB T1 ot muHMM Ntl O6611M 0TOOpansl Tpu pactenus (Nt1l-11, Ntl1-13, Ntl-15), B
TreHOME KOTOPBIX IPHCYTCTBOBAJIM BCE IMATh BapHaHTOB pemakTupoBanHoro amiens NtPHO1L-L1
Hapsy ¢ ajieneM AuKoro tumna. [Ipu cpaBHeHMH JHHUN ¢ KOHTpojeM Oblia OOHAapy)KeHa 3aMeTHas
pasuuna B creneHn okpacku auctbeB (Ntl1-13, Ntl-15), a taxke B Boicote (Ntl-13) u koamuecTBe

muctheB (Nt1-15) u uBerkos (Nt1-11, Nt1-13, Nt1-15) (puc. 53).
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A — PenjaktupoBaHHbI€ JIMHUM U KOHTPOJIb Ha cTaauu aHTe3uca (macmrad = 10 cm). B — Mopdonornyeckue
XapaKTepUCTUKU JIMHUN M KOHTPOJIS, TIPECTaBIeHHbIE Kak cpeaHee 3HaueHue mo 20 pacrenusm (Nt1 u WT,
COOTBETCTBEHHO) U 3HAYEHUs JUIst Kaxmoi u3 auamii Nt1-11, Nt1-13 u Nt1-15. *p < 0.05 — o3Hagaer

noctoBepHOCTh oTauumst Ty Ntl ot WT
Pucynok 53 — Penaktuposannsie muaun Nt1-11, Nt1-13 u Nt1-15 B cpaBaenun ¢ kontposem WT

VYuureiBas ocnabnenue okpacku Jsucta y JuHud Ntl-13 u Ntl-15, Osuto ompeneneno
coJiepKaHue KapOTHHOMIOB (CyMMa) 1 xjopoduiuio (a u b), a Taxxke cBszanHbx ¢ paboroit NtPHO1-
L1 yrneBonoB (kpaxmaia, caxapo3bl, (ppykTosbl, Tiaroko3bl) B jucThsax Ntl-11, Nt1-13, Ntl-15 u
KOHTposis. bBbl1o oOHapykeHo, 4YTo cojaepkaHue nUrMeHToB He wu3MeHuioch (Ntl-11) wm
3HaunTeNbHO yMeHblmtoch (Nt1-13, Ntl-15) (puc. 54). ¥V Bcex Tpex IMHUN HaOIOAANCA pPOCT
kKosmyectBa Kpaxmana (B ~10, 37 u 12 pa3, cooTBeTCTBEHHO) U (QpyKTO3bl (B ~8, 2 M 2 pa3sa,

cooTBeTcTBEHHO); ¥ Nt1-15 ymensmmnace koHueHTpaus caxapossl, a y Nt1l-11 — rmoko3sl () (puc.
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54. MbI IpeANOI0KUIN, YTO PA3INYUSI MKy XUMEPHBIMU 10 (pakTy penaktupoBanus duHusIMHA Ntl-
11, Nt1-13 u Nt1-15 cBsi3aHbI C pa3HOM CTENEHBIO TPOU3ZOIIEIIETO PEIAKTUPOBAHMUSL.

Takum oOpa3zom, paxke wyactTmuHoe HokaytupoBanue reHa NtPHO1-L1 crumynmpyer
HAKOILJICHHE TPAH3UTOPHOT'O KpaxMaia B (POTOCHHTE3UPYIONICH TKaHU, YTO MOXKET OBITh Pe3yJIbTaTOM
YCUJICHHSI CUHTE3a WJIM OCIAa0JICHUs Ierpajialiui KpaxMaia. Hamm n1aHHble He COOTBETCTBYIOT paHee
MOKAa3aHHOMY Ha TpUMepe KapTodenss COXPaHEHUI0 KOJMYeCTBA KpaxMalbHBIX TpaHyl B
xJioporiactax JuctbeB mpu Hokayte PHOl1a (Sharma et al., 2023). Takast npoTHBOPEYMBOCTH TaHHBIX
MOJKET OBITh CBsI3aHA ¢ TeM, 4To B pabore (Sharma et al., 2023) ObuUT MOTyY€eH MOJIHBII HOKAyT I'eHa,
TOT/Ia KaK B HAIIIEM CTy4ae — TOJIbKO YaCTHYHBIH.

CopepxaHue TPAH3UTOPHOTO Kpaxmala B JIHCThSIX B3aMMOCBS3aHO CO CKOPOCTBIO
dorocuHTe3a, a, CICAOBATEIILHO, ¢ KOJUYECTBOM XyopoduuioB u kaporunouos (AbdElgawad et al.,
2020). Hamm npansabie mo juausM Ntl-11, Ntl1-13 u Ntl-15 cBumeTenbcTBYIOT 00 OTCYTCTBHH
KOPPEJSIUA MEXIy KOJTMYECTBOM Kpaxmaia U MUTMEHTOB (puc. 54), 4TO MOXeT ObITh OOBSICHEHO
HenosHbIM HOKayToM reHa NtPHOL-L1 u cymecTtBoBaHHEeM 0oJiee CIIOKHBIX 3aBHCHMOCTEH MEXKTY

COJIepKaHMEM Kpaxmajla i TUTMEHTOB ()OTOCHHTE3UPYIOIIETO armapara.
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PucyHnok 54 — KoHnieHTpaIws MurMeHToB (MKT/T CBEXKEH MacChl) U YTIIEBOIOB (MI/T CBEKEH MacChl) B JINCTHIX

xonTtpons (WT) u penaktupoBannbix pacteruii Nt1-11, Nt1-13 u Nt1-15 ("p < 0.05 — T1 Nt1 vs WT)

B mmeresax Ntl-11, Nt1-13 u Nt1-15 (vs WT) Obuia onpenenena skcrpeccus NtPHO1-L1.
bruio mokaszaHo, 4To ypoBeHb TpaHCKpUNTOB reHa noBbicuiics (Ntl-11), causuicsa (Nt1-15) win e
uzmenmiics (Nt1-13) (puc. 55). AHanu3 3KCIpecCcuu TeHOB O-TIIFOKaH BoxHOW aukuHassl NtGWD, B-
ammnaz NtBAM1 u NtBAM9 u unruburopa amunaz NtAl, cBs3aHHBIX ¢ Ierpajaiuei kpaxmana, TakKe
BBISIBUJI HEKOTOPBIC OTIMYHS OT KOHTPOJIS: CHU3MICSA ypoBeHb TpaHckpuntoB NtGWD (Nt1-13, Ntl-
15), NtBAM1 (Bce tpu suuum), NtBAM9 (Ntl-11) u NtAl (Ntl-15); moBbicHICS ypOBEHb
tpanckpuntoB NtBAM9 (Nt1-15) u NtAl (Nt1-11, Nt1-13) (puc. 55).
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[lonydyeHHble naHHBIE MOTYT OBITh HMHTEPHPETUPOBAHBI KAaK IONBITKA PEIAKTHPOBAHHBIX
pacTeHuil MPUCIIOCOOUTHCS K YaCTHIHOMY HOKayTy. B To Bpems kak sxcnpeccus NtBAM1 usmensnach
CXOJIHBIM MEXIY JUHHUSIMU 00pa3oM, C yUE€TOM OCTAJbHBIX T€HOB CXeMa aJanTaluu cuenuduyHa ams
KQKIOr0 KOHKPETHOTO PAacTEeHUS W MpHUMEHseT KOMOWHUPOBAHHE pAa3HBIX YpPOBHEH HKCIpeccuu
NtGWD, NtBAM9 u NtAlI.

MsI npenmnosiaraeM, 4To y BCeX TpeX JMHUN HaKOIUICHHE Kpaxmana (puc. 54) mpou3onuio 3a
CYET 3aMeJIJICHUS €ro T'MJIPOJIn3a U, BO3MOXKHO, ycuieHus cuHresa. [Ipu atom nunum Ntl-11 u Nt1-15
OoJiee MPUOIMKEHBI K KOHTPOJIIO, TO €cTh Ooisee ycnemntHo, yeM Ntl-13, mpoTHBOCTOST YaCTHYHOMY
Hokayty NtPHO1-L1. Ecmu cyauTe 10 OKpacke JHCThEB, COACPKAHUIO TUTMEHTOB |
MopdoornueckuM xapakrepuctakam, To Juaus Ntl-11 agantuposanacse mydire, uem Nt1-15.

VY4auThIBass U3MEHEHHS B JIMCTOBOM COJIEPKAHUU IMHUTMEHTOB, ObLIa ONpeAesieHa SKCIPECCHs
KJIIYEBbIX TeHoB OwmocuHTe3a KapotuHoumoB (NtPSY2, NtPDS, NtCRTISO, NtZDS, NtVDE). C
paboTsl puromHcHHTa3bl PSY2 HaumHaeTCcsl CMHTE3 KapOTUHOMAOB B (POTOCHMHTE3UPYIOUICH TKaHHU.
®epmentsl PDS (durtounnecarypasa), ZDS (15-yuc-{-xaporunuzomepaza) u CRTISO (yuc-mpanc-
KapOTHHOUIM30MEpPa3a) Y4acTBYIOT B MOCIEIYyIOIEM mpeodpazoBanuu 15-yuc-¢putonna B mpawc-
aukonuH. B BuonakcantuHOBOM 1ukie VDE  (BHOJAKCaHTHHICOMOKCHIa3a) yd4acTBYeT B
nepepacipeielieHid SHEPruu CBeTa MEX]y BHOJAKCAHTUHOM, 3€aKCAHTUHOM (KCaHTO(PHILIBI) U
xnopoduutom a (Rosas-Saavedra and Stange, 2016).

OOHapy)XeHHBIC OTIMYHS JTUHHUHA OT KOHTPOJS BKJIIOYANIM: CHIKCHHE YPOBHS TPAHCKPHIITOB
NtPSY2 (Nt1-15), NtPDS (Nt1-11, Nt1-13), NtCRTISO (Nt1-11), NtZzDS (Nt1-11, Nt1-13) u NtVDE
(Nt1-11); ycunenue skcnpeccur NtPDS (Nt1-15), NtCRTISO (Ntl1-15), NtzDS (Nt1-15) u NtVDE
(Nt1-15) (puc. 55).

NtPHO1-L1 NtGWD NtBAM1T NtBAM9 NtAl

:\’5
&

R
&

NtPSY2 NtCRTISO NtVDE

OTHOGHTENLHbIA ypoBeH

Pucynoxk 55 — [Ipodunb skcripeccun TeHOB, CBsi3aHHBIX ¢ aerpafanuei kpaxmana (NtPHO1-L1, NtGWD,
NtBAM1, NtBAM9, NtAl) u 6uocunrezom xapoturouaos (NtPSY2, NtPDS, NtCRTISO, NtZDS, NtVDE) B
muctbax Nt1-11, Nt1-13 u Ntl-15 B cpasuenuu ¢ koutpoiaeM WT ("p < 0.05 — T1 Nt1 vs WT)
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[Tockonpky wm3BecTHO yuactue MADS-nomennpix T® B perynasiuu MHOXKECTBAa TEHOB
meTaboarueckux myrtei (pasaen 1.5.1), mbl npeanonoxuiu, uro MADS-T® noxacemeiicts SEP u FUL
MOTYT Y4acTBOBATh B PETYJISAIMH TPAHCKPHUIILMU T'€HOB META00IM3Ma KpaxMaya U KapOTUHOHIOB.

JleicTBUTENbHO, AaHANU3 MPOMOTOPOB TEHOB THAPOJM3a KpaxMajga W  OHMOCHHTE3a
KapOTHHOMJIOB OOHAPYKUJI calThl cBs3biBaHUsA ¢ MADS-T® y GoJMbIIMHCTBA aHAIM3UPYEMBIX HAMU
reHoB (tabu. 19 B [Ipunoxenun).

Ms1 npoBenu ananu3 dkcnpeccun MADS-box reno NtSEP1, NtSEP2, NtSEP3 u NtFULL B
JHUCThAX peaakTupoBaHHbIX pacteHuit (VS WT). Tpauckpuntsl NtSEP3 Obutn 0OHApYKEHBI TOJIBKO Y
Ntl-11 u Ntl-15, Torma kak ocCTajlbHBIE TE€HBI SKCIPECCHPOBAIUCH y BCEX O0OpasIoB. YpPOBEHb
tpanckpuntoB NtFULL causmics y Nt1-15, NtSEP1 — nognsiics (Nt1-11) wnu ymensimmcs (Nt1-15),
a NtSEP2 — causwmiics (Nt1-11, Nt1-15) (puc. 56).

NtFUL1 NtSEP1 NtSEP2 NtSEP3

0.006 0.08, * 0.008,

*

0.006
0.004]

0.004}

0.002] *
0.002f

OTHOCHTENbHbIN YPOBEHb
TPaHCKpUNTOB

0.000! 0.000

Pucynok 56 — Dxcnpeccuss MADS-box reros NtFULL, NtSEP1, NtSEP2 u NtSEP3 B nucthsix munuit Nt1-11,

Nt1-13 u Nt1-15 B cpaBaenun ¢ koutponem WT ("p < 0,05 — mocroBeprocts oramumst T1 ot Ntl ot WT)

B memom, 'y smmumm  Ntl-13 ¢ HamOompmMM  CHW)KEHHEM  COJACPIKaHUS
XJIOPOPHIUTOB/KAaPOTHHOMIOB M HAWOOJBIIMM TIOBBIICHHEM COJEpKaHHUs Kpaxmaja YpOBEHb
TPAHCKPUITOB BCexX MpoaHanu3upoBaHHbIX MADS-DOX reHOB ObLIT cOmocTaBuM ¢ KOHTposieM (puc. 56).
Kaxnas u3 muauit Ntl-11 m Ntl-15, roe xkommdectBo kpaxmana Bwipocio ciabee (vs Ntl-13), a
KOJIMYECTBO MUrMeHTOB Mano u3MeHminock (VS Ntl-11 u Ntl-15), xapaktepuzoBanach crienuGuyHbIM
npoduiiem sxcrpeccun MADS-box renos (puc. 56).

Takum oOpa3oM, M3MEHEHHE MeTaboiM3Ma TPAH3UTOPHOTO KpaxMasa 3a CYeT YaCTUYHOTO
HokayTa reHa NtPHOL-L1 3arpoHyno HakomJieHME YIJIEBOJOB M MUIMEHTOB (KapOTHHOMJIBI,
XJIOPOHIUTBI), a TaKKe SKCIPECCHI0 T€HOB COOTBETCTBYIOMIMX ITyTeld. MBI TOKasaiw, YTO, KaKk U
OKU/IAJIOCh, AMANTAIlMOHHBIA OTBET TAKMX PACTEHHWH BKIIOYAeT M3MEHEHHE MPOQUIIS IKCIPECCHU
MADS-box renoB mnoacemericte SEP uw FUL kak mnpeanosioXHWTENbHBIX PEryJIsSTOPOB TI'EHOB

MeTaboJIM3Ma YIIIeBOI0B U KapOTHHOMIOB, B ToM unciie B oTBeT Ha cTpecc (Nezhdanova et al., 2024).
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3.3.3. Okcnpeccusi MADS-box renoB B TpancreHHbIX pacTeHusx Tadaka N. tabacum c
U3MeHEeHHBIM MeTa00JIM3MOM KAPOTHHOHN/IOB 32 CYeT HEeMOJHOr0 HOKayTa reHa
¢puronnaecarypasnsl NtPDS

Kpome reHoB merabonm3ma Kpaxmaia, W3BEeCTHbIMH MuiieHsMd MADS-box Td ssusercs
OOJNBIIMHCTBO TEHOB  METabONM3Ma  KAapOTWHOWIOB, KOTOPBIE TOXE  acCOLUMUPOBAHBI  C
NPUCIIOCOOJICHUEM PACTEHUH K JIIOOBIM CTPECCOBBIM YCIIOBHSM. B pacTeHUSX KapOTHHOWIBI — 3TO,
MPEeKIE BCEro METa0OJMTHI, HE3aMEHHMBIE I OCyIIecTBIEeHUs (OTOCHMHTE3a W (HOTO3AIUTHI
(Brausemann et al., 2017). OrcyTcTBHE MaHHBIX MATMEHTOB IMOJIHOCTHIO HapyInaeT (OTOCHHTE3, a
TaK)ke HapaOOTKy MpOBUTaMHHA A B (PUTOTOPMOHOB (CTPUTOJIAKTOHOB M a0CIIn30BoM KUCIOTH (ABK))
(Babu et al., 2013; Chen et al., 2020; Mashiguchi et al., 2021). Oagna u3 mepBBIX CTaguil CUHTE3a
KapOTUHOWJIOB 3aKiio4yaercs B mpeoOpasoBaHuM  15-yuc-¢putonHa (NMPEeAIMISCTBEHHUK BCEX
KapOTHHOUIOB) moJ AeiicTBueM ¢uronnaecarypassl PDS (Wagner et al., 2002), nogaBnenue KoTopoi
NPUBOJUT K OTCYTCTBUIO KapOTHHOWIOB W rubenu pacrenust (Brausemann et al., 2017). Cumkenue
skcnpeccun rena PDS cHikaer crpeccoycroitunBocts pactenust (DeBlasio et al., 2018) u koiuuectBo
kaporunounoB (Naing et al.,, 2019). B miomax Tomara TpaHckpunuus rena PDS Haxomutcs mon
nosnoxutenbabiM KoHTposieM MADS-T® RIN (Dong et al., 2014; Naing et al., 2019), uto MueHsIMu
KOTOPOTO SIBJISIFOTCS TIOYTH BCE T'€HBI IyTH OMocHHTe3a kapotuHouaoB (Fujisawa et al., 2013; Li et al.,
2018).

C nomompsto texHosmoruu CRISPR-Cas9 namu ObUTu MoONTydeHbI JIMHUM Tabaka ¢ 4aCTUYHO
HOKayTHpoBaHHBIM reHoM PDS.  bBeuia  BeiOpana  mocnenmoBarenbHocTh  gPHK  (5'-
gagattgttattgctggtgcagg-3'; xonern skx30Ha ) u codbpana koucrpykmust p201N-NtPDS-gRNA, koropas
OblTa WCIMONb30BaHA MJig TONyYeHHUs TPAaHCTEHHOTo Tabaka C TMOMOINBIO arpoOakTepuaIbHOU
Tpancopmaruu. TpaHCTeHHbIE pereHepaHThl ObUTH XUMEpHBI 1Mo (hakTy pemakTupoBaHus. [loaromy
or koHTpoJs pereHepanTsl To NtPDS-gRNA oTnuvanuce pa3HOW CTENEHBIO H3MEHEHHS OKPACKH
JaucTheB: Oenol (tun 1), 3eneHol (Tun 2) u Mo3anvHo# Geno-3eneHoi (tum 3) (puc. 57). Perenepantsr
tuna 1 morubanu, 9YTO COOTBETCTBYET HAMOOINBIIEMY OXBaTy KIIETOK PACTEHHs [0 HOKayTy TeHa, a
TaK)Ke JTAHHBIM JPYTHX HUCCICIOBAHUM, CBsI3aHHBIX ¢ BhIKIoueHneM rena PDS (Xu et al., 2018) uin
HedyHknnoHaapbHOCTHIO Oenka PDS (Chen et al., 2018; Banfalvi et al., 2020).

['pynna >kn3HECTIOCOOHBIX PEreHepaHToB cocTosiia U3 27 pacteHuit Tunos 2 (18 nunuil) u 3 (9
nuHui). Pactenus oboux TumoB (2 U 3) UMeIH HEKOTOPbIe MOP(POTOTUIECKUE OTIUYHS OT KOHTPOJIA,

BKJIFOUas BpeMst 1iBeTeHus (puc. 58).
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Pucynok 57 — [Ipumeps! perenepanToB Tabaka ¢ pa3inIHON okpackoii uctheB (B, C, E) B cpaBHeHUY ¢

koutposeM (A, D)

[TaTTepH MUTMEHTAIMU JMCTHEB THIIA 3 HATJISHO CBUICTEIBCTBOBAN O MO3aUYHOCTH HOKAyTa
reHa B Pa3IMYHBIX KIeTKax pacreHus. [1ogo0HbI 3P PEeKT HEMOITHOTO peAAKTUPOBAHUS HAOIIOAaeTCs
noBosibHO 4vacTo npu couetannu CRISPR/Cas9 ¢ arpoGaxrtepuanbHoOi TpaHchopMalmend pacTeHus
(Cui et al.,, 2021). B Hamem ciy4ae 3TO OKa3ajJoCh IOJIE3HBIM, MOCKOJBKY HMEHHO HEIOJIHOE
pEllaKTUPOBAHKE TO3BOJIMIIO BBDKHTH pereHepantam THIOB 2 u 3. [Ipu 3TOM rubesib pereHepaHToOB

tuna | moarBepkaaeT 3HauuMocTh PDS miist pacrenust.

= Tun 2 Hopma
B Tun 2 Pannue
® Tun 2 Nosgxue
uTun 3 Hopma
®Tun 3 PaHHue
®Tun 3 Nosgune

» KoHtpons

[Hu A0 uBeTeHWA BoicoTa, cm Nuctes, wr. UgeTku, wr. Kopo6ouku, wr. Bec cemaH, r

Pucynok 58 — CpaBHeHME XapaKTEpPHCTHK MOJTyYEHHBIX pETeHEPaHTOB Tabaka ¢ KOHTPOJIEeM

MBI KJIOHUPOBAIM U CEKBEHHUPOBAIHM IIeieByl0 mochenoBaTenbHocTh (JRNA) y  Bcex
NOJyYEHHBIX HaMH pereHepanToB Bcex THNOB (1-3). B ciaydae pactenus tuna 1 Obina oOHapyxeHa
unaceprms 350"351—ins™g# B 9 u3 10 CeKBEHUPOBAHHBIX KIOHOB. Y pEreHEpaHToB THIA 2 ObLIN
obHapyxeHsl SNPsS 341t—C (mpuBomuT K HeitpampHOMy 3amemeHuto V114—A) u 351t—c
(CMHOHUMUWYHASI 3aMEHA), He TPUBOSIINE K OO0 pamMku cuuThiBaHus B TeHe PDS. Jlns pacrenwmii
tiuna 3 Obulo xapakTepHo mnpucytcTBue Tex ke SNPS, a rtawke wungened t351—del(1nt)#,
350"351—ins™g#, 350"351—ins™t# (puc. 59).

Bce wnmenn npuBoIMIM K COOF0 PaMKH CYMTHIBAHHUS M CHHTE3y yKOpOUeHHOro Oenmka — 154
win 144 ao (vs 582 ao B HOpME), YTO HMCKIIOYaeT oOpa3zoBaHue (PYHKIIMOHAIBHOTO TOMOTETpaMepa
PDS, tak kak crabunuzanus gumepoB PDS B Terpamepe mpoucxonuT Gnarogapsi B3aMMOAEHCTBUIO

AMHUHOKHCIIOTHBIX OCTATKOB, pacmojioxeHnHsix mocie 200 ao (Brausemann et al., 2017).
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3507351 —ins"g#

341t—c

t351—del(Int)#

351t—c

341t—c

3507351 —ins"t#

Vi

---BAGATTGTTATTGCTIGGTGC
-==GAGATTGTTATTGCTGGTGC
-=--GAGATTGTTATTGCTGGTGC
-=-=GAGATTGTTATTGCTGGTGC
-==-GAGATTGTTATTGCTGGTGC

WT | o GAGATTGITATTGCTGGTGC
---GAGATTGTTATTGCTGGTGC HEEFEAEEERER
---GAGATTGTTATTGCTGGTGC------~ HEEFEAEEERRR
---GAGATTGTTATTIGCTGGTGC------~ HEEFENEEERER
---GAGATTGTTATTGCTGGTGC------~ HEEFENEEERER
---GAGATTGTTATTGCTGGTGC------~ HEEEENTEERRR
---GAGATTGTTATIGCTGGTIGC------~ HEEEENEEERER

3500351—ins"g# ---ENEREEERENERECEEEEREC------ HEETERAEEEREE
341t-c ---ENEREEECENERECREEERC------- HEETERAEEEREE
1351 —del(Int)# gf
351t—c
341t—c

3507351 —ins"t#

Pucynok 59 — SNPs u nunnenu, obHapysxeHHble Ipu cekBeHnpoBanuu nocienosarensnoctd JRNA NtPDS B

TCHOMC PCrCHCPAHTOB Tabaka

W3 rpymnmsl pereHepaHToOB THIA 3 JIs JaJbHEHIIEero aHajau3a ObLIH BHIOpaHbI JBE Hanbosee
nmo3auo nseryme auann L28 u L29 (346 (L28) u 461 (L29) nens vs mopma 122 aust (WT)). Beuio

00HapyX€HO, YTO JIUCThS JAaHHBIX PACTCHHI cozep)kKaT cymiecTBeHHO (B ~1.5 pasza VS KOHTpPOJIb)
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MEHbIIIe XJOPOQWUIOB & W D M KapOTHHOWIOB;, MpPU STOM KOHICHTpAIMsS AHTOI[MAHOB paBHA
KOHTpOJIbHOH (puc. 60).

Takum o00pa3zoMm, Mo3aWyHasi OKpacKa JHCTAa COOTBETCTBOBAJA JAaHHBIM OHOXMMHUYECKOTO
ananu3a. llpucyrcrBue wHaene B mocnenoBaTenbHocTH TeHa PDS y L28 m L29 moBnusio Ha
KOJIMYECTBO XJOPO(MWILIOB M KAPOTUHOMIIOB, MOCKOJIBKY HE(PYHKIMOHAIBHBIC BapHAHTHI (epMEHTA
NPUBOJMIM K OCTaHOBKE CHHTE3a KApOTHHOMJIOB M HAKOIUICHHSI KCAaHTOQWUIOB (HE3aMEHUMBIX
yuacTHHKOB (oTocunTe3a) (Brausemann et al., 2017). OtcyTcTBHE MOCISIHUX Y YaCTH KIECTOK MOTIJIO
HApYIIUTh (GYHKIMIO XJIOPOILUIACTOB M MPUBECTH K YMEHBIIICHHIO KOJIM4ecTBa xjaopoduuios (Zhang et
al., 2010). Takxe B pelaKTHPOBAHHBIX KJIETKaX MOTYT OTCYTCTBOBAaTh TAaKHE MPOMYKTHI KaTaboaM3Ma
kcanTopuuioB, kak ABK u crpuronakTonsl, HeoOXoauMbIe a1 oHTOTreHe3a pacrenus (Chen et al.,
2020; Mashiguchi et al., 2021); camxenue ux xoiuuectBa (QGEKT MO3aMYHOCTH PEIAKTHPOBAHMS)

MOTI'JIO CTaTb HpH‘IHHOﬁ MOpq)OJ'IOFI/I‘leCKI/IX W3MCHEHHI Y pCAaKTUPOBAHHBIX HHHHﬁ, BKJIrO4ass CPOKHU

IIBCTCHUS.
0,16 ———— 045 —mm8m88 ™ 0,2 —mm8™ 0,035
0,14 +—— I — 0,4 ——I— 0,18 *ﬁ—— 0,03
] . I 0,16 +—.—
0,12 0,35 el | ooz
01 — || o3 —.— ||
0,12 + — 0,02
0,08 - P 0,25 - i mL28
0,06 - | || o2 4 || % [ || 0015 129
’ 0,08 - —
0,04 - | 0,15 + — 0,06 - | 0,01 WT
0,02 - L || 9 — || 0,04 1 — || 0,005
0 0,05 A — || 0,02 4 — 0
Cymma 0 - 0 - Cymma
KapoTMHOMAOB Xnopodunn a Xnopodunn b aHTOUMaHOB

Pucynok 60 — Konrenrpaitust (Mr/r cbIporo Beca) MUrMeHToB (xjaopoduiut a u b, cyMma KapoTHHOH/I0B, CyMMa

AHTOIIMAHOB) B IUCThAX THHUN L28 n L29 B cpaBHEHUH ¢ KOHTPOJIEM

Hanee, B nuctbsax nuauid L28 u L29 (vs WT) Obut ompenesieH YpOBEHb IMOIHOPa3MEPHBIX
tpanckpuntoB rena NtPDS u sxcnipeccust npyrux renoB kapoturorenesa (NtPSY2, NtCrtISO, NtZDS,
NtLCYB, NtCrtRB1, NtVDE). Bsuto BbisiBIeHO, uTO ypoBeHb TpaHckpunToB NtPDS cHusmics (L28)
win nobicuics (L29), NtCrtRB1 ne m3menmncs (L28, L29), NtPSY2 moseicuics (L28, L29), a
YPOBEHb BCEX OCTANBHBIX TeHoB yBenuumics (L29) wim He namenwmics (L28) (puc. 61). Kakoii-mi6o
3aBHCHUMOCTH COJIEPYKAHHUS KapOTHHOHIOB OT YPOBHS SKCIIPECCHUH TE€HOB KAPOTHHOTCHE3a HAWJICHO He
ObL10, BEPOSATHO, M3-32 MO3aUYHOCTH PEAAKTUPOBAHUSI.

COBOKYITHOCTh JIaHHBIX JKCIPECCHOHHOTO M OMOXMMHUYECKOTO aHAIM30B MpEAroyaraer, 4ro
no3mHee mBereHHe pacteHnid L28 m L29 wmoxer OBITh ClleZICTBHEM MO3aWYHBIX HapyIICHUH
¢dorocuHTE3a (CHIKEHO KOJIUYECTBO KCAaHTO(MWIIIOB 3a CUET MX OTCYTCTBHUS B KJIETKaX ¢ HOKAyTOM
reHa) M INPOLIECCOB OHTOreHe3a (CHMXKEHO KoiuuecTBO ABK M CTpUTOonakTOHOB Kak MpPOMU3BOJHBIX

KCaHTO(MILIIOB).
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Pucynok 61 — Dkcrnpeccusi FeHOB OMOCHHTE3a KAPOTHHOMIOB B HCThaX L28 u L29 vs WT (p < 0,01)

Kak MBI yke TOBOpWIIM, IKCIPECCHs T€HOB KapOTHHOTeHe3a MOXeT peryinupoBarbcs MADS-
nomennbsivu Td (Fujisawa et al., 2013; Li et al., 2018), nanpumep, T® RIN (moacemeiicteo SEP)
(Naing et al., 2019; Slugina, 2021). C y4eTom 3T0r0, Ajsl JaIbHEHUIIIEr0 aHaIn3a ObUTH BBIOPAHBI TCHBI
tabaka mojcemerictea SEP (NtSEP1, NtSEP2, NtSEP3). Kpome Toro, B aHanu3 ObLIM B3STHl T€HBI
NtFUL1 u NtANR1, nockonbKy TOMOJIOTMYHBIE UM T'€Hbl aKTUBUPYIOTCSI B BEr€TATHBHOM TKAHU B
oTBeT Ha ctpeccoBbie hakTopsl (Castelan-Muiioz et al., 2019; Zhang et al., 2023).

MBbI IpoBeNy aHali3 dKCIPECCHU BHIOPAHHBIX TEHOB B TEX K€ JIMCTOBBIX TKaHsix L28 u L29 (vs
WT) u o6napyxwmm skcnpeccuto NtSEPL1 u NtFULL, o ne NtSEP2, NtSEP3 u NtANR1. ITpu stom
3HAYUTEIHHOE OTIMYME MEXKITy JHHHUAMH M KOHTPOJIEeM HaOmonanmuck Tonbko s rena NtSEPL (puc.
62). Haunsiii ¢axt npeamnonaraet, uto TA NtSEP1 MoxeT y4acTBOBaTh B PETYJISLUH TPAHCKPHUITIIHH
IeHOB KapOTHMHOI€HEe3a B JHCThAX Tabaka. Kpome TOro, 3To MokeT OBbITh MOJATBEPKACHUEM YUaCTHUS
MADS-nomennbix T® nmoacemerictBa SEP B ABK-cUrHaNBHBIX IMyTSAX 3aIUTHOW PEAKITUN PACTCHUMA

(Castelan-Munoz et al., 2019; Li et al., 2021; Zhao et al., 2021, Hexxnanosa u ap., 2023).

106



OTHOCUTENbHaA 3KCnpeccusa

FUL 1 SEP 1

0.0020 0.0201
1
0.0015} T 0.015} =
0.0010} L —_— 0.010}
= =
N T
L I
0.0005, 0.005
.000 1 L 1 0.000 1 1 L
40000 WT L28 L29 WT L28 L29

Pucynok 62 — Dxcnpeccust renoB NtSEP1 u NtFUL1 B muctesax L28 u L29 vs WT (*p < 0,01)

107



3AKVIIOYEHUE

B nmccepranmoHHOM UCCIEIOBaHMM ObLIa MPOBEAEHA CTPYKTYpPHO-(DMIOT€HETHYECKas
xapakrepuctuka cemeiicte reHoB YABBY-nomenusix 1 MADS-nomennsix (MIKC®) T® y Bumos
pacrenuii cem Solanaceae (tomat, Tabak, ap.), Asteraceae (xpu3aHreMa, IMoACOJHCUHUK) 1 Ericaceae
(moabenbHuK). OYHKIHOHAIBHO OXapaKTepH30BaHbl OTAeabHbIC TeHbl YABBY 1 MADS-boX, koTopsie
IPEIOI0KUTEIBHO BBIOJIHAIOT HanbOosiee Ba)KHBIE POJIM B PA3BUTHUU PACTCHHS, a UMEHHO, T'C€HBI
YABBY, npencrasnstonme noacemeiictBo FIL kak nHambosiee MHOTOYMCIIEHHOE U JIPEBHEE, a TAKKe
MADS-box rensl, acconmupoBaHHbIe ¢ BBIIOJHEHHEM TeHeTHueckux aktuBHOcTel B, C u E. C asroii
LENbI0 TOJYYEHbl U OXapaKTepU30BaHbl TPAHCTEHHBbIE pacTeHusi Tabaka CO CBEpXdIKCIIpeccHei
(MHIMBHTyaJIbHOM MIJIM KOMOMHATOPHOMN ) TAaHHBIX T€HOB.

Ha ocHOBaHMY MOTy4eHHBIX pe3yJIbTATOB CAETIaH BBIBOJ O TOM, UYTO I'eHbI mozacemeiicta FIL
nogsenbauka  (MhyFIL1, MhyFIL3) u xpuszantembr (CDM51) yuacTByloT B ONpeciICHUN
ACUMMETPUYHOIO Pa3BUTHUS JIUCTA U, B CIIy4ae MOAbENIbHUKA, COXPAHUIIA CBOM (YHKIIMH, HECMOTpPS Ha
OTCYTCTBME Yy JAaHHOTO BHUAAa JHUCTheB. HaOmromaemple u3MeHeHHs (EHOTHUIA PACTEHHHA CO
cBepxakcnpeccueii reioB MADS-box moarsepawnu, uto redsl CDM44 u SIMADSS (E-akTHBHOCTB)
UTPAIOT POJIb B 3aKJAJKe JICECTKOB U PENpOayKTUBHBIX opranoB, CDM37, HAM45 u HAMS9 (C-
AKTUBHOCTH) — IECTHKa M cems3adaTkoB, a CDM86 u CDM115 (B-akTMBHOCTB) — JIENIECTKOB M
TBIMMHOK. [loydeHHbIE HaMu JaHHBIE CBUACTENBCTBYIOT O BBICOKOW KOHCEPBATHBHOCTH
TeHETUYECKUX MEXaHU3MOB KOHTPOJIS ITPOIIECCOB PAa3BUTHS Y BUJIOB PACTCHUH.

ITpoBenen anamu3 Bo3MOxHOTo ydvacTus MADS-DOX reHoB B peryisiuuu aganTHBHOW
pEeaKkIMKU pPacTeHUs MPH BO3ACUCTBUM AOMOTHYECKMX CTPECCOBBIX (DAaKTOPOB (XOJIOJ, HapylleHHe
VIJIEBOJHOTO OOMEHa uiau OuocuHTe3a KapoTHHOWAOB). IlokazaHo, 4YTO pacTeHUs CO
cBepxakcnpeccueii rena CDM44 006nanaroT TOBBIIEHHOW XOJOAOCTOWKOCTBIO TPH  00paboTKe
MOHIKEHHBIMU TEMIIepaTypaMu B Tporiecce pocta. [lomydeHbl TpaHCTEHHBIE pacTeHUs Tabaka u
KapToenss ¢ HapylIIeHHbIM MeTaboNIM3MOM Kpaxmalia MU KapOTHHOMJIOB 32 CUET PeJaKTHPOBAHUS
(HOKayT WM MyTalus) TE€HOB COOTBETCTBYIOIIMX NyTed (B ciydae Kpaxmajla — T€H
kpaxmandochopunazsr PHO1a/NtPHO-L1; B ciiydae kapotuHOUI0B — red putonnaecarypassl PDS).
[Toka3aHo, 4TO BBEJCHHbIE META0OIMYECKHE HapyLICHHsI CONpPOBOXKAAIOTCA U depeHnanIbHoNn
skcnpeccuerr MADS-box renoB moacemericte SEP u FUL, 4TO TOBOpPHT O BO3MOXXHOW POJIM 3THX
TCHOB B PETYIISIIUU CUTHAJBHBIX ITyTEH CTPECCOBOTO OTBETA PACTECHUSI.

@OyHmaMeHTanbHasT 3HAYMMOCTh PE3yJIbTATOB CBS3aHA C HAyYHBIM BKJIAJIOM B WCCIIEIOBAHHS
MEXaHU3MOB peryysiuuu Mopdorenesa pacrenuil. IlpakTuueckas HEHHOCTh 3aKJIOYAETCS B TOM, YTO
¢ynkun uccnenyembix MADS-box u YABBY reHoB acconmMupoBaHbI ¢ pa3IHYHBIMH X03HCTBEHHO-

OCHHBIMU ITPU3HAKaAMU CETbCKOXO03IHCTBEHHBIX KYyJbTYp, TAKUMHU KaK CPOKH LBETCHHUA U CO3PCBAHUA,
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YPOKaHHOCTh, XapaKTEPUCTUKH TUIOIOB M CEMSIH, CTPECCOYCTOWYMBOCTh, pa3HOOOpazne (EeHOTHIIOB
nBerka jaekopatuBHbIX BUioB (MADS-bOX), a Taxke Mopdoiiorieli BereTaTuBHONW HaJI3€MHOM 4acTh
pacrenus, ¢opmoii 1uona, komuuectBoM cemsiH (YABBY). Ilostomy naHHBIE 00 aiuie/ibHOM
BapuabenpHOCTH H/uin auddepennuansroii sxcrpeccurn YABBY u MADS-box renoB mexmy copramu
U JIMHUASMHU OJHOHM KYyJBTYPBl MOTYT OBITh WCIIOJIb30BaHBI JUIsl TIOMCKA MEPCIEKTUBHBIX UCTOYHUKOB

HCJICBBIX IIPU3HAKOB B CCJIICKIIMU HOBBIX YJIYYIICHHLIX COPTOB.
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BbIBO/IbI

[Tokazano, uro YABBY-rewst MhyFIL1, MhyFIL3 (noabensurk) u CDM51 (xpusantema)
koaupytoT opronoru T moxacemerictBa FILAMENTOUS FLOWER u moryr omnpenensith
ACHMMETPUYHOE pPa3BUTHE JIMCTHEB M ANUKAIBHOW MEPUCTEMbI Mo0era TMOJbelIbHUKA U
XPU3aHTEMBI.

[Tokazano, uro rensl mnoabenbHuka MhyFIL1 u MhyFIL3 coxpanwmu cBoro QyHKIHIO,
HECMOTpS Ha OTCYTCTBHE JIUCThEB Yy Buaa Monotropa hypopitys.

Ycranosineno, uro MADS-box reast CDM44 (xpuzantema) u SIMADS5 (TOMaT) KOAMPYIOT
opronoru T noxacemeiictea SEPALLATA3 u Moryt onpeaensaTh HACHTHYHOCTD JICTIECTKOB,
THIUMHOK ¥ MECTUKA [[BETKA y Xpu3aHTeMbl U ToMaTa (E-akTUBHOCTB), a Takke PeryJupoBaTh
cospesanue mwioaa (CDM44) u 6uocunte3 kapotuHouos/anronnanos (SIMADSS).
Ycranoieno, uro MADS-box rewst CDM37 (xpuzanrtema), HAM45 u HAM59
(moaconHeuHuK) koaupyrot optojoru Td nmoncemeiictea AGAMOUS u mMoryT yyacTBoBath B
muddepeHIMPOBKE I[BETKOBOM MEPHCTEMbI, TBIYMHOK W TECTUKA Y XPH3AHTEMBl H
nozicosiHeyHuKa (C-aKTUBHOCTB).

VYcranosieHo, uto MADS-box reast CDM86 u CDM115 xpuzanteMsl KogupytoT oprojoru Td
noncemeiicte PISTILLATA u APETALA3, COOTBETCTBEHHO, M MOTYT B COCTaBe
reTepouMepa ONpeeNiATh UACHTUYHOCTD JICTIECTKOB M THIYMHOK IIBETKAa y xpu3aHTeMbl (B-
aKTUBHOCTH ).

[Tokazano, uro cBepxakcnpeccuss MADS-box rema CDM44 (xpuzaHTema) MOPUBOIAHUT K
MOBBIIIEHHON X0JI0JJOCTOMKOCTH TPAHCTEHHBIX PACTCHHM Tabaka.

[Tokazano, uto MADS-box rensr moncemeiicte SEPALLATA u FRUITFULL wmoryT
y4acTBOBaTh B PETyJSAIMHA CTPECCOBOTO OTBETa pPACTEHHI, B TOM YHCJIE IOCPEICTBOM

peryiisinuu 3KCIpeCCUU reHoB MeTaboar3Ma KpaxMaJjia U KapOTHUHOUIOB.
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Tabmuua 1 — [MutarensHbIe cpeabl

Mpuioxenne

Cpena CocraB JloGaBku AHTHONOTHUKHU Hazuauenue
(¢uroropmoHsl, (cToxoBBIE
AMUHOKHCIIOTBI) | pacTBOPHI)
Coun u | (Murashige and Skoog, | - - OcHoBa cpen IS
BUTAMHHBI 1962) pacTUTEIHHOM
MS KYJbTYPBbI KJIETOK
A2 1 X MS-comu, 1 X MS- | - Kanamunun KynsTuBupoBanue
BUTAMHUHBI, (Km, 100 mr/mn | pactenuit in Vvitro.
3% caxapo3sa, B H20) Hcnonb3oBanue mnpu
0,7 % Plant-arap, KapOenunmuine | arpobakTepranbHON
pH 5,5 (Cb, 500 mr/mia | TpanchopMaruu
B H20) IKCILJIAHTOB.
A3 1 X MS-comn, 1 X MS- | HYK (0,1 mr/mia B | Pudpamnunun Hcnonb3oBanue mnpu
BUTAMUHBI, 0,1 N NaOH), (Rif, 25 mMr/mn B | arpoOakTepuanbHOit
2% rI110K034, BAIT (1 mr/mn B | EtOH) TpaHnchopmauu
0,7 % Plant-arap, 0,1 N NaOH) TerpauukiuH 9KCIUIaHTOB.
pH 5,5 (Tet, 12,5 mr/mn
CIM 1 X MS-coma, 1 X MS- | HYK (0,02 mr/mn | B EtOH)
BUTAMHHBI, B 0,1 N NaOH), XnopambeHuko
3% caxapo3sa, BAIT (1 mr/mn B | 1(Cm, 34 mMr/mn
0,7 % Plant-arap, 0,1 N NaOH) B EtOH)
pH 5,5 3eatur (1 mr/mut | AMIHIAIUTAH
B MQ) (Amp, 100
LB Bakro-tpuntoH (10 r/x) mr/mi B H20) BripaimyBanue
JIpO’KKEBOH  DKCTPAKT OakTepHaIbHOH |
(5 r/7) arpo0aKkTepruaTbHON
NaCl (10 r/m) KyJIBTYD
1,5% Bacto-arap
pH 7,0
SD JpoxokeBble a3otucteie | JI00aBUTH: - KyneTuBnpoBanue
OCHOBaHUS 6,7 r{100 mn 10 X JIPOKIKEBOTO
pactBopsuit B 860 wmu1 | pacTBOpa mramma

mMQ, nobapmsumm 15-20 ¢
Yeast-arapa, pH 5,8-6,0

amuHokucior, 40
mit 50% glucose

Coxpamenus: HYK — ansda-naptunykcycnas kuciiora; BAIT — 6-6eH3unaMuHOTypruH

[Tpumeuanue: CTOKOBBIE PaCTBOPHI aHTUHOMOTUKOB M (PUTOTOPMOHOB, a TakKe pacTBopbl 50%

rimroko3el 1 Dropout solution, crepunuszoBanu ¢ nomornsio ¢uisTpoBanus (milliPore, 0,22 MkM) 1

I[O68.BJ'I$IJ'II/I B HY’KHOM KOJIMYCCTBEC B MMIPCABAPUTCIIBHO aBTOKJIABUPOBAHHBIC TUTATCIIbHBIC CPC/bI
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Ta6muma 2 — [IpaliMepsl, HCTIOIB30BaHHBIC B paboTe

I'en [TocnenoBarenbHOCTH (5 —3") Ha3znauenue
NtPDS TGCATTGATTATCCAAGACCAG
GTTTGTGACCAGCATCTGC
SIMADS5 TAATCAGAATTCATGGGAAGGGGTAGGGTTGA
TTGCATGTCGACTCAAGGCAACCAGCCAGCCA
TAGL1 TAATCAGAATTCATGGTTTTTCCTA
TTGCATTGTCGACTCAGACAAGCTGGAGAGGAG
FUL2 TAATCAGAATTCATGGGTAGAGGAAGAGTACA
TTGGATGTCGACTTAACCGTTGAGATGGCGAA
PHOL stpdf ATAGGAGCCAGATGCTGCTC
a
stpS5exR CAGCGTTTGCTTGGGCTTCACA
CATCATGTCCTCCTCAAATTCTT
MhyFIL1
CTTCTTGATTAGTAGGGGGACACA
CATCATGTCCTCCTCAAATTCTT
MhyFIL3
CTTCTTGATTAGTAGGGGGAGACC
M P-ammumrdukarms
CDM37 ATGGCAAATTCTGATGCT
TTACACTAACTGGAGAGG
CDM86 ATGGGTAGGGGAAAGATA
TCACATCCTCTCATGCAA
CDM115 GGTCGACATGGCTAGAGGAAAGATCCAG
GGTCGACCTAGCCAAGCAAGGA
ACGATGCCAATAGGACCTTG
CDM44
ACTTGGCCCTGCTACTGATG
TTCGTGCGAAAAAGAATGAA
HAM45
AGACCATCGAAGGACTGGTG
GCCAAAGCGAGAAAATGAGT
HAMS59
TGGAGAGGGGTTTGATCTTG
NtPDS GCTCTTCCTGCGCCATTAAATG
CTTGCTTTCTCATCCAGTCCTT
NtPSY2 AACTGGACTCTGCTAGTAGATG
GCACAAGAGATTTTGCATAAGCA
PB-IIIIP
NtZDS CAGCAGATACGTGATTTGGAT

ACAGTCAATGAATCCAAGAGCA
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NtCRTISO ATGAAGCAAAGAAAGAGCTTGT
GCAAGGTATCGTCTATGTGTCT
NtCrtRB1 ACTATGGTTTCTTCCATAAAGGCCT
GCGGCCACCTTCCTTAAATAAG
NtVDE CCTGACGAAACGGAATGTCAG
AGTCACCAACATCAGATTTACGA
NtWUS CTTCTCATGGTGTACTGGCC
CAGTTCCTCATAATCGTCTACTAG
NtSEP1 GCAACATGCTCAATCTCAGG
TTGGGCATTTGTTACTGCTG
NtSEP2 AATAATGGCGGAACAGATGG
TGGATCAGGTTCACATTCCA
NtSEP3 TCACTTGAGAGGCAGCTTGA
CATCGCCCTGAGTTTGAGTT
NtAGLS8 ATCAGTGGGATCAGCAGAACCA

ACCTCCTTCCACTTCTCCATTATC

NtMADS23-like

CAATTGGCAACTCCAACTTCTGAG
CGTCCTTTCTTACACGAACACCA

Nt-actin-7 ACAGTGTCTGGATTGGAGGATC
GAAGCACTTCCTGTGGACAATG
NtAP1 AGGACCTGCAAAACTTGGAA
TGATTTTGCTGATGCCATTC
NtLFY TAATGCCCTTGACGCTCTCT
TCGACACCACCTTCTTCCTC
NtAG ATGAGCTGCTGTTTGCTGAA
TGAACTCCCTGGCATCAAGT
NtPLE GCCATTGGTAGAGTCCGTTC
AGCTGGAGAGCAGTTTGGTC
SIMADS5 GCCAAATGCACAAGATGTGGG
CCAGCCATGTAGTTATTCACAC
ATTGGAAACGGATATGCTCCA
=LA TCCTTACCTGAACGCCTGTCA
PHOLa ATCTGCTTTCAATGCTGGAG

TTGCTTCAACCGAAGGATC
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CCGGGAGAGTATAATTGGGG

StBAM1
ACAACCCACCTTGGAAGAGG
GGAACCACTGGAGACATCAATG
StBAM9
ATGGATTGTGATGAGAAGGATAGC
StAl TTGTAACATGGCTCGCGTTC
TGTTGGTGAAGCACTTGGAG
GCTTGCACACGCCATATCAAT
SEC3A
TGGATTTTACCACCTTCCGCA
StFULL ATCAGTGGGATCAGCAGAACCA
ACCTCCTTCCACTTCTCCATTATC
GCCACACCCCTTTAACAACC
StFUL2
GCCGCGATGATCCTTCAACT
CAATTGGCAACTCCAACTTCTGAG
StMADS23
CGTCCTTTCTTACACGAACACCA
TGAGGGAGAAGTTTGGTGGTC
StSOC1
CTTACTCTGCACTCCGGTGG
NOS-T (R) CGAATTCCCGGGATCTAGTAACATAGATGAC
NPTI] TTGTCACTGAAGCGGGAAGG
ATATCACGGGTAGCCAACGC
[1LIP Ha TpaHcreH
Virg GGCTACATCGAAGATCGTATGAATG
Ir

GACTATAGCGATGGTTACGATGTTGAC

[TLP Ha
arpo6akTepruaIbHYIO

UHEKIUIO
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Tabmuma 3 — XapakTepuCTUKU TPAHCTEHHBIX pacTeHUl Tabaka co cBepxdkcnpeccueir reHoB CDMS51,

MhyFIL1 u MhyFIL3 B cMbICIIOBO# OpHeHTaIMK

Ne /i Jun 1o Bricota, cMm JIncTes, I{BeTKH, Kopo6ouku, | Bec cemsan*,
LIBETCHUS IIT. IIT. IIT. MT
CDM51s

1 115 120 50 13 8 119

2 450 58 23 11 7 186
Cpennee 2825 89 36,5 12 75 152,5

FIL1s

1 208 77 32 7 3 202

2 150 130 32 11 7 214

3 65 144 33 25 19 175

Cpennee 141 117 32,3 14,3 9,6 197

FIL3s

1 138 94 37 6 4 196

2 130 103 33 5 3 147

3 122 112 31 15 10 198

4 110 146 40 12 8 193

5 96 151 33 23 16 244

6 102 115 41 11 6 184

7 108 142 33 20 15 268

8 102 130 31 20 14 226

9 168 91 33 7 4 172

Cpennee 1195 120,3 32 13,2 8,8 203

* BeC CeMsIH ¢ OJIHOI CeMEHHOI KOpOoOOUKH
Tabmuma 4 — XapakTepuCTUKHU paCTeHH Tabaka KOHTPOJIbHOM JTUHUN
Ne i/ JHu 1o BricoTa, cMm JIucta4, IIBeTkH, Kopo6ouku, | Bec cemsH,

LIBETCHUS IIT. IIT. IIIT. MT

1 46 155 40 31 24 196

2 46 150 36 36 29 216

3 46 149 40 29 23 174

4 56 135 30 57 42 212

5 39 117 35 36 27 216

6 66 142 38 61 44 199

7 66 140 39 54 42 169

8 47 138 36 75 50 188

9 49 133 41 78 63 167
Cpennee 53,83 134,17 36,5 60,17 44,67 191,83
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Tabmuma 5 — XapakTepHCTHKW TPAHCTCHHBIX pAcTEHUH Tabaka CO CBEPXIKCIPECCHEH TEHOB B

aHTHCMBICIIOBOM OopucHTauIuu

Ne /i Jan 1o Bricora, cm JIuctas, IIBeTkn, Kopobouku, | Bec cemsn,
LIBETCHHS IIT. IIT. IIT. MI
CDM51as

1 37 99 31 36 24 186

2 44 137 35 212 40 115

3 56 140 45 56 43 160

4 38 124 33 50 38 148

5 47 127 33 41 26 175

6 34 121 28 54 43 135

7 67 135 38 45 31 44

8 38 116 29 42 32 148

9 52 136 37 142 30 88
10 53 107 31 26 17 218
11 45 145 36 60 44 213
12 56 137 40 45 34 104
13 36 107 36 40 28 200
14 56 127 37 59 44 190
15 70 120 33 27 17 207
16 55 129 36 38 25 114
17 40 139 35 56 41 191
18 36 112 33 59 42 237

Cpennee 47,78 125,44 34,78 60,44 33,28 159,61
Tabmuua 6 — Xapakrepuctuku pactenuil Tabaka FIL1as u FIL3as, naBmux cemena
Ne /it Juau 1o Bricota, cm | JImcThs, mT. IIBeTkwu, Kopobouku, | Bec cemss,
IIBETCHHS IIT. IIT. MT
FILlas

1 110 129 33 20 14 226

2 130 155 39 15 15 267

3 102 145 38 20 15 195

4 102 138 36 19 14 224

5 122 150 41 15 11 214
Cpennee 113,2 143,4 36,5 17,8 13,8 225

FIL3as

1 168 75 29 15 8 85

2 320 106 55 12 7 150

3 289 118 43 9 5 220

4 80 97 27 17 14 180

5 110 129 34 14 11 240

6 54 81 25 15 10 215

7 48 75 30 32 22 263

8 65 98 27 17 12 211

9 102 91 29 13 9 204
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10 102 86 25 10 5 198
11 304 111 53 7 4 152
Cpennee 149,27 97 33,71 14,64 9,73 192,5

Tabmuna 7 — Xapakrepuctuku aunuii Tabaka To SIMADS5as u SIMADSS5S B cpaBHEHUH ¢ KOHTPOJIEM

Juu no BricoTa, JIncTos, IIBeTku, Kopobouku, Bec cemsn,
Ne nuaun
LIBETCHUS cM IIT. IIT. IIT. MT
SIMADS5as
1 212 114 40 8 6 201
2 86 83 22 12 9 123
3 108 104 26 8 6 199
Cpennee 135,3 100,3 29,3 9,3 7 174,3
SIMADS5s
1 56 83 34 16 11 204
3 54 81 24 21 14 219
7 122 147 40 12 9 198
8 108 89 28 10 8 217
11 48 48 21 15 6 86
12 108 80 26 13 9 228
13 158 84 31 14 9 102
16 122 49 31 5 2 180
17 110 88 50 10 8 197
19 150 129 40 11 9 188
20 110 98 32 10 5 218
21 168 121 36 8 6 202
22 110 149 31 15 11 122
23 115 111 33 13 9 209
24 212 63 46 5 2 96
25 297 128 57 11 7 158
Cpennee 128 96,75 35 11,81 7,81 176,5
KoHntposs
1 46 155 40 31 24 196
2 46 150 36 36 29 216
3 46 149 40 29 23 174
4 56 135 30 57 42 212
5 39 117 35 36 27 216
6 66 142 38 61 44 199
7 66 140 39 54 42 169
8 47 138 36 75 50 188
9 49 133 41 78 63 167
Cpennee 53,83 134,17 36,5 60,17 44,67 191,83
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Tabnuma 8 — XapakrepucTuka pacTeHnii Tabaka muauii S5-16 u S517 (T1 SIMADS5s)

Juu no BricoTa, JIncThs, IIBeTku, Kopobouku, Bec cemsn,
Ne nuaun
LIBETCHUS cM IIT. IIT. IIT. MT
SIMADS5s-16
1 258 142 52 9 6 182
2 114 138 37 11 9 189
3 107 126 35 14 11 224
5 393 139 57 6 3
6 153 7 44 8 6 143
7 181 74 47 7 5 91
8 157 79 50 7 6 175
Cpennee 194,71 110,71 46 8,86 6,57 167,3
SIMADS5s-17
1 276 83 50 6 3 164
2 139 124 37 11 8 151
3 95 105 30 18 15 152
4 279 34 45 6 3 119
5 159 123 37 11 8 200
6 99 104 35 15 12 214
7 321 114 39 7 5 126
8 117 127 39 14 12 205
9 147 86 31 6 4 154
Cpennee 181,3 100 38,1 10,4 7,78 165
KonTpons
1 124 164 46 12 9 165
2 137 156 43 11 8 179
3 139 139 41 10 7 140
4 80 106 37 21 17 121
5 139 135 36 17 11 70
6 84 105 32 18 14 166
7 147 111 42 10 6 179
8 103 97 38 7 5 120
9 84 102 30 14 10 135
Cpennee 115,2 123,89 38,3 13,3 9,67 141
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Tabmuma 9 — XapakTepucTUKu pacTeHuil Tabaka msatu uanii Tabaka CDM44s

Ne munun Huit 710 BricoTa, cm JIuctesa, mt. | LIBeTKH, IIT. Kopo6ouku, mir.
LIBETCHMUS
Jlunns 44-2
1 99 95 39 26 20
2 213 90 47 10 7
3 93 110 39 59 48
4 117 110 43 49 36
5 106 100 39 26 20
6 92 110 42 51 28
7 106 115 39 51 40
8 90 110 40 55 47
9 94 115 40 51 40
10 113 95 33 25 20
Cpennee 112,3 104,4 40,1 40,3 30,6
JIunns 44-33
1 108 100 34 19 15
2 64 100 27 41 34
3 80 110 42 56 46
4 79 120 36 52 40
5 68 100 36 51 42
6 80 105 36 41 29
7 97 95 35 31 26
8 84 90 36 25 16
9 87 90 38 44 28
10 92 110 44 45 33
Cpennee 83,9 102 36,4 40,5 30,9
JIunans 44-25
1 81 110 36 68 49
2 94 115 42 40 29
3 84 110 40 a7 37
4 84 120 45 58 47
5 88 115 40 52 32
6 86 110 37 63 37
7 84 120 39 57 28
8 91 120 37 57 36
9 86 115 38 70 44
10 86 110 41 63 36
Cpennee 86,4 114,5 39,5 57,5 37,5
JInansg 44-31
1 91 115 41 110 66
2 94 120 41 84 60
3 124 100 35 54 46
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4 108 95 36 29 22
5 130 90 37 25 17
6 122 85 28 59 53
7 124 95 33 42 27
8 190 80 33 21 8
Cpennee 122,875 97,5 35,5 53 37,375
Jlunans 44-52
1 97 90 34 24 20
2 142 95 38 20 14
3 114 85 39 21 16
4 114 85 34 26 21
5 134 90 35 19 15
6 146 90 40 13 10
7 108 120 43 42 32
8 94 110 40 59 52
Cpennee 118,625 95,625 37,875 28 22,5
KoHntpoub
1 42 116 33 28 19
2 37 110 28 28 20
3 46 101 30 15 11
4 48 113 32 22 17
9) 36 113 36 26 19
Cpennee 41,8 110,6 31,8 23,8 17,2
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Tabmuua 10 — XapakTepucTuku pacteHuii Tabaka muaun 13-1-1

Ne nunaun Juu no BricoTa, cm JIncThs, [IBeTkwu, Kopobouku, Bec cemsn,
LIBETCHUS IIT. IIT. IIT. MT
JImang 13-1-1
3 225 80 41 9 5 104
4 92 62 27 14 1 57
5 349 108 44 16 1 170
6 160 89 33 6 1 72
Cpennee 206,5 84,75 36,25 11,25 2 100,75
JInansg 13-1-4
1 148 80 37 8 4 153
7 220 74 41 6 4 98
8 95 72 23 20 0 0
Cpennee 154,3 75,3 33,7 11,3 2,7 83,67
JInang 13-1-7
3 214 79 32 8 4 140
4 305 105 42 8 5 75
6 227 177 47 9 6 167
Cpennee 248,7 120,3 40,3 8,3 5 127,3
KoHntpoub
1 147 154 38 10 6 166
2 223 131 44 8 6 179
3 174 127 40 10 7 171
4 128 120 35 10 8 161
5 145 112 37 11 5 136
Cpennee 163,4 128,8 38,8 9,8 6,4 162,6
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Tabmuma 11 — XapakTepucTUKH HCCIIeyeMbIX JIMHUHN Tabaka Juann 37-33

Ne nuHuun Jnau 1o BricoTa, cm Jluctes, mt. | LIBeTkwH, mIT. KopoGoukw, mr.
LBETEHUSI
Jununs 37-33
1 149 186 52 10 6
2 146 143 46 11 8
3 159 144 58 15 10
4 139 145 35 18 15
5 161 138 a7 10 8
6 167 134 48 13 10
7 247 172 S7 7 4
8 162 119 43 17 14
9 201 149 52 14 10
10 120 108 30 22 14
Cpennee 165,1 143,8 46,8 13,7 9,9
Jlunns 37-1-7-8
1 127 88 31 8 5
2 291 142 51 11 2
3 105 7 33 8 7
4 162 120 41 13 2
5 120 102 33 14 10
6 118 86 30 13 12
7 146 124 40 6 5
8 99 99 29 15 6
9 134 138 38 22 14
10 99 102 29 24 9
Cpennee 140,1 107,8 35,5 13,4 7,2
KoHntposs
1 139 131 42 14 11
2 169 150 44 6 6
3 161 154 41 14 9
4 146 143 39 14 10
5 127 130 34 17 16
6 109 155 39 14 14
7 113 132 28 19 15
8 132 126 32 12 7
9 161 146 39 10 8
Cpennee 139,67 140,78 37,56 13,33 10,67
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Tabmuua 12 — Xapakrepuctuku pactenuii Tabaka HAM45s x HAM59s x CDM44s

Jnau 1o JIuctas, IIBeTku, Kopo6oukw, Bec cemsn,
Ne munun Bricora, cm
LIBETCHMUS IIT. IIT. IIT. MT
JIuans 13-1-1-17
2 64 115 34 18 13 216
8 73 111 38 19 15 234
10 101 97 24 36 0 0
Cpennee 79,33 107,67 32 24,33 9,33 150
Junwms 13-1-1-64
3 90 108 34 8 6 185
5 108 87 22 17 15 132
Cpennee 99 97,5 28 12,5 10,5 158,5
JIunms 13-1-1-82
2 80 81 21 14 10 128
6 120 120 28 20 15 225
8 90 114 a7 18 13 93
10 108 98 35 18 16 134
Cpennee 99,5 103,25 32,75 17,5 13,5 145
KoHntpoub
1 76 114 36 26 20 174
2 90 133 33 23 16 143
3 76 95 31 12 8 139
4 73 98 29 20 16 215
Cpenuee 78,75 110 32,25 20,25 15 167,75
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Tabmuma 13 — XapakTepucTuKu JTUHUAN Tabaka mokojaeHus: Toco cBepxakcnpeccueit rera CDM86

Ne munun Juu no Bricota, cm | JIucths, IIBeTku, Kopobouku, Bec cemsn,
LIBETCHUS IIT. IIT. IIT. MT
CDM86s
1 34 122 30 96 69 120
3 34 125 33 72 52 253
4 36 132 36 69 49 190
6 46 133 34 66 29 149
16 44 115 39 66 37 129
18 88 140 49 27 22 170
20 36 144 38 69 30 142
21 34 136 39 86 17 195
26 51 116 30 42 31 195
29 49 111 46 48 35 172
34 36 130 32 70 43 108
36 29 138 40 72 43 131
37 44 157 32 92 27 71
42 44 139 34 73 47 49
43 34 129 36 56 44 213
62 31 125 33 69 48 83
64 46 132 40 74 35 54
66 42 120 41 39 29 192
73 42 158 41 71 44 233
78 44 114 41 52 30 127
80 51 135 39 75 37 76
82 44 128 40 66 27 15
88 24 115 35 74 49 76
90 34 113 35 53 44 147
96 49 152 42 124 37 107
112 42 108 36 44 22 149
Cpennee 41,85 129,5 37,35 67,12 37,58 136,38
CDM86as

7 35 137 44 60 46 168
12 44 127 33 105 21 93

19 74 130 40 37 24 3
24 69 131 46 20 16 45
27 66 149 37 49 42 146
32 62 130 43 24 12 48
40 44 134 35 43 34 252
41 44 147 42 52 41 208
48 39 134 47 34 26 173
50 44 132 37 40 30 216
55 78 104 38 18 13 169
59 57 140 44 37 25 153
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60 109 104 40 40 3 7
63 275 146 72 14 5 136
67 225 120 64 7 25 117
71 38 97 38 33 25 152
77 44 143 46 51 39 203
92 63 132 45 77 62 78
93 38 117 32 46 36 193
94 168 153 72 31 19 110
100 50 150 42 46 36 201
101 53 126 38 47 37 177
111 53 132 39 53 41 95
113 S7 113 41 145 2 76

Cpennee 76,21 130,3 43,95 46,21 27,5 134,125
KonTponb

1 56 135 30 57 42 212
2 39 117 35 36 27 216
3 66 142 38 61 44 199
4 66 140 39 54 42 169
5 47 138 36 75 50 188
6 49 133 41 78 63 167
7 46 155 40 31 24 196
8 46 150 36 36 29 216
9 46 149 40 29 23 174
Cpennee 51,2 139,8 37,2 50,7 38,2 193
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Tabmuma 14 — XapaktepucTuku JTUHUN Tabaka rmokosieHust To co cBepxakcnpeccueit CDM115

Ne nunaun Jnau 1o Bricota, cm Jluctes, mt. | LIBeTkwH, mIT. KopoGoukw, mr.
LIBETCHUS
CDM115s

1 242 90 40 7 5
2 282 80 39 17 14
3 183 98 39 12 7
4 98 87 36 14 11
5 153 90 33 10 7
6 103 72 27 10 7
7 92 87 36 15 12
8 117 115 36 19 13
9 170 59 35 14 10
10 299 100 45 27 11
11 137 51 34 8 3
12 150 70 33 15 8
13 318 134 58 27 19
14 289 110 50 35 22
15 224 83 37 7 5
16 282 76 40 15 7
17 242 67 36 4 3
18 282 105 45 23 19
19 301 100 52 22 16
20 180 60 28 5 3
21 309 95 34 37 23
22 291 95 48 73 3
23 282 105 50 21 16
24 106 68 28 11 8
25 289 95 42 17 14
26 325 123 55 27 20

Cpennee 221 89,04 39,85 18,9 11

KoHntposs

1 75 120 38 51 38
2 70 120 32 42 32
3 80 120 36 44 36
4 75 120 39 48 36
5 70 120 35 40 33
6 75 100 33 20 16
7 75 110 37 29 24
8 75 120 34 54 37
9 97 80 31 13 10

Cpennee 76,8 112,2 35 37,8 29,1
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Tabmuma 15 — XapakTepucTuky JIMHUNA Tabaka MoKoJaeHus T1

Ne munun Juu no BricoTa, JIucta4, [IBeTkwu, Kopo6oukw, Bec cemsn,
LIBETCHUS CM IIT. IIT. IIT. MT
CDM86s
T1 from # 88
2 67 88 34 11 1 101
3 60 77 35 13 4 102
75 180 125 45 12 4 80
106 36 95 34 33 14 74
109 36 110 32 37 19 63
117 36 110 40 46 17 113
Cpennee 69,17 100,83 36,67 25,33 9,83 88,83
T1 from # 43
1 65 117 41 17 12 179
2 39 100 37 23 17 199
3 42 117 38 25 18 160
4 63 114 39 15 11 198
5 131 94 35 9 7 143
6 45 86 30 17 10 45
7 49 114 40 11 8 151
8 65 83 34 16 10 68
9 59 87 33 9 6 162
10 66 112 35 16 12 179
Cpennee 62,4 102,4 36,2 15,8 11,1 148,4
T1from#3
1 45 106 33 26 14 137
2 59 96 33 16 7 167
3 60 92 35 24 4 128
4 59 106 33 24 7 164
5 51 83 34 19 4 87
6 45 80 31 15 5 157
7 64 74 32 15 2 39
8 64 98 38 15 6 90
9 45 80 30 13 9 131
10 64 77 33 13 7 144
Cpennee 55,6 89,2 33,2 18 6,5 1244
T1 from # 36
1 63 98 43 23 11 83
2 53 100 42 13 2 145
3 65 81 35 8 4 a7
4 173 94 39 15 2 46
5 46 81 34 18 10 28
6 51 64 29 12 6 29
7 44 90 38 27 6 46
8 65 72 33 9 3 67
9 60 82 35 14 3 71
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10 197 128 51 16 3 42
Cpennee 81,7 89 37,9 155 5 60,4
T1from#6
2 33 126 58 29 6 131
6 37 109 40 49 9 132
12 36 119 36 55 16 130
23 113 138 46 25 6 35
Cpennee 54,75 123 45 39,5 9,25 107
BSS;I‘;:;;‘; 64,72 100,89 37,79 22,83 8,34 105,81
CDM115s
T1 from #4
26 35 125 46 40 27 118
10 266 120 55 9 7 111
142 37 117 40 35 23 116
Cpenree 112,67 120,67 47 28 19 115
T1 from #11
38 38 114 38 38 23 159
52 41 91 34 40 23 71
2 235 120 52 6 4 74
Cpenree 104,67 108,3 413 28 16,67 101,3
T1 from #22
14 335 150 79 48 1 19
171 43 109 29 40 29 85
181 34 102 41 20 14 186
Cpenree 1373 120,3 49,67 36 14,67 96,67
T1 from #14
23 45 103 34 21 16 154
60 269 130 57 11 8 66
92 33 100 32 32 22 196
Cpenree 115,67 111 41 213 15,3 138,67
Cpenwee o |41 og 115,08 44,75 28,3 16,42 112,92
BCCM JIMHHUAM
KonTpons
1 50 92 35 9 5 163
2 38 94 32 29 25 143
3 38 103 39 19 15 185
4 35 101 35 33 26 210
5 34 116 38 27 25 205
6 40 79 31 14 11 105
7 82 82 31 8 6 140
Cpennee 45,28 95,28 34,43 19,86 16,14 164,43
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Tabmuma 16 — XapakTepucTHKH THOPUIAHBIX JIMHUK Tabaka co cBepxdkcmnpeccueid reHoB CDM86 u

CDM115
Juam oo BricoTa, LIBeTkwu, Kopob6ouku, Bec cemsn,
Ne nmuaNN JIucThs, mrT.
LIBETCHHS cM IIIT. IIT. MT
Junns 1-1 (115-4-26 Q x 86-3-1 &)
23 335 155 64 20 2 28
34 335 158 56 12 10 47
84 335 158 57 12 8 76
107 370 148 64 26 1 108
3 335 165 68 22 9 141
8 68 100 35 19 14 40
46 370 145 62 30 3 65
88 65 121 40 40 26 68
83 335 162 64 16 13 76
Cpennee 283,1 145,78 56,67 21,89 9,5 72,1
Junns 1-2 (115-4-26 & x 86-3-1 Q)
1 82 110 37 15 11 150
2 292 190 65 12 11 123
3 77 108 39 12 10 124
4 67 108 36 21 15 197
5 73 113 40 30 2 36
6 46 101 34 28 19 120
7 88 105 43 30 3 8
8 335 168 62 22 8 40
10 73 118 40 17 14 157
Cpennee 125,9 124,56 44 20,78 10,3 106,1
Junns 2-1(115-11-52 Q x 86-88-117 &)
25 357 176 68 7 3 42
80 80 101 38 14 5 86
39 320 155 65 11 7 46
20 320 170 75 10 6 68
1 143 94 46 8 6 29
90 95 83 41 12 6 29
3 80 99 38 14 5 18
4 94 100 39 9 6 38
5 320 167 75 10 4 29
6 112 90 43 8 4 10
Cpennee 192,1 123,5 52,8 10,3 5,2 39,5
Jlunms 3-1 (115-22-171 Q x 86-36-3 &)
1 62 110 | 37 T 11 80
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2 315 139 60 14 6 92
3 315 155 60 11 7 144
4 315 152 60 12 9 133
5 72 111 31 19 12 67
6 60 104 34 26 21 41
7 60 110 32 30 24 100
8 52 110 30 76 2 20
9 62 113 27 47 1 5
10 315 150 60 14 5 116
Cpennee 162,8 125,4 43,1 28 9,8 79,8
Junns 2-2 (115-11-52 & x 86-88-117 Q)
51 65 86 30 22 14 52
55 69 83 29 16 8 65
129 62 83 32 18 8 20
3 55 77 32 29 11 34
13 79 104 38 14 10 37
106 79 125 42 24 17 93
9 85 98 38 16 8 71
125 53 77 32 27 10 3
4 81 110 37 14 9 43
173 84 110 39 19 12 25
Cpennee 71,2 95,3 34,9 19,9 10,7 44 3
KoHntpoub
1 60 123 41 15 11 160
2 55 139 41 30 24 130
3 55 147 41 27 16 142
4 106 128 48 24 19 191
5 60 134 42 27 23 171
6 55 122 41 17 13 183
7 55 130 41 17 13 178
8 55 123 41 17 13 140
9 60 136 43 25 21 83
10 100 134 46 29 20 205
Cpennee 66,1 131,6 425 22,8 17,3 158,3
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Tabmuua 17 — XapakrepucTuku pacTeHnii Tabaka nokosnenus F2 co ceepxakcnpeccueit reros CDM86,

CDM115 u CDM37
Juam oo Bricora, JIncThs, LIBeTkn, Kopo6oukwu, Bec cemsn,
Ne nmuaUN
LIBETCHUS cM IIT. IIT. IIT. MT
Junms 13-2 (2-2-13 (86x115) & x 37-1-7-8-4 Q)
1 131 80 31 6 1 109
2 146 100 51 7 2 124
3 131 59 24 6 3 83
4 136 79 40 5 1 48
5 161 105 55 10 3 90
6 161 103 52 9 3 93
7 131 32 12 4 2 70
8 40 41 20 2 2 66
9 131 74 37 7 5 93
10 60 48 25 4 4 62
Cpennee 1228 72,1 34,7 6 2,6 83,8
Jlunns 13-5 (37-1-7-8-4 @ x 2-2-13 (86x115) &)
1 220 115 52 9 4 86
2 211 100 51 11 5 41
3 322 120 55 11 5 117
4 211 115 60 7 4 89
5 256 118 49 8 4 101
6 220 100 47 4 3 81
7 31 63 28 4 2 117
8 322 115 50 6 3 78
9 58 79 38 4 1 34
10 38 56 30 4 3 40
Cpennee 188,9 98,1 46 6,8 3,4 78,4
KonTpons
1 60 123 41 15 11 160
2 55 139 41 30 24 130
3 55 147 41 27 16 142
4 106 128 48 24 19 191
5 60 134 42 27 23 171
6 55 122 41 17 13 183
7 55 130 41 17 13 178
8 55 123 41 17 13 140
9 60 136 43 25 21 83
10 100 134 46 29 20 205
Cpennee 66,1 131,6 425 22,8 17,3 158,3
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Tabnuna 18 — XapakTepucTHKH HCCIeNyeMBIX pacTeHuii Tabaka nmokoneHus F3 co cBepxakcmpeccueit

reaos CDM86, CDM115 u CDM37

Juam oo JIucThs, LIBeTkwu, Kopo6oukwu, Bec cemsn,
Ne nmuaNN BricoTa, cm
LIBETCHUS IIT. IIIT. IIIT. MT
JIunams 13-2-3
10 57 107 39 19 10 63
11 57 66 32 25 13 94
17 47 70 32 32 17 53
18 81 97 36 20 1 24
Cpennee 56,6 81,5 33,16 25,3 9,6 63
JIunams 13-2-7
7 44 66 19 13 6 81
10 47 67 33 20 10 75
11 68 76 33 10 0 0
18 75 108 39 16 4 109
19 44 55 28 24 0 0
20 99 96 39 13 3 41
Cpennee 67,1 81,45 32,36 17,72 5,72 56
KoHntpoub
1 139 131 42 14 11 160
2 169 150 44 6 6 130
3 161 154 41 14 9 142
4 146 143 39 14 10 191
5 127 130 34 17 16 171
6 109 155 39 14 14 183
7 113 132 28 19 15 178
8 132 126 32 12 7 140
9 161 146 39 10 8 83
Cpennee 139,67 140,78 37,56 13,33 10,67 153,11
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Tabmuna 19 — Hanuuue xoncencyco CArG-box B mpomotope ananmsupyembix renoB N. tabacum,

CBs3aHHBIX C z[erpaﬂauneﬁ Kpaxmaljia u OMOCHHTE30M KapOTHHOU OB

Ien NCBI ID Jlokanuzamus reqa Jlokanmnsauus [Tomoxxenue
npomotopa (1.5 | koncencyca CArG-box
K0) (CARGCWSBGAT)
NtBAM1 LOC107832261 | NW_015787824.1 2485826357 416, 1117
(26358..29662)
NtBAM9 LOC107827956 | NW_015849100.1 7621-9121 1368
(4074..7620,
complement)
LOC107780374 | NW_015797716.1 7565-8064 1556, 1771
(8065..13004)
NtGWD LOC107832610 | NW_015793074.1 0-251" -
(251..14125)
LOC107775774 | NW_015901023.1 86493-87992 878, 1218
(87993..98472,
complement)
NtAI LOC107802234 | NW_015802778.1 25368-26867 235, 383, 1710
(26868..31183)
NtPHO1- | LOC107810306 | NW_015804840.1 12252-13751 246
L1 (2762..12251,
complement)
LOC107814807 | NW_015809487.1 92562-94061 232,432
(94062..103594)
NtPSY2 LOC107772713 | NW_015796120.1 8458-9957 -
(9958..12592)
LOC107761716 | NW_015874368.1 8440-9939 -
(9940..13765)
NtZDS LOC107772271 | NW_015892502.1 18342-19842 964
(11995..18341,
complement)
NtPDS LOC107816873 | NW_015814914.1 0-651" 270, 418
(652..8553)
NtCRTISO | LOC107832559 | NW_015864184.1 8986-10485 -
(1937..8985,
complement)
LOC107791326 | NW_015919655.1 54455-55954 462, 1675
(47476..54454,
complement)
NtVDE LOC107780507 | NW_015797768.1 64294-65793 1155, 1597
(65794..70434)
LOC107763628 | NW_015880850.1 20143-21642 1272, 1625

(21643..26233)

* I[OCTyHHLIC B NCBI remomnnie IoCICa0BaTCIAbHOCTH HE ITO3BOJIAIOT I/IILCHTI/I(I)I/II_II/IPOBB.TB Y4aCTKH

npoMoTopa pazmepoM 1.5 k6
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