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Ha ocHoBe aHaiM3a MAHHBIX OMMCATEIBLHON 3MOPHMOJIOTMU PAcCMATPUBAIOTCS ITUTO-TUCTOJIOTMYECKUE
0cob6eHHOCTH (hopMUPOBaHMS crielIM(UIECKUX OPTaHOB, CTAHOBJICHMS alTMKaJIbHO-0a3aJIbHOI OpraHu3a-
IIMA W TOPCOBEHTPAIBHOCTU CTPOSHUS 3apojbllieil 371akoB comtacHo Graminad-Tumy smOpuoreHesa.
AHanu3upyeTcs Iepruoar3aivsi pa3BUTHSI 3apOJIbIIiIa 3JTAKOB € BblAeIeHUeM (a3 6j1actomepusaluuu (OT 3U-
TOTEL 0 000CO0IEHUST SMOPHOIepPMbl MHOTOKJICTOYHOTO 3apOIbIIlia) 1 opraHoreHesa (ot puddepeHma-
LIMY TUCTOTEHOB B MHOTOKJIETOYHOM 3apojibliiiie 10 (h)OpMUPOBAaHUs OpraHOB 3aponbliia). [IpuBonsitcst pas-
JIMYHBbIE MHEHUS 0 MOP(OJIOTUIECKOM CYIITHOCTH CHeI(UIECKIUX OPTaHOB 3PeJIbIX 3apoblIieii 31akoB. O0-
CYXIAeTcsl poJib psiia BEAYIIMX TOPMOHOB: ayKCUHBI, IUTOKUHUHBI, abciu3oBast kucyiota (ABK) — u ux
B3aMMOICICTBUIA TIPY SHIOTEHHOM PETYJISIIUM OTIPENeICHHBIX CTaaIuii SMOproreHe3a 371akoB. [IpuBonsaTcs
JTaHHbIE UMMYHOTHUCTOXMMUYECKUX UCCACAOBAHUI T10 JIOKAJIM3AlMM YKa3aHHbBIX TOPMOHOB B pa3BUBalO-
IIIMXCST OpraHax 3apobliieil 3makoB. [TomyepKkuBaeTcs, YTO TOpPMOHAJIbHBIE M MHBIE 9KCTIEPUMEHTATbHbIC
KCCIeA0BaHMSI SMOpUOreHe3a 3JIaKoB CJIelyeT IIPOBOIUTh HA OCHOBE JAHHBIX O CTPYKTYPHBIX OCOOEHHO-
CTAX CTaTyca UCCIeNyeMbIX 3apObIIIeii Ha TOM WM WHOM 3Talle Pa3BUTHS C TTIO3ULIMU ONTUCATEIbHOM dM-

OpMOJIOTMU PACTEHUIA.
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BBEAEHME

DOMOpHoreHes 3JIaKOB, KaK M BCEX paCTeHUM, pa3-
MHOXAIIIUXCS in vivo TIyTeM aM(UMUKCUca, Ipe-
CTaBJIIET CO00iT €MMHBIIN IIPOIIECC, B pe3yIbTaTe KOTO-
POTO M3 OJTHOM MCXOTHOM KJIETKHA — 3UTOTHI — (DOPMU -
pyeTcsl 3pesiblii 3apOfbIll COTIaCHO OIpeaeeHHBIM
nmaTTepHaM KJIETOYHBIX JeneHuii  (DMOpUOIOTHS
LIBETKOBHIX.., 1997, 2000; bareirmua, 2014; Raghavan,
1976, 1997; Embryology of angiosperms, 1984; Plant
embryogenesis, 1995; Methods..., 2008; Capron et al.,
2009; Harada et al., 2010). BeisiBaeHHBIE 29MOpurore-
HETUYECKHE 3aKOHBI: 3aKOH IIPOMCXOXICHUS, 3aKOH
yuycesl, 3aKOH pacIiOJIOXKEHUSI, 3aKOH 3SKOHOMHU
(IITlampos, 1997) — oTpaxaroT CI0KHOCTb 3TOr0 MPO-
mecca.

DOMOPUOJIOTUYECKMMU HUCCICAOBAaHUSIMU  yCTa-
HOBJICHO, YTO 3peJIbIiA 3apOIBIII 3JI1AKOB BbIICISCTCS
CpeIr OCTaJbHBIX 3apOABIIICii TTOKPBITOCEMEHHBIX
pacTeHuil CBOMMU CIELU(PUIECKUMU OpraHaM U
JIOPCOBEHTPAJILHEIM CTpOoeHUEM. B 3epHOBKe Takoii
3apOoABIII CONMPUKACAETCs C SHIOCIIEPMOM TOJILKO C
OJHOI CTOPOHBI — IIUTKOM, a HE OKPYXXEH ero TKa-
HbIO, KaK y OOJIbIIMHCTBA OAHOIOJbHBIX (baTbirnHa,
19686, 1997a; INomnyoHass-ApHoibau, 1978, 1982;

CpaBHutenbHast 3MmoOpuosiorus.., 1981; OCHOBHI..,
1991). Bouiee Toro, 0co6eHHOCTU Mpoliecca pa3BUTHUS
3apOJbIlla 3JJaKOB ITO3BOJIMIN BbIAECIUTDH OTACIbHBIM
Graminad-tun sMmGpuoreHe3a (batbirmna, 1968a,
1974, 1987, 19976).

Takue cTpyKTypHBIE 0COOEHHOCTH SMOpHOreHe3a
3JIaKOB BBI3BIBAIOT K HUM TPAIULIMOHHBINA TEOpeTU-
YeCKUI MHTepeC C MO3ULIUIA pellleHUs psiga mpoodaem
MOP(dONIOTHHY, 3BOJTIOLNN, CUCTEMATUKHA U (pUitore-
Huu pacteHuii (SIkosnes, 1950, 1981; TaxramxsH,
1966; Hanunosa, Coxonosckasi, 1973; TepexuH,
1996; bareirnna, Kpacaukos, 1997; Lisenes, 2005;
bateiruna, 2014; Batygina, 2012). B nocienHue rogsl
B CBSI3U C OYpHBIM POCTOM OMOTEXHOJIOTMUYECKUX UC-
cJIeJOBaHUI BO3pacTaeT U MPaKTUIECKUIN MHTEpeC K
aMmbpuorenesy 3nakoB (Kpyrimosa, KaracoHosa,
2009; Uruarosa, 2011; Kpyriona, 2012a; Cenbaumu-
posa u 1p., 2017a, 20186; Elhiti, Stasolla, 2011; Plant
embryo culture.., 2011; Rostami et al., 2013; Slesak et al.,
2013; Delporte et al., 2014; Zhang et al., 2015). Oco-
0oe 3HaueHHe B 3TOM IUIAHE MPUIAETCS U3YYECHUIO
PO TOPMOHOB — pPETYJISITOPOB B3aMMOICHCTBUS
KJIETOK, TKaHEl U OpraHoB B XOA¢ 3MOPUOHAJILHOTO
pa3BUTHSI 3]TAKOB KaK KOMMEPUYECKU LIEHHBIX 00BEK-
TOB OMOTEXHOJIOTHIA.
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CTPYKTYPHBIE OCOBEHHOCTU 1 TOPMOHAJIbHAA PETYJIALIWA

Llenp maHHOrO 0030pa — MpPOAHAIU3UPOBATH
CTPYKTYPHBIE OCOOCHHOCTU 3apOJbIIIei 371aKOB Ha
Pa3HbBIX CTAIUSIX UX PA3BUTHUS U OLIEHUTH POJIb psaa
SHJOT€HHBIX TOPMOHOB B SMOpUOTeHe3eE.

CTPYKTYPHBIE OCOBEHHOCTHU
OOPMUPOBAHUA N PASBUTHUA
3APOABIIIEN 3JIAKOB

VYKe Ha caMbIX paHHUX 3TallaxX UCCIIeTOBAHUI 5M-
OpuoTeHe3a pacTeHMIA CTajio SICHO, YTO 3apOMbIlI B
cBoeM MopdoreHe3e MPOXOAUT Yepe3 Psii JUCKPET-
HBIX cTanuii (M1, B TEPMUHOJIOTUH PA3IMYHbBIX ABTO-
pPOB, TIepUOIO0B, (a3, ITAMOB), Pa3IMYAIOIIMXCS KaK
110 MOp(POPU3NOTOTUIECKUM ITIpolieccaM, (PYHKIINO-
HaJbHOM HAarpy3Ke, MPOJOJIKUTEIBHOCTU, TaK U 110
3HAYEHUIO IS JaJbHEHIIEro Xxoma 3MOpUOreHesa.
Kaxnast u3 cragmii sMOpHoreHe3a HaIlpaBjcHa Ha
peanuzanio Mop¢GOreHeTUIeCKOro MOTEeHIINAJA 3a-
pOIBIIIA U OHTOTEHETUYECKOI TIpOrpaMMbl OCOOU B
uesnoM (bateiruna, 2014).

IlepBoe oGcTOsATENEHOE N3YyUYeHNE 3aKOHOMEPHO-
cTeil sMOpUoOreHes3a 3JaKoB Ha TipuMmepe Poa annua
obu10 MpeanpuHsaTo B 1924 r. (Soueges, 1924), nipu
3TOM MCCJIeIOBATENb MPHUILIE]T K BEIBOAY, YTO paHHUE
STalbl Pa3sBUTUS 3apOIbIIIa OJHOJOJIBHBIX U JIBY-
JOJIBHBIX TPUHINANNAAIBHO CXOOHEI. Tlo3mHee MHO-
rue yyeHble BHECJIM CBOM BKJIAl B M3y4YeHUE pa3BU-
THS 3apojbliiia 3y1akoB (SAkosies, 1946, 1950; Coko-
JoBckast, 1968; bateirmnHa, 1968a,6, 1987, 1997a,6,
2014; Yeo6o0Tapn, 1972; OcHOBBHI.., 1991; Brown, 1959,
1960, 1965; Guignard, 1961; Guignard, Mestre, 1971).

B nutepatype npeanoxkeHo HECKOJIBKO MEepUOIH-
3allMii pa3BUTUSI 3apoibllla 3jJ1akoB. HauOosblieit
TEOPETUUECKOM OGOCHOBAHHOCTBLIO OTJIMYAETCS IIe-
puonu3zaius (bareiruna, 1987, 1997a, 2014), Beige-
JISIIoIIAas B pa3BUTUM 3apojbliiia 3JIaKOB ABe (ha3bl:
6J1acTOMEpU3alINIO Y OPTAHOTEHE3, KOTOPhIE MOXKHO
pacleHUBaTh KaK KPUTUYECKHUE, COTJIACHO 00OCHO-
BaHHBIM KputepusiM (bateirmHa, BacunbeBa, 1983,
2002). Bo Bpemst aTux (a3, ¢ OmHOI CTOPOHBI, 3aKpeT-
JIIETCS XKEeCTKasl IeTepMUHALIVSL ITyTU Pa3BUTUST 3apO-
JIbIIIA, C APYTOii CTOPOHBI, TIPU BO3AEHCTBUN COBOKYII-
HOCTHM HeO0JIaronpusTHBIX YCJIOBUII MMEHHO Ha 3THUX
dazax MpoNCXOIUT OJJOKMPOBAHNE SMOPHUOTECHE3a.

PaccMmoTpuM KpaTkKo CTpYKTypHBIE OCOOEHHOCTH
AMOpHOreHe3a 3J1aKoB B KpUTHIecKne da3bl 0J1acTo-
Mepuzaluu U opraHoreHesa (bateiruna, 1997a). Jle-
TaJIbHBIA CPABHUTEJbHBIN aHAIN3 JAHHOUW MEpUOaU-
3allUy U APYTUX MepUuoaru3alinii aMOpuoreHesa 3ja-
KOB npuBelieH B padote (Kpyriona, 2019).

B xadecTBe TOUKM OTCUETa B IEPUOAU3AIINU DM-
OpuoreHesa 3/J1aKOB BCEMU UCCEAOBATEISIMU MPU-
HUMaeTCs 3UTOTa KaK IUIDIOUIHAsT KJIeTKa, 00pa3y-
IoIIasicsl B pe3yabTaTe OTUIOJOTBOPEHUS — CIUSTHUS
rarIOUAHBIX TaMeT ((KeHCKOI raMeThl — SHLEKIeTKI
1 MYXXCKOIT TaMeThl — criepmust). Kak 1osarator, 31-
rota — 3TO MHUIIMAJIbHAs KJIeTKa 3aponpliia 1 Ha-
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yaJibHas (paza OHTOreHe3a aM(UMUKTUYECKA Pa3MHO-
xKaromyxcs pactreHuii (bateirnna, BacwiseBa, 1997).

B xone co3peBaHUST 3UTOTHI 371aKOB IMPOUCXOAUT
CYILLIECTBEHHAsI €€ peopraHu3alysl W CTaHOBJICHUE
BBICOKOI MeTabOJIMYECKOM aKTMBHOCTU. Tak, aJIeK-
TPOHHO-MHUKPOCKOITMUYECKUMU UCCICIOBAHUSIMHU 3U-
rOThl MIIEHUILI B IEPUHYKIIEAPDHOM MPOCTPAHCTBE
STOi KJIIETKU BBISIBJICHBI MHOTOYHUCJICHHBIE OPraHOM -
IIbl, TIpEACTaBICHHbIE MUTOXOHIPUSIMU C TOCTATOY-
HO XOPOIIIO Pa3BUTHLIMU KPUCTAMU U aMIJIOIIIACTAMU
C KpaxMaJIbHbIMU 3e¢pHaMU. B nuTorasme mpucyT-
CTBYIOT pMOOCOMBI KaK CBOOOAHBIE, TaK U COOpaH-
HbIe B TPYIIIbI; TPAHYJISIPHBINM 9HIOMIa3MaTUIEeCKUIA
petukyiayMm (OI1P) mpencraBieH ymIMHEHHBIMU Me-
CTaMU pacIIMpeHHbIMU KaHaJIaMU; KoMIuieKe ['ob-
JIKU — CTOITIKAMU TUKTHUOCOM, OTACSIONINX BE3UKY-
JIbl. B muTOIIIa3Me 0GHAPYKUBAIOTCST TAaKKEe JIMITU/ -
Hble KaIrlIM, KaK MpaBujo, COOpaHHbIe TpyMNIaMu U
aCCOLIMMPOBAaHHEBIE C YIUIMHEHHBIMU KaHagaMu DI1P
(Cenpoumuposa u ap., 20178). AHaOrMYHbBIE JaH-
HbIE TIOJTYYEHBI B XO/I¢ 3JIEKTPOHHO-MUKPOCKOITNYE-
CKMX MCCJIeNOBaHUI 3UTOThI Ipyrux 371akoB (UYebo-
tapb, 1972; Norstog, 1972; Russell, 1979). Cinenyert
MOJYEPKHYTb, YTO CXOJHBIE YJIbTPACTPYKTYPHbIC
JIaHHbIC TIOJIyYeHBI U IJIsI MHUILIMAIBHBIX KJIETOK 3a-
POIBIIIETIONOOHBIX CTPYKTYP (3MOPHUOMIOB) IIIIEHM -
el (Bonet, Olmedilla, 2000), sumens (Caredda et al.,
2000; Maraschin et al., 2005) 1 kykypy3bl (Goralski et al.,
2005) B ycimoBUSIX KYABTYPHI in vitro. Bce a1 n3MeHe-
HUSI JOCTAaTOUYHO YOEAWUTEJIbHO CBUIETEJIBCTBYIOT O
TOM, UTO CO3pE€BaHUE 3UTOThI/APYTUX MHULIMATIbHbBIX
KJIETOK SIBJISIETCS TEPHOIOM U3MEHEeHUs (PyHKIIUU
KJIETKU U, OUYEBUIHO, KPUTUUYECCKHUM B OHTOTEHE3e
pacTeHus /pereHepaHTa.

3urora, U He TOJBKO 3J1aKOB, XapaKTepU3yeTCs
0COOBIM CTPYKTYPHBIM CBOMCTBOM — TIOJIIPHOCTbIO
CTPOEHMUSI, TO €CTh CYIIECTBOBAaHUEM (DYHKIIMOHAJIb-
HO 3HAYMMBbIX aCUMMETPUUYHBIX CTPYKTYP, 00pa3yto-
IIUXCS B OTBET Ha JI€MCTBUE BEKTOPU30BAHHBIX CTU-
MyJIOB, BHELIIHUX WU BHyTpeHHUX (Mensenes, 2012).
YTo KacaeTcs 3UroThl, TO B JAHHOM CJIy4yae peyb UAET
0 BO3HMKHOBEHUHU B KJIETKE MOPdOIOTUYECKON OoCcU
¢ ABYMSI pa3IWYHbIMU MOJIOCAMU: allUKaIbHBIM (30-
Ha CUHTe3a OeJIKOB) U MPOTUBOIIOJOXHbBIM 0a3ajib-
HbIM (30Ha CMHTE3a OCMOTUYECKU aKTUBHBIX 3arac-
HBIX BelllecTB). BbickazaHO MHEHUE, YTO UMEHHO I10-
JIIPHOCTh 3UTOTbl B XON¢ JajbHeHIlero pa3BUTHS
3apojiblilia 00YCJIOBIMBAET MOCTENEHHOE (hOopMUPO-
BaHUeE ero arMKajbHO-0a3aJbHOI OpraHu3aluu, Kie-
TOYHYIO Y TUCTOJIOTUYECKYIO (TUCTOTeHHYIO0) nrdde-
pPEHIIMalMIO Ha OTAEIbHbIE TOMEHBI, (POpMUPOBaHUE
3apoJIBIIIEBBIX alleKCOB Mobera W KopHs (Souter,
Lindsey, 2000; Jurgens, 2001; Willemsen, Scheres,
2004; Harada et al., 2010).

Ha nmpumepe 31aka Aegilops tauschii n3oaupoBaH 1
oxapaKTepU30BaH psili reHOB cemeiicTBa WOX, urpa-
IOIIMX POJIb KOOPAUHATOPOB TPAHCKPUIILIMKU B XOJE
paHHero 3MOpuoreHe3a (Zhao et al., 2015). B uenom
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XKe, MOJIEKYISIpHO-TEeHETUYEeCKHUE MCCIIeIOBaHUS paH-
HEero sMOpHOTeHe3a 3J1aKOB HEMHOTOUMCJICHHBI, B
OTJIMYNE OT aHAJOTMYHBIX MCCIACOOBAHUI ABYHOIb-
HBIX, 0cO0eHHO Arabidopsis thaliana (TBoporosa, JIy-
ToBa, 2018; Lian et al., 2014).

JopcoBeHTPaIbHOCTh CTPOCHUS, XapaKTepHas
IUTST 3apOMBIIIIEH 371aKOB, TAaKXKe YCTaHABIMBAETCs Ha
CTaJIMU 3UTOTHI U MPOSIBJISIETCS] HA BCEM MPOTSKEHUU
dopMHUpoOBaHUs 3aponbIllia, MOJyJass Ha TTO3THMX
aTanax Bce 60jiee OIyTUMOe MOP(MOIOTTIECKOe BBI-
paxeHue.

baacmomepuzayus, uiu aza nepsuunoii ougghe-
peryuayuu 3apodsiia 3raxkoe. Kak IpaBuiio, depes
CYTKM TMOCJI€ OIJIOAOTBOPEHMSI 3UTr0oTa 3J1aKOB IpHU-
CTylaeT K IIEpBOMY [CJICHMIO C (POpPMHUPOBAHUEM
JIBYKJIETOUYHOIO MpeAzapoabia (mpo3mMopuo). du-
rypa IepBOro AeJIeHUsI pacrojlaracTcsl HakKJIOHHO K
MIPOOOJIBHOII OCH 3UTOTHI BCJIEICTBHE HEepaBHOMEP-
HOM ee BaKyOJM3allMi M OKAa3bIBACTCSI CIBUHYTOI K
ee anrKajJbHOMY KOHILy. B pe3yyibrare Takoro acum-
METPUYHOIO MUTO3a KaK CJIICACTBUS NOJISIPHOCTHU 31~
TOTHI 00Pa3yIOTCS IBE HepPaBHBIE KIIETKU IIPO3MOPHO.
ATMKajibHas KJIeTKa M0 00beMy 0Ka3bIBACTCSI MEHb-
1Ie, yeM 0a3aibHasi, KOTOpasi K TOMY Ke 0oJjiee CUJIb-
HO BakyoausupoBaHa. Cepust maabHEHIIINX MHOXKE-
CTBEHHBIX JEJICHUI alTUKaJIbHOI M 0a3ajbHOM Kile-
TOK Y X IPOM3BOIHBIX IIPUBOAUT K (POPMHUPOBAHUIO
MAacCCHI KJIETOK 3apOIbIIa; TaK (OPMUPYETCSI MHOTO-
KJIeTOUYHbI 3apoabiin. Paza GiracroMepu3aluny 3a-
KaHYMBaeTCss 000COOJIEHUEM 3MOpPHOASPMEBI, KOTO-
past pa3BuUBaeTCs Oa3UIleTaJbHO, TO €CThb CHadaja
nuddepeHIpyeTcsl B allMKaJlbHOW 4acTU 3apOmdbl-
IIa, a 3aTeM oOpa3yeTcs 1 B 0a3ajbHOIT €ro 4acTu.

B naganme ¢asel OmacToMepu3aniiid BHYTpPEHHUE
KJIETOYHBIE CTEHKHU 3apObILIE IIIIEHULIBI XapaKTepU-
3yI0TCd HamureM Iutasmonecm (CeabaIuMupoBa U ap.,
20178), 4TO BIOJIHE OOBICHUMO, ITOCKOJIBKY ITA3MO-
JIeCMbI 00eCITeurBalOT TECHYIO CBSI3b MEXIY KJIeTKa-
MU 1 OIIOCPEYIOT Iiepeaady (paKTopoB, 00ecreyrBa-
IOIIMX pocT, neiaeHue m mudpdepennuanuio (Tre-
wavas, 2012).

YabTpacTpyKTypPHBIMU UCCIIEIOBAHUSIMH MIIIEHM-
bl BoIsiBIeHO (CenpmumupoBa u ap., 2017B), 4To
KJIETKM 3apoibliia B ¢a3e 0jlactoMepu3aluuu (1 ga-
Jiee B Havasie (pa3bl OpraHoreHes3a) XapakTepu3yloTcs
BBICOKOI METa0OJMYECKO aKTUBHOCTBIO, HEOOXO-
LlVIMOﬁ I CMHTE3a KOHCTUTYLIMOHHBIX BEIICCTB B
XOlIe CepuM IeJICHUIl, IPUBOASIINX K YBEIMYSHUIO
yuciia KiaeToK. BeISIBIeHHOE B KJIETKaxX 3apOAblIIIeii
Ha 3TUX (pasax pa3sBUTUS BO3pacTaHUE KOJIMYECTBA
MUTOXOHIPHIA, YCIOXHEHNE MX BHYTPEHHEN MeM-
OpaHHOII CTPYKTYPHI U PACHOJIOXKEHUE MX PSIOM C
JIMITUIHBIMU KarlIdAMM, BOBMOXKHO, CBUICTECIbCTBYET
0 BO3pacTaHUM PHEPro3aTparT KJIETOK, KaK 3TO IT0Ka-
3aHO Ha OPYIUX PACTEHUAX U IJIS OPYTUX OPraHOB
(Yenuos, 2004).

Daza opeanozenesa 3apooviuia 31aK08 HAYMHACTCS
¢ mnddepeHIany THICTOTEHOB B MHOTOKJIETOYHOM
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3apOoJIbIIlIe, IIPOIOJLKAETCsI 000CO0IeHEeM 3a4aTKOB
OpraHoOB M 3aKaHuUMBaeTcs AuddepeHanumeii opra-
HOB. Bo Bcex CIIOXHBIX IIpeoOpa30BaHUSIX, IIPOUCXO-
ISIIAX B XOAe OpraHoreHe3a, OIpPeIeIsTIONIyiO0 POJib
UTPalOT MOCJeA0BaTe/bHbIE U3MEHECHUSI pPUTMa MU-
TOTUYECKOIl aKTUBHOCTU M OPUEHTALUSI KJIETOYHBIX
JIeJICHUI B pa3HBIX 001acTsIX (KlacTepax) MHOTOKJIe-
TOYHOTO 3apOJbIlIa, YTO OOYCIOBIMBAET CBOCOOpa3-
HOE ITIOJIOXKCHUE U CTPOSHME OPTaHOB 3PEJIOro 3apo-
JIBIIIA 3]1aKOB.

PaspactaHue anukaabHO-JIaTEPIbHOU OO0JIaCTH
3apOJIbIIIa IPUBOIUT K 00pa30BaHUIO IIEPBOTO Opra-
Ha — IIUTKa. B xone manpHeIero pa3BuTUs IPOUC-
XOMISIT CJIOXHBIEC MpeoOpa3oBaHusl, B pe3yJibTare KO-
TOPBIX IIUTOK M3 JIaTEPATbHOTO ITOJOXKEHUS TIEPeX0-
IUT B TEPMHHAJILHOE IOJOXEHHE, CBOICTBEHHOE
3penomy 3apoabiiry. OcHoBHaAsl (pyHKIMS IIUTKA —
YCTaHOBJIEHUE CBSI3M MEXIY SHIOCIICPMOM U BCEMU
CTPYKTypaMH U OpraHamMu 3apojpiiia. YeTKo BbIIe-
JISIOLIMIACS STIMAECPMUC LIUTKA, TIPUJIETalOIIniA K 9H-
JIOCIIEPMY, CONEPKUT OOJIBIIOE KOJIUYECTBO THAPO-
JUTUIECKNX (PePMEHTOB, CIIOCOOCTBYIOIINX OMOXM-
MUYECKMM IMpPEBPAIICHUSIM BEIIECTB, MTOCTYMAIOIINX
W3 DHIOCIIEpMAa B 3apOJIbIII U B JAJIbHEUIIIEM B IIPO-
pocTok. Ha mmuTKe y HEKOTOPBIX BUIOB 371aKOB (hOp-
MUpYeTCs JuUryia (OprolrHas yeurysi), peacTaBlIsiio-
mas co0oif BEIpOCT IIMTKA. B OCHOBaHMU IIUTKA
nuddepeHIpyeTCs IIPOKaMOMaTIbHBIN TSLK.

ITocne Havana pa3pactaHus LIUTKA HaOI0OgaeTCs
YBEJIMYEHNE KOJIMYEeCTBA MUTOTUUYECKU MEJISIIIUXCS
KJIETOK B 30HE oOpa3oBaHUs arekca rnobera, KOTo-
pBIli 3aKiiadbIBaeTCsl TepMUHaIbHO. JlanmbHeliliee
pa3BUTHUE 3TOU OOJIACTU MPUBOAUT K 0OOCOOIEHUIO
KoJieonTuisl, auddepeHManum JUCTbeB U TOUKU
pocTa ro4yeuku (IMIIOMYJIbI).

Komeontuibs nMmeeT popMy moJjIoro KoHyca ¢ pac-
MOJIOXKEHHBIM B BEpXHEM €ro 4acTU OTBEPCTUEM, Ue-
pe3 KOTopoe noder BBIXOAUT HapyXKy BO BpeMsI IIPo-
pactanus. [TaBHast GyHKINS KOJICONTUIISI COCTOUT B
3alInTe KOHyca HapacTaHus TIpu “TipoOouBaHUN”’
TOYBbI IPOPACTAIOIINM CEMEHEM.

3anoxeHue KoJIeonTwisd u auddepeHLams
MMpOKaMOMAaILHOIO Tsi>Ka B OCHOBAHMU IIIMTKA COBIIA-
JIal0T 10 BpEMEHU C HayaJioM 00pa3oBaHMs IIEPBOrO
3apOJBIIICBOr0 KOPHS SHIOT€HHO B 0a3aJbHOM 4a-
CTH 3apofpbliiia (3aMeTUM, YTO (pOPMUPOBAHUE KOPHST
TaKXKe OTHOCHUTCS K OCOOEHHOCTSIM 3MOpHOreHesa
3J1aKOB, a MCITOJIb30BaHUE TEPMUHA “3apOAbIIIEBbIA
KOpEeHb” 110 OTHOIIIEHUIO K 3apOAbIITy 3JJaKOB — BO-
MpOC IMCKYCCUOHHBIN). Hannume caMmocTosITeIbHBIX
TMCTOT€HOB IJIEPOMBI, IIEPHUOIEMBI 1 YeXJIMKA KOPHST
y 3apoiblllla MO3BOJISIET OTHECTH Pa3BUTUE KOPHS
3J1aKOB K 3akpbiTomy Tty (Guttenberg, 1960). dep-
MAaTOTeH KOPHs 00pa3yeTcst U3 BHEIITHETO CJIOS IIEpU-
OJIEMBI.

YexJIMK 1 KoJieopr3a (KOpHEBOE Biarajauiie) Bo3-
HHUKalT N pa3BUBAIOTCA KaK €AWHOC 06p330BaHI/IG.
DyHKILMS KOJEeOpU3bl — 3allluTa 3apOIbIIIEeBOrO
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KOPHSI, a TaKXe MOoCTaBKa BOMIbl U MUTATEIbHBIX Be-
IIIECTB, HEOOXOAUMBIX IS pOCcTa KOpHs (WM KOp-
Hell) mpu mpopactaHuu. B KoHIle 3MOpuoreHesa
MPOUCXOAUT OTAEJIEHUE KOJIEOPU3bl OT YeXTHKA.

Bnubiact guddepeHIUpyeTCs Mo3aHEee, YeM KO-
pEHb, U pacIiojaraeTcs Ha CTOPOHE, IIPOTUBOITOJIOX -
HOM IIUTKY, 00pa3ys yellyeBUAHbIN BBIPOCT, HE CO-
Jnepxaiuii cocynoB. ITo cTpoeHMIO KIeTOK 3M10JIacT
OJIM30K K KOJICOpU3e, IIOCKOIbKY, KaK M KOJeopH3a,
MOCTAaBJISIET BOAY PAa3BUBAIOILIEMYCS 3apPOIBIITY. DIIH-
0J1acT IPUCYTCTBYET B 3pEJIOM 3apOoblliie OOJBIINH-
CTBa BUJIOB 3/1aKOB (MILIEHUIIA, POXb, TYMEHb, OBEC),
OIHAKO B 3apObIIIIe KyKypYy3bl €0 HE OTMEUYEHO.

AHATOMWYECKMI aHaJIu3 CTPOEHUS pPa3IMUHBIX
CTPYKTYP M OPTaHOB 3apOAbIlla 3]TAKOB BBISBUII, YTO
B KOJICONTUIIE UMEIOTCS IBA IIPOBOASIINX MyYKa, TO-
rga Kak B amubIacTe, KOJIeOpr3e U JIUTYJIE COCYau-
cTasti TKaHb OTCyTCTBYeT. [IpoKaMOMaIbHBINA TSK B
IIUTKE CUJIBHO pa3BeTBieH. [IpoBonsdinue ITydku
IIMTKA Y KOJIEONTWJISI BXOJSAT B CTEJIY OCH 3apObIiiia
B OJTHOM U TOM XK€ y3JIe, IIPEACTaBIIsAsI COO0M equHOE
nesioe. TakuM 00pa3oM, 3MMUOJIACT, KOJCONTUIh W
IIUTOK TTPEACTABIISIOT COOOI eIUHYIO CTPYKTYDY.

Ha omHoM 13 3TamoB opraHoreHe3a 3apOiblilia
npoucxonut auddepeHIalrs NoYeuKy (IUIIOMY-
Jab1). BHyTpu Hee nuddepeHIUpPYIOTCS JIMCThS, 3a-
KJIaIbIBAIOIINECST BAJIMKOM, KOJIMYECTBO KOTOPHIX Y
pPa3HBIX BUIOB 3J1aKOB pa3iandHo (oT 2 go 4). 3aua-
TOYHBI TTOOET MpeAcTaBisieT CO00it OCh, COCTOSIYIO
M3 Y3JI0B U MEXO0Y3JINii. MexXIoy3/ust COMMKEeHbI 1
MMEIOT BUJI MaYKM IUIOCKUX AUCKOB. B KaxkmoM mMexk-
JIOY3JIUM IMMyTeM UHTEPKaISIPHOIO pocTa (hOpMUPYET-
cs mucT. Poct KoHyca HapacTaHMs IIPOMCXOIUT 3a
CUET MHUIIMUAJBbHBIX KJIETOK arMKaJIbHOW MEpUCTEe-
MBI, HaXOsIIelcsl Ha caMOii BepXyllKe mooera.

Yto KacaeTcs yJIBTPaCTPYKTYPHBIX OCOOEHHOCTEA
KJIETOK 3apObIIIIeii 3]1aKOB B KOHIIE (ha3bl OpraHOreHe-
3a, TO Ha IIeHule NokazaHo (CeapauMupoBa U ap.,
2017B), yto nmnuHa uuctepH OJIIP 3HauuTENBHO
YMEHbIIIAeTCs, B LIMTOIJIa3Me KJIETOK YBEJIMUMBAETCS
KOJINYECTBO CBOOOIHBIX pUOOCOM, HAOJI0AAETCS IOBE-
HWIM3ALUs MUTOXOHIPUIA. ABTOpPHI II0JIATaiOT, 4YTO
TaKve U3MEHEHMsI 00YCIIOBIIEHBI TOATOTOBKOM 3apo-
JbIIIa K IEPUOIY MOKOSI.

Otumu xe asropammu (CenpauMmupoBa U Jp.,
2017B) B KJ1eTKax arieKCOB ITOOETOB 3apOIbIIIIEH TTIIIe-
HUIIBI B KOHIIE (da3bl OpraHoreHe3a BIIEPBbIE BbISIB-
JIEHBI XOPOILIO Pa3BUTHIE XJIOPOIUIAcThL. Takue JaHHbIE
MO3BOJISIIOT  XapaKTepU30BaTh 3apOIbIIIN ITIIEHULIbI
Kak 00Jiafalolire CBOMCTBOM XJIOPODWIIOHOCHOCTH, a
MIIEHUIy OTHECTH K TPYIIIe XJIOPOSMOPUOMUTOB —
pacTeHUi, 3apOAbIIl KOTOPBIX COMEPXKUT XJIOPODUILI
(Kyxkona, 1997; Puthur et al., 2013). BeickazaHo MHe-
HUE, YTO CITelM(pUKa S5MOPUOHATILHOIO (DOTOCUHTE3a
3aKJIIOYAeTCS B €ro MPeuMYIIEeCTBEHHOM HallpaBJieH-
HOCTU Ha HaKoOIUIeHVE B (hOPMUPYIOLINXCS CeMeHax
3aIlaCHBIX MMUTATEIbHBIX BEIECTB, & CUHTE3UPYyeMEbIC B
cBetoBbIX peakuusax AT® u HAI(P) « H pacxonyior-

YCIIEXU COBPEMEHHOW BUOJIOTUMU  Tom 139

Ne 4

329

cs TJIaBHBIM 00pa3oM Ha mpeBpalleHue I10CTYyIalo-
1Ieil 13 MaTEepUHCKOIO pacTEeHUSsI caXxapo3bl B KUP-
Hble KucnoTel (CMonnkoBa, Measenes, 2016).

B uenom B xoze dha3bl opraHoreHe3a B pe3yJibrare
MHOXECTBEHHBIX IEJeHUM ONpenesIeHHBIX KJacTe-
pPOB KJIETOK OOpas3yloTcsl YHUKaJIbHbIE OpPTraHbl U
CTPYKTYpPHI 3apoJibllia 3/1aKoB. 151 3pesioro 3apoabi-
11a OOJIBIIMHCTBA 3JIaKOB XapaKTepHO HAIMIHUE ClIe-
IYIOIIUX OPraHOB: IIMTOK, 3MUOJACT, KOJECONTHIb,
ME30KOTWJIb, KOJieopu3a, IoYeukKa, CocTosas u3
HECKOJIbKUX TIPUMOPANEB JUCThEB, U KOPEHb (MJIN
HECKOJIbKHX KOPHE).

B nutepatype nipencTtapiieHbl pa3IMYHbIE B3MJISIbI
Ha MOP(MOJIOTUYECKYIO CYIIHOCTh OPraHOB 3apObl-
mia 31akoB. [IIUTOK MpUHUMAIOT 3a €IMHCTBEHHYIO
HaCTOSIILYIO0 CEMSIOI0, KOJEONTUIIb — 3a €€ BhIPOCT
WK 3a NepBblid JucT noueuku (bateiruna, 1997a).
OTHOCUTENIBHO MPOUCXOXIEHWS 3MUOIacTa BbICKa-
3aHbl [BE€ TOYKU 3peHusi. OOHU uccienoBaTesun
(Eames, 1961; Norstog, 1972) cunraroT 31ubaacT pe-
IyLUMPOBaHHOU ceMmsnoneii, npyrue (CokoJjioBckas,
1968; Guignard, Mestre, 1971) — paccMaTpuBalOT
BMUOJACT KaK BBIPOCT IIMTKA WM KOJICOPU3HI.
IMpennonoxurenbHo (bateirmHa, 19976), WIUTOK,
KoJjieopu3a U 30ubJIacT SBASIOTCS TPOU3BOIHBIMU
OIHOI CeMsIIoIN, KOTOphIe B IMPOIecCe SBOJIOLUN
npuodpenu pasznuuyHble (GyHkiu. Ha ocHoBaHuuM
JIETAILHOTO aHAJIM3a Pa3BUTHSI COMAaTUUYECKUX 3apO-
ObIIIENA MIIEHULbI in Vitro METOOOM CKaHUPYIOLIE
2JIEKTPOHHOU MUKPOCKOITMU BbICKA3aHO CJIeyIollee
MHeHUE 0 MOP(OI0ornyecKoit nMpupoae opraHoB 3a-
ponsiina 3makoB (TutoBa u np., 2016): Mepucrema
rnmobdera — 3TO OCEBOIi OpraH, IIMTOK — JlaTepabHbII
BBIPOCT 3TOM OCU, KOJEONTUJIb — IIPOU3BOJHOE Me-
pucTeMbl mobera, HO CPOCIIIeecs CO IIUTKOM; TEPMHU-
HaJIbHOCTh IIMTKAa — pe3yJbTaT JUHEHON (aciua-
IIMM U UCKPUBJIEHUS OCU 3apojblllia, MPOU30IIe-
1€ B UCTOPUYECKOM ITPOIILIOM.

CBoeoOpa3Hblii CIoco0 pa3sBUTUS M CTPOCHUS
paHHEro Mpo3MOpUO HAPSILY C OCOOEHHOCTSIMU Op-
raHoTeHe3a M CTPOEHMS 3PEJIOro 3apobIilia MO3BO-
JIWJIY BBIICIUTh Pa3BUTHUE 3apOAbIIIA 3]1aKOB B OCO-
Oblit T 3MOpuoreHe3a — Graminad-tun (baTbiru-
Ha, 1968a,6, 19976; Batygina, 1969). Tun Graminad
XapaKTepu3yeTcsl cepueil HaKJIIOHHBIX TepPeropoaok
(IT0 OTHOIIEHUIO K TIPOIOJBHON OCH 3apOibIlia),
00YCIIOBIMBAIOIINX TOP30BEHTPATLHOCTh BHYTPEH-
HEro CTPOEHUSI paHHETO MPO3MOPUO U 3PEJIOTO 3apO-
IBIIIA, a TaKKe CIeUdUKOl opraHoreHe3a U yHU-
KaJIbHbIM CTPOCHHMEM OPraHOB, IMPUCYIIUX TOJILKO
3apOobIlIY 3J1aKOB.

Takum obpazomM, SMOPHOIOTUISCKUMHU MCCIIENO-
BaHUSIMU YCTAaHOBJIEHO, YTO CPEIU MOKPHITOCEMEH-
HBIX PACTEHUIA 3J1aKU BBIOEISIOTCS OCOOEHHOCTSIMU
KakK mpoiecca aMOpuoreHesa (BbIASIeH OTASIbHBIN
Graminad-tun asMO6proreHesa), Tak 1 CTPOSHUS 3pe-
JIOTO 3apOJblilia, JOCTUTAIOIIETO BBICOKOM CTENEHU
muddepeHInamI.
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POJIb HEKOTOPBIX SHAOT'EHHbIX
rOPMOHOB B ®OPMHWPOBAHHWUHN
N PASBUTHUUA 3APOABIIIEN 3JIAKOB

MHOTOKOMITOHEHTHAsI B3aMMOIEeCTBYIOIIAST CU-
cTeMa dHAOTeHHBIX TOPMOHOB Ha YPOBHE LIEJIbIX pac-
TeHWIA TOCTATOYHO XOPOIIO M3ydeHa Ha ITO3THUX
aTanax ux oHroreHesza (Mensenes, Illaposa, 2011;
Petrasek, Friml, 2009; Plant hormones..., 2010; Phy-
tohormones.., 2012; Wani et al., 2016). Uto kacaeTtcs
pPaHHETO OHTOTEeHEe3a, TO MHOTOUMCJIEHHBIE UCCIIEIO-
BaHUSI IOCBSILIEHBI TOPMOHAJILHOM PETYJISILIMU IOCT-
SMOPUOHAILHOTO Pa3BUTUS — TIOKOSI Y ITPOpAaCTaHUS
CeMsIH, POCTa U pa3BUTUSI TPOPOCTKOB, (GOPMUPOBA-
HMUSI 1 pa3BUTHS oOera 1 KOpHs (1 0OCOOEHHO — pa3-
BUTHUS MEPUCTEM aIleKcoB nodera 1 KopHsi) (O6pyue-
Ba, 2012, 2014; Honyesa u np., 2014; Cutler et al.,
2010; Finkelstein, 2010; Su et al., 2011; Bielach et al.,
2012; E1-Showk et al., 2013; Miransaria, Smith, 2014;
Schuster et al., 2014; Winkelmann, 2016).

OmHako M pe3ylabTaTOB MCCIAEOOBAaHUI TOPMO-
HaAJILHOTO CTaTyca pa3BUBAIOIIMXCS 3apoblliieii pac-
TEHUI1 B IUTepaType MpeACTaBIecHO HeMalo. BoisiBie-
HO, YTO COOCTBEHHAsI TOpPMOHAJIbHASI CUCTEMA pacTe-
HUii (popMUPYETCS MMOCTETIEHHO B XO/Ie ASMOpHoreHe3a
U aKTUBHO YYaCTBYET B PEryjIsiliMM BCEX IPOLICCCOB
pocTa M pa3BUTHUS 3aponbllieii. DTOT BaXXHBIM BO-
MPOC U3ydyaeTcs INIaBHBIM 00pa30M ITPpHU aHAIU3E dM-
OpuoreHes3a ABYIOJIbHBIX pacTeHUul (0cobeHHO Ara-
bidopsis thaliana) TIpenMyIIECTBEHHO Ha IIpHUMEpPE
ayKCMHOB U LIMTOKMHUHOB — BEIYIIIMX TOPMOHOB MOP-
¢oreHesa pacrenuii (TBoporosa, JIlyrosa, 2018; Rib-
nicky et al., 2001; Jenik, Barton, 2005; Jenik et al., 2007;
Muller, Sheen, 2008; Park, Harada, 2008; Chen et al.,
2010; Harada et al., 2010; Polar Auxin.., 2013;
Robert et al., 2015). YcraHoBiieHO, HaIlpuMep, 4TO
rpagyieHT ayKCHHa CITOCOOCTBYeT (DPOpMHPOBAHUIO
anmMKaJIbHO-0a3aJIbHOM OCH B 3apOJblllie pacTCHUA
(Hamann, 2001; Friml et al., 2003), a nmpaBWIbHBII1
MOPSIAOK Y MOoAAepKaHUEe JTOKAIbHON aKKyMYJISIIIUN
ayKCHHAa BIMSIET Ha X0 3MOpuroreHesa B ejioM (Sauer,
Friml, 2008; Moller, Weijers, 2009; Rademacher et al.,
2012). bonpiioe BHUMaHUE YAECISIETCS MOJIEKYJISIP-
HO-OMOJIOTUYECKMM HCCJIENOBAHUSIM TE€HOB, KOH-
TPOJMPYIOIINX TOPMOHAIBHYIO PETYJISILII0 SMOPHUO-
reHesa, IJIaBHbIM oOpa3zoM Yy Arabidopsis thaliana
(TBoporosa, JlyroBa, 2018; Gazzarini et al., 2004;
Cheng et al., 2007; Szemenyei et al., 2008; Su et al.,
2009; Uedaetal., 2011; Bai et al., 2013; D’Angeli et al.,
2013; Wendrich et al., 2015).

Psn uccnenoBaHMii TIOCBSIILIEH BBISIBJICHUIO POJIA
ABK B 3peITbIx 3aponbIIiiax ABYIOIbHBIX paCTeHUI 1 Ha-
KOIUICHUM B HUX 3arnacHbIX BelecTB (Gawronska et al.,
2000; Finkelstein, 2010; Wu et al., 2011). YcTaHoBe-
HO, YTO MAaKCUMYM 3TOT'0 TOPMOHA COBHAIAET C ITO3/I-
HUMU (haszaMu pa3BUTHS CEMSTH, KOTIa MTPOUCXOIUT
pe3koe cHikeHue ux BiaaxkHocTu (Nambara et al.,
2010), mipu 3Tom ABK 3amyckaeT cuHTe3 GEJIKOB-Je-
TUIPUHOB, NTOANEPKMUBAIOLINX HATUBHYIO CTPYKTYPY
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OHOTIOIMMEPOB CO3PEBAIOIINX CEMSIH MPU Aeruapa-
tauuu (Annarynosa u ap., 2003). IlpeanoyioxeHue o
BO3MOXHOM ydacTut ABK B peryyisinnu akTHBHOCTA
BOIHBIX KAHAJIOB MPU CO3PEBAHUU CEMSIH Oa3upyeT-
Csl Ha CBEIEHUSIX O CIOCOOHOCTU 3TOT0 TFOPMOHA
BJIMSITH Ha 3KCIPECCUI0 T€HOB, KOMUPYIOLIUX 3TU
OeKW, U YPOBEHb MX COAEpXaHUS B KJIETOYHBIX
Mmemb6paHax (Chaumont, Tyerman, 2014).

B pesyibTare MHOIOYMCIEHHBIX HCCJIEIOBaHUI
YCTAaHOBJIEHA CTUMYJIUPYIONIAsi POJb SHIOTEHHBIX
TOPMOHOB M B COMAaTHYECKOM 3MOpHOTeHese in Vitro
JIBYJIOJIbHBIX, BKJIIOYAsl PEryJIsIUI0O SKCIPECCUU Te-
HOB, KOMUPYIOIIMX 3amacHble OeIKM MpU 3STOM
(KpyrioBa u ap., 2018a,B; Jimenez, 2005; Harada et al.,
2010; Rai et al., 2011; Feher, 2015; Mahdavi-Darvari
et al., 2015; Altamura et al., 2016; Somatic embryo-
genesis.., 2016; Winkelmann, 2016; Horstman et al.,
2017).

HccnemoBaHus pojii TOPMOHOB B SMOpUOTeHE3e
3JIaKOB HE TaK MHOTOYUCJIEHHBI M OTPaXKEHBI B €U~
HMYHBIX 0030pax, HanpumMmep (Kpyrnosa, Cenpnumu-
posa, 2011; Hess et al., 2002). OcHOBHOe BHUMaHUE
aBTOPHI TPAIULIMOHHO YIAEHISIOT ayKCMHAM U IIUTO-
KUHWHAaM, a Takke ABK.

I[IpuMmeHeHne UMMYHOTUCTOJIOTMYECKOM JIOKAJIH -
3allMM TOPMOHOB C TMOMOIIBIO AHTUTE, MEYEHHBIX
KOJUTOMIHBIM 30J10ToM (Becenos, 1998), mo3Bonuio
BBISIBUTH UHAOIMIYKCYCHYI0 Kuciioty (MYK) B kitet-
Kax 3apojblllei MIIeHUIIbl Ha BCeX 3Tarnax aMOpuo-
reHes3a, Ha4YMHasl C CaMbIX paHHUX; IIPA 3TOM Hanubo-
Jee MHTeHcUBHOE okpammBane Ha MYK ormeueno
B KJIeTKaxX allMKaJIbHOI 4YacTu 3apokbliia B pase OJia-
CTOMEpU3ALIMHU, B Pa3BMBAIOIIIMXCS OpTaHax B Hayase
¢a3pl opraHoreHe3a, B KJIeTKaX KOJICOPU3bl U HUXK-
Hell YyacTu IIMTKa B KOHILIe (a3bl opraHoreHesa, B
KJIETKaX KOJIEOPU3HI B C(DOPMUPOBAHHOM 3apOHIIIIE,
B KJIETKaX (h)OPMUPYIOIIMXCS COCYIOB 1 PaCTyIINUX OP-
raHoB (IMMOOETroB U KOPHEN ) MPU MOCTIMOPUOHATBHOM
pa3Butun (CenpauMupoBa u 1p., 20176). BeisiBiaeHHOE
9TUMHU MCCJIEAOBATEISIMIU MHTCHCUBHOE OKpalllBa-
Hue Ha MYK kieTok anukajbHOU YacTy 3apomabllia
OIIeHuIbl B a3e GracToMepu3allid COLJIACYETCST C
pe3yJbTaTaMy aHAJIOTMYHBIX UCCIEAOBAaHUIA ITPOIM-
opuo kykypy3bl (Forestan et al., 2010). AHanu3 pe-
3yJITAaTOB 3KCIIEPUMEHTOB C U30JIMPOBAHHBIMU 3U-
TOTUYECKUMU U COMATUYECKUMM 3apOJbIIIaMU 3JIa-
KOB B KyJnbType in vitro (Tutosa u np., 2016; Fischer,
Neuhaus, 1996; Fischer et al., 1997; Kumlehn et al.,
1998; Zhao et al., 2000; Fischer-Iglesias et al., 2001;
Przetakiewicz et al., 2003; Forestan et al., 2010;
Zhao et al., 2014) moaTBepXnaeT 3aBUCUMOCTh (hop-
MHUPOBaHUSI SMOPHOHAJBHBIX MAaTTEPHOB OT ITOJISIP-
HOTO TpaHCIIOpTa ayKCUHA U paclpeaesieHUsl 3TOTO
rOpMOHAa Ha BCeX 3TallaX pa3BUTHUS 3apOIBIIICi, 0CO-
OCHHO TIpM CTAaHOBJICHUM OMJIaTepaIbHON CUMMET-
pur. DTU JaHHbBIE JIUIIHUNA pa3 TOJYEPKUBAIOT KO-
YeBYIO POJIb ayKCMHOB BO BCeX MOP(OTeHETUIECKIX
npoleccax pacTeHUIA.
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B otmmune ot UYK, pons ABK, Kak n y IByIOJIb-
HBIX pacTeHUi1, BbISIBJICHA ITPEUMYIIIECTBEHHO B TTO3/I-
HeM 5MOpUOreHe3e 3J1aKOB, IPU IePEXO0/ie 36PHOBKU B
CTaIUIO NOKOs — Yy miueHullpl (CenpauMupoBa U 1p.,
20176; Williamson et al., 1985; Kawakami et al., 1997;
Suzuki et al., 2000), kykypy3sl (Jones, Brenner, 1987;
Rivin, Grudt, 1991; Zocchi, de Nisi, 1996).

MMMyHOTUCTOXMMUYECKUMHU  HCCIEAOBAHUSIMU
MOATBEPXKAECHO, UTO sHAoTreHHast ABK BhIsiBIsIeTCSI B
KJIETKaX 3apoAbllla MIIEHULIbI HA MO3LHUX CTaIUAX
pa3BUTUS, K KOHIY (DOPMUPOBAHUSI OPTraHOB 3apo-
IIbIIIa, TIpU 3ToM okpalnnBaHue Ha ABK oTMedaertcs
BO BCeX KJIeTKax 3apojibliiia, HO HanboJjee MHTEHCUB-
HO — B KJIETKaX KOJIEOPU3bl M HUXKHEH YacTy 1IUTKA,
Mpujeralolleii K OCH 3apobillia; B OJTHOCTbIO cop-
MUPOBAaHHOM 3apoabliiile okpamnBaHue Ha AbK uc-
ye3aeT B KJI€TKaxX 3apOJbIIeBO OCU, OAHAKO UHTEH-
CUBHO BBISIBJISIETCSI B KJIeTKax KoJjieopusbl (Cesban-
MmupoBa u 1p., 20170). ITorydyeHHEBIE JaHHBIE aBTOPHI
00BsicHIIOT TeM, uTo ABK Kak Tak Ha3pIBaeMBIii TOp-
MOH CTpecca UHAYLIMPYET CUHTE3 IeTUIPUHOB — OeJl-
KOB, YYacTBYIOIIIMX B 00€3BOXMBaHUY ceMsiH (AJa-
ryaoBa u ap., 2003; Finkelstein, 2010), mosTtomy
okpaimvBaHue Ha ABK BBISIB/ISIETCSI B TIO3HEM 9M-
OpuoreHese MILIEHUIIbI, Meped TepexoaoM K dase
BOCKOBOI CII€JIOCTU 3€pHa, BO BpeMsi KOTOPOI co-
Jiep>KaHue BOAbI B CEMEHM 3HAYUTEIbHO CHUXKAETCSI.
OTU JaHHbIE MOATBEPXKIAIOTCS aHAJOTMYHBIMMU MC-
CJIeIOBaHMSIMU COMaTUYECKOTO SMOPUOTEHE3a in Vitro y
mueHu1sl (Qureshi et al., 1989) u stumenst (Bouama-
ma et al., 2011). B To ke Bpemsl B 3aBsI35IX IMIIIEHULIBI
(I'ycakoBckas u np., 2005, 2008; I'ycakoBckasd,
Bannnos, 2006) u 3epHoBKax stuMmeHs (CelbIuMu-
poBa u 1p., 2018a) OTHOCUTEIBHO BBICOKOE COJIepKa-
are 3HaoreHHoii ABK oTrmedeHO mipm paHHeM 3M-
opuoreHese. [To-Bunumomy, Ha conepxaHue ABK B
3apoJblllIaxX 3TUX 3JIaKOB HA paHHUX CTaAUsIX pa3BU-
TUSI OKa3bIBAIOT BJIMSIHUE TKAHU CTEHKU 3aBsI3U/3ep-
HOBKM.

B KoHTeKcTe JaHHOM CTaThu MHTEPECHA U BaxkHa
Mmpo6JieMa BBISIBIICHUST B3aUMOMIEICTBUS M B3aMMO-
BJIMSTHUST PA3IMIHBIX TOPMOHOB TIPU TeX WJIM WHBIX
COOBITUSX B XOZ€ OTJIOAOTBOPECHUSI, SMOPUOTeHe3a 1
paHHETO IMTOCTAMOPUOHAIBLHOTO Pa3BUTUSI PACTCHMIA.
Ha mpumepe OBymOIBHBIX pacTeHUM 3Ta MpobieMa
000011IeHa TTpU aHaIM3€¢ TOPMOHAIbHOM KOOpIUHA-
mum uBeteHus1 (Campos-Rivero et al., 2017) npu onieH-
Ke B3aMOIEMCTBHIT ayKCUHOB W IINTOKWHWHOB B TTPO-
1eccax amopuoreHesa (Muller, Sheen, 2008), mopgore-
Hes3a npopocTKoB (Su et al., 2011; Ruzicka et al., 2009;
El-Showk et al., 2013; Schuster et al., 2014; Schaller et al.,
2015). Yto kacaeTcs 371aKOB, TO TAKOr0O poja Ucclie-
MOBaHWST HEMHOTOYMCIICHHEI. MIMeIoTCsT UMMYHOTH -
CTOXMMMWYECKIE TaHHBIE O B3AMMOOTHOIIICHHSIX ITUTO-
KMHUHOB U AyKCUHOB B XOJI€ OPraHOreHes3a in vitro B
Kayrycax mineHunsl (Seldimirova et al., 2016).

JaHHBIe 0 CONPSKEHHOCTU COIEPXKAHUSI Pa3Iny-
HBIX TOPMOHOB Ha pa3HBIX CTAaAUsIX 3MOpUOTeHe3a
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3J1aKOB HEMHOTI'OYMCJICHHEI. BhIsIBIIEHO, Hammpumep,
yT10 ABK coBMecTHO ¢ rub0epeyioBoi KUCIOTOM pe-
TYJIUpPYIOT GYHKIMOHMPOBAHUE AJIEiPOHOBOTO CJIOS
3€pHOBKM IIPU MO3THEM 3MOpHOTeHe3e psima Xjied-
HbIX 371aK0B (Bethke et al., 2002). ITapst ABK/1iuto-
kuHUHBI 1 ABK/aykcuHbl paccmaTrpuBaloTcsi, Kak
MIPaBWIO, C MO3UIINK UX AaHTarOHUCTUYIECKOIO B3a-
moaeiictBus (Becenos u ap., 2017; Du et al., 2012).
DTO MHEHUE MTOATBEPXKIASTCSI, HAIIpUMep, TaHHBIMU
onpenesieHnus1 cogepkanus aykcmaa MYK, nmmrokn-
HuHOB 1 ABK B pa3BuBaonmxcs 3epHOBKax SUMEHS
u ero ABK-neduimtHoro MyTaHTa: y MyTaHTa MOHU-
XeHHoe conepxkanue ABK koppenmpyeTr ¢ MmOBBI-
meHHBIM conepxXannemM MVYK u 1IMTOKMHUHOB
(CenpauMupoBa u ap., 2018a). B ueyiom, Takoro poaa
KOMILUIEKCHBIE MCCISOOBaHMUSI, HECOMHEHHO, IIep-
CIIEKTUBHBI 151 00Jiee IMOJHOIO IMOHMMAaHUS POJIv
B3aMOJICIICTBUSI TOPMOHOB B PETYJISILIUN (DOPMUPO-
BaHUSI, POCTa ¥ CO3PEBAHUS 3aPOIBIIICIA.

B nenom, ycTaHOBIIEHO, YTO SHIOTEHHEIE TOPMO-
Hbl YYacTBYIOT B MHIYKLMU MOPGOreHeTUUEeCKUX
MPOLIECCOB, BeAYIIUX K (POPMHUPOBAHUIO 3apOIbI-
1reit, 1 B COGCTBEHHO IIpolieccax 3MOpHroreHesa Kak
Y 3J1aKOB, TaK U y IPeACTABUTENIEI IPYTUX CEMEICTB.

DTOT BOIIPOC TECHO CBS3aH CO CTAHOBJIICHHUEM aB-
TOHOMHOCTH KaK OCO0OTro CTPYKTYpPHO-(pYHKIIMO-
HaJIbHOTO COCTOSIHUSI pa3BUBAIOIIETOCs 3apoiblllia,
OTPaXaroIIEro ero CIIOCOOHOCTb K CAMOPETYJISILIN 1
MPOSIBJISTIONIETOCSI B CITOCOOHOCTHU 3aBEPIIUTH HOP-
MaJIbHBIl SMOpUOTreHe3 BHE MAaTEPUHCKOTO OpraHu3-
Ma, B TOM YHCJe 1 6e3 y4acTHUSI MaTepPUHCKUX TOPMO-
HOB. ABTOHOMHOCTb pPacCMaTpMBaeTCs KakK OIUH U3
3TAIlOB aBTOHOMU3allM1 OHTOTeHe3a, C KOTOPOIo 3a-
poIbil (HOBBIMA cIOPOMUT) MEPEeXOqUT Ha OTHOCH -
TEJIbHO CaMOCTOSITEbHBIN NMyTh pa3Butus (baTeiru-
Ha, 1987, 2014; BacunbeBa, barbiruna, 1997). Cra-
HOBJICHHE aBTOHOMHOCTHM 3apOfblllla — CJIOXKHBINA
MHOTI'OCTyIIeHYaThIi IIpoliecc. IlpennoxkxeHo paznu-
YyaTh TMOJIHYI0O U OTHOCUTEIbHYIO aBTOHOMHOCTb 3a-
ponpia pacteHuii. [1oaHass aBBTOHOMHOCTB IOCTUTA-
€TCsI O 3aBEPILIEHUU IIPOPACTaHUS CEMEHU 1 00pa-
30BaHUsI TIPOPOCTKA, KOIJa IpeKpallamTcs Bce
CTPYKTYpHBIE U (PYHKIIMOHAIbHEBIE CBSI3U 3apOIbIIia
C MaTepUHCKUM opraHu3MoM. OTHOCHUTEJIbHYIO aB-
TOHOMHOCTb 3apOJbBIII MPUOOPETaeT, KOorma cCTaHO-
BUTCSI HE3aBUCUMBIM OT psga (PU3NOJOTUYSCKUX U
OMOXNMMNYECKHNX (PaKTOPOB MAaTEPMHCKOTO OpPraHW3-
Mma (BacunbeBa, bateiruna, 1997). Crtagusi oTHOCH-
TEJIbHOM aBTOHOMHOCTHU 3apoiblllia IJis pacTeHUM
Pa3HBIX TAKCOHOB pa3jiM4yHa, MOCKOJbKY OIpeaeIsi-
€TCsl B OCHOBHOM pa3HOOOpa3ueM CTPYKTYp MaTe-
PUHCKOI'O OpraHu3Ma, KOTOphIe OKPYXKaroT 3aPOIBIII
1 OOYCJIOBIMBAIOT KaK CIIEIU(PUKY €ro CTPOCHUS U
pa3BUTUSI, TAK U OCOOCHHOCTU (pOPMUPOBAHUS MTPO-
pOCTKa M pacTeHHUS B LEJIOM. DKCIECPUMEHTAJILHO
BBISIBJIEHO, YTO, HAITpUMEP, Y IPEICTaBUTETIEC CeMEN -
ctBa Orchidaceae ato rmoOynsipHas ctanus (batbiru-
Ha, BacunbeBa, 1980), Brassicaceae — cepmeykoBu-
Has (Meinke, 1994), Fabaceae — TopriemoBumHas ¢
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pa3Hoil cTeneHblo pa3Butus Ioueduku (Eisenberg,
Mascarenhas, 1985), Nelumbonaceae — Toprie10BuUI-
Hasl ¢ XOpOIIIO pa3BUTOU Toueukoii (BacunbweBa, ba-
ThiTnHA, 1981). UTO KacaeTcst 371aKOB, TO OTHU aBTOPHI
YKa3bIBalOT, YTO CTAJAUM OTHOCUTEJILHOI aBTOHOMHO-
CTU 3apOJIbIllIa COOTBETCTBYET cTamus auddepeHa-
MM IIUTKA U anekca mobera ([JdaBosH, CMeTaHuH,
1979; Jlykbsaniok, 1983; Mruaroma, 2011; Sharma,
Gill, 1982; Symons et al., 1983), npyrue — crangus
c(OpPMHUPOBAHHOTO 3apOAbIIIa CO BCEMU ITPUCYIIU-
mu 3imakam opraHamu (Kpyrioosa, 20126,8, 2013,
2014; KpyrnoBa u np., 201806).

ABTOHOMHBIN 3apoAbIII JOJKEH XapaKTepu30-
BaTbCsl OMNpeNeIeHHBIM YPOBHEM 3HIOT€HHBIX T'Op-
MOHOB, 00ECIEeUMBAIOIINX B COYECTAHUM C IPYTUMH
BeIlIECTBAaMM €ro JajibHelllee HopMaJbHOE IMpopac-
TaHue. B nutepaType npeacraBiieHbl pabOThI, ITOCBSI-
IIEeHHBIC BBISBJICHUIO HIOTEHHBIX TOPMOHOB B pa3-
BHBAIOILIMXCS 3apOIbIIIaX Pa3HBIX BUIOB pPacTCHUIA,
OIHaKoO, 0e3 CBSI3U C MpoOJeMOii aBTOHOMHOCTU. B
TO XK€ BpeMs BBISIBJICHNE YPOBHS 3HIOTEHHBIX TOp-
MOHOB 3apOJIbIllIa B CTAANM aBTOHOMHOCTHU, HAUYMHAasI
C KOTOpO¥ 3apodbllll CIOCOOEH 3aBEPIIUTh dIMOPUO-
TeHe3 BHE MaTepMHCKOTO opraHn3Ma ¢ (popMHpoBa-
HUEM ITOJHOLIGHHOTO PacTeHMsI, TIPEICTaBJIsIeT 3HAUM -
TeJIbHbIA UHTEpEC C MO3ULIUIA UCCaea0BaHUS (PYHKIIN-
OHAJIBHOTO B3aMMOIEHCTBHS SHIOTeHHBIX TOPMOHOB B
Mpoleccax SMOPUOHAIBHOIO Pa3BUTUSI PACTCHUIA.

Takum o6pa3oM, BbISIBIIEHA POJb BEAyIIUX TOp-
MOHOB (ayKCHUHBI, HIUTOKUHUHBI, ABK) B peryasaiumn
TeX WJIM MHBIX MPOLIECCOB B AMOpHOreHe3e 3JaKOB,
OIIHAKO MCCJIEIOBAHUSI B 3TOi 00JIaCTU HE TaK 00-
IIUPHBI, KaK y IBYIOJbHBIX PAaCTEHUI.

SAKITIOYEHHME

K HacTrosimeMy BpeMeHU JOCTOBEPHO YCTaHOBIIE-
HO, YTO JIJISI MHAYKIIUY 1 MOAIePKaHMs pa3HOO0pa3-
HBIX (PU3MOJIOTUYECKUX IIPOTPaMM PacTEHUSIM HEOO-
XOIVMO OIIpeAe/IcHHOEe Ka4eCTBEHHOE COYETaHUE U
KOJIMYECTBEHHOE COOTHOIIIEHNE B3aMMOIEHCTBYIO-
IIIMX TOPMOHOB. KaK CBUACTCIIbLCTBYET aHAJIN3 JIMTC-
paTypHBIX JaHHBIX, OAABJISIOIIee OONBIIMHCTBO HC-
cJIefOBaHWI B 3TOI 00JIACTH BBITTIOJTHEHO Ha IIpUMepe
JIBYIOJbHBIX pacTeHU. B To ke BpeMsi COBpeMeHHbIE
OypHO pa3BHUBaIOIIMECS SKCIIEPUMEHTAILHEIE UCCIIe-
JIOBaHMS B pa3INMYHBIX 00JIACTSIX OMOJIOTHMM U OMO-
TEXHOJIOTUM, KacalolMnXCd KOMMEPUCCKHU LEHHBIX
3J1aKOB, TPEeOYIOT HOBBIX HAHHBEIX O TOPMOHAJILHOM
KOHTpOJIE SIBJIEHUI U MPOLIECCOB y IpeCcTaBUTENEIA
3TOTO CEMENCTBA.

OTaesrbHOE MECTO B MCCIIETOBAHUM 3THX ITPOOIEeM
clienyeT OTBECTU BBISIBICHUIO COBMECTHOIO Jeii-
CTBUSI TOPMOHOB B 9MOpHOreHe3e 371aKOB — BaXKHe -
IIIEM, €CJIM HE KPUTUYECKOM, IIEPUOJIE B OHTOIEHE3E
pacTeHuii, Bce COOBITUS KOTOPOTO HampaBJieHbl Ha
peanmnsanio CUCTeMBI HaaeskHOoCTH opranusMa (ba-
TeirHa, 2014). B TO xXe BpeMsi, Ha Halll B3IJISII, TOP-

YCITEXY COBPEMEHHOM BUOJIOTUH

MOHaJbHBIE W WHBIE WCCIEHOBAaHUS 3MOpHOTeHe3a
371aKOB (M HE TOJIbKO 3JIaKOB) CJIeIyeT MPOBOAUTH C
MO3ULIMU OIUCATEIbHON 3MOPUOTIOTUM PACTEHU U
Ha OCHOBE MAHHBIX O CTPYKTYPHBIX OCOOCHHOCTSIX
cTaTyca UCCJIeMyeMbIX 3apOIbIIIei Ha TOM WJIM MHOM
aTare pa3BUTUSI.

OMHAHCHUPOBAHUME

Pa6ota BeIIToIHEHA TIpU YacTUYHOM mommepkke Poc-
cuiickoro ¢GoHma @yHIaMeHTaJbHBIX HWCCIeIOBaHUIA
(rpant Ne 17-04-01477).

KOH®JIMUKT MHTEPECOB

ABTODBI 3aSIBJISTIOT 00 OTCYTCTBUM KOH(IVMKTAa MHTEPECOB.

COBJIIIOJEHUE OTUYECKUNX CTAHIAPTOB

Hacrosimas cratbsg He COmepXUT KaKUX-JIM0O MCCIIe-
JIIOBaHUM C y9aCcTHEM JIIOJIeii Y SKMBOTHBIX B KQ4eCTBE 00b-
€KTOB HCCJIELOBAHUIA.
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Structural Features and Hormonal Regulation of the Zygotic Embryogenesis in Cereals
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Based on the analysis of the data of plant descriptive embryology, the unique structural features of the forma-
tion and development of cereal zygotic embryos at the phase of blastomerization as well as the phase of or-
ganogenesis, according to Graminad-type of embryogenesis, are considered. Different opinions on the mor-
phology of specific organs of cereal mature embryos are given. The role of a number of leading endogenous
hormones (auxins, cytokinins, ABA) in the regulation of the formation and development of cereal zygotic
embryos is discussed. It is emphasized that hormonal and other experimental studies of cereal zygotic em-
bryogenesis should be carried out on the basis of data on the structural features of the status of the studied
embryos at a particular developmental stage from the position of plant descriptive embryology.

Keywords: zygotic embryogenesis, zygotic embryo, phytohormones, cereals
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