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ITpobaeMa KpUTUIECKUX TIEPUOAOB,/CTanNii 9MOpUOTeHe3a IIBETKOBBIX PACTEHUI TeTaIbHO pa3paboTaHa ¢
MO3ULIMU CUCTEMHOTO nmoaxona K nuddepeHmaluy 3apobiiiia, yYuThlBaIOIIUM 3HaUeHe MOp(hOreHeTU -
YeCKNX M MOPpGhOoGU3NOTOTHIECKUX KOPPEISAIUA IIST pa3BUTHSI SMOPUOHAIBHBIX CTPYKTYP U OKpYXKalo-
LIMX TKaHel ceMeHu v moaa (uukJi padot T.b. bateirnHoit u B.E. Bacunbesoii, 1983—2014). Oco6biit uH-
Tepec BBI3BIBAIOT KPUTUIECKUE CTAINY SMOpUOTreHe3a 371aKOB, OCKOJIbKY 3apOIbIII ITPeACTaBUTEIICH 3TO-
ro CeMeicTBa BbIIEISIETCS CPeau 3apoibllIeil JaXe OOJHOIOJBHBIX pacTeHU ocoobiM Graminad-Tunom
sMbpuoreHesa u ¢popmupoBanreM cneuududeckux opranos (T.b. Bareiruna, 1968—2014). B cratbe Ha
MpuMepe 371aKOB MTPUBEACH aHATUTUYECKUI 0030p JTUTEPATYPHBIX U COOCTBEHHBIX JAaHHBIX IO IepUOaU3a-
IIM MHOTOCTYIIEHYATOTO Mpoliecca SMOproreHe3a, mpoaHaJTu3UpOBaHbI TUCKYCCHOHHBIE BOTTPOCHI, Kaca-
ollIMecs KaK KpUTEPUEB BbIASTICHUSI KPUTUUECKUX CTaAUii SMOpUOTeHe3a, TaK U 0COOEHHOCTe ! KpUTHye-
CcKMX ctamuii. O6CyXKIaloTcs MePCIeKTUBBI UCCIIEIOBAHUS CTAIMITHOCTH 9MOpUOTeHe3a 3J1aKoB, a TaKXkKe
HCTIOIb30BaHUS 3apObIIIeil, HAXOMSIIINXCS HA KPUTUUECKUX CTAIUSIX PA3BUTHSI, B OMOTEXHOJIOTMYECKUX

" CCJICKIIMOHHBIX UCCJIENOBAHUAX.
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BBEIAEHME

3UTOTUYECKNI 3MOpPHOTeHe3 IIBETKOBBIX pacTe-
HUIA TIpeacTaBiisieT co00i equHbIIf MHOTOCTYIIeHYA-
TBII IIpOlIecC, B pe3yjbTaTe KOTOPOTO M3 MCXOTHOM
KJIETKHU-3UTOTHI, COIIACHO OIIPEACIEHHBIM IIaTTep-
HaM KJICTOYHBIX JEJICHUI, B 3p€JIOM CEMEHU (hOpMU-
pYETCS 3apOABIII CO CBOMCTBEHHBIMU €My cieln(u-
YyeCKMMHN opraHamMu (OMOpPUOJIOTrusl IIBETKOBHIX...,
1997, 2000; bareiruna, 2014; de Vries, Weijers, 2017;
Chen et al., 2021). C1oXHBII THTETpaTUBHBINA XapaK-
Tep A3MOpHOreHe3a pacTeHMI ITOATBEPXKAAeTCS TaH-
HBIMU MOJICKYJISIPHO-TEHETUYECKMX KCCIIeTOBaHUA
(Armenta-Medina et al., 2020; Tian et al 2020; Pa-
bon-Mora et al., 2022).

Cragnn 3MOpHoreHe3a IIBETKOBBIX paCTeHMWIT BBI-
JIEJISTIIOTCS. HAa OCHOBAaHMU aHald3a OCHOBHEBIX MOP-
¢doreHeTUYECKNX COOBITUI, UX 3HAUCHUS IS JAb-
HEWIIero pa3BUTHS 3apOIbIIa, a TAKXKE CTPYKTYPHO-
(GYHKIMOHANIBHBIX U3MEHEHUIT B KJIETKaX U OpraHax
3apobIlla MO AeCTBUEM TeHETUUECKUX, (DU3UOJIO-
TMYeCKMX M WHBIX (pakTopoB. Psan mccinemoBaTtencit

pacleHUBAaIOT HEKOTOPhIE CTAANU KaK KPUTUYECKUE,
OIHAKO MPU 3TOM MCITOJB3YIOT pPa3jIUYHbIE KPUTE-
pum. DTO U HE3aBUCUMOCTh 3apOJbIIIa OT MaTCPUH-
CKOTO opraHu3Ma (aBTOHOMHOCTL), U IIOBBIIIICHHAS
YYBCTBUTEJILHOCTH 3apOIbIIIa K BO3ACHCTBUIO BHEIII-
HUX HeOJaronpusITHBIX (PaKTOPOB, M CIIOCOOHOCTH
3apopblllia K CMEHE IIpOoTrpaMMbl pa3BUTHUS Ha aJIbTeP-
HATUBHEBIE TTyTH.

BaxxHo momuyepkHyTh, YTO U B 3MOPHUOTECHE3¢ K-
BOTHBIX KPUTUYECKME CTaIUHU TIPEIIOKEHO BBIICIISITE C
MO3ULIMY TTOBBIIIEHHOM YyBCTBUTEIIBHOCTU 3MOPHOHA
K HeOJIaronpusITHBIM (pakTopaM BHelTHel cpenpl. Eme
B KoH1Ie XIX B. A. Beiicman u M.-P. Illtanadyc B pa-
60Tax, MOCBSIIEHHBIX M3YYEHUIO ITOBPEXKIAIOIINX
BHEITHUX (haKTOPOB Ha pa3BUTHUE HEKOTOPHIX Hace-
KOMBIX, BBISIBUIN, YTO B X SMOpHUOTeHE3e NMEIOTCS
MEPUOIBl Pa3BUTHSI, XapaKTEepPU3YIOIIUecsT 0coboit
YyBCTBUTEJILHOCTBIO K 3TUM (pakTopam (Weismann,
1894; Standfuss, 1896, mo: Severtsova, Severtsov,
2011). Takue meproabl NOBHIIEHHONM YyBCTBUTEIb-
HOCTH, BO BpeMsI KOTOPHIX IMPOUCXOAUT HapyLIeHUE
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TEMIIOB Pa3BUTUSI OTACIbHBIX OpPraHOB 3MOpPHOHA,
ro3nHee ObLIM Ha3BaHbI “KpuTuueckumu” (CBETIOB,
1960 u 1p.). B coBpeMeHHOI 3MGPUOIOTH KMBOTHBIX
OoJbIIOe BHMMaHWE yaeaseTcs “PrIoTUmIdecKum”’
CTanusIMU Pa3BUTUSI, KOTOPBIE, TTO-BUIMMOMY, COOT-
BETCTBYIOT KpuTudeckuM nepuogaM CserioBa (Rich-
ardson, 1995, mo: Severtsova, Severtsov, 2013). Ha aTux
CTagusIX XXWBOTHBIE, BXOIsIIMEe B (bUIOreHeTUuYe-
CKYIO IpyIIy, IEMOHCTPUPYIOT HauOobInee Mopdo-
JIOTMYECKOE CXOICTBO, 1 UMEHHO C HUMU aCCOLIMM-
poOBaHa 3KcHpeccus LIEJ0ro psiga reHOB, OTIPeAeIsIIo-
VX IJIaH CTpoeHus Ipyniibl. Cepbe3Hble aHOMAaIUU
pa3BUTHUS TaKKe MPEMMYIIeCTBEHHO BO3HUKAIOT Ha
9TUX cTaausax. PaspabarbiBaloTcsl 3BOJIIOLIMOHHBIC
TUIIOTE3bI, OOBSICHSIOIINE BO3HUKHOBEHUE KPUTHYC-
CKMX ITIepUOIOB 1 (PMIOTUITMIECKIX CTAINIA pa3BUTHS B
aMOpHoreHe3e XMBOTHBIX (CIIydaliHbIe IIPOIIECCHI,
SIUTEHETUYECKHE TTPOLIECCHI, CTA0MIM3UPYIOIINIL OT-
00p), IIpemIaraTcs Moaeau 3Toro peHomeHa (“hour-
glass model”, “phylotypic egg-timer model”) (10:
Severtsova, Severtsov, 2013). BrIckazaHO MHeEHWUE,
YTO OIpeneaeHHbIe KpUTUIeCKHe (ha3bl CyIISCTBYIOT
U B Mpollecce pereHepauum xkuBoTHbIX (Lange et al.,
2018).

Takum obOpa3om, BBISIBJIEHUE KPUTHMYECKUX CTa-
Iuii 5MOpUOreHe3a pa3jInuyHbIX OPTaHM3MOB CIeyeT
paccMaTpuBaTh Kak (pyHIaMeHTaJbHYIO IIPOOJIeMy
OMOIOTUY PA3BUTHSI.

3HaYUTeNbHbIN BKJIaA B pellieHUe 3TOM IMpobJieMbl
BHecsu T.b. bateirmaa u B.E. BacuibeBa (1iuki pabot
1983—2014). OHM NPUMEHWIM CUCTEMHBIN TI0aX0Hm K
u3yyeHuro AuddepeHmaiy 3apoabiiia 1IBETKOBbIX
pacTeHUi, KOTOPBIi Oa3npyeTcss HAa WCIIOIb30BaHUM
MopdoreHeTndeckux u MopdhoPU3NOJIOTUYECKUX
KOPpEJISILIMiA B pa3BUTUN HE TOJIBKO 9MOPUOHATBHBIX
CTPYKTYP, HO U OKPY>KalOIllIMX TKaHEe CEMEHU U TIJI0-
Ja. DTOT moaxox aajiee ObUT JeTalbHO pa3paboTaH B
pa6orax 1. W. [llampoBa c coaBropamu (000011IeHIE:
IHIampos, 2008) 110 pa3BUTHUIO ceMsI3ayaTKa U CEMEHU
LIBETKOBBIX pacTeHuit. KpoMe Toro, oH ObU1 MpUMeEHEH
B DKCMEPUMEHTAIbHBIX UCCIAEAOBAHUSIX MO KYJbTHU-
BUPOBAHMUIO in Vitro NBUILHUKOB ITIIIEHUIILI (000011Ie-
Hus: Kpyrnosa u np., 2005; bateiruna u ap., 2010;
Kpyrnosa, 2019). Mcrionb3oBaHWE CUCTEMHOTO MO/ -
X0/1a MO3BOJIUIIO BBISIBUTh KPUTUUYECKUE CTAIUU pa3-
BUTHUSI CeMsI3a4aTKa U MbUIbHUKA, UTO BaXKHO KaK JJIs
IMOHUMAaHUS OOIIMX 3aKOHOMEPHOCTeit MopdoreHe-
3a 3TUX CTPYKTYP, TaK U IJIsi OMOTEXHOJOTUH.

C »THX MO3MIIMK OCOOBIIT MHTEpPEC BBI3BIBAIOT
KpUTUYECKME CTaauu 3MOpHoreHesa 3jakoB. [leii-
CTBUTEJIPHO, IIPEACTABUTEIIM CeMeiicTBa 3JIaKOBBIX
XapaKTepHU3yIOTCs CIIEM(UKON MPOXOXKIEHUST paH-
HUX 3TalloB Pa3BUTUSI 3apoiblllla, €ero CTPOCHUS B
3peIoOM CeMEHM M KOHTaKTa ¢ TKaHbIO 3HAOCIEpMa
(o60061menus: bareiruHa, 1997a, 2014), 4T0 1103BOIUIIO
BBIIEIUTH OTACAbHBIN Graminad-Tui aMOpuoreHes3a
(o606meHus: bateiruna, 19976, 2014). BoisiBiaeHue
KPUTUYECKUX CTaguii SMOpHOTreHe3a 3J1aKOB MMEET

KPYTJIOBA u np.

3Ha4YeHWE HE TOJIBKO IS TIOHUMAaHUs MEXaHU3MOB
pa3BUTHUSI UX 3apojblllla, HO U IJIsI pelIeHUsT psiaa
TEOpEeTUUECKMX IIPO0IeM, B YaCTHOCTHU, IJISI pa3pa-
GOTKM HEKOTOPBIX BOIIPOCOB CUCTEMATUKU U (DUIIO-
reHuM 1BeTKOBBIX pacteHuii (ILIsenés, 2005; Batygi-
na, 2012; Radoeva et al., 2019; Baskin, Baskin, 2021).
IMpakTHUuecKuit MHTEpeC K 3TOMY BOIIPOCY O0YCIIOB-
JIEH OYPHBIM POCTOM OMOTEXHOJIOTMUYECKUX UCCIIETO0-
BaHUi1 xJieOHBIX 371aKkoB (1mo: Kruglova, Zinatullina,
2022).

Panee aBTopamMu 3Toit cTaThbu OBLI BBIITOJIHEH 00-
30p JaHHBIX TUTePaTyphbl 1 COOCTBEHHBIX MCC/Ie10Ba-
HU, TTIOCBSILIEHHBIX BBISIBJIEHUIO U XapaKTepPUCTUKE
KPUTUYECKOI CTaIM aBTOHOMHOCTU 3MOpHoOTeHe3a
3nakoB (Kruglova et al., 2020b). Llesb HacTos1IeH pa-
0OTbl COCTOUT B aHAJIUTUYECKOM 0030pe NaHHBIX,
CBSI3aHHBIX C BBISIBJICHUEM APYTUX BO3MOXHBIX KPU-
TUYECKUX CTaJAui 3MOpUOTeHe3a 3/1aKoB, a TaKXkKe C
MPUMEHEHVEM DTUX TaHHBIX B OMOTEXHOJOTMYECKOM
MpakTUKe (B CBETE€ pa3BUTUS TPENCTaBICHMUNA YJI.-
kopp. PAH T.B. bateirnHoii mo 3ToMy BOIpocy).

KPUTNYECKHWE CTAINN
OMBPHUOT'EHE3A 3JIAKOB

CmpykmypHo-@yHKYUOHAAbHbIE 0COOEHHOCIU
PA38UBAIOWUXCAL 3apO0blulell 31aK08

OnHo M3 TIEPBBIX OOCTOSITENBHBIX PA0OT MO 3M-
OpuoreHe3y 37akoB sBisgercsa padora P. Cyaxa
(Soueges, 1924), B KoTopoii aBTOp Ha OCHOBaHUU
aHaJM3a MaTTEePHOB KJIETOYHBIX ACJICHU B XOIe paH-
HUX CTaIuii pa3BUTHS 3apobliiay Poa annua cnenan
BBIBOII 00 OTCYTCTBMHM B HUX YETKUX 3aKOHOMEPHO-
cTeil (MpperyJIsIpHbIIA TUIT SMOpPHUOTeHe3a).

ITo3nHee aMOpHOreHes3 371aKOB AeTATbHEUIITNM 00-
pa3oM ObLI M3y4eH Ha IIpUMEpPE IIIESHULIBI, B TOM YHCIIE
¢ ucnonb3oBanmeM 3D-pekoHcTpyKumit (0600I1IIe-
Hus: bateiruna, 1997a, 19976; 2014). BeisiBiieHO, 4TO
3UTOTa XapaKTepU3YyeTCs MOJISIPHOCTBIO M JOPCOBEH-
TPaJbHOCTBIO CTPOSHUS: TIEpBasl IIPOSIBIISIETCS B Ha-
JIMYUU B KJIETKe MOP(OJOTUYECKON OCU C NBYMS
IIPOTUBOMNOJOXHBEIMUA IOJII0CaMM (allMKaJbHBIM U
0a3aJbHBIM), BTOpasi — B aCUMMETPUU €€ CTPOCHMUSI.
JopcoBEeHTPaILHOCTb CTPOCHUST YCUTTUBAETCS B XOJIE
JaJIbHEUIIIETO pa3BUTHS 3apOAbIIa, ITOIyJasi Bce 0ojiee
sIpKoe Mopdonornueckoe BeIpaxkeHne. Kak mpaBuio,
yepe3 CyTKM TIocjie CMHTaMUUW 3UroTa MpUCTYMmaeT K
MIEPBOMY JEJICHIIO, aCUMMETPUIHOMY BCJICICTBHE 1O~
JIIPHOCTHU 3ToM KieTKu (puc. 1, I), c oOpazoBaHuEM
JIByX HEpaBHbBIX KJIETOK: MEHbIIIEN allMKaJIbHOM 1 00~
Jiee KpYIIHOM ¥ CUJIbHOBAaKYyOJIM3UPOBAaHHOIT Oa3aib-
Hoil (puc. 1, 2). B pesynbraTe cepuu JaJIbHEUIIMX
aCMMMETPUYHBIX JCJICHUI allMKaJIbHOM 1 0a3ajbHOMI
KJIETOK U MX IIpOU3BONHEIX (puc. 1, 2—&) popmupyercs
MHOTOKJIETOYHBIN ITpoaMOpuo (puc. 1, &). Hanee B
MHOTOKJICTOUHOM 3apOoblIlle clieaytoT nuddepeHumna-
LI1sI UTHUIIAAJIBHBIX KJIETOK TKaHeil 1 opraHoB, (hOpMU-
poOBaHMeE 3aYaTKOB OPTaHOB M nX auddepeHIanus.
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Paspactanue anmkaibHO-JaTepalbHON 06IacTu
MIPUBOIUT K 00pa30BaHUIO MIEPBOT0O OpraHa — IIUTKA
(puc. 1, 9—13). B xoae cI0XHBIX MpeoOpa3oBaHUt
IMUTOK CMEIAeTCs U3 JIATepalbHOTO B TEPMHUHATb-
HOE ITOJIOKEHUE, CBOMCTBEHHOE 3PEJIOMY 3aPOIBIIILY.
B ocHOBanumM muTKa nuddepeHIIpyeTcs MpoKam-
ouanbHbIN TsoK. [locne Havanma pa3pacTaHUs IIUTKA
HaOMIONAeTCsl YBEIMYEHUE KOJIMUYECTBA MUTOTHMUYECKHU
JIEJISIIIMXCS KJIETOK B 30He 00pa3oBaHUs arekca noode-
ra, KOTOPBIi 3aKJIaabIBacTCs TEPMUHAIBHO, HO TIOCTE-
TMIEHHO CMeIIaeTcsl B 00KoBoe TTojioxkeHue (puc. 1, 14).
HanbHeiilee pa3BUTHUE 3TOM 00JaCTU MPUBOAUT K
0060CO06ICHHIO KOJICONITHISI M TOYKW POCTA TTOYCUKH
(rumromynel) (puc. 1, 15). 3anoxeHue KOJEONTUIS U
nuddepeHIMaLMS TPOKAMOUATBLHOTO TSKa B OCHO-
BaHUM IIIMTKA COBMAIAIOT IO BpEMEHM C HA9aJIOM 00-
pa3oBaHUs TIEPBOTO 3aPOABIIIEBOTO KOPHS SHIOTEHHO
B Oa3ayibHOI yacTu 3apoasiina (puc. 1, 15—16). Kop-
HEBOT YeXJINK W KOJieopr3a (KOpHEBOE BJIaraJInIIe)
BO3HUKAIOT M pa3BUBAIOTCS KaK eAMHOE 0Opa3oBaHue,
HO MO 3aBepIlIeHUU 3MOpUOTreHe3a Kojieopr3a IMocTe-
MeHHO obocobsieTcss oT yexnuka (puc. 1, 15—19).
Dnubnact nuddepeHumpyercs no3aHee (puc. 1, 16)
U pacrojiaraeTcsi Ha CTOPOHE, MPOTUBOMOJIOXHOM
IIUTKY, 00pa3ysT YeITyeBUIHBIA BBIPOCT, JIMIITEHHOMN
npoBoaseit cuctemsl (puc. 1, 17—19).

Ha amnekce nmodera nocrerieHHO (GOPMUPYIOTCS 3a-
YaTKU JIMCTHEB, 3aKJIaAbIBAIOIIMECs] BAJIMKOM; B pe-
3yJbTaTe 00pa3yeTcs 3apobllieBast Imodyedyka (ILTo-
mysa) (puc. 1, 15). 3ayaTouyHBIi MMOOET 3apoibillia
MIpPEACTAaBIISIET COOOM OCh, COCTOSIIYIO U3 Y3JIOB U
MEXIOY3JINi, U B 3PEJIOM 3apOBIIIEe COOSPKUT HEe-
CKOJIBKO 3a4aTKOB JIMCTheB (puc. 1, 19).

B ieioM, B xo1e aMOpuoreHe3a B pe3yabTaTe MHO-
KECTBEHHBIX JICJICHUIT ONpeneJIeHHbIX KJIacTepOB KJle-
TOK (DOPMUPYIOTCSI OpraHbl 3apObIIIA MIITEHUIIHI: 111~
TOK (C BBIIEJISIIOLIEICS HA BEPXYILLKE JIMTYJION), 3110~
JIaCT, KOJIEONTWIb, KOJIeopu3a, IUIIoMya (ITouedka,
MpeacTaBlIieHHAsd HECKOJIbKUMU IIPUMOPIUSIMU JIM-
CTheB) U KopeHb (puc. 1, 19). CormtacHO 0000IIeHUSIM
T.b. baTbirnHOIT, OCHOBAaHHBLIM Ha aHAJIM3€ HAHHBIX
Ipyrux aBTopoB (Akosnes, 1946, 1950; Brown, 1959,
1960, 1965; Guignard, 1961; CokosioBckas, 1968; Ye-
6oTtapsb, 1972; Russell, 1979, npuseneHo 1o: batbirnxa,
1997a), 3T opraHbl XapakKTE€pHBI IJIS 3apOIbIIIeit
OOJIBIIMHCTBA JIPYTMX 3J71aKOB. BBISIBJICHO JIMIIL Ba-
pbUpPOBaHME B YMCJIC 3a4aTKOB JIMCTHEB Ha alleKce
nmo6era 3aponpiia (oT 2 10 4), a TakKKe OTCYTCTBHE
3nubJIacTa B 3apojblllie KyKypy3bl (IPUCYTCTBYET B
3apOJbIIIax MIIEHUIIBI, PXU, SIMEHS M OBCAa).

Bnaromapst aHanmm3y OaHHBIX MHOTUX aBTOPOB
(Eames, 1959, 1961; Guignard, Menstre, 1971; Nors-
tog, 1972; Stoddart et al., 1973; npuBeneHo 1o: baTbi-
ruHa, 1997a; a Taxke Itoh et al., 2005; Seldimirova
et al., 2017b; Xiang et al., 2019; Baskin, Baskin, 2021)
yIaJ10Ch BBISIBUTH ClieAyioniue GyHKIIUM OPraHoB 3a-
pObBIIIA 3]IAKOB, YHUKATBHBIX JaXKe CPEeIy OTHOMOb-
HBIX. Pob 31mmbnacra cocTOUT B YCTAHOBJICHUN CBSI3U
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3apojiblllia ¢ IHAOCTIEPMOM (pe30pOLIMsI TTPUIIETAIOIITX
KJIETOK SHAOCIIEpMa U MOMIOIIEHWE M3 HETO ITUTaTelb-
HBIX BEILIECTB), & TAKXKE TPAHCIIOPTE BOAbI K 3aPOJIbIIITY
BOJbI TIpU NpopacTaHuu. [NaBHON yHKIIMEN Ko-
JICONITWIS SIBJISIETCS 3alllUTa KOHyCa HapacTaHUs MpU
“npobuBaHUM” TIOYBBI MpoOpacTarolleli 3epHOBKOM
(Y HEKOTOPBIX BUIIOB 3J1aKOB MOXET BBIIOJIHSTH (POTO-
CUHTETUYECKYIO PYyHKILIMIO). DYHKIIMS KOJIEOPU3BI —
3allyMTa 3apOIbIIIIEBOTO KOPHS 1, BEPOSITHO, TTOCTaB-
Ka BOJIbl M MUTATEIbHBIX BEILIECTB ITPU MPOPACTAHUM.

AHanu3 cneuuuyeckux o0COOeHHOCTE aMOPUO-
reHe3a MIIEHULbl (IOPCOBEHTPAIBLHOCTb CTPOECHUS
3apoipblllia, HAYMHAS C 3UTOThI, MPOSIBISIOLIAsICS B
3aKOHOMEPHOM HAKJIOHHOM 3aJIOKEHNU KJIETOYHBIX
MEePEeropogoK IO OTHOILICHUIO K OCU IMPO3MOpPHUO,
paHHee 000co0JiecHUE IIUTKa, HAJIn4Kre crienuduye-
CKHUX OPTaHOB, IIPUCYIINX TOJIBKO 3PEJIOMY 3apOIbI-
mry 3nakoB) mo3Bosimi T.b. baTeirmHOI BBIAEIUTH
OCOOBIlA THUN 3MOpuoreHesa 3jakoB — Craminad-

! (0o6001eHus: Bateirnna, 19976, 2014).

CrenyeT Takxke MOaUYepKHYTh, yTo T.b. baTeirnHa
BIIEPBBIE pacCMOTpeIa 3apOAbIII 3J1aKOB KaK €IUHYIO
cucTeMy “SIUIEKJIeTKa—3UToTa—3apOoabIII—IIPOPO-
CTOK”, Pa3BMBAIOIIYIOCSI B MATEPUHCKMUX TKAHSIX Ce-
Msi3ayaTKa U 3apOAbIIIEBOro MeIlKa, M BHECJa 3Ha-
YUTEJIbHBINA BKJIA B IIOHMMaHMWE BOIIPOCa O CHEIU-
¢duyeckoii Tororpacuu ero opraHoB. B yacTHoOCTH,
OHAa JIoKa3aja, YTO JiaTepaJbHOE MOJIOXKEHME areKca
nobera U TEPMUHAIBHOE IIOJIOXEHUE IIUTKA B 3pe-
JIOM 3apoJiblilie 371aKOB — SIBJIeHE€ BTOPUYHOE KaK B
OHTOI€HETUYECKOM, TaK 1 3BOJIIOLIMOHHOM ILIaHE.
31mech UMEETCsl B BULY OTCYTCTBUE IIPUHIIUITMATILHBIX
pazinyuii B MpOUCXOXKIEHUM TOUKU pocTa Iobdera B
3apoAbIlle ABYOOJIbHBIX M OOHOOOJIbHBIX PAaCTEHUIA.
Taxke €10 BbICKa3aHO MHEHME, YTO IIIUTOK, KOJIEO-
pu3a U 30UbJaCT SBISIOTCS MPOU3BOAHBIMU E€IMH-
CTBEHHOI CeMSIIOJIM 3apOJbIllia, IIPUOOPETIINMU B
Mpoliecce PBOTIONNN pa3naHble GyHKUNM (batbi-
ruHa, 1997a). CinenyeT, oolHaKoO, OTMETUTh, YTO BO-
IIpoc 00 3BOIIOLIMOHHOM IPOMCXOXICHUN OPTaHOB
3apobliiia 3J1aKOB 10 CUX MOP OCTAETCS IMCKYCCHUOH-
HBbIM, U €r0 pacCCMOTPEHME HE BXOAUT B 3a7a4yu TaH-
HOM CTaTbU.

BesycnoBHO, mccnenqoBaHUs 3MOpUOTeHe3a 3J1a-
KOB C Pa3jIMYHbIX O3ULIMI TPOBOAUIUCH U B IOCTIE-
nyromue roabl (1mo: Kruglova et al., 2020a; Baskin,
Baskin, 2021). CoBpeMeHHBbIE HCCIIEIOBAHUS B OC-
HOBHOM OPHMEHTHPOBAHBI Ha BEHIIBICHUE M aHAIU3
reHOB, BOBJICUCHHBIX B MOCJeA0BATEAbHbBIC CTaIUU
pa3BUTHS 3apONBIIIeii 371aK0oB. TakK, MOJEKYISIPHO-
TreHeTHYeCKre TaHHBIe 0 paHHEeMY SMOpHOTeHe3y

1 Bornipoc o BblAeNeHMU 3MOpUOreHe3a 3J1aKOB B OTHEIbHBIN
Graminad- (Poad-) tum 3aciyXuBaeT crieliMaJbHOTO BHUMa-
HUsSI: HECMOTPSI Ha IIMPOKOE NMPU3HAHUE NAHHOTO THUIIA dM-
OpuoreHesa B pyCCKOSI3bIYHOI JiuTeparype (CM. OMOPUOJIOTUsI
LIBETKOBBIX.., 1997, 2000), B COBpeMEHHOI aHIJIOSI3bIYHOM JIU-
Teparype ero, Kak npaBwio, OTHOCST K Asterad-tuny Poa-Ba-
puauuu, no kiaccudukauuu . IxxoxanceHa (Johansen, 1950)
(cM., HanipuMep, Baskin, Baskin, 2021).
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Puc. 1. Cxema pa3BuTHs 3apo/bliiia MIeHUIbI cormacHo Graminad-Tumy smMOproreHe3a. /— 19 — cxema CTpOeHMUS 3apOobIIia
B JIOPCOBEHTPAJIbHOM CeYeHUM; 2a—6a — CTEPEOCKOINUYECKasi cXxeMa CTPOEHUsI 3apojbliiia. YCJIOBHbIE 00O3HAYCHMS: a —
anekc; abd — nasylilHasl MovYKa; aer — MPUAATOUYHBIN 3apOJBIIIEBbIil KOPEHb; ¢/ — KOJEONTWb; clr — Kojeopusa; em — 3apo-

NBIIL; emb r — 3apONBIIEBbIN KOPEHb; eph — anubiacT; / 1, [ 2, P TIEpBbIE JIMCThSI TUTIOMYJIBI; /g — JIUTYJA; Fc — KOPHEBOM Yex-
JIMK; S¢ — IIUTOK; su — cycrieH3op. I1o: bareiruna, 2014, ¢ usMmeHeHussMu. [1osicHeHUs B TEKCTe.
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KYKYPY3bl UCITOJIB3YIOTCS I PEIISHUST BoIpoca o0
aKTUBAllMM 3UTOTUYECKOTO TeHoMa pacTeHuit (“zy-
gotic genome activation”, unu ZGA). Mcnonb3ys 3a-
POIBIIIN KYKYPY3bl B KAUECTBE MOIECILHOM CUCTEMBI,
nccaeaoBaTenau nposeiu cekBeHupoanme PHK ra-
MET, 3UTOThI, alIMKAJILHOM 1 0a3aJIbHOM KJIETOK JIBY-
KJIETOYHOTO 3apOJIbIIIIA C ILIEIbI0 M3YUYCHMS UX TpaH-
CKpUIITOMOB. B pesyiibTare cKpynyJie3HOTO aHajlIu3a
BPEMEHHBIX ITaTTEPHOB KCIPECCUM MHOXECTBA Te-
HOB OBIIIO yCcTaHOBJIEHO, 9T0 ZGA HaumHaeTcs yxKe
yepe3 12 4 11ociie OonbIIEHUS U IIPOMCXOIUT OYSHbB JU -
HamMn4yHO. KpoMe Toro, aHajin3 ypoBHEM 3KCIIPECCUN
T€HOB CUTHAJIbHBIX IyTEl IT03BOJINJI BEISIBUTH T€HBI-
perynsaTopsl ceMeiictBa WOX, roMoJIOrMIHEIe TeHAM
3aponepliia Arabidopsis thaliana. bbuin TakxKe UIeH-
TU(UIUPOBAHBI TeHBI ceMeiicTBa MAB (ZmMABI-3,
ZmMAB6 v ZmMAB24), sxcripeccupyeMble B 6a3aib-
HOM KJIETKE IBYKJIETOYHOTI'O 3apObIlla 3TOrO 3j1aKa,
¥ IIPEANOJIOXUTEIFHO YIACTBYIOIINE B IIO3UITMOHUPO-
BaHUU BepeTeHa JEJICHUS TIpU IIePBOM aCUMMETPUY-
HoMm gaeneHuM 3urotbl (Chen et al., 2017). U3yuyeHue
TPAHCKPUIITOMA aKTUBHO IIPUMEHSIETCS U IO OTHOIIIe-
HUIO K TTI03THEMY SMOpHoreHe3y KyKypy3hbl. Tak, cpaB-
HUTEILHBIMU HMCCICIOBAaHUSIMU TPAHCKPUIITOMOB CE-
MSTH KyKYypy3bl JUKOTO THUIA U MyTaHTa waxyl c BoC-
KOBUIHOCTBIO 3€pPHOBKHM BBISIBJICHBI 2457 TeHOB,
I depeHLINaIbHO KCIIPECCUPYEMbBIX B 3PEJIBIX 3a-
pOIbIIIaX MyTaHTa M yYacCTBYIOIIUX B (popMHpOBa-
Hun BockoBuaHocTH (Gu et al., 2020). Tpanckpur-
TOMHBIII aHaIU3 3aJI0KEHUS arieKca 3apOAbIIIEBOrO
KOpHS B IIO3OHEM 3MOpHUOTreHe3e KYKYpPy3bl JUKOIO
TUIA B CPABHEHUM C MO3AHUM SMOPHUOTEHE30M MY-
TaHTa rfcs, JIUIIEHHOIO 3apOAbIIIEBOr0 KOPHS, M03-
BOJIMJI YCTAHOBUTH CHeHU(pPUIECKNE M3MEHEHUS B
JIVMHAMMUKe aKTUBHOCTU T'€HOB B 3apOJIbIIIaX KaxKI0ro
reHoruna (Tai et al., 2017).

B nuteparype npeacraBieHbI U pe3yabTaThl MOJIe-
KYJISIPHO-TEHETUYECKOTO aHaJIn3a pPa3BUBAIOIIMXCS
3aponbineit puca. MoeHtudumpoBaH, HampuMep,
reH OsASGR-BBML 1, BoBiie4eHHbII B caMblil paHHUIA
3SMOpHOTeHe3, 1 OLIEHEHO €T0 BIWSIHUST Ha MHIYKIINIO
nenenuii 3urotel (Deushi et al., 2021). Takke BelmesieH
reH GLE4/MPK6, yaacTByloluii B paHHEl KJIETOUHOM
mnddepenumanmu 3apoapiia (Ishimoto et al., 2019).
Y MyTaHTOB pHICa C THTAHTCKUMM 3apOIBIIIIaMU KJIO-
HUpoBaH reH GE, KOHTpoJIupyloluii pa3mep 3apo-
npima (Hu et al., 2021).

MoekyasipHO-TreHETUYEeCKUE UCCEeI0BAHUS OM-
GpuoreHe3a MIIEHULbl YCIOXKHEHBI MOIUIIOUIHO-
CThIO TEHOMOB TIpeICTaBUTE/IC 3TOro poaa (rekcar-
JIOUJHBIII TeHOM Yy BUAOB MSITKOI NILIEHUIIbI U TET-
paTUTONIHBIN TeHOM Y BUIOB TBEPAOM IILIEHULIBI, ITO:
Yuetal., 2020 u MH. 1p.). BpTM BEIMOJTHEHBI CpaBHU -
TeJIbHbIE SKCIIEpUMEHTAJIbHbIE UCCIIEIOBAHUS COOBI-
TUIA aJlbTepHATUBHOIO CIUIAiCMHIA y 3TOrO pacTe-
aud. 1o ux pe3yapTaTaM OBLIO BRICKA3aHO MHEHUE,
YTO YCJIO)KHEHME TEHOMOB B XO/I€ 9BOJIIOLIAM ITIISHM -
LIbI, 00YCIIOBJICHHOE MTOJIUTUIONAN3aIINEN, IIPUBEIIO K
PACXOXIEHUSIM B PEryJISILIMA SMOPHUOTreHe3a Ha yPOB-
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HEe T€HOB M TPAHCKPHIITOB HE TOJBKO MEXIY TeTpa-
IJIOUJIHOW M TeKCarIOUAHOW MNIUeHULAMU, HO U
MexXay rmoareHomamu ogHoro Buaa (Gao et al., 2021).
B 10 ke BpeMs1, HECMOTPSI Ha CIIOXHYIO HOJIUILIONI-
HYIO apXUTEKTypy T€HOMOB, MOJEKYISIpHbIE HCCIIe-
JIOBAaHUSI Pa3BUBAIOLIMXCS 3apOJAbBIIICii ITIICHUIILI
TaKoKe MPoBOAATCs. Tak, M30JMpPOBaH TOMEOOOKCHBIM
reH TaWOX5, ydacTByIOIIMi B KOOPAUHALIMY COOBITUIA
B x0le paHHero aMbpuoreHesa (Zhao et al., 2014), BbI-
aBiaeHbl TeHbl CD913555, CD905348, AY148491.1
(Yuet al., 2016) u 179 renoB rpynnel TalLEA (Liu
et al., 2019), npuHUMaloIIME y4acTHe B CUHTE3€ psiaa
0EeJIKOB XO/e M03IHEeT0 SMOpHOTeHe3a.

He octaBieHbl 63 BHUMaHUS uccienoBareieii u
TeHBI, KOHTPOJMPYIOIINE CBI3M MEXIY pa3BUBalO-
IIUMMUCSI 3apObIIIEM U 3HIOCIIEPMOM, HallpuUMep, Y
Kykypy3bl (Doll et al., 2020; Zheng, 2021; Wang Q. etal.,
2022) n mmenunbl (Xiang et al., 2019; Gao et al.,
2021). OmHako aHaaU3 3TOr0 MHTEPECHOTIO, HO J0-
CTaTOYHO cHelM(UYECKOTo HalpaBIeHUsI UCCIeI0-
BaHWII HE BXOIWUT B HAIITA 3a0a4u.

3aMeTHM, YTO aBTOPbI pACCMOTPEHHBIX BhIIIIE pa-
60T, TTOCBSIIEHHBIX BBHISIBICHUIO U aHAJIU3y T€HOB,
BOBJIEYEHHBIX B Pa3BUTUE 3apPOIBIIICH, HE BBIICIISIIOT
cTaguu SMOpUOreHe3a U3yYeHHBIX 3J1aKOB. B MeTonu-
YeCKOI 9acTh OHU COOOIIAIOT O “He3pesioM/3peIoM
3apoibliie”, “paHHeM/TIO3IHEM 3MOpuoreHese”, 6e3
yKa3aHUsl KaKUX-JIN60 MOpGOJIOTUUYEeCKUX UIU Bpe-
MEHHBIX ITOKa3aTesieil. B 3Toii cBsI3M IMpoaHaIu3nupo-
BaTh IpeICTaBJIeHHBIE Pe3yIbTaThl C MTO3ULIUN KPHU-
TUYECKUX CTAaAU SMOpHUOTeHe3a 3JIaKOB — LeJI TaH-
HOI cTaTbM — K COXAJIEHUIO, HE IIPeICTaBIIsieTCs
BO3MOXHBIM.

Crnenyer MOAYEPKHYTh, YTO MOJIEKYJISIPHO-TEHE-
TUYECKUE MCCIIeAOBaHUSI SMOpUOreHes3a 3JakoB BCe
K€ OTHOCUTEJIbHO HEMHOTOUYUCJIEHHbBI, B CDABHEHUMU,
HalpuMep, C aHAJIOTMYHBIMU MCCIENOBAHUSIMMU JABY-
IoJibHOTO pacteHust Arabidopsis thaliana (Kao et al.,
2021 u MH. Op.). B To Xe BpeMs1 saMOpHOTeHe3 371aKOB
U3y4YeH JOCTATOYHO XOPOIIIO C MO3UIIMIA OMMCaTETbHOM
MOpGOJIOTUU U CTPYKTYPHO-(DYHKIIMOHAIBHBIX OCO-
OeHHOCTel creluUIecKUX 3apOabIIIeBbIX OPraHOB.
IMonyyeHHble JaHHbIE TO3BOJWIU pa3paboTarb He-
CKOJIBKO TIepUoau3alivii SMOpUOreHe3a 371aKoB.

Ilepuodusayuu smbpuoeeresa 31aK08

OjgHa U3 TIePBBIX TTepUOAU3ALINIA Pa3BUTUS 3aPO-
IBIIIA 3JIaKOB IIpUBeaeHa B padote Y. MU3yIImMebI ¢
coaBTopamu (Mizushima et al., 1955), BeiaenuBIIN-
MU B 3MOpuoreHe3e puca aBa mepuoma. Bo Bpemst
IIEPBOTrO Mepuoaa, IMPUXOMAIIerocs Ha 9 cyT mocie
OIUIOJOTBOPEHUST (CKOpee BCEero, 3TOT BPEeMEHHOI
MHTEPBAJI IIUpe. — ABT.), IPOUCXOOUT MOP(OIOr-
yeckasd M pusnonsornyeckas auddepeHInanus op-
raHOB 3apojblllia, TOrna Kak BTOPOIi Iepuo, Ipuxo-
pgamuiicss Ha 10 cyT mo co3peBaHMsI 3apoiblia (Ha
Halll B3IJISIA, U 3TOT BPEMEHHOII MHTepBaJl IIUpe. —
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ABT.), cBsI3aH C IposiBiieHneM (GyHKLM 1uddepeH-
LIMPOBAHHBIX U Pa3BUTHIX 3apPOAbIIIEBLIX OPTaHOB.

Ilo3nHee OBLIM MpemIoKEeHBI OoJjice NeTalbHBIC
nepruogu3aluy SMOpHOTeHe3a IIpeACcTaBUTENIE 3TO-
ro cemeiicrBa. B wactHoctu, T.b. bareirnaa (0600-
meHue: 1997a), caenysa tepmunHonoruu P. Cyaxa
(Soueges, 1939), Bblmenunaa B pa3BUTUM 3apojblilia
371aKOB JIBe (pas3bl: mepBUYHaAg quddepeHIInanst, im
O1actoMepuzaisi (OT (OPMUPOBAHUSI 3UTOTHI 10
000c00JIcHIST 3MOpHOIEPMbl B MHOTOKJIETOYHOM 3a-
ponpliiie) u opraHoreHes (oT nugdepeHIIaII TUCTO-
T€HOB B MHOTOKJICTOYHOM 3apObIlle U 000CO0IeHUS
3a4aTKOB OPraHOB IO TKaHEBOM auddepeHIrannmu
opraHoB). CieayeT OTMETUTD, YTO TEPMUH “0JIacTO-
Mepu3alusi” B SMOPUOJIOTUN paCTeHUIA TPUMEHSIET-
Csl TOCTaTOYHO YCJIOBHO, ITOCKOJIBKY, B OTJIUYHE OT
XKUBOTHHBIX (Harpumep, Gilbert, 2018), B xone paHHe-
ro pa3BUTUS 3apobllia 6JacTOMEpPHhl KaK pe3yJbTaT
JIPOOJICHNSI 3UTOTHI Y IIPOU3BOIHBIX KJIETOK Y pacTe-
Huii He popmupyloTcs. [TomuepkHeM MHEHME aBTOpa
0 TOM, YTO BO BCEX CJIOXKHBIX ITPe0Opa30BaHUSX, TPO-
HUCXOISIINX B XOJe 3MOpHOreHe3a, ONpeIeIsIonIyio
pOJIb UTPAIOT IIOCIEAOBATEIbHBIC N3MEHEHHSI PUTMA
MUTOTUYECKON aKTUBHOCTH 1 OPUEHTALIUS KJIETOYHBIX
JIeJICHUI B pa3HBIX 00JacTsIX (KJIacTepax) 3apojbliiia,
YTO ¥ 00YCJIOBIINBAET KaK JOPCOBEHTPAIbHOCTD CTPOES-
HUsI, TaK U (hOpMUpPOBaHUE CrieU(PUIECKUX OPraHoOB
3pEI0Oro 3apObIIlia 371aKOB.

H.H. Kpyrnona (2012), comoctaBuB Mop¢doMeT-
pUYeCcKHWe M BpeMEHHBIC MoKa3aTeau (IIMHa 3apo-
IBIIIa, CYTKH TTOCJIE OIMbLUICHUS ), a TaKKe MOP(hOTH-
CTOJIOTMYECKHME IOaHHbIE II0 Pa3BUTHUIO 3apObIlIa,
MPEeaI0XKUIa BBIACISITh B OSMOPHUOTreHE3€ MIIMEHUIIBI
aTan HeaudepeHIMPOBAHHOTO 3apoAbliia (CTaguun
3UTOTHI, IBYKJIETOYHOIO, YeTHIPEXKJIETOUHOTO, MHO-
TOKJIETOYHOTO 3apObINIa), 3Tall MOP(OIOrndecKoin
nuddepeHIIMallMU  3apoAbllia (CTaauu paHHEro,
CpEIHETO U 3aBeplleHNs OpraHOTeHe3a) U 3Tan Jud-
¢dhepeHIIMPOBAHHOTO 3apoblIiia (cTaauu chopMUpo-
BaHHOTO 3apOoJkbIllia U 3peJioro 3apoakniia). Ciaenyer,
OIHAKO, OTMETUThH, YTO Ha3BaHUE CTAIUMU “MHOTO-
KJIETOUHBIN 3apOAbIII” HE COBCEM YIAUHO, ITOCKOJIb-
Ky Ha BCeX MOCIeIYIONINX CTaausIX SMOpHUoreHes3a 3a-
POIBIIIN TAKXKE SIBJISIFOTCSI MHOTOKJIETOYHBIMU.

HeoGxomuMo TpoaHaIn3nupoBaTh HEMHOTOYMC-
JICHHBIE, HO OYeHb OOCTOSITEJIbHBIC MCCIEHOBaHUS,
CBSI3aHHbIE C BbIACICHUEM CTaauit 9MOpUOTeHe3a psi-
J1a 3JTAKOB ITPU COCTaBJICHUH ITPOCTPAHCTBEHHO-BpE-
MEHHBIX aTJIacoOB 9KCIIPECCUU TeHOB Pa3BUBAIOIINX-
csl 3epHOBOK. Tak, IJIsi KyKypy3bl IMKOTO TUIIA ObLIT
MIPOBEACH aHAIN3 TPAHCKPUIITOMOB 3apObIIICii, SH-
IocriepMa 1 TKaHei ceMeHU Ha HECKOJIBKUX CTaTUSIX
pa3BUTUSI 3epHOBKU: paHHel (ot 0 mo 8 cyT mocie
onbuIeHus), cpeaHeit (ot 10 go 28 cyT mocie onbuie-
Hus) u mozaHeit (ot 30 mo 38 cyT mociie OnbLICHMS ).
BaxxHO OoTMeTUTb, YTO B Mpeaeax CTaauii pa3BUTHUS
3epHOBKHU aBTOPBI BRIIEIWIN a3y MopdoreHes3a 3a-
ponpia (ot 10 1o 20 cyt mocie onbuieHus) U a3y

KPYTJIOBA u np.

co3peBaHMs 3aponabiiia (0T 22 1o 38 cyT Imocje OmbI-
neHus ). UccinegoBaTesin BeISIBUIIN, OXapaKTepru30Ba-
U U BHecau B atiac 26105 reHos, crienuduyecku
SKCIIPECCUPYIOIINXCI Ha TOI WIM MHOM CTaguM pas-
BUTUS 3¢pHOBKHU. [Tpyr 3TOM OBLIO TPOIEMOHCTPUPO-
BaHO IuddepeHIaTIbHOEe U3MEHEHUE TPAHCKPUII-
TOMa B XOJI€ Pa3BUTHUS Y 3apOoAblllla, SHIOCIEpPMA U
nepukapiia. B To ke BpeMs usyyeHue naTrrepHa ak-
TUBALIMU T€HOB, CITIEN(PUIECKU CBSI3aHHBIX UMEHHO
¢ pazamu MopdoreHe3a 1 CO3peBaHU 3apOIbIIIa, He
BXOJIMJIO B 33J1a4M aBTOPOB. YKa3bIBACTCSI JIMIIIb, YTO
¢aza MopdoreHesa cBsI3aHa ¢ aKTUBHBIM CUHTE30M
JHK, xireTounbIMU AeaeHUSIMA U TudepeHIaIneii
TKaHeil 1 OpraHoB 3apojbIllia, a BO BpeMs a3kl co-
3peBaHUsI NPOUCXOAUT aKTUBHBIN CUHTE3 3aITaCHBIX
BemiecTtB (Chen et al., 2014b). ITo3gHee, ncnoab3ys
BpEMEHHOE paspellleHre ¢ MHTEPBaIoM B 4—6 4, ar-
Jlac ObIJI YTOUHEH JAHHBIMU O TOM, 4TO 22790 reHOB
SKCIIPECCUPYIOTCST B XOIE€ CAMOIO PaHHETO Pa3BUTUSI
3ePHOBKH, YK€ B TEUEHHE MEPBBIX 6 CYTOK ITOCIIE OIbI-
JeHust. [1pu a3ToM onpeneneHHbIC TeHbBI CIeM(pUIeCKI
SKCIIPECCUPYIOTCS TIPU  ABOMHOM OITIONOTBOPESHUU
(160 reHOB), 00pa30oBaHMM LIEHOLMTA BSHAOCIIEpPMA
(22 reHa), oOpa3oBaHUM KJIETOK B BHIOCHEpPME
(112 renoB), nuddepeHIaly OpraHOB 3apOIbliia
(59 renon) (Yi et al., 2019).

biuke K Teme Halllero 063opa HaxXOOSATCS CTAaThbU,
MOCBSIIIIEHHBIE pa3pabOoTKe aT/iaca SKCIIPECCU TeHOB B
XOIIe SMOpHOTeHe3a M Pa3BUTHUSI 36PHOBOK 2-X BUIIOB
MNOJUIIJIOMIHBIX MINeHUL (reKcariougHoit Triticum
aestivum 1 TeTparutounHoit 1. turgidum var. durum), a
TakKe 3-X BUIOB IUIUIOUIHBIX 371aK0B (7. monococcum,
Aegilops speltoides, Ae. tauschii) — npenmnojaaraeMbIxX
MIPEIKOB IMOJIUILIONAHEIX IieHuI (Xiang et al., 2019;
Gao et al., 2021). OcHoBHag 1Ie7Ib 3TUX PadOT COCTO-
sjla B BBISIBICHUU 3BOJIIOLIMOHHOIO PacXOXACHUS
IIpOorpaMm 3KCIPEeCCUM IEHOB, OlLIEHKE BKjIana cyore-
HOMOB A, B n D B pa3BuTHne 3¢pHOBKM ITOJTUTIIONI -
HBIX MIIEHMWI], a TakKXe aHajn3e aJbTepHATUBHOTIO
CIUIaiicMHra B pa3BUBAIOIINXCS 3epHOBKaX. B To ke
BpeMsl BbI3bIBAa€T MHTEPEC pa3paboTaHHAs aBTOpaMU
nepuoau3anusi 3MopuoreHe3a 3yiakoB. Ha ocHoBe
aHanM3a MOP(Q OJIOTUYECKUX IIPU3HAKOB 3apPOABIIICH,
NpOBEAEHHOI0 METOAAMU CBETOBOI Y CKAHUPYIOLIEN
3JIEKTPOHHOII MUKPOCKOIIMM, B Pa3BUTUU 3apPOJIbI-
1€ BBIIECJICHBI CEMb CTaAWM: OBYKJIETOUYHBINA 3apO-
IIBIII, TIPOAMOpPHO, TIepexod K OpraHOreHe3y, “paH-
HUI 1ucT”, “cpemHuit tucTt”, “nmo3gHuii 1McT”, 3pe-
nbiii 3aponbiir. IIpm 3ToM Bo3pacT 3apodbliicii
WICYMCJIISIIICS B CyTKaXx IOCJIe OoIbuieHUs. JIis1 Kaxmo-
ro U3y4eHHOTI'0 BUAAa aBTOPHI BLISIBUJIA HE TOJIBKO 00-
Iee KOJMYECTBO T'€HOB, KCIPECCUPYEMBIX Ha BCEX
cTagusax pa3BuTus 3epHOBOK (o1 11129 no 27897, B
3aBMCUMOCTH OT BHUA), HO U ITyJI T€HOB, CrieLpuy-
HBIX MMEHHO 115 3apoabliiieii (oT 271 go 995, B 3aBu-
cuMocTtu oT Buma). OTMETUM TOT MHTEPECHBIM, Ha
Hall B3IIs1A, (aKT, YTO OOJIBIIMHCTBO ClIeIM(PUIHBIX
JIUIST 3apOJbIIIeii TeHOB BBISIBJICHBI Ha CTagUsIX IBY-
KJIETOYHOTIO 1 3peJjIoro 3apoibliieii. B xome aHanusa
OHTOTEHE3 Ne 6
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TPAaHCKPUIITOMOB MPOIEMOHCTPUPOBAHBI JOCTOBEP-
Hble pa3Inyusl B TPAHCKPUMILIMOHHBIX MporpamMmmax
BO BpeMsI KaxKI0i BEIAEICHHOI cTanyuy SMOpHOTreHe -
3a, B COMOCTaBJIEHUH C pa3BUTUEM SHIOCIIEpMA U Te-
pukapma. Kak rmomuepkuBaioT aBTOpbI, UMEHHO CTa-
Iust sMOpuoreHesa (a He KOHKpeTHBbI TeHOM/CyOre-
HOM) BaxHa IjId marrepHa auddepeHInaaIbHON
SKCIPECCUU TEHOB B Pa3BUBAIOIIMXCS TKAHSIX 3€p-
HOBKM M3yYeHHBIX 3JIaKOB. YacTWUYHO 3TH pabOTHI
IIpOoaHaIU3UPOBAHbBlI HILKE, B CBSI3U C BBIICIICHUEM
KPUTUYECKUX CTaarii SMOpuroreHes3a 3/J1aKoB.

Takmm o6pa3om, CTAaTIUIHOCTD Pa3BUTHS 3aPOJIHI-
L€l HAXOAUT CBOE OTpaXXeHUE BO BCeX MpOoaHaIN31-
POBAHHBIX TIEPUOAU3ALMUSIX 3MOPUOTEeHEe3a 3J1aKOB,
pa3IuYalolIuXCsl KPUTEPUSIMU BbIICACHUS CTaaUii
SMOpHOreHe3a.

B uienoM, cpean HOKPBITOCEMEHHBIX PACTEHUM
3JIaKU BBIICIISIIOTCSI OCOOCHHOCTIMM KaK IIpolecca
aMbpuoreHesa (yHukaiabHbili Graminad-Tuin), Tak u
CTPOEHUS 3PEJIOro 3apOIbIIIa, OPraHbl KOTOPOTO CBOIi-
CTBEHHBI TOJIBKO IIPEACTAaBUTENISIM 3TOTO CEeMeMcTBa.
IIpemioxeHbl pa3nWYHbIE HNEpUOAU3ALUNA 3MOPUO-
reHes3a 3JIaKOB, OMHAKO €AuHasl Iepruoau3alus OT-
CYTCTBYeT (B OTJIMYME, HAIIpUMEpP, OT SMOpHUOTreHe3a
IBYIOJBHOTO pacTeHust Arabidopsis thaliana, 110:
Harnvanichvech et al., 2021). Ilo-BuguMomy, BO
MHOTOM 3TO OOYCJIOBJICHO HE TOJBKO CIeLIM(MUKOI
SMOpHoreHe3a 1 OpUTMHAIBLHON CTPYKTYPOM 3apo-
JbIIIei 31aKOB, HO U MCIOJb30BaHUEM Pa3IMUHBIX
KpUTEepUEB IS BBbIACIACHUS CTaguii WX pa3BUTHSL:
BpeMsI TI0CJIe ONbLISHUs, MOp(OoMeTpUIeCcKUe mapa-
METpPbI, CTPYKTYPHBIE ITOKa3aTean (YMCIIO KIETOK U
XapakTep OeJICHUId, TUCTOJOTMYEeCKHUEe W3MEHEHMUS,
3aKianka u guddepeHIUanns TeX WIM UHBIX Opra-
HOB), 9KCIIpeCCHUs TPaHCKPUITLIMOHHBIX (paKTOPOB U
Ipyrux cnenu@uyecKux reHoB U Ap. MeTogudeckas
MIPaBOMEPHOCTb MCHOJB30BaHUSI 3TUX KPUTEPUEB
MONTBEPKIAETCS SKCIIEPUMEHTAIBHBIMUA TaHHBIMU 10
CTPYKTYPHO-(YHKLIMOHAJIBbHONW OpraHM3aluu KJe-
TOK ¥ OPraHOB pa3BUBAIOIINXCS 3apOIbIIIEHi 371aKOB,
a Takke JaHHBIMM 110 AuddepeHLInanbHON KCIpec-
CHU T€HOB B X0f¢ pa3BuTus. TeM He MeHee, I10 HalleMy
MHEHUI0, OoJjiee TMepCreKTUBHA BbIPAaOOTKA €IUHOTO
MOaXona K PEIIeHUIO ITPOo0JIeMBbl ITIEpUOIN3AlINI M-
OpuoreHes3a 37akoB. Takasl repuoau3alus IOJKHA
YYUTHIBAaTh KOMIUIEKC KpuTepreB. OgHako 0a30BbI-
MU JOJKHBI CTaTb OCHOBHbIE MOpP(OTeHEeTUYEeCKUe
COOBITHSI, TIPOMCXOMSIINE B 3apOIbIlIe Ha KaxKIOu
CTaIuU Pa3BUTHUSI U Ha KaxXIOM yYpOBHE OpraHM3a-
muu. [1pu 3TOM 0c000€ BHUMaHME CIeayeT YAeINTh
TaKOMY Ba>kHOMY KPUTEpPUIO, KaK I10CJIeIoBaTe/b-
HbI€ U3MEHEHUS PUTMOB MUTOTUYECKOM aKTUBHOCTH
M OPHUCEHTALIMM KJICTOUHBIX ASJICHUI B pa3HBIX KJla-
cTepax 3apoabiima. MMeHHo 3TOT KpUTepuii ObLI I10-
JIOXXEH B OCHOBY II€pUOAM3aLIIM SMOpHUOreHe3a 3J1a-
koB T.b. batbiruHoit (06001eHus: 1997a, 2014).
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Kpumuueckue cmaouu amopuozene3a 31aK08

IMpoGnema KpUTUYECKUX CTanuii 3MOpUOTEeHE3a
IIBETKOBBIX pacTeHUIT meTanbHO pa3padboraHa T.b. ba-
TeirHOM U B.E. Bacunbesoit B 1983—2014 rr. (0600-
meHus: Batygina, Vasilyeva, 2003; bateiruna, 2014).
HccnenoBarenu nosnaraiv, 4To B 3BOJIOLMA 3apObl-
LIEH BETKOBBIX PACTEHUN MOXHO BUIETh CTaHOBJIE-
HUe ABYX o01IMx (a3 — MpoaMOpUOHAILHOM (61acTo-
Mepu3alus) W SMOpPHOHAIbHOII (OpraHoreHe3) —
BKJTIOUAIOIINX OOIIINE U CITeU(PUIeCKIe KpUTUYECKUE
nepuoabl U cranuu. Borpoc, yeM MOXHO OObSICHUTD
CXOZICTBO OpraHM3allMy 3apoJbliilia y BCEX COBPEMEH-
HbIX paCTeHU I (HarpuMep, pe3yJbTaTOM Mapasjesb-
HOIi 3BOJIIOLIMU WU OOIIHOCTBIO TIPOUCXOXICHUS,
mo: TepexuH, 1996), 110 MHEHUIO aBTOPOB, OCTAETCS
OTKPBITBIM.

B ocHOBY BhIIeNneHUs KaK OOILINX, TaK U CIEIIM-
dUYEeCKUX KPUTUYECKUX TMEPUOIOB 3MOpUOreHe3a
T.b. BareirnHoit 1 B.E. BacuineBoii monoXkeH MOIXox,
YYUTBIBAIOIUI MopdoreHeTHudeckKrue U Mopdodu-
3MOJIOTUYECKIE KOPPEISILMU B Pa3BUTUM 3apOIbIIIIA.
KputnueckMu ctagusiMy aBTOpPBI Ha3bIBAJIM OTPE3KU
BPEMEHU, XapaKTEPUIYIOIIUECS CMEHOU CTPYKTyp-
HO-(YHKIIMOHAJILHBIX XapaKTepPUCTUK CaMOTO 3apO-
JBIIIA U OKPYKAIOIIMX €ro TKaHeil CeMeHU U IJI0a.

OnHoi1 N3 BaxXHENIINX KPUTUIECKUX CTATUA 3M-
OpuoreHe3a LIBETKOBLIX pacteHuil T.b. bareirmna n
B.E. BacuibeBa cuuTaau cTaaguio aBTOHOMHOCTU. B
JIAaHHOM CJIydae aBTOHOMHOCTb — 3TO 0CO00€ CTPYKTYP-
HO-(YHKIMOHAILHOE U MOP(PO(DHU3UOJIOTHTUECKOE CO-
CTOSTHUE Pa3BUBAIOIIETOCS 3apojbiiia (HOBOTO CITIOPO-
¢uTa), CITocCOOGHOrO K CaMOPETYJISILINY, HE3aBUCHMOTO
OT OKPY2KAIOIIMX TKAHE#, CHIOCOOHOI0 3aBEPIIUTh HOP-
MaJIbHbIA SMOpUOreHe3 BHE MAaTEPUHCKOIO OpraHu3-
Ma U pPa3sBUTHCS MPU 3TOM B HOPMaJbHOE pacTeHUE
(o6006mmeHus: Vasilyeva, Batygina, 2006; bateiruna,
2014). B atux pabotax aBTOPHI MOAHSUIM BOIPOCHI
SBOJIIOLIMY aBTOHOMHOCTHU 3UTOTHUYECKOI0 3MOpHO-
reHe3a Kak 2JTalla aBTOHOMM3allMMd OHTOI€He3a
(B cBete uneii .. IllImanbrayseHa, 1982), Boigese-
HUS MOHSAATUM OTHOCHUTEJIbHOM M IOJIHOM aBTOHOM-
HOCTH 3apOJIbIIIEi IIBETKOBBIX pacTeHnil. OTMETHM,
YTO TEPMUH “aBTOHOMHOCTb” MPUMEHUTEIBHO K 3a-
pOHOBIILYy pacTeHHi ObUI BHOEPBBIE IIPEIJIOXKEH
T.b. bateiruHoii B 1975 1., a B najibHeiIIeM HEOTHO-
KpaTHO oOcyxXaajcs B JIuTepaType (IoapoOHee CM.:
Vasilyeva, Batygina, 2006).

I[MonpoOHEIIT aHAJIM3 3TOrO HAIIpaBJICHUS UCCIe-
nosanmii 1aH B padbore H.H. KpyrnoBoii ¢ coaBTopamu
(Kruglova et al., 2020b), B KoTopoii Ha MpuMepe 371a-
KOB IIpOaHAJIM3UPOBAHbBI SKCIEPUMEHTAJILHEIE CIIO-
COOBI BBISIBJICHUSI KPUTUYECKOI CTaaAu aBTOHOMHO-
CTH 3apoJblllia HA OCHOBE pa3jIUYHBLIX KPUTEPUECB, a
TakKe MOP(OJIOTMYECKUIA, TMCTOJIOTMYECKT 1 hu-
3MOJIOTMYECKU1 (TOPMOHAIBHBII) CTaTyC aBTOHOMHBIX
3apogpblieii. B To xke Bpemsi cienyer elie pa3 o0paTUTh
BHMMAaHUNE Ha TOT (baKT, YTO CTAAUSI aBTOHOMHOCTH 3a-
poabIllIeii MpeacTaBUTENIE 3TOr0 CeEMEMCTBa CoOBMNa-
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JlaeT co cTaaueil cpenqHero opraHoreHesa (CoryiacHO
nepuonusaiu: Kpyriosa, 2012), 4To0 COOTBETCTBYET
15—17-M cyTKaM Tiocjie OIbUICHUSI. DKCHEPUMEH-
TaJIbHO Ha OOLIIMPHOM KOJIEKIIUY TIEHULIBI Pa3HbIX
T€HOTUIIOB YCTAHOBJIEHO, UYTO 3apOABIIIN 3TOW CTa-
I 3MOpUOTeHe3a B YCIOBUSX in Vitro 3aBepllialoT
CBO€ Pa3BUTHE BHE JOHOPCKOTO pacTeHus U popMu-
pYIOT TOJIHOLIEHHbIE (QepTUIbHbIE pEreHepaHThl
(KpyrnoBa, 2014). TucTosorMmyecKMMM MeTOIaMU
BBISIBJIEHO, UTO Y TaKWX 3apoipliieii auddepeHmpo-
BaHbI Bce opraHbl (Kpyriosa u ap., 2018), a MeTogamu
WMMYHOTUCTOXMMUM B HUX BBISIBJIEHA JIOKAJTIU3ALIMS
9HJIOT€HHBIX TOPMOHOB — WHIOJMWJI-3-YKCYCHOM
(MYK) u abcumuzoBoit (ABK) kucnot (CenpaumMupo-
Ba u 1p., 2017).

ITIpaBOMEpPHOCTh BBIIEICHUSI CTAaAWU CpPEIHETO
opraHoreHe3a B Ka4eCTBe aBTOHOMHOM M KPUTHYEC-
CKOI1 KOCBEHHO MOATBEPKIAeTCS JaHHBIMU JIMTEpa-
TYpbl IO MOJICKYISIPHO-TEHETUUECCKUM XapaKTepH-
CTHKAaM 3apOJbIllieil MIIeHNIIBI HAa CTaauu “CpeaHuiA
JucT” (Cynsl Mo MpeacTaBICHHBIM PUCYHKaM, COOT-
BETCTBYET CTAIMM CPEIHEro opraHoreHe3a. — ABT.).
B takmx 3apoppliiax BbISIBJIeHA ITOBBIIICHHAS 3KC-
npeccusgs reHoB cemelictB MYB, BHLH, NAC,
WRKY, MADS u bZIP TF, cBsi3aHHBIX C CUHTE30M
KpaxMajia U 3aracHbIx 6enkoB (Xiang et al., 2019).
BDTO CONPOBOXIACTCS MTOBBIIIIEHUEM YaCTOThI COOBI-
TUMA aNbTE€PHATUBHOIO CILJIAMCHUHIA B 2HIOCIIEPME,
YTO TaKKe€ MOXKET BHOCUTD BKJIaJl B PETyJISILINIO CUH-
Te3a Kpaxmaja M 3anacHbix 6enkoB (Yu et al., 2020;
Gao et al., 2021), a B 1IeJIOM CBUAETEIbCTBYET O MO-
BBILLIEHHOM MeTa0oJIM3Me Ha JTaHHOM CTaguu pa3BU-
THUsl. AHAJIOTUYHBIE TaHHBIE IIPEICTaBIeHBI B padoTe,
MOCBSIIIEHHOM YIBTPACTPYKTYPHBIM UCCIEIOBAHUSIM
KJIeTOK (hOPMUPYIOIIUXCS 3apOABIIICii ITIICHUIIEL.
BrisiBiieHO, 4TO Ha CTaguy CpPegHEro OpraHoTeHe3a
KJIETKY IIMTKA COmepKaT JIMIMMIHbIE KAIUIM U KPYyII-
HBIE aMWIOILIACTHI, aKKyMYJMpPYIOIIUE Kpaxmall
(Seldimirova et al., 2017b).

BaxxHo nomyepkHyTb, 4TO IpeacrasieHus T.b. ba-
TeiTHOM 1 B.E. BacuibeBoii 0 KpUTUYECKIX CTATMSIX
pa3BUTHUS 3apojplilia 1IBETKOBBIX PACTeHUI CBOIU-
JIUCh HE TOJIbKO K Hliee 00 aBTOHOMU3AIU1 39MOPUO-
reHe3a. OHM TakxKe BHECJIU BKJIa/l B pa3BUTHE TEOPUU
I1.T. Ceetnosa (1960) 0 KpUTHYECKUX MTEPUOAAX DM-
OpuoreHe3a, B OCHOBY BbIIEJIEHUSI KOTOPBIX MOJOXKEH
KPUTEPUii MOBBIIIEHHON YYBCTBUTEIBHOCTU KJIETOK
3apojpliiia (y aBTopa — 3apOAbIIa )KUBOTHBIX) K BO3-
NeCTBUIO0 HeOJaronpusiTHbIX (haKTOPOB BHEIIHE
cpennl. Pazpaborannoe T.b. bareirnnoit n B.E. Ba-
CUJIBEBOM TIOJIOKEHUE O CMEHE CTPYKTYPHO-(PYHK-
LIMOHAJIbHBIX XapaKTePUCTUK KJIETOK 3apOoblliia pac-
TeHUI U JeTepMUHALIMU MPOLIECCOB €r0 pa3BUTHUS B
XOJIe KPUTUUYECKUX CTaJAuil 3MOpUOreHe3a JOTUYHO
OOBSCHSIIO OCOOYI0 YyBCTBUTEJIBHOCTH 3MOPHUO-
HaJIbHBIX CTPYKTYp K JAEUCTBUIO HEOJAronpusiTHbIX
¢dakTOopoB (BOZBHUKHOBEHME aHOMAaJUii, OCTaHOBKa
pa3BUTHUS 3apofblllia, MepeKItoYeHUe MpOorpaMMbl
pPa3BUTUS Ha aJIbTepHATUBHbIE MTYTH).

KPYTJIOBA u np.

DTO MOJOXEHNE MOJYIMIO SKCIEPUMEHTAILHBIS
MOATBEPXKACHUS B pabOTax, BHIMOJIHEHHBIX Ha 3apo-
JbIIIAaxX 3J1aKOB B YCJIOBMSIX Kak in vivo, TaK W in Vitro.
Taxk, ObUIM TIPOBEAECHBI MHOTOJIETHUE MCCICAOBAHUS
BO3ICUCTBUSI MOBBILIEHHBIX U TOHUKEHHBIX TEMIIE-
paTyp Ha pa3BHBAIOLIMECs 3apOIbIIIN ITIIeHUILIL. B
pe3yabTaTe MOIyYeHbl JTaHHBIE O YaCTUYHOM (a Impu
HEKOTOPHBIX YCIIOBUSIX M TTOJTHOM ) OJIOKMPOBAHNM M-
OpHoOreHe3a Ha ABYX CTaaMsIX — IJIOOYJISIPHOTO 3apO-
JIBIIIA 1 MTHULAAIbHOTO OpTaHOTeHe3a, KOTOPhIE aB-
TOPBI paclieHWBaJIM KaK Kputuiyeckue (banHuKoBa
u ap., 1991).

Oco06ast YyBCTBUTEIBLHOCTD 3apOAbIIICi MIIISHULIBI
Ha 3TUX CTAOUSIX IOATBEPXKIACTCS U Pe3yIbTaTaMU U3y-
YeHUSI BAVSIHUS psiia THTUOMTOPOB MOJISIPHOIO TPAHC-
MopTa ayKCUHOB Ha CTAHOBJICHUE OMIaTepaIbHOM CUM-
metpumn (Fischer et al., 1997; Fischer-Iglesias et al.,
2001). HccnemoBaTen yCTaHOBWJIM, YTO BO3ICH-
ctBue N-1-HadTuidTasaMoBoOii KUCIOTHI U KBEPLIETH-
Ha Ha M30JIMPOBaHHbBIC 3apONbIIIN B YCIOBUSIX in Vitro
MPUBOIUT K (POPMUPOBAHUIO 3apOIbIIIeii aHOMAaJIb-
HBIX (DEHOTUIIOB, B TOM YMCJIe C MHOXECTBEHHBIMHU
opraHamMm pasjIM4yHoi Tornorpadun (“cumamMckue 3a-
POOBIIN CITMHA-K-CIIUHE”, “cepIedKOBUIHBIE CHU-
aMCKue 3apoabliin” u Ap.). I1pu aToM ObLIa BbISIBIIE-
Ha 4YeTKas 3aBUCHMMOCTb Y4aCTOTHl BO3ZHMKHOBEHUSI
aHOMAJIMI1 HE TOJILKO OT TUIIA ¥ KOHLICHTPAILIUK MC-
MOJIb30BAHHBIX MHTUOUTOPOB, HO M OT IIOOYJISIPHOM
M TIEPEXONHOM K OpraHOTeHe3y CTaauii pa3BUTUS
WHOKYJIMPOBAHHBIX 3apObliieil. ABTOPBI IIPEAIION0-
KWJIA, 9YTO (PU3UOIOTMYECKUI MeXaH13M (DOpMHUpPOBa-
HUYSI aHOMAJIBHBIX (DEHOTHUIIOB COCTOMT B HapyIICHUU
MOJISIPHBIX ITOTOKOB ayKCHMHOB IIPY CTAHOBJICHUU OM-
JIaTepaJIbHOM CUMMETPUU 3apOJbILIECH BO BpeEMS I1e-
pexoJa OT IJIOOYJISIpHOM CTaguu K OpPraHOIeHE3y.
Cxomnble ganHble monydeHHI I.E. TuToBoif ¢ coaB-
topamu (Titova et al., 2016), BBIIBUBIIUMU 00pa30-
BaHME aHAJIOTMYHBIX aHOMAJIbHBIX (DEHOTUIIOB IIpU
BO3IEHCTBUU in Vitro CMHTETMYECKOTO aykKcHa 2,4-]1
Ha MUKPOCIIOpUaJIbHbIe SMOPUOUIIbI TIICHULIBI Ha
JIOOYISIPHOM MJIM TIEPEXOIHOM K OpraHOIeHe3y CTa-
Iusix (Bce 3TU (peHOTUNIHI ObLIN KJ1accuduiimpona-
HbI KaK “TIOJIMMEPHBIE 3aPOABIIIN~, WX “TIOJIUIM-
Opuounanb”).

“KpuUTUYHOCTL” DIOOYJISIpPHOM W TIEPEXOIHON K
OpraHoreHe3y CTaauii pa3BUTUS 3apOIbIIIEi B OTHO-
ILIEHUHU TMOJIIPHOTO TPAHCIIOPTa ayKCMHOB MOATBEP-
JKIEHA U JUIS1 KyKypy3bl. BbUT BBINOTHEH aHaIv3 T1MHA-
MMKM JIOKATTM3al1 CBOOOTHOIO SHIOTEHHOTO ayKCUHA
MNYK u mepeHocunka ayKcuHa — TpaHCMEMOpaHHO-
ro 6enrka ZmPIN1 (ucnonab3oBaivch crienubuye-
CKue MOHOKJIOHaJIbHbIe aHTUTesa). OKa3ajoch, YTO
CTaHOBJIEHME aKTUBHOIO MOJISIPHOTO MOTOKA ayKCU-
HOB B KJIETKaX 3apoOjbllla MPOMCXOAUT MMEHHO Ha
MepexoqHOl K opraHoreHe3y CTaauu (IIpu CMeHe pa-
JIMAJTBHOM CUMMETPHUH 3apOIbIIia Ha OMJIaTepaibHYIO),
B HaIlpaBJIE€HUU OT 6a3JTbHOTO K alTMKAJTLHOMY TTOJTIO-
cy 3apojpliiia. [Tpu 3ToM MOJISIpHBIN IEPEHOC ayKCU-
HOB KoppeaupyeT ¢ nuddepeHnanmuein Tkanei 3a-
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ponsbira (Forestan et al., 2010; Forestan, Varotto,
2012; Chen et al., 2014a). ¥ MyTaHTOB KyKYypy3bl
Shail, xapakTepu3yOILINXCS pa3IMIHbIMU dedeKTa-
MU MOpP(}OJIOTMHM 3apojibliiia, TAKXKE BO BpeMSs paHHEe-
IO OpraHoOreHe3a BbISIBJIEHO M3MEHEHUE TOJISIPHOTO
TpaHCIIOpTa ayKCUHa, MpuBosilee K GopMupoBa-
HUIO KpaiiHe peaylrpOBaHHOIO IIIMTKA, Oudypka-
LIMM OCU MoOera U OCTAaHOBKE Pa3BUTHUS 3apojblllia
(K coxaJieH!10, aBTOPbI HE KOHKPETUZUPYIOT CTAIUIO
aMbpuorenesa) (Mimura et al., 2018). CxonHble 1aH-
HbIE TIOJIy4YEHbI JJIs1 TYMEHS: COJAepKaHUEe PHAOTEeH-
HOTO ayKCHHa B KJIETKaX COMaTUYECKHUX 3apoiblieit
in vitro MOBBIIIAJIOCH 10 Mepe Tepexona OT CTaauu
paHHEero Mpo3MOpUO K CTaAuM 3aKJIaJKu OPraHoOB,
YTO KOppeaupoBajo ¢ aKcrpeccueir reHa HVIAR2,
y4acTByloIlIeTo B buocuHTe3e aykcuHa (Perez-Perez
et al., 2019).

Ha namr B3misin, omHUM M3 BaXXHBIX TIEPCIEKTHUB-
HBIX HaIlpaBJICHUI B OMOJIOrMM Pa3BUTHUS SIBJISCTCS
NAJIBHEUIIUA aHAJIU3 PA3JIMYHBbIX aHOMAJIMiA B 3M-
OpMoreHe3e IIBETKOBBIX PACTCHUI IpU HapyIICHUU
MOJIIPHOTO TPAaHCHOPTAa AYKCUHOB. DTOT aHAJIU3 LIeJe-
CO00pa3HO MPOBOOUTH C MO3UILIMKU TEOPUU KPUTUYE-
CKMX TIEpHOIOB 3MOpHoreHe3a. Takske ImepCIIeKTUBHBI
U 3KCIIEPUMEHTHI T10 UCCJICIOBAHUIO HAPYILICHUIA TOP-
MOHAJIbHBIX CBSI3€M 3apofplllla M 3HOOCIIEpMa Ha
KPUTUYECKMX CTAIUSIX SMOPHUOTeHe3a, IMPOSIBIISIOIINX-
Csl. TION AEMCTBMEM BHEIIHUX (haKTOpOB. 3HAYUMOCTh
1711 HOPMAJIBHOT'O AMOpHOreHe3a KOOPAMHUPOBAHHBIX
CBSI3EM B CHCTEME “3apOoIbIIT—3HI0CIIepM”’ U UX B3a-
MMHBIX CHUTHAJIBHBIX BJIMUSIHMI ITOKa3aHa KakK IS
31aKkoB (An et al., 2020), TaK 11 TSI APYTUX LIBETKOBBIX
pactenuii (Song et al., 2021).

B cBete umeii, 3anoxkeHHbIX B padorax T.b. baTer-
ruHoii 1 B.E. BacuibeBoii, 0cOOBIiT MHTEpeC Mpel-
CTaBJIsSIET CIOCOOHOCTh 3apOAbIIIEil [IBETKOBBIX pac-
TeHWIA Ha KPUTUYECKUX CTAAUSIX K MEPEeKITIOUCHUIO
IIpOrpaMMbl pa3BUTUSI Ha aJiIbTepHATUBHBIE NYTHU
Mop@doreHesa. K Takum ITyTsIM MOXXKHO OTHECTH KaJl-
JIyCOT€HEe3 in Vitro TIpU BO3ACUCTBUU aIeKBaTHBIX
¢daKTOpPOB KYJILTYpPaJIbHOM CPEIbI.

3aMeTHM, YTO B 9TOH CTaThe Mbl aHAJIM3UPYEM pa-
0OTBI, CBSI3aHHBIC C U3yYEHUEM UMEHHO MOP(hOTEH-
HBIX (B TOM YHCJIe 3MOPMOIeHHEBIX), KaJUIyCOB, IIO-
CKOJIbKY B Pa3JIMUHBIX YCIOBUSIX in Vitro U3 pa3HBIX
9KCILJIAHTOB MOTYT OBITh MOJIy4YeHbl 1 HEMOP(HOTEH-
HBIe KaJuTychl (moapoOHee cM.: 3uHaTtyummHa, 20200).

Kamryc TpaguiiioHHO onpeaensieTcs Kak MpoJIn-
depupyromas Macca neanddepeHINPOBAHHBIX KJIe-
ToK (Feher, 2019; Chiam et al., 2019) unu kak Macca
IUIIOpUITIOTEHTHHIX KieToK (Wang Y. et al., 2022a).
T.b. bateirunoii (2014 1 paHee) NpUHAIIEXKUT OoJiee
(GyHKIIMOHAJIbHOE OIpeAeseHre Kayca: 3TO UHTe-
TPUPOBAHHAS CUCTEMA, 00Pa3yoIIasics KaK 9K30T€H-
HO (B pe3yibTaTe Ipoiaudepanuy IMOBEPXHOCTHBIX
KJIETOK Pa3jIMYHbIX TKAHE pacTeHMsI), TaK U dHIO0-
reHHO (B NIyOMHE TKaHeil pacTeHWUs ), U3HAYaIbHO
cocrosiiass U3 OOHOPOMHBIX KJIETOK, ITOCTEIIEHHO
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MPeoOpa3yIoUIUXCsI B CUCTEMY TPYHIT TeTEPOTreHHBIX
KJIETOK, KOTOpble MMEIOT MOp(OoreHeTudyecKue mo-
TEHLUU, pealru3yeMble Pas3IMYHLIMU ITyTSIMU MOP-
doreHesa.

MHOTOYNCIEHHBIMU WUCCIIEIOBAHUSIMU HA TIPU-
Mepe pa3JIMYHBIX BUJIOB PACTEHMI BBISIBJIEHO, 4YTO
KJIETKU/TPYIIIHI KJIIETOK KaJTyCa CIIOCOOHKI JaTh Ha-
YyaJio TOJIHOLIECHHOMY pacTeHUIO-pereHepaHTy (I10:
Kruglova et al., 2018a; Bidabadi, Jain, 2020; Raspor
et al., 2021 u mH. np.). KannycoreHnes in vitro olieHU-
BaeTCsd Kak MNPOsIBIIEHHUE TNIACTUYHOCTU MOpGhOTeHe-
3a pacteHuii (Christiaens et al., 2021 u ap.). Mexa-
HU3MBI KaJIJIyCOOOpa30BaHUS XOPOIIO U3yYeHbI Ha
npumepe Arabidopsis thaliana (monpooHee cM.: lkeu-
chi et al., 2019), omHaKo 371aKd B 3TOM OTHOLICHUU
HCCIeA0BaHbI TOKA HEAOCTATOYHO.

B xoHTekcTe maHHOI CTaThbU HEOOXOIMMO OOpa-
TUTh BHUMAHME Ha CTaaUIO0 SMOpHUOTreHe3a HE3pEIbIX
3apOJIbILIEH 3/1aKOB, NAIOIIUX HAYaJIO KAJTyCaM in Vitro.
HMMeHHO 3Ty cTamMio MOXHO pacCcMaTpuBaTh KakK
KPUTHYECKYIO, BO BpeMsI KOTOPOI IIPOUCXOIUT IIepe-
KJIIOUEHHME IIporpaMMbl pa3BUTUs 3apojbiiia. Jle-
TaJbHBIMM MCCASOOBAHUSIMU PACTCHUIl ITIICHUIIHI,
MpUHAIIEKAIIUMX K pa3HbIM IPyHIIaM T€HOTHUIIOB,
YCTaHOBJIEHO, UTO TaKHUe 3apOAbIIINA HAXOIUJIUCh Ha
CTaguy paHHEro opraHoreHesa (I10 IIEpUOAU3ALIN:
Kpyrnona, 2012), coorBercTBytomieit 12—14-M cytkam
T1ocjie onbUIeHUs. [MCTOI0rMYecKMMI METOJAMM Bbl-
SIBJICHO, YTO KAJUTYChI (DOPMUPOBAIIMCH 113 MEPUCTEMA~
TMYECKMX KiIeToK snuaepmuca mmrtka (Kpyriosa
u ap., 2019a). OTMeTuM, YTO JaHHBIE O (POPMHUPOBA-
HUYM KajUlyca M3 SIMICPpMaIbHBIX KJICTOK IIUTKA He-
3peJIbIX 3apoablieii (0e3 yKa3aHUs CTaIun SMOpHUore-
He3a) moJiydyeHbl U 1Jis1 KykKypy3sl (Du et al., 2019; Lo-
pez-Ruiz et al., 2019). YctaHOBJIeHO, YTO KJIETKU
IIMTKA 3apOAbIIICi IMIIIEHUIBI HA CTaAuM PaHHETO
OopraHoreHesa XapakKTepHU3yIOTCSI BLICOKOII MeTabo-
JIMYEeCKOM aKTUBHOCTHI0. OO 3TOM CBUIETEIBCTBYIOT
OCOOEHHOCTU MX YIBTPACTPYKTYPHI: 3HAYUTEILHOE
KOJIMYECTBO CBOOOAHBIX PUOOCOM, aMMJIOILIACTOB,
€IUHUYHBIX pa3BUTHIX XJIOPOILIACTOB, MUTOXOHIPUIA
C XOPOIIIO Pa3BUTHIMU BHYTPEHHUMHU MeMOpaHaMU,
aKTUBHBII KOMIUIEKC [OJbIXN U TpaHyJISIpHbBIIA SH-
JoIuia3MaTudeckuii petTukyiaym (Seldimirova et al.,
2017b). YV suMeHs BBISIBJICHO PE3KOE YBEJIMISHHUE CO-
Jep>KaHUsI SHAOTeHHBIX TopMoHOB — MYK u 1uro-
KVMHUHOB — B 3apOJBIIIax 3TOil CTaguu II0 CpaBHE-
HUIO C MPeObIAyIIMMHU CTaausIMM 3SMOpHUOTreHe3a
(Seldimirova et al., 2019).

HeTtanbHble HCCAEOOBaHUS MOJIEKYJSIPHO-TEeHe-
TUYECKMX MEXaHU3MOB (OpMHUpPOBAHMUS KaJUIyCOB
in vitro U3 HE3pebIX 3apObILLIEii 371aKOB, HAXOOSILIMXCS
Ha KpUTUYECKOI CTamuu SMOproreHes3a, MpoBeIeHbI Ha
npuMepe KyKypy3bl. OnHa 13 nIepBBIX pabOT B 3TOM 00-
smactu BeitoiaHeHa WM. IlleHom ¢ coaBropamu (Shen
et al., 2012). MccaenoBartean MHOKYJIMPOBAJIM He3pe-
JIbIC 3apOoably LIMHoM 1.5—1.8 MM gyepe3 12 cyT 1o-
cJie OIbUICHMS (CTamuio dMOpHoreHe3a aBTOPHI HeE
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ykazanu). B pesynbprare ananuza muddepeHImanb-
HO1 BKCIIpecCU T€HOB Ha TpeX IMOCIeI0BaTeIbHbIX
aTamnax KyJbTUBUPOBAHUSA in vitro (depe3 1-5, 6—10,
11—15 cyTt mocjie WMHOKYJISIIMK) aBTOPHI BBISIBIIN
akcnipeccuio 251, 324 u 313 reHOB, cneM(PUIHBIX
JIJISI 3TUX MOCJIEIOBATEIbHBIX 3TAIOB U BIIMSIOIINX Ha
neagndepeHINAIIMIO 3apOoIbIleit U oOpa3oBaHME
SMOPHUOTeHHBIX KaJUTyCOB. DKCIIPEeCCUPYEeMbIe TeHBI
OBUIM CBSI3aHBI ITIaBHBEIM 00pa3oM C TPaHCIIOPTOM U
MeTaboJIM3MOM aMUHOKHUCIIOT U YIJIEBOJIOB, a TaKXKe
pa3BUTHEM KJIETOYHBIX oOojouek. Ilo3zmHee OBLT
IIPOBEICH aHAIN3 TPAHCKPUIITOMOB HE3PEJIBIX 3apO-
IOBIIIEH KyKypy3bl, MHOKYJIUPOBAHHBIX 4epe3 10—
12 cyT mocie onbliieHUs (aBTOPHI 3TOM pabOTHI TAKXKe
He yKasbIBajd CTaauio 3MOpuoreHesa). B TeueHue
MEPBBIX 8 CYT KYJBTUBUPOBAHUS in1 Vitro OBLIU BhISIB-
JIeHBI 7525 TeHOB, MTHIYIIMPOBAHHBIX JIEHCTBUEM DK-
30reHHOro aykcuHa 2,4-J1. DT reHbl OBLIIN CBSI3aHbI
MPEUMYIIECTBEHHO C TPAHCMMCCUEH 1 TPAHCIyKILIUEH
CUTHAJIOB, BJIMSIOLIMX Ha (popMUpOBaHUE d3MOpPUO-
reHHbIX KamrycoB (Du et al., 2019). Kpome Toro,
yCTaHOBJIEHA BaxKHeMIIass poiab HeKoTophix miPHK
(miR156, miR160 1 miR166) B penporpaMMrupoBaHUMN
pa3BUTUS HE3PEJIbIX 3apObIIICii KyKYpy3bl IO IIyTU
KayutycoreHesa in vitro (Lopez-Ruiz et al., 2019).

B nocnenHee BpeMsi ony0JIMKOBAaHO HEMaJIo 0030-
POB, TOCBSIIIEHHBIX OLIEHKE KOMIIETEHTHOCTH KJIETOK
Pa3IUYHBIX BKCIUIAHTOB K (hOPMUPOBAHMIO KaJlTyca
invitro (Kruglova et al., 2018a; Radhakrishnan et al.,
2018; Feher, 2019; Gordon-Camm et al., 2019; Ikeu-
chi et al., 2019; Sugimoto et al., 2019; Bidabadi, Jain,
2020; Kruglova et al., 2021; Raspor et al., 2021; Kpyr-
noBa, 2022). B aToi1 0o0macTy IOJIy4YeHBI M HOBBIE
BKCIIepUMEHTaIbHbIE JaHHBIC 110 3apOAbIIIaM KYKY-
py3bl (Du et al., 2019; Lopez-Ruiz et al., 2019;
Wang Y. et al., 2022b) 1 mmenwuiis! (Seldimirova et al.,
2017b; KpyrioBa u ap., 2019a). AHanu3 3TUxX padoTt
IO3BOJISIET BHICKA3aTh MHEHUE O POJIM SKCIUIAHTA B
VHIYKIINY KaJUIycooOpa3oBaHUsI in vitro. Mbl mona-
raeM, 4To K (h)OpMHUPOBAHUIO KAJUTYCOB in Vitro KOM-
METEHTHHI KJIETKU OIIPEIe/ICHHOIO OpraHa 3KCIUIAHTa
(B 4aCTHOCTH, IIMTKA 3apOJbIllia 3JIaKOB) Ha JOCTa-
TOYHO paHHell cTaauu pa3BUTUS (B YACTHOCTU, paH-
HUI opraHoreHe3 3apopsbiia). KomnereHTHOCTD Ta-
KMX KJIETOK K KaJUTyCOOOpa30BaHMIO ix Vitro 3aBUCUT
HE CTOJIbKO OT BHEILIHUX CTUMYJIOB, CKOJBKO OT UX
craTyca B MOMEHT MHOKYJISIIMU, a UMEHHO — MepH-
CTEMAaTUIHOCTH, YTO OOYCIOBIMBAET CIIOCOOHOCTD K
pernporpaMMUpPOBaHUIO B TUTIOPUITOTEHTHOE COCTOSI -
HMEe Ha MHAYKLMOHHOU cpene in vitro. KpoMe Toro,
MepHUCTEMaTUYeCKNEe KJIETKM TaKMUX DKCIUIAHTOB HE
TOJIBKO MOP(OreHEeTUUYEeCKU KOMIIETEHTHBI U TLIIO-
PUIOTEHTHBI, HO U, TIO-BUAMMOMY, TOTUIIOTEHTHHI,
MOCKOJIBKY SIBJISTIOTCSI MCXOMHBIMU IJIs1 KJIETOK,/TPYIII
KJIETOK KaJUIyCOB, PEAJIMU3YIOIIMX pa3JIMYHbIC MYTH
MopdoreHesa in vitro Ha pereHepallMOHHOM cpefe.

Takum oOpa3om, CTaguio paHHEro OopraHoreHe3a
MOXKHO OIIPeIe/INTh KaK ellle¢ OMHY KPUTUIECKYIO B
9MOpHOreHe3e 3J1aKOB, HapsIy C PaCCMOTPEHHBIMU

KPYTJIOBA u np.

BbILLIE TJIOOYJISIPHOM CTagueil M cTragueil cpeaHero
opraHoreHesa. B maHHOM ciydae KputepueM “Kpu-
TUYHOCTHU” SIBJISIETCS CIIOCOOHOCTh HE3pPEJIOTo 3apo-
IBIIIA K CMEHE IporpaMMbl pa3BUTHUsS Ha aJlbTepHa-
TUBHYIO: (pOpMHUpOBaHME KaJIyca BMECTO 3aBepllie-
HUS BMOpUoreHesa.

Crenyet OTMETUTb, UTO 3UTOTUYECKIUE 3apOIbIIIN
371aKOB KPUTHUYECKMX CTaauii 3MOpuOreHe3a MOIYT
MEPEKIIIOUaThCs IIPU OIPENeSICHHBIX YCIIOBUSIX i Vitro
HE TOJIbKO Ha KaJUTyCOT€HE3, HO 1 Ha ApyTHUe ajibTep-
HaTWBHBIe TTyTM MopdoreHesa. IIpumepom moryt
CIIyXXUTh YIIOMSHYTbBIEC BBIIIE (PEHOTUIBI IIOJIOBBIX U
MUKPOCIIOPUATBHBIX “CHUaMCKUX 3apOJbIIIEi” TIIe-
HUIIBI, GOPMUPYIOIINECS i Vitro TIOJ NEHCTBUEM UH-
TUOUTOPOB IIOJISIPHOTO  TpPaHCIIOpPTa ayKCUHOB
(Fischer et al., 1997; Fischer-Iglesias et al., 2001; Ti-
tova et al., 2016), KoTopble MOXHO paccMaTpuBaTh
Kak pe3yJIbTaT CMEHBI IIPOrpaMMBbI pa3BUTHSI II0JIOBOTO
3apogpiua. C touku 3penus I.E. TuroBoii ¢ coaBTopa-
mu (Titova et al., 2016), ¢opMUpoBaHHUE PA3TUIHBIX
(eHOTUNOB “CHMaMCKUX 3aponbliicii” (IOIMMEPHBIX
3apOJbIIICH, WM ITOJIMIMOPHUOUIOB) SIBJISIETCS PE3YJIb-
TaTOM MO3IHEMN, HE3aBEPILIEHHOM KJIMBAXKHOM MOJIN-
SMOPMOHNH, COIIPOBOXIAIOIIECIHCS paguaabHOM’, M-
HEMHOM M KoJjiblieBoil (acumauusmu. [Ipm stom
MPOSIBJICHUE KJIMBAXXHOM MOJUAMOPUOHUU MUMEHHO
Ha DIOOYJISIPHOM CTaauM Pa3BUTHUS 3apOIbIIIA MOXET
OBITh OOYCJIOBJIEHO 00JIee BHICOKOIT YyBCTBUTEIBHO-
CThIO KJIETOK K Pa3JIM4YHbIM BO3ICHCTBUSIM, YeM Ha
CTagusIX 3UTOTHI U paHHEro mpo3Mopuo. ComracHo
T.b. bareirunoii (cm. Batygina, Osadtchiy, 2013),
KJIVMBaXXHasl TOJUIMOPUOHUSI MOXET paccMaTpu-
BaThCs KaK cnoco0 oOpa3oBaHMs COMAaTUYECKUX 3a-
ponbiiieii (3MOproONI0B) Ha 6a3e JOYEPHEro CIIOpPO-
¢duTa — U3 KJIETOK 3UTOTHI WJIM MHOTOKJIETOYHOTO
3UTOTUYECKOro 3apojpliia. JIpyrumMu cioBaMu, 3TO
nepeKIoYeHre IIPOorpaMMbl pa3BUTUS “IMOpHOTre-
HE3 — COMaTUYEeCKUil aMOproreHe3 (amMoprounore-
He3)”. B To ke Bpemsi, HaJlm4ure HeIIpePhIBHBIX IIepe-
XOIHBIX COCTOSSHUIA MEXIy pa3HbIMU (PEeHOTUIIaMU
CMaMCKMX 3apOJblileii M UX TPAKTOBKA KaK pe3yJibTa-
Ta Mepexoaa oT OAHOIo TUIla (haclMalMid K IPYyroMy
(Titova et al., 2016) MoOXeT yKa3blBaThb M Ha Ooliee
IO0AJIBHYIO CMEHY IIPOrPaMMBbI pa3BUTHS 3UTOTUYEC-
CKOTO 3apojblilia IIBETKOBBIX paCTeHUII B Mpolecce
sBoMOLIMK. B 4acTHOCTH, BOSBHMKHOBEHME ABYX OC-
HOBHBIX JIMHU 3BOJIIOLUY 3apoAblia (IUKOTWINS 1
MOHOKOTMJINSI) MOXET OBITh CBSI3aHO C IIPOLIECCOM
He3aBeplLIeHHOM KIMBaXKHOU MOJIUIMOPHUOHUM 1 00-
pa3oBaHMEM Pa3HBIX (DEHOTUIIOB CUAMCKMX 3apOIbI-
IIei, a mepexol OT AU- K MOHOKOTWIUU SIBISIThCS
CJIEAICTBUEM JTUHEHON (hacuimanny OpraHOB ABYCE-
MSIIOJILHOTO 3aponsbiiia. IIpy 3ToM Tak Ha3bIBaeMas
“narepaJbHOCTL”, YHUKAJIbHAS IS ariekca mobera
OOHOMOJBHOIO 3apOofblilia, 10 CYyTH, IIPEACTaBIISICT
WCKPUBJICHHUE €r0 OCU — OIWH U3 XapaKTEePHBIX TP~
3HAKOB MPOSIBJICHUSI TUHEIHBIX (hacIalluii y pacTe-
Huit (Tutosa, 2019).
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KPUTHUYECKUE CTAANN SMBPUOTEHE3A 3JIAKOB

Takum oOpa3zoM, B aMOpuoreHe3e 3JaKoB J10CTa-
TOYHO JOCTOBEPHO MOXHO BBIICIUTD PsIA KpUTHYE-
CKUX CTauii HAa OCHOBAaHUMU TaKUX KPUTEPUEB, KakK
a) cnoCOOHOCTh 3apoblllia K CAMOPETYJISIIUU U €TO
HE3aBUCUMOCTb OT MaTepUHCKOTo opraHusma (aBTo-
HOMHOCTB); 0) TIOBBIIIIEHHAST YyBCTBUTEIBHOCTh 3apO-
JblIa K BO3AEHCTBUIO BHEIIHMX HEOJIAronpUsSITHBIX
¢akTOpOB, BIUVIOTh A0 WHAYLIMPOBAHUS aHOMAWM, a
TaKKe YaCTUYHOTO WJIW TIOJTHOTO OJIOKMPOBAHMSI pa3-
BUTHSI; B) CITOCOOHOCTD 3apojiblilia K CMEHE Mporpam-
Mbl pa3BUTUSI Ha ajabTepHaTUBHbIE MyTU. ComlacHO
Pa3IMYHBIM MEPUOAU3ALUSIM, K KPUTUUECKUM CTaau-
sIM dMOpUOTeHe3a 3JIaKOB CJIeyeT OTHECTU TJI00Yy-
JIIDHYIO CTaJMI0 U OpraHoreHe3 (BKJoyas nepexos K
opraHoreHesy, paHHUI (MHULIMAIbHBIN) OpraHOTeHe3
U CPEIHUM OpraHoTreHe3, COOTBETCTBYIONIMI nudde-
PEHIIMAILIMY OPTaHOB).

HepCﬂeKleGbl UCNoab306aHUA
Kpumu4ecKux cmaouil 3M6puoeeHe3a 3/1aKo06
6 I’lpI/lK/laaHblx uccnedo8aHusx 6 uensdax cenekuyuu

BoisiBieHrMe W M3ydeHHE KPUTUUYECKUX CTaguit
pPa3BUTUS 3apOBIIIA 3]JAKOB BAXKHO HE TOJIBLKO B T€O-
pETUYECKOM OTHOIIECHUM, HO U C TO3ULUIA MpaKTU-
YeCKOTO MCIONb30BaHUS B Pa3IMYHbBIX CEJICKIIMOH-
HBIX TIpOTpaMMax.

IlepcnekTuBHOE TIPUKIAAHOE HAIIpaBJI€HUE CO-
CTOMT B UCITIOJIb30BAHUHU 3apOJblliieii 3TaKOB Ha KpU-
TUYECKMX CTaAUsIX SMOpHOreHe3a B OMOTEXHOJIOTUU
ISl aJalTUBHOM CENEKLMU IO MPU3HAKY YCTOMYM-
BOCTU K JAEHCTBUIO aOUMOTUYECKUX CTPECCOpOB, B
YaCTHOCTH, K 3acyxe. BaxkHocTh penreHust mpo0JieMbl
3aCyXOyCTOMYMBOCTH PAaCTeHUI TPYIHO IEPEOLICHUTD.
dusnoiornyeckast 3acyxa IpuBOAUT K 3HAUUTETBHBIM
MOTepsIM YpoxKasi XJICOHBIX 3JIAKOB HE TOJILKO B 3aCyIII-
JIMBBIX, HO U B TTOJIy3aCylIIMBBIX PETMOHAX, BILUIOTH 10
BO3HUKHOBEHUSI yTPO3bl MPOIAOBOJILCTBEHHOI 0e3-
onacHoctH (Plant life.., 2020). CamuMu pacTeHUSIMU
Ha pa3HbIX YPOBHSIX OpraHU3alluy BBIpabOTaHbI MOP-
doaornyeckue, GU3NOIOrNIECKIE, OMOXUMUYECKIE
¥ MHBIE CITOCOOBI CTPAaTeTMYeCKOM aganTaly K 3T0-
My cTpecc-dakTopy (0630psl: Liu et al., 2020; Kan-
del, 2021; Yadav et al., 2021). HecMoTps Ha 3TO, UC-
cliemoBaTe/IM aKTMBHO pa3pabaThiBalOT pa3jIMYHBIC
MOAXOAbl K CO3MaHUIO 3aCyXOyCTOMYMBBIX COPTOB
XJIEOHBIX 3JIAKOB IO CITOCOOHOCTU (hOPMUPOBATH OT-
HOCUTEJIbHO BBICOKMII YpOBEHb YPOXKAHOCTU B
yciaoBusx aedunmrta Boasl (3uHaryuiuHa, 2020a; Ali
et al., 2020; Mao et al., 2021 u ap.). IIpusBnekaroTcs u
OMOTEXHOJIOTMYECKNE METOAbl KYJIBTYPBI in Vitro
(Maleki et al., 2019; Pykalo et al., 2019 u ap.). [Ipu
9TOM UCCJIeIOBATeNIN, KaK MPaBUIo, UCXOAST U3 TOTO
0a30BOTO IIPUHIIMIIA, YTO pereHepanusi B KyJIbType
in vitro onipenessieTcsl B IePBYIO odepenb OCOOCHHO-
CTSIMU TeHOoTHUIa gJoHopckoro pacteHus (Ibanez et al.,
2020 u op.).

Ycrnex aganTUBHOI CeleKIINMU Ha YCTOMYMBOCTD K
(GU3UOIOTUIECKOM 3acyXe B 3HAYUTEIIBHOM CTEIICHHN
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3aBUCUT OT PaHHETO JMATHOCTHUPOBAHUS IIpU3HAaKa
“3aCyXOyCTOMYMBOCTL” Y CO3JaBaeMbIX I'€HOTHUIIOB
(Guoetal., 2021). IaTh OLIEHKY 3aCyXOYCTOMYNBOCTU
BHOBb CO3JAHHBIX TMOPUAHBIX KOMOWHALIMI Ha ca-
MBIX pAHHUX 3TallaX UX OHTOTeHEe3a BO3MOXHO Ha OC-
HOBE MCIIOJIb30BaHUSI 3MOPHUOKYJILTYPEl — METOJa
KYJIBTUBUPOBAHUS iM Vitro pa3HOBO3PACTHBIX 3UTOTU-
yeckux 3apoppiieii (Plant Embryo Culture, 2011).
Bbe3ycinoBHast nepCIIeKTUBHOCTh 3TOTO METOAA B BBI-
SIBJICHUM CTPECC-YCTOMYMBBLIX PACTEHUI ompeness-
eTcsl, Ha Halll B3IJIsiA, TeM, YTO 3apoJblil obiaagaeT
BCEMU MOP(POreHETUYECKUMHU ITOTEHLUSIMU B3POC-
soro opranusma (bareiruna, 2014), B ToMm 4ncie CIo-
COOHOCTBIO IPOTUBOCTOSITh CTPECCAM.

MHOTO4YMCACHHBIMIA UCCACTOBAHUSIMU BbISIBJICHBI
IBa MyTH (pOPMHUPOBAHUS PEreHEPaHTOB B SMOPHO-
KYJIBTYpE in vitro — TIpsIMOi (pereHepaHThl (QOpMUpPY-
I0TCSI HETIOCPENCTBEHHO M3 3apObIIIeii COMIacCHO
cxeMe “OIMH 3apOIbIIl — OOWH pereHepaHT”’) 1 He-
MIpsIMOIA (pereHepaHThl (DOPMUPYIOTCS U3 3apOIbIIIe-
BBIX KaJITYCOB COIVIACHO CXeMe “OnMH 3apodblll —
— OIWH KaJUIyC — HECKOJIBKO PEreHEpaHTOB”).

I[To nHamemy MHEHMIO, OMOTEXHOJIOTaM CJICIyeT
o0paTnTh 0cob0e BHMMAaHNE Ha MCITOJIb30BaHME ITPSI-
MO SMOPUOKYJBTYPHI in Vitro UMEHHO aBTOHOMHBIX
3apopplieii 371akoB. Kak rmoka3aHo BhbIllle, TaKUe He-
3peJible 3apOAbIIIN, HAXOASIINECsI Ha KPUTUIECKOM
CTaguu SMOpMOreHe3a, Mo cBoeMy MopdoJioruye-
CKOMY, TCTOJIOTUYECKOMY ¥ TOPMOHAJILHOMY CTaTyCy
TOTOBBI K aBTOHOMHOMY Pa3BUTUIO, HE 3aBUCUMOMY
OT MaTepUHCKOTI0 opraHusma. B To ke BpeMs1 CTpyKTyp-
Hasi 1 (pyHKIIMOHAIbHasI AuddepeHIans TakK1ux 3a-
pOIBIIIeii O0yCJIOBJIEHa HE TOJNBKO MX COOCTBEHHBIM
T€HOTUIIOM (TUIl 3MOpUOIeHe3a, clieuuduKa pa3BU-
THST), HO ¥ — OIIOCPEIOBAHHO — F€HOTUIIOM BCEro Ma-
TepuHcKoro opraHusma (Vasilyeva, Batygina, 2006),
B TOM YMCJI€ CIIOCOOHOCTBIO MaTEepMHCKOII ocobu
IIPOTUBOCTOSITH 3acyxe. ABTOHOMHEIE 3apOAbIIIN 3a-
CYXOYCTOMYMBBIX TE€HOTUIIOB, WMHOKYJIMPOBAHHBIE
in vitro BO BpeMsI KpUTUUYECKOM CTaIi SMOpUOTeHEe-
3a Ha CEJICKTMBHbLIC IMTATEIbHbBIE CPEAbl, UMUTUPY-
oimre AeUIUT Blard, B ONTUMAIbHBIX YCIOBUSIX
MOTYT JaTh HAYaJIO 3aCyXOYCTOMYMBBIM pereHepaHTaM.
IlepcrneKTUBHOCTh MCIIOIL30BAHUS IIPSIMOII SMOPHO-
KYJIBTYpPBI in Vifro aBTOHOMHBIX 3apOAbIIIIeii 3JIaKOB
omnpenesieTcss 1 TEM, UTO BBISIBJICHHE U CEJIEKTUB-
HEII1 OTOOp TOJIEpaHTHEIX K Ae(UIIUTY BOABI HE3pe-
JIBIX 3apOJBIIIei MO3BOISET JAaTh SKCIPECC-OLECHKY
3aCyXOYCTOMUYMBOCTU BHOBb CO31aBaeMOToO TMOpUIa.
YckopeHHne CeleKIIMOHHBIX pa3padOTOK B JTaHHOM
cliygae OJOCTUTAETCs 3a CYET TOrO, YTO HOBBINM IeHO-
TUIT JUArHOCTUPYETCS Ha 3aCyXOYCTOMYMBOCTH Ha
caMoli paHHE! CTaguy OHTOTeHe3a — 3apOIbIlle, a He
IyTeM J1a0OPaTOPHOI OLIEHKH 3PEJIbIX 36pPHOBOK WJIN
MTOJICBOI OLICHKM pacTeHUI, KaK 3TO IIPUHSITO B py-
TUHHOH CEJIEKIIMOHHOM MPpaKTUKE.

HecMoTpst Ha 060CHOBAHHOCTh U MEPCHEKTUB-
HOCTh KYJIGTUBUPOBAHUS in Vitro HE3pellbIX 3apOIbl-
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IIIeii 3JTaKOB Ha KPUTHUYECKOM CTaaAuy aBTOHOMHOCTH
C 1IEJIbIO CO3MIaHUSI 3aCyXOYCTOMYMBBIX T€HOTHUIIOB,
MPaKTUYECKUX PE3yJIbTaTOB TaKMX MCCIIENOBAaHUI B
JIMTeparype IIPencTaBIeHO CPaBHUTEIBHO HEMHOIO
(rmo: Kruglova, Zinatullina, 2022). B kauecTBe ripumepa
MOXHO IPUBECTU UTOTM MHOTOJIETHUX MCCIIEIOBAaHMIA
aBTOHOMHBIX 3apObIllIeil OOIMMPHON KOJUIEKIINU
MIIEHULIBI POIUTEIHCKIX COPTOB M THOPUIHBIX TUHUM,
MMOTYYEHHBIX IPSIMBIMU 1 PELATIPOKHBIMU CKPEII-
BanusimMu (KpyrioBa m mp., 2018, 20196; 3unaryuimHa,
Huxonos, 2021; Kpyrnosa, CenpnumupoBna, 2022). AB-
TOPBI IPUMEHWIN KOMITJICKCHBIN KPUTEPUil OLIEHKU
3aCyXOYCTOMUYMBOCTH TeHOTUIIOB. OHM BO3IEHCTBO-
BaJIM Ha aBTOHOMHBIE 3apOJbIIIN, HAXOMSIIMECS Ha
KPUTUYECKOIT CTaIM CPEIHETO OpraHoreHe3a, yCJIOBH -
SIMUA, UMUTUPYIOIIUMU AeDULIUT BIaru. DTO BO3ICH-
CTBUE IOCTUTAJIOCh BBEACHUEM B COCTaB IUTATEIbHOM
Cpelbl psiia OCMOTHKOB CyOJIeTAJIbHBIX KOHIICHTPALIWIA.
O1ueHMBAJIaCh CIIOCOOHOCTD TaKMX 3apOABIIIEH 1aTh
Havajio MpopoCcTKaM, pa3BUBaoIInMcs 10 peHoda-
3bI KYILIEHUS in vitro 1 peHoda3bl MOJTHOU CIEIOCTA
3epHa B MOYBEHHBIX YCIOBUSIX ex vitro. buuin mpo-
aHAIM3UPOBAHBI J1abopaTOpHAasi BCXOXECTb MOJY-
YEeHHBIX 36pPHOBOK M 3MOpHMOHAJIbHBIC IT0Ka3aTeIu
pacTeHuii, BEIpaIlleHHBIX U3 TAKUX 36 PHOBOK B ITI0JIE-
BBIX YCJIOBUSIX. B pe3ysibTare BhISIBJIEHBI M BKJIIOUEHBI
B CEJICKLIMOHHEBIE IIPOrpaMMBbI 3aCyXOyCTOMYMBEIE T€HO-
THUITBI, XapaKTepU3YIOIIMECsT CICOYIONIMMIA CBOMCTBA-
MU: MX aBTOHOMHBIE 3apOAbII MOTYT (hOPMUPOBATH
IIPOPOCTKN HOPMAaILHOM MOP(QOJOTMHA B YCIIOBMSIX
MMUTALIMM 3aCyX1; JOCTATOYHO BBICOKAS JabopaTop-
Hasl BCXOXECTb MOJYYEeHHBIX 36pHOBOK; OTCYTCTBUE
aHOMAaJIMii B SMOpHOTEeHE3¢e ITOJIYYSHHBIX paCTCHUIA.

Hemnpsimoii myTh 06pa3oBaHMsI pereHepaHTOB 3J1a-
KOB B SMOPHOKYIBTYpPE in Vitro TaKKe TOJKEH 3aCITy-
XKMBaTh BHUMaHUSI OMOTEXHOJOrOB. DTOT IyTh CO-
CTOUT B IIOJYYECHMM KaJUIyCOB M3 3apOIbIIIEi Ha
KPUTUYECKOMN CTalyM PAHHETO OpraHoreHesa, repe-
HOCE KaJUIyCOB Ha PEreHEpallMOHHYIO Cpeay, MOoJy-
YeHUHU U3 HUX pereHepaHToB. HecMoTps Ha To, 4TO
JIOTIOJIHUTEJIBHBINA 3Tan (DOPMUPOBAHMS 3apOIbIIIIe-
BbIX KQJUIyCOB U UHAYLIMPOBAHUS B HUX pEreHepaLuu
OPUBOIUT K YBEJIWYECHUIO IIUTEILHOCTU SKCIIEPHU-
MEHTOB, HemnpsiMasi SMOPUOKYJILTYpa in Vitro MMeeT
psia HECOMHEHHBIX IPEUMYILECTB IJIs1 OLEHKHN 3aCy-
XOYCTOMUMBOCTHU CEJIEKIIMOHHBIX 00pa3LoB. Tak, ajis
KYJIBTYPBHI in Vitro MOXHO 3al1aTh ITapaMeTPbl CEJIEK-
TUBHBIX YCJIOBUI (TOUHO TaK Xe, KaK 3aJal0TCs yCI0-
BUS 3aCyXM), a 3aTeM JIeTaJbHO IIpOaHaIU3UpPOBaTh
peakluu KJIETOK U TKaHel KaJlJlyCOB Ha JIeiCTBUE
ctpecc-pakTtopa. Kpome Toro, B KyabType in Vitro
npu 100aBJIeHUM CTPECC-areHTa B CEIeKTUBHYIO Cpe-
Iy TIPOUCXOAUT HEMOCPEACTBEHHOE B3aUMOICHCTBUE
CO CTPECCOPOM MPAKTHUUYECKU BCEX KIIETOK Kajulyca.
TeM caMbIM cO3maeTCs BO3MOXHOCTh UCCIEIOBAHMS
MEXaHU3MOB OEUCTBUS CTPECCOPOB Ha TKAHEBOM,
KJIETOYUHOM 1 MOJIEKYJISIPHOM YpOBHsIX. BaxkHo u To,
YTO KYJbTUBUPOBAHUE iN Vitro 3apOIbIIIEBbIX KaJLTy-
COB Ha pereHepalMOHHOI CeJIEKTUBHOI cpene, UMU-

KPYTJIOBA u np.

TUPYIOIIEH 3aCyXy, IIO3BOJISIET HE TOJILKO ITOJIyIUTb,
HO Y TUPAXUPOBATh 3aCyXOyCTONYMBBIC pereHepaH-
ThI (110: Kruglova et al., 2018b; 3unarymnuxa, 20200).
OcCHOBHOE Xe IIPEeUMYIIECTBO MCIIOJIb30BaHMS 3a-
POMOBIIIEBBIX KAJIJTyCOB COCTOUT B CXOACTBE MOp(do-
TeHEeTUYCCKUX MPOLIECCOB, IIPOTEKAIONINX B pacTe-
HUSX in Vivo U B KyJIbTUBUPYEMBIX KAJLIyCax in Vitro B
OTBET Ha JeiCTBME abMoTuYecKux pakTopoB. B Takom
CXOJICTBE pEaKlIMii MOXHO BUICTb IeiiCTBUE IPUH-
LIMIIa YHUBEPCAIbHOCTH ITyTeit MOp(OoreHe3a pacTeHIIA
B €CTECTBEHHBIX U 3KCHEPUMEHTAIBLHBIX YCIOBUSIX,
BoliBUHYTOTO T.B. batbirunoii (2014 u panee).

B T0 ke BpeMs1, JaHHOE HaIlpaBJeHrue OMOTEXHO-
JIOTMYECKMX MCCIEIOBAHNI — HCIIOJIb30BaHUE Kajl-
JIYCHBIX KYJIBTYP 3apOJbIIIEBOTO IPOUCXOXICHUS
JIJIST OLIEHKU 3aCyXOYCTOMYMBOCTH ITOTyYaeMBbIX pere-
HEepaHTOB 3JIaKOB — pa3paboTaHO KpaiiHe HeIoCTa-
TouHO. [ToMHUMO TOro, 4YTO TaKMX padOT CPaBHUTEJIb-
HO HEMHOT0, B KA4eCTBE AKCIUIAHTOB IJIsI OJTyYeHUS
KaJUIyCOB MCIIOJIB3YIOTCS 3apOABIIIN, IJIsI KOTOPBIX
He oIpenesieHa cTaaus aMopuoreHesa (1mo: 3MHaTyI-
mmHa, 20200). Pa3paboTKu o ITOJIy4EHUIO 3aCyXO-
YCTOMUYMBBIX PEreHEpaHTOB 3JIaKOB B KaJUTyCHOM
KYJIBTYp€, B KOTOPBIX UMEIOTCSI CBEICHUSI O TPUMEHEe-
HUU B KayecTBE IKCIUIAHTOB HE3peJbIX 3apOJbIleii
KPUTUYECKUX CTaauii SMOpHOreHe3a, eIMHUIHEL. TakK,
YCIIeIIIHOE MCITOJIb30BaHUE B KAa4eCTBE SKCIUJIAHTOB
3apOoJbIllIeii Ha KpUTUYECKOM CTaIuy paHHETO OPraHo-
reHe3a IpoaeMOoHCcTprupoBaHo B padbore O.A. Cenpan-
MUpPOBOIi ¢ coaBTopamu (Seldimirova et al., 2017a). Dta
pabora MocBslleHa UCCIIeI0OBAaHUIO BIUSHUS aHTHUC-
TPECCOBOIO PETyJISITOpa pOCTa pacTeHMM 24-31H-
OpaccuHoJMIa Ha GOpMHUPOBAHME U POCT KaJIJTyCOB,
a TakKe pereHepaluio U3 HHUX 3aCyXOYCTOMUMBEIX
IIPOPOCTKOB ITIIICHUIIEL.

be3yciioBHO, BO3MOXHBI U Ipyrue HampaBieHUS
MPUKJIAJHOTO MCIIOJIb30BaHUSI 3apOJbIllIeii 371aKOB,
HaXOISIIHNXCS Ha TeX WX MHBIX KPUTUIECKUX CTaI-
X aMoOpuoreHe3a. bombnioit mHTEpec B 3TOM OTHO-
IIEHU Y BBI3bIBAIOT 3apOJBIIIHN Ha TJI00YISIPHOI U Me-
pPEXOMHOM K OpraHOTeHe3y CTamusXx dMOpHoreHe3a.
Kak 0n1710 cka3aHO BBIIIE, MUKPOCIIOPUATLHBIE CO-
MaTU4YeCKre 3apOAbIIIM MIICHULIbI BO BpeMsl 3THUX
CTanuii B onpeneIeHHBIX SKCIIEPUMEHTAIBHBIX YCIIO-
BUSIX in Vitro CTIOCOOHBI K TIEPEKITIOUESHUTO TIpOrpaM-
MbI Pa3BUTHUSI Ha aJIbTePHATUBHbBIC ITYTU, BEAYIIME K
¢opMupoBaHUIO0 (HEHOTUIIOB ITOJIMMEPHBIX “‘CHaM-
CKMX” 3apOIBIIIe ¢ MHOKECTBEHHBIMHM OpraHaM# 1
pasznuyHoii Tonorpadueii nx rmoyoxeHus (Titova et al.,
2016). Kak monaraiot aBTOpBI, UCITIOJIb30BaHUE Ta-
KHMX TIOJIMMEPHBIX 3apOIBIIIE MOXKET OKa3aThCs
YCHOEIIHBIM B CEJIEeKIIMOHHBIX pa3paboTKax HOBBIX
¢dopM TIIIEHUIIBI ¢ TTOBBIIIECHHONW 3€pHOBOI IIPO-
ITYKTUBHOCTBIO.

B nenom, mpuMeHeHUE 3KCIIEPUMEHTAIBHBIX CH-
CTEM C UCIOJIb30BaHUEM 3apOJbIIIIeii 31aKOB, HaXOsI-
IIMXCSI HA Pa3IMYHBIX KPUTUUECKUX CTAIUSIX SMOPHUO-
reHe3a, BeCbMa IEPCIIEKTUBHO IJISI OMOTEXHOJIOTHNYE-
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KPUTHUYECKUE CTAANN SMBPUOTEHE3A 3JIAKOB

CKUX CeJIEKIIMOHHBIX pa3paboTrok. [Ipeamnocwuikoit
IUTST UCTIOJIb30BAHUS TAKUX CUCTEM SIBJISIETCS CXONCTBO
OTBETHBIX peaKlInii paCTeHUI in Vivo 1 3KCIUIaHTOB/pe-
TEHEPAHTOB in Vifro, OCHOBAHHOE HA YHUBEPCAUTBHOCTUA
myteit MopgoreHesa (barbiruna, 2014).

SAKJIIOYEHHME

B Ononorun pa3BuTvst pacTeHUiA TIpodieMa KpUTH-
YECKUX TIEPUOIOB 1 CTaIUii SMOpUoreHe3a pa3padarbl-
BaeTcs C TO3ULIMI CUCTEeMHOTro nomxona K nuddepeH-
LIMallMM  3apofblllia, KOTOPBIi YYUTHIBACT HaJIU4YWE
MOpPGOTEeHETUIECKUX U MOP(PO(PHU3NOIOTHIECCKUX
KOppEJISLMA B pa3BUTUU DMOPUOHAIIBHBIX CTPYKTYP
U OKpYXalolX TKaHell ceMeH!U U TJIoa.

Oco0BIi1 MHTEpPEC BBI3BIBAIOT KPUTUYECKHUE CTATUM
SMOpHoOreHe3a 3J1aKOB, MOCKOJILKY 3apOBIII IIpe/I-
CTaBUTEJICH BTOr0 CeMEMCTBA BhIAEISIETCSI CPEIU 3a-
ponbIIIeii IBETKOBBIX paCTeHUI KaK 0coO0bIM Gram-
inad-TurioM aMOpuoreHesa, Tak 1 (popMHUpOBaHUEM
cnelUIeCKIX OPraHoOB.

TeopeTnyecku M 3KCHEPUMEHTAJIBHO MOKa3aHo,
YTO B SMOpHOTeHE3e 3JIaKOB MOXKXHO BBIICIUTH PSI
KPUTUYECKUX CTaAU Ha OCHOBAHWUM TaKUX KPUTEPUEB,
Kak a) CITOCOOHOCTB 3apO/bIllia K CAMOPETYJISILIM 1 €TO
HE3aBUCUMOCTh OT MaTEpMHCKOIO OpraHu3Ma (aBToO-
HOMHOCTb); 0) MOBBIIIIEHHAsI YyBCTBUTEILHOCTD 3apO-
IbllIa K BO3ACHCTBUIO BHEIIHUX HEOJIAronmpusiITHBIX
(¢akTOpOB, BIUIOTH OO MHAYLHWPOBAHUS aHOMAJIWii, a
TaK>K€ YaCTUYHOIO WJIM MOJIHOTO OJIOKMPOBAHUS pa3-
BUTHUSI (3TOT KPUTEPUi1 BO MHOTOM COBITaIaeT C KPU-
TeprUeM BBIIEJICHUSI KPUTUIECKUX IIEPUOIOB B 3M-
OpuoreHe3e JKMBOTHBIX); B) CITOCOOHOCTD 3apOoJbIlla
K CMEHEe MMporpaMMbl pPa3BUTUSI Ha aJiIbTEpHATUBHBIE
ITyTH.

CornacHo nepuoamn3alsiM sMOpHroreHesa, mpes-
JIO(KEHHBIM pa3HBIMM aBTOpaMM, K TaKUM KpUTHYE-
CKMM CTaaUsIM CJIEIyeT OTHECTU IIOOYISIPHYIO CTaIUIO
U OopraHoreHes (BKJIIo4asl Iepexol, K OpraHoreHesy,
paHHUil (MHULUAJIbHBINA) OpraHOreHe3 W CPEeIHUM
OpraHOTreHe3, COOTBETCTBYIOIINI nuddepeHINAIINA
opraHoB). TeopeTuyecku, TS 371aKOB, KaK U TIpell-
CTaBUTENCH APYTUX CEMEMCTB IIBETKOBBIX PACTEHMIA,
BO3MOXHO CYIIECTBOBAaHUE W MHBIX KPUTEPUEB BbI-
JeJeHUS] KPUTUYECKUX CTaIuil, 1 MHBIX KPUTUUECKUX
craguii sMOpuoreHe3a. OmHAKO IIPY 3TOM BaXKHO BbI-
paboTaTh €NUHBIN MOAX0I K IEPUOAN3AIUN CIOKHO-
o MHOTOCTYIIEHYATOro Ipoliecca 3MOpHUOreHe3a 3ja-
KOB Ha OCHOBE KOMIUICKCHBIX KPUTEPUEB 1, IPEXIe
BCEro, — MOP(MOreHETUYECKMNX COOBITUI, ITPONCXO-
ISIIUX B Pa3BUBAIOLIEMCS] 3apojblllie Ha KaxKaoM
YPOBHE OpraHMU3alluu.

B 1ies10M Xe cliemyeT mpu3HaTh, UTO XOTsI poodJie-
Ma KPUTUYECKUX CTaAWil pa3BUTHS 3apOAbIIIA [[BET-
KOBBIX pPaCTeHMid MOCTaBJICHA IOCTATOYHO IABHO,
eIVHBII MOIXOM K €€ PEelIeHNIO, KaK U ¢IMHbIe KPUTe-
pUM BBIOCIEHUS TAKUX CTAAUN UM YHUGUIUPOBAHHAS
TePMHUHOJIOTHS, e1lle He pa3padoraHbl. OTCYTCTBYIOT 1
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CpaBHMUTEJIbHBIC aHAIMTUIECKIE UCCIIETOBAHMS KPUTH -
YeCcKUX CTaauii SMOpUOreHe3a pacTeHUi U XKUBOTHBIX,
XOTSI CaMO TIOHSITHE “KPUTUYECKME CTaauu 3MOpHore-
He3a”, Mo-BUIMMOMY, CIIEIyeT OTHECTH K OOIIIeOnOIIo-
ruyeckuM. HeMHOroymcjaeHHbl 3KCIEpMMEHTaIbHbIE
BepudUKaluM B 3TOM 001acTH ucciaenoBaHuii. [1pu-
KJIagHOE IIPUMEHEHME 3apObIllieii Ha KPUTUIECKUX
cTagusx 3MOpHoOreHe3a TOJhKO HauMHaeT pa3pada-
ThiBaThbcsl. Celiyac OHO OrpaHMYEeHO OMOTEXHOJIOTH -
YeCKMMH pa3paboTKaMy, B KOTOPBIX MCHOJIb3YIOTCSI
MpsSIMbIE U HEMIPSIMbIE SMOPUOKYJILTYPHI in Vitro Xneo-
HBIX 3JIaKOB.

Penienue nepedyucieHHbIX BOIIPOCOB 3aBUCHUT, B
MEepBYI0 oO4Yepedb, OT HAJIbHEUINMX MCCIEI0BAHUNA
MocjeA0BaTeIbHbIX CTaANI 3UTOTUYECKOTO IMOPUO-
reHe3a 1IBETKOBbIX pACTEHUM, IIaBHBIM 00pa3oMm ¢
UCTIOJIb30BAHUEM MOJIEKYJISIPHO-TEHETUYECKUX MO~
x0J10B. OMHaKO He MeHee BaXKHO MPOBOIUTH aHAJIO-
TMYHBIE HCCJIEAOBaHUS COMAaTUYECKOTO 3MOpHore-
He3a TeX XK€ 00BbEKTOB B KOHTPOJIUPYEMBIX YCIOBUSIX
KYJIBTYDHI in vitro. CpaBHEHUE CTaguid pa3sBUTUS 31~
TOTAUYECKOTO U COMATUYECKOTO 3apOIBIIIEH MOXET
CITOCOOCTBOBAThH BBISIBJIEHUIO OOIINX 3aKOHOMEPHO-
creit u ceUUecKrX YepT ITUX MPOLIECCOB, a TaK-
XK€ BBIICIICHUIO U JAIBHEUIIEMY U3YYCHUIO KPUTHU-
YeCKMX CTaauii sMOproreHe3a pacTeHUA.
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HUEM NaHHBIX, TIPEACTaBIEHHBIX B JIUTepaType, a Takxke
pe3yabTaToB COOCTBeHHBIX ucciaenoBaHuii. I'E. TuroBa
MpoaHaJIM3UpPOBaJia OCHOBHBIE IIOJIOKEHUSI CTaTbU U
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BOBaJIM B 0OCYKI€HUM OKOHYATEIbHOTO BApHaHTa CTaThHU.
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Critical Stages of Cereal Embryogenesis: Theoretical and Practical Significance

N. N. Kruglova- *, G. E. TitovaZ, and A. E. Zinatullina’

1Ufa Institute of Biology of the Ufa Federal Research Centre of the Russian Academy of Sciences,
pr. Octyabrya, 69, Ufa, 450054 Russia

2Komarov Botanical Institute of the Russian Academy of Sciences,
ul. Professora Popova, 2, St. Petersburg, 197376 Russia

*e-mail: kruglova@anrb.ru

The problem of critical periods/stages of embryogenesis in flowering plants has been analyzed in detail using
a holistic approach that takes into account the importance of morphogenetic and morphophysiological inter-
actions for the development of embryonic structures and surrounding seed and fruit tissues (see publications
by T.B. Batygina and V.E. Vasilyeva, 1983—2014). The critical stages of cereal embryogenesis are of particular
interest, since the embryos of the Gramineae family representatives are distinguished even among the mono-
cotyledonous plants embryos by the unique Graminad-type embryogenesis and the formation of very specific
structures (T.B. Batygina, 1968—2014). The article presents a review of the literature and the author’s own
data on the periodization of the embryogenesis on the example of cereals, analyzes disputable issues concern-
ing both the criteria for revealing the critical stages of embryogenesis and the features of the critical stages.
The prospects of studying the stages of cereals embryogenesis, as well as the use of embryos at the critical de-
velopmental stages in biotechnology and breeding research are discussed.

Keywords: plant embryo, embryogenesis, staging, critical stages of development, cereals
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