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ITporpamMmMmupyeMast KiieTouHasi THOeb BOBJIeUeHa B pean3alivio IporpaMMbl OHTOTEHe3a JTII000To pacTe-
Hus. [Tpu popMupoBaHUY 1 cO3peBaHUY TKAHEW CeMEHU TporpaMMuUpyeMast KJIeTouHast TMOesb SIBISIeTCS
KJTIOYEBBIM (DaKTOPOM TMMMHAIIMK KJIETOK, TTO3BOJISIIONINM Pa3BUBAaThCSI HOBBIM CTPYKTypaMm. B o63ope
00CYXIaloTCsl JaHHBIE O MOP(MOIOTUYECKUX Y OMOXUMUUECKHUX OCOOEHHOCTSIX MPOrpaMMUPYEeMOi Kiie-
TOYHOM I'MOEIN B XOJie OHTOTEHE3a 3apOIbIIIIEBOIO MEIIIKa U CEMEHU.
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BBEAEHUE

Baxnyio posib B mpolieccax ¢opMUPOBaHUS U 00-
HOBJIEHUsI TKaHEt MHOTOKJIETOUYHBIX OPTaHU3MOB, OT-
BeTe Ha MPOHUWKHOBEHUE MMAaTOT€HOB U CTPECCOPHBIE
BO3JEHCTBUS U T.I1. UTPAIOT TIPOLIECCHI TPOTpaMMUpPY-
emoii kietouHoit rudemm (ITKI). ITKI', obecrieunBas
3JIMMUHALUIO KJIETOK U TKaHEH, BHITTOJTHUBIINX CBOIO
GYHKIIMIO, IBISETCS KJIIOYEBBIM UHCTPYMEHTOM MHO-
rux MopdoreHe3oB. Y pacTeHMil 3HAUMMYIO DPOJib
IIKI' wurpaer npu (GopMUpPOBAaHUM 3aPOJBIIIEBOTO
MellKa U ceMeHU. B xone pa3BuTust ceMeHu Mporcxo-
AT OOJIbIIIOE KOJUUYECTBO TMEPEeCTpPoeK TKaHei, Mmpu
9TOM YacThb KJIETOK JIMMUHUPYETCSI, UTO obecrneyur-
Baetrcs ITKT. ITorubaet yactb 00pa30BaBIIUXCS TTPU
Melio3e meracmnop, Mpu OIJIOAOTBOPEHUU TTPOUCXO-
JIUT rubesib CHHEePTU, A0 UJIU BCKOPE TOcJIe OTI0N0-
TBOPEHUSI MOrudaloT aHTUMNOAAJbHBbIE KIIETKU. B
Mpoliecce pa3BUTUSI CEMEHU MOTrMbaeT 4acTb KJIETOK
rnojBecka, HylleJutyca, SHAoCIepMa U UHTETYMEHTOB
(Van Hautegem et al., 2015; Hunt, McCabe, 2017).
be3 ITKI HeBO3MOXHO npaBMIbHOE (hOPMUPOBAHIE
TKaHel MOJHOLEHHOTO 3apObIIIEBOr0 MelIKa 1 ce-
MEHHU y BceX 0e3 MCKIIOYEHUSI MOKPBITOCEMEHHBIX
pacteHuit. CemMss HEOOXOAMMO JIIOOOMY PACTEHMIO

IMpunsiteie cokpateHust: AOK — aktrBHbIE (DOPMBI KUCIOPO/A;
IIKI — mporpammupyemast KiaetouHast Tubenb; DIIP — sHmo-
TUIa3MaTUYECKU PETUKYIIYM.
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IJTIST pa3MHOXEHMUSsI, pacceeHUsI, a, ClIeIOBaTebHO,
U JJIs1 COXpaHEHUSI OMOJIOrMYECKUX BUIOB PACTEHUIA.

V pacteHuii, Kak ¥ y XKMBOTHBIX, BBISIBJICHEI pa3-
muunable Tunbl [1IKI (Van Doorn et al., 2011), omHako
OMOXMMUYECKIE MEXaHU3MBI, JIEXKalllle B UX OCHOBE,
M CBSI3aHHbIE C HUMU MOP(OIOrndecKre N3MeHEHUS
KJIETOK 1 TKaHell n3y4eHsnl ¢jiabo. B oTianaume ot aHa-
JormyHbIX 0030poB (Van Hautegem et al., 2015), roe
clejaH aKlLeHT Ha MoJeKyJsIpHbIX acrekTtax ITKI,
IaHHBIA 0030p SIBJISIETCSI MOMNBITKOM CHCTeMAaTHU3M-
poBaTh U MOPGOJOTNYESCKNE OCOOCHHOCTH THUOEIHN
KJIETOK TKaHEM 3KEeHCKOro ramerodura (3apobIlie-
BOI'O MeIIKa) 1 (hOPMUPYIOIIETOCS CEMEHM, I MOJIe-
KYJSIpHbIE MEXaHU3MBbI PETYJISIIMU 3TUX ITPOLIECCOB.

KJIACCUDPUKALUA KT PACTEHUN

Ecmm xnaccudukanms KTy XXKMBOTHBIX TTOCTOSIH-
HO TepecMarpuBaeTcs U ytouHsietcs: (Galluzzi et al.,
2018), TOo oOmenpuHsaToN Kiaccupukanuu I[TKI
pacTeHuil B HacTosilliee BpeMs He cylllecTByeT. Bapu-
anTol [1KT'y pacteHunit MOTyT OBITh KiTacCU(ULIUPOBA-
Hbl HA OCHOBaHWU MPUYMH, KOTOPbIE MX BbI3bIBAIOT.
Ilepsriii Bapuant — IIKI npu muddepeHnmponke
TKaHeit u rmpouecce ctapeHus (developmental-induced
programmed cell death (dPCD)) IIKI' Heobxommma
JUI. TIpaBWIbHOTO (hOPMUPOBAHUSI TOJIOBUHBI BaXK-
HEHIIMX TKaHEeN pacTeHUI — KCUJIeMbI, (heJiJIeMbl, OT-
yactu (JI03MBbl, CKIIEPEHXUMBI, HyLIEJUTyCa, TareTyma,
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nojaBecKa, MHTeryMeHToB u Ap. (Daneva et al., 2016).
Bropoii BapuanT — I1KI', uHIynmupyemast neiictBueM
pPa3IMYHBIX CTPECCOBBIX (haKTOpPOB (environmental-
induced programmed cell death (ePCD)) (Maizel,
2015). B pe3ynbraTte aHaamM3a TPaHCKPUIITOMOB pac-
TeHMI OBLTO MToKa3aHo, YTo B ciydae dPCD wnu ePCD
aKcIpeccupyroTes pasHbie reHbl (Olvera-Carrillo et al.,
2015), cnemoBaTtenpHO, 3T BapuaHThl [IKI mmeror
CYLIECTBEHHbIE Pa3IuuMvs B MOJIEKYJSIPHBIX MeXa-
HU3Max MPOTeKaHUsI.

B 2011 romy O6b110 MpeaTOKEHO BBIAEISATH 1Ba Ba-
puanra I1KI y pacteHuii — “BakyoJISIpHYIO KJIETOY-
HYIO THOENB” U “IporpaMMupyeMblii Hekpo3” (Van
Doorn et al., 2011). 9T BUIBI KJIETOYHOI CMEPTU
OB BbIAEIEHBI HA OCHOBAHUU UX MOPGOJIOTUH, B
OTJINYME OT BBIIICONMMCAaHHON (QYHKIIMOHAIBHOMN
KJlaccupukanuu. B mepByio rpyIiy Ioraiu Bapu-
aHThl I1KI', mpu KoTOphIX HabIIOOAICS TU3UC KIET-
KM BCJIEICTBUE pa3pbiBa TOHOILIACTA, BO BTOPYIO
TPYyIIIly — BapWaHThI, TJ€ JIU3KWCa He HaOJIIOJaIOCh
(puc. 1). ITozogHee Van Doorn Ha3Baj 3Tu BapuaHTHI
“aBTOJIUTUUYECKON” U “HEaBTOIUTUYECKOI” TUbE-
Jbio (Van Doorn, 2011). HekoTopble BapraHThI coye-
TalOT B ce0e YepTHI “aBTOIUTUYECKOI” 1 “HeaBTOJIN-

tnueckoi” rudenu (Van Doorn et al., 2011).

YacThio (pU3N0T0TMISCKUX TPOLIECCOB 3I0POBOTO
opraHu3May pacTeHUI1, KaK U Y (KUBOTHBIX, SIBJISICTCS
dopMupoBaHue ayTodarocoM Iyl CEICKTUBHOM Je-
rpaganyy opraHesul. AyrogarocoMsl (GOpMUPYIOTCS
M B XOJIe BaKyOJISIPHOM KJIETOUHOI TMOEIN y pacTe-
Huit (Ustiin et al., 2017; Wang et al., 2018). Bpuia onu-
caHa MuTodarust — Aerpagalus MUTOXOHAPUIA; XJI0-
podaruss — merpagauusl XJIOpOIUIACTOB WM 4JacTeid
xsioporiactoB (PYBUCKO — pubynoszobucdocdart-
KapOoOKCIIa3a-comepxXallux Tejlel); nekcodarus —
Jerpamaius IepoKCHUCOM; peTUKYIodarus — aerpaaa-
11sI (PparMeHTOB SHAOIIa3MaTUYECKOTO PETUKYJIyMa
(BI1P); mporeadarust — aerpamanusl IIPOTEacoOM,
arpedaruss — gerpamanns yOMKBUTUHUPOBAHHEBIX ar-
peraToB OEJIKOB U KCeHOodarus — aerpagalus BUpyC-
nbix yactull (Ustiin et al., 2017). [Ipu makpoayToda-
TUM ITPOUCXOOUT (POpMUPOBAHUE MEMOpPAHBI ayToda-
TOCOMBI, KOTOpasi OKpY:KaeT KJIETOYHBIM MaTepual,
o6pedeHHBIA Ha merpagaumio. [Ipennonaraercs, vc-
TOYHMKOM MeMOpaH 11t ayrodarocom sisisiercss DI1P
(Zhuang et al., 2017). Ayrodarocoma TpacnopTupy-
eTcsl K JIMTUYECKON BaKyoJIM U CIUBAeTCS C HEMl, u
TaM MPOMCXOOWUT OKOHYATENIbHAsI JeTrpajanust Kiie-
touHoro Marepuaiyia (Hofius et al., 2011). Kak u y xu-
BOTHBIX, Y PACTEHMI B pETYJISLIMIO ayTodaruu BoBJie-
yeHbl ATG-reHnl (autophagy-related genes) (Hofius
et al., 2011). Ilpu MHAYKIUU BaKyoOJSIpPHOI KJI€TOY-
HOI TMOEIU TIPOUCXOIUT (POPMUPOBAHUE GOIBIIOTO
KOJIM4ecTBa ayTodarocoM, BOOCIEACTBUU CINBAIO-
uxcs ¢ BakyoJsibio (Minina et al., 2013). Ha ¢puHasb-
HBIX 3Talax MPOUCXOAUT pa3pblB TOHOIIACTA U Je-
rpajalus BCero MpoToIiacTa ¢ OpraHeulaMu, a UHO-
rma u kiaetoyHoit creHku (Van Doorn et al., 2011).
Heo6xoonuMo OoTMETHUTh, YTO Y SKMBOTHBIX ayTodarus

BBIZIE/IEHA B OTIEJIbHBII BU KJIeTouHOoM rndenu (Gal-
luzzi et al., 2018). HekoTopble aBTOpHI HAa3bIBAIOT Ba-
KYOJISIDHYIO KJIETOYHYIO TUOEJIb Y pacTeHUi ayToda-
rudeckoit. TepMuH “BakyoJisipHas KIeTOYHAsI TH-
Oenp” ymoTpeOdnseTcss 3HAYUTEIBHO dYamie, YeM
“aytodarnyeckasi TMoesb’, OMHAKO HEIb3sl MCKIIIO-
YUTh, YTO 3TOT BapMaHT ruben (MIM KaKasi-TO 4acTh
clIyyaeB, OTHOCUMBIX ceityac K atoMy BapruaHTy [1KI)
SIBJISIFOTCSI aHAJIOTOM ayTo(haruyeckoi Tuoeau y Ku-
BOTHBIX.

Ilpyn HeaBTOJIMTUYECKON KIIETOYHON TUOeIHn
(“mmporpaMMupyeMoM HeKpo3e” mo Kiaccudukalumu
Van Doorn (Van Doorn et al., 2011)) mrazmaTtude-
cKasi MeMOpaHa pa3pblBaeTCs U OTXOUT OT KJIETOYHOM
CTeHKH, mpoToruiacT cxumaercs:i (Reape, McCabe,
2008; Kacprzyk et al., 2011). IIpu 3ToM OpOUCXOTUT
3Ha4YUTeJIbHAsl KOHAEHCAIMsl XpoMaThuHa, (pparMeH-
tauus JAHK, pacimmpenue uucrepH DIIP u Bbixon
muToxpoma ¢ m3 muroxoHapuii (Reape, McCabe,
2008). Reape u McCabe BBICTYIIMIM C KPUTUKOM
npeaioxeHHoro Van Doorn TepMuHa “riporpaMMu-
pyeMblit Hekpo3”. Ilo ux MHEHUIO, HEKPO3 KpoMe
pa3pbiBa MeMOpaH COINpPOBOXAAETCS HaOyXaHUeM
OpraHeJUl M KJIETKU, BaKyOoJIU3alluel IIUTOTIIa3Mbl, a
BapuaHT rubenu, onrucaHHbli Van Doorn, xapakre-
pusyeTrcsi, HallpOTUB, CXAaTUEM IPOTOIIACTa U €ro
OTXOXJIEHHUEM OT KJICTOYHOM CTeHKH, a TaKXKe BbI-
XOJOM LIMTOXPOMA C U3 MUTOXOHIPUI, YTO POTHUT
9TOT TUM TUOENU C anornTto3oM. [ToaToMy MU ObLIT
MpeaaoXeH TEPMUH “alonTo3-moJo0Hasi Tuoennb”
BMECTO TepMHMHA “IIpOrpaMMHUpyeMBIii HeKpo3”
(Reape, McCabe, 2013).

O6bmenpunHsToi knaccudukauuu ITKI pacteHuni
B HacToslllee BpeMsl He co3naHo. B aToit cutyaumnu
MHOTHE aBTOPbI JaXe HE MbITAIOTCSI OTHECTU KOHKPET-
Hble BapuaHThI K onpeaeneHHomy Tumy IIKI, orpa-
HUYMBAsICh OMMCAaHUEM W aHAJIU30M TTPOUCXOMSIIINX
MOP@POIOTUIECKUX 1 OMOXUMIUECKUX COOBITHIA.

OOPMHUPOBAHMUE 3APOIBILLIEBOI'O
MEIIKA 1 CEMEHH

Mopdomorus KieToK npu popMUPOBAHNH 3apO-
JIBIIIIEBOrO MeIKa U3ydyeHa o4eHb noapooHo (Johri
et al., 2013). OnucaHbl HECKOJIBKO TUITOB Pa3BUTHS
3apOobIIIeBOr0 MelllKa, Hanbojee pacnpoCcTpaHeHO
pazButue no tuny Polygonum (puc. 2a). Tak pa3BuBa-
IOTCsI, HalpUMep, 3apOMbIIIEeBble MEIIKU 3JIaKOB U
Arabidopsis. B pe3yibTate MEOTUYECKOIO JIEICHUS
MeracrnopouuTa (opMupyIoTcsl YeTbIpE MEracrophl,
TPU U3 KOTOPBIX TTIOTUOAIOT, a OCTaBIIASICSI METacIo-
pa JeJIUTCSI MUTOTUYECKU, (OPMUDPYS LIEHOLIUT 3a-
POIBIIIEBOr0 MeIlKa, CoAepXKalllMii BOoCeMb SIaep.
IMocne nennwoaspuszanu GOPMUPYIOTCS CEMb Kile-
TOK: sI1IeKJIeTKA U IBE CUHEPTUIbI, COCTaBJISIIOIINE
AiLIeBOI ammaparT, Tpyd aHTUIIOAAJIbHbIE KJIETKU U
IBysiAepHasi 1LeHTpalibHast kieTka (Yadegaria,
Drews, 2004).

OHTOT'EHE3 Ne 3
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(a) (6)
AyTodarocomsl
Bakyonu Ha6yxme
MUTOXOHIPUU
. [IpoTtsixkeHHBIE
MyYKU aKTUHA
Anpoc
dparmeH- AyTtodarocomsl,
THpOBaHHOﬁ —  CJIMBILUMECH
JHK C BaKyoJblO Paspnis
MJ1a3MaTUYECKOM
OtcyTCcTBHE MeMOpaHbl
AKTUHOBBIX MMotepst
GuIaMeHTOB U Typropa
MUKPOTPYyOOUEK KJIIETKNA
dparMeHTUPO-
Jerpaaupyromiue ; BaHHBIN Cxatue
OprateuIbt t TOHOIUIACT | pororutacra
| BaKyoJIn
Herpanupyromue |
OpraHeJuIbl
‘m
e

Puc. 1. CtpoeHMe KJIETOK pacCTeHU B IIpollecce MPOorpaMMUPYEMO KIIETOUHOI ri6es. (a) — BaKyoJIsipHas KJIETOYHasi THOeTb
(Van Doorn et al., 2011) uiu aBToauTudeckast KietouHas ruoens (Van Doorn, 2011). B kiierkax HabJ1101aeTcsi MUHTEHCUBHAS
BaKyOJIM3allusl IUTOIIa3Mbl, (hOPMUPOBaHUE ayToharocoM, CIMBAIOIIUXCS C IMTUUECKOI BaKyoJIblo, (hopMUpOBaHUE IV H-
HBIX TSIXKell aKTHHOBBIX (UIaMEHTOB. 3aTeM MUKPOTPYOOUKH M aKTUHOBBIE (DMJIAMEHTBI I€TTOJIMMEPU3YIOTCSI, IPOUCXOIUT
dparmenranus JJHK, pa3pbiB ToHOIUIacTa BaKyoJIM IMIPUBOAMT K JIerpaaalliv opraHesul. (6) — nporpaMMUpyeMblii HEKPO3
(Van Doorn et al., 2011), unu HeaBTONMMTUYECKasA KieTtouHas Tubens (Van Doorn, 2011), wim anonto3-nomoOHast TMOETh
(Reape, McCabe, 2013). B ki1eTKax mMpoucXoauT HabyxaHWe MUTOXOHIPUiA, pa3phIB IJIa3MaTUYeCKO MeMOpaHbI, (hparMeHTa-
uust JJHK. KneTtka tepsiet Typrop, NpoToIiacT OTXOIUT OT KJIETOYHON CTEHKU U CXXUMAETCs, OpraHesUIbl IerpaupyloT.
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B xome omnomoTBOpeHMsI COOEPXKMUMOE IThUIbIE-
BOI TPyOKM, BHYTPU KOTOPOII HAXOMUTCS JBa CIep-
MUsl, MIOTaIaeT B 3apoabiieBbiii Mentok (Hamamura
et al., 2012). OnuH U3 CIIEpMHUEB CIMBAETCS C SIIPOM
SHALIEKIIETKU, PYTOi — C SIAPOM LIEHTPAJIBLHOMN KJIET-
Kku. B pesynbrare aeneHuii 3Urotel (popMupyeTcs 3a-
pOIBIII, B pe3yabTaTe ACJACHUS OILUIONOTBOPEHHOM
LIEHTPaAJIbHOM KJIETKM — 3Hpocrnepm (puc. 260). Ta-
KUM 00pa3oM, IocJie OIIOA0TBOPEHUSI ceMsI3a4aToK
COJIEPKUT TKAaHU Pa3IuIHON IUIOMTHOCTUA — OUILIO-
WIHBINA 3aPOABII, MHTETYMEHTHI, HYLIEJTyC, TPUILIO-
WIHBIM BHOOCHIEPM U MHOTAA (HAlpuMep, Y 371aKOB)
raruIoUaHbIC aHTUIIOAAIbHbBIE KJIECTKU (pHC. 2B).

Xopo1io U3y4eHO CTPOEHUE TKAHEH CEMSIIOUKU Y
Arabidopsis u 3n1akoB (puc. 3). IIpu neeHnun 3UuroTsl Of1-
Ha U3 KJIETOK JaeT Hayajao 3apoiblllly, Apyras — IOa-
BecKy. IlomBecOK BBITIOMHSET TPO(MUUECKYIO (DYyHK-
LINI0, Y CBSI3BIBACT 3apOMBIII C TKAHSIMU (HOPMUPYIO-
merocst cemeHn (Peng, Sun, 2018). 3aponmenu B
Pa3BUTUM TIPOXOOUT HECKOJBKO cTamuii. JlaHHBIE O
I depeHIPOBKe LIEHOLIMTA SHAOCIIEPMA Y 371aKOB U
Arabidopsis 0600111eHbI B 0030pe Olsen (Olsen, 2004).
IMocne IBOHOTO OILIONOTBOPEHMS SIAPO TIEPBUYHOMN
KJIETKU DHIOCIIEpMa Sapa 371aKoB (puc. 30) aeamnTcs
0e3 LIMTOKMHEe3a, 3aTeM HauMHAeTCsl MPOolecC lIeli-
monsgpusanuu. [lo3gHee B 4acTU KJIETOK MHOTO-
CIIOMHOTO SHAOCIEpMa HAKAIUITMBAIOTCS Kpaxmallb-
Hble 3epHa, Ipyrue KiaeTKu auddepeHIIupyoTcs B
aJlelipoHOBLII clioit. ¥ Arabidopsis (puc. 3a) 1eHo-
LIUTHBIM 3HAOCIIEPM TaKXe IIpeTeprieBaeT Mpoliecc
LeJUTIOJISIPU3allii, BIOCACACTBUM OOJIbIIAsl 4acTb
SHAoCHepMa abcopOoupyeTCcst PaCcTyIIUM 3apObIIIEM
U COXpaHsieTCs TPU 00JaCTH — OTHOCIOMHAS TIepu-
depuyeckast o0JiacTb, 00JIaCTh, OKpYKalolliasi 3apo-
IIBIII, 1 XajlazanabHast 0o61acth (Olsen, 2004; Locascio
et al., 2014).

T'MBEJIb MET'ACIIOP

[1pu pa3BUTHH BOCBMUSIIEPHOTO IBYXIIOTIOCHOTO
3apOAbIIIEBOr0 MeIIKa B MUKPOITWJISIPHOM 06J1acTu
HyILIeJUTyca BbIIEISIeTCS MEracropoluT, U3 KOTOPOTO
B pe3ysibTaTe Meiio3a (OpPMUPYIOTCS YeThbIpe Mera-
criopbl. Tpu U3 4eThIpeX MeTacIop MorudaroT, OCTaB-
IIasicsl TaeT Havajo KJIeTKaM 3apOJbIIIeBOro MellKa
(Yadegaria, Drews, 2004).

[NKI' HedyHKIMOHAJIBHBIX METracIiiop Zea mays
COMPOBOXIIAETCS arperalueil rerepoxpoMaruHa Ha
nepudepruu sapa, OTXOXKICHUEM IJ1a3MaieMMBbl OT
KJIETOYHOI CTEHKH, 00pa3oBaHMEM BaKyoJieil, ciu-
Baroruxcs ¢ rasmainemmoit (Russell, 1979). I1ozn-
Hee paspyliaercs Tia3mMajieMMma, siaepHasi 000104Ka
u ToHoruiacT. [lepen okoHUaTeIbHOM Aerpaaalueit B
LIMTOTIa3M€ BBISIBJISIIOTCS JIMIIMIHBIE TE€JIa U OCMUO-
¢unbHbIe Maccol (Russell, 1979). [Tpu rubenu mera-
cuiop Tillandsia aeranthos wn Tillandsia meridionalis
MPOUCXOIUT (popMHUpOBaHUE ayTodarocoM M 3HaAYM -
TeJIbHAsl BaKyoJIM3allusl LIMTOIIa3Mbl, B SIAPE BBISIB-
JISIIOTCSI MHOTOYMCJIEHHBIE OJIOKU TeTepoXpoMaThHa,

JOPOHUHA wu np.

npoucxonut dparmeHTanusa JJHK, BoisiBisiemast me-
togoM TUNEL, BITP nabyxaer, B IMTOILIa3Me TTPH-
cyTcTBYIOT JIunuaHbie Tena (Papini et al., 2011). ITo
MHEHUIO aBTOPOB, KJIeTOUHasl Tubesib Meracrnop y
Tillandsia codeTaeT B cebe IpU3HAKM ayTodarude-
cKoii (hopMUpOBaHUE OOJIBIIOTO KOJTUYECTBA BAKYO-
el m ayroarocom), HeKpOTHMYECKOM (HaOyxaHUe
9HJ0IIa3MaTUYECKOTO PETUKYJyMa) U anonToTuuye-
ckoii (bparmentauusa AHK) (Papini et al., 2011).

MaJo u3y4yeHbl IPUYKUHBI, OMPEACISIONINe CYIb-
Oy Meracrnop. MIMetoTcsi KOCBEHHbIE TUCTOXMMUYE-
ckue gaHHbie 00 yyactuu Ca’* B peryasiuuu rudeinu
He(YHKIIMOHAJIbHBIX Meractiop Lactuca sativa (Qiu
et al., 2008). B KJIeTOYHBIX CTEHKaX TMOHYIIIMX MeTa-
criop Zea mays, Tillandsia, Arabidopsis ipu BeIOGOpE
(GYHKIIMOHAJIFHOM MeTacIiopbl KaJUIO3HAasT 000JI0UKa
BOKPYT Hee pacTBOPSIETCS B MIEPBYIO oYepeb U J0Jb-
e coxpaHsieTcs y He(hyHKIMOHAIbLHBIX Meracrop
(Russell, 1979; Papini et al., 2011; Demesa-Arevalo,
Vielle-Calzada, 2013). Ilpeamoyiaraercsi, 4To apadbu-
HorajlakTaHHBI 0e10k AGP18 (arabinogalactan pro-
tein) Arabidopsis MOXET ompenesaTh CyapOy Mera-
CIIop, T.K. TOBBIIIEHUE 3Kcripeccuu reHa AGPIS B
TpaHCHOPMUPOBAHHBIX PACTEHUSIX BEAET K BbIKMBaA-
HUIO Bcex yeThipex meraciop (Cao et al., 2018). Kpo-
Me Toro, Ha 3kcnpeccupytomux ICK4-YFP pacreHu-
sIX Arabidopsis Ob110 TOKa3aHO, YTO B JeTeHEPUPYIO-
LIUX Meracnopax BbISIBISIETCS UHTUOUTOP LIMKJIMH-
3aBucuMbiXx kuHaz ICK4/KRP (inhibitor of cyclin
kinases/Kip-related proteins), KOTOPBIZ OTCYTCTBY-
eT B (OyHKIMOHAJIbHOI MeTracriope, JaBas el pa3Bu-
BaThcsl ganbine (Demesa-Arevalo, Vielle-Calzada,
2013). B HacTos1Iee BpeMsl He IIOJIyYeHO JaHHBIX 00
y4yacTtum 1mpoteas u ropmoHoB B [1KI meracmop.

ITKI m306BITOYHBIX METacIiop ITO3BOJISICT HalIpa-
BUTb BCE PECYpPCHl pacTeHUSI Ha MOIAepKaHUE XKU3-
HeAesITEIbHOCTH OJHOM Meracmopbl, KOTopasl BITO-
clieacTBUM ¢chOpMUPYET 3apOIBIIIEBbIil MEIIIOK.

I'MBEJIb CUHEPT U/

CuHepruasl MOrubaioT B XOJ€ TBOMHOTO OILIOI0-
TBOpPeHUs. MexXy CHHEepTUIaMU U TTbLIbLIEBOI TPYO-
KOI CYIIECTBYIOT CJIOKHBIE MOJIEKYJIIPHBIC B3aUMO-
neiictBus. CUHEPTUABI BRIASISIOT aTTPAKTAHThI JJIST
MbUTBLIEBOU TPYOKU U OTpeIeISIIOT HEOOX0AMMOe Ha-
MpaBJeHHe pocTa IIbUIbleBoi Tpyoku (Higashiyama,
Takeuchi 2015; Dresselhaus et al., 2016). B cBoto oue-
pelb, HaJlu4ue MbLUIbLEBOI TPYOKU BbI3bIBAE€T TMOEIb
CHHeprua. Y pa3HbIX BUIOB pacTeHMI rOeiTb perer-
TUBHON CHHEpPruabl HACTymaeT B pasHoe Bpems. Y
MHOTUX BUJIOB PACTEHUI TMOEIb CUHEPTUIbI HACTY-
maeT 0e3 KOHTaKTa ¢ IbUIbLieBOM TpyOkKoil (Chris-
tensen et al., 1997). VY Arabidopsis thaliana rubenn cu-
HEPruabl MIPOUCXOIUT MOCE TOTO, KakK IbLIblieBast
TpyOKa JOCTHUTIIA 3apOABIIIIEBOTO MEITKA M BCTYIHJIA
B KOHTaKT ¢ cuHepruaout (Leydon et al., 2015). I1pu
OTCYTCTBUM TIbLIbLIEBOM TPYOKM TMOEIb CUHEPTHUI
Arabidopsis ne nactymaet (Christensen et al., 1997).
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(a) (©)
I1butBLIEBAS
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1 SIPO
4-X anepHbli Homspreie
3apO/IbILLIEBbINA Anpa
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KJIeTKa
SiinexiieTka CrHepruel
Cnepmunu
[TonsipHbIe
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MEIIOK
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(B)
- CuHepruabl
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-
S :"I!/i' ITpoBonsammii
; IIy40K
2-X SIIepHBII AHTHUITONBL
3apOAbIIIEBbIT
MEILIIOK 3apoabIlIeBbIit
MEIIOK

Puc. 2. HavanbHbIe 3Taltbl 9SMOproreHe3a ceMeHu y Arabidopsis thaliana v 31akoB. (a) — 3Tanbl GOpMUPOBAHUS 3aPOIBIIIIEBOTO
MelKa. MeracnopoluT AeTUTCsS MeMOTUYECKH, U3 00Pa30BaBILMXCSI YeThIPeX Meracrop Tpu ruoHyT. OcTaBiiasicst Meracropa
B pe3yJibTaTe MUTOTUYECKMX JeJIeHUI JaeT Hayajlo BOCbMU siipaM 3apOojbIIIeBOro Melka. B xone uetonsipuzanuu ¢hpopmMu-
pyeTcsi ceMb KJIETOK — SIALIEKIIETKA, IBE CHHEPIUIIbI, LIEHTPaJIbHAs KJIeTKa C ABYMSI TTOJISIPHBIMU SIAPAMU Y TPU AHTUTIONATTbHbIE
KJIeTKU. (0) — nBoitHoe orutogoTBopeHue. [1buiblieBas TpyOKa IMOAXOAUT K cuHepruae. OQuH U3 CIIepMUEB CIIMBAETCS C STiLie-
KJIETKOM, TaBasi Hauajio 3UroTe, a IPYroi — ¢ LIEeHTPaJIbHOM KJIETKO 3apOIBIIIIEBOrO Melllka, (GOpMUPYst SHIOCIIEPM. (B) — cxe-

Ma CTPOCHUS CEMAIIOYKMU.
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(a) (6)
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Puc. 3. PazButue cemenu Arabidopsis thaliana v Zea mays. Ha cxeme rpecTaBiieHbl TTOC/IeI0BaTeIbHbIE CTanuu IUdbepeHIm -
POBKU TKaHel (hopMUpyIOIIerocsi ceMeHU. (a) — hopMupoBaHue ceMeHu Arabidopsis thaliana. T1o Mepe pocTa 3apofbiiia 60b-
mas yactb aHaocrepma noxasepraetcst [IKI™ u abcopbupyercst, ocTaroTcst Tpu oosacti — nepudepudeckasi, MUKpOITWISIpHast
U xanazaibHasi. (0) — dopMmupoBaHue ceMeHUu Zea mays. B mpoliecce pa3BUTUSI CEMEHU SHIOCTIEPM pa3pactaetcs u audde-
peHLMpPYEeTCsl Ha LIEHTPAJIbHYIO 00J1IacTh U ajleiipoHOBbIit cioit. [To3nHee, Mpu mpopacTaHUU, KJIETKU aleiipOHOBOTO CJIOSI OH-
JoCTiepMa BBIICJISIIOT TMAPOIa3bl, KOTOPbIE NEIaloT BellleCTBA KPaXMaJlbHOTO SHI0CIIepMa IOCTYITHBIMU ST 3apOJIbILIa.

OHTOI'EHE3 TtoM 51 Ne 3 2020



IMPOTPAMMUPYEMAA KIIETOUYHAA I'MBEJIb 169

IMocne cnustHUs cnepMus U TALIEKJIETKU HAYWHAETCS
JiereHepanus BTOpOi CUHEPTUIbI.

OmnucaHbl pa3inyHble MOP(HOJIOTUYECKUE KapTU-
HbI, corpoBoxnatomme [1KI' y cuHeprun: Bakyonm-
3anusl HUTOIUIa3Mbl Y Nicotiana tabacum (Tian, Rus-
sell, 1997), pa3psIB Bakyosu y Proboscidea louisianica
(Mogensenl, 1978), Penniseturn glaueum (Chaubal,
Reger, 1993), Nicotiana tabacum (Huang, Russell,
1994), Helleborus bocconei (Bartoli et al., 2017), ne-
dopmalus siapa, KOHAeHcalusl XxpomMaTtuHa y Triti-
cum aestivum (An, You, 2004), dparmenranus JHK
(TUNEL-ntosutuBHast peakuust smaep) Helleborus
bocconei (Bartoli et al., 2017). B xone IIKI cuneprum
Torenia fournieri u Nicotiana tabacum arperatbl aKTH-
Ha BBISIBJISLINCH B BUJIE 3JIEKTPOHHO-TUJIOTHBIX KOM-
MJIEKCOB, Ha3bIBaeMbIX “KOpoHaMM”’, B 00JIacTH Je-
rpagupyiomeit cuaepruasl (Huang, Russell, 1994; Fu
etal., 2000). OguH U3 arperaToB aKTHHA ObLI JIOKAJIU -
30BaH CO CTOPOHHI SIMIIEKIIETKU, IPYTOii pacmojarai-
Csl Ha XaJla3aJIbHOM KOHIIE IeHeTepupyolleil CHHep-
TUABI. ABTOPHI IIPEIITOIATaroT, YTO aKTUHOBBIC “KO-
POHEI” OIIPEIEISIIOT MECTO BXOXIASHUS CIEPMIEB B
saitnexnerky (Huang, Russell, 1994).

B uuroriasme rubHymmx cuaeprun, Triticum aes-
tivum n Penniseturn glaueum (Chaubal, Reger, 1992a,
1992b; Chaubal, Reger, 1993), Nicotiana tabacum
(Tian, Russell, 1997), Arabidopsis (Ngo et al., 2014)
BBISIBJIEHO NOBbILIEHUE cofepxkaHusa Ca2t. OcTaHOB-
Ka pocTa MbUIbLIEBOM TPYOKHU U pa3pblB €€ KOHUUKA Y
Arabidopsis peryaupyeTcsl KaJbLMIi-OIIOCpPEIOBaH-
HbIM CUTHAJIbHBIM MyTeM, KOHTPOJUPYEMbIM KHWHa-
30ii FERONIA, uto 6bL10 MOKa3aHO Ha MyTaHTHBIX
pactenusix 1o reny FER (Kessler et al., 2010). I1pen-
nonaraercss, uto FERONIA u TtpancmMeMOpaHHBII
6esiok NORTIA kpoMe MpOHUKHOBEHMUS MbLUIbLIEBOM
TPYOKY KOHTPOJUPYIOT U KJIETOUHYIO TMOEb CUHED-
run (Kessler et al., 2010). ApabuHoragakTaHHbI Oe-
ok 4 AGP4 (arabinogalactan protein), JAGGER,
MpeaoTBpAIllaeT MpopacTaHUe MHOXECTBEHHBIX TTbLTb-
1IEBbIX TPYOOK Yy Arabidopsis thaliana 1 MOXeT OBITb
BOBJICUEH B PETYJISLIUIO TMOEIM CUHEPTUI, T.K. Y HOKa-
YTHBIX MYTAHTOB 10 TeHy AGP4, koaupytoleMy oe-
1ok JAGGER cuneprunsl BepkuBaior (Pereira et al.,
2016). I1KT cuneprun Arabidopsis corpoBoxXaaeTcst
akTuBauueit Oenka J-domain-containing protein
GFA2, BEIMOJHSIONIETO POJIh IITaTIepoOHa B MaTpUKCe
mutoxoHapuii (Christensen, 2002). IlokazaHo, 4TO
MocJjie OIUIONOTBOPEHMS 3amycKaeTcsl STUJIeH-3aBU-
CHMbIA CUTHAJbHBIA TyTh, PETYJIUPYEMbIA TpaH-
ckpunuuoHHbIMU hakTopamu EIN3 u EIN2 (ethylene
insensitive) m HeooOxommMmbiii mist [IKI cuHeprunm y
Arabidopsis. IHbeK11YsI SHAOTEHHOTO TPeAIIeCTBEeH-
anka stmwieHa (ACC, l-aminocyclopropane-1-car-
boxylic acid) BBI3BIBaeT HpeKACBPEMEHHYIO THOEIb
cuneprun (Volz et al., 2013). JaHHBIX 00 y4acTUM
npoteas B IIKI cuHeprua HeT.
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I'MBEJIb AHTUIIO

V GONBIIMHCTBA BUIOB pacTeHUI aHTUIIOIBI CY-
ILIECTBYIOT HEIOJITO U JereHEePUPYIOT BCKOpE Mocie
OIUIOIOTBOPEHUS. [10 OTIJIOAOTBOPEHUSI IETeHEPUPY-
IOT BCe TpU aHTUNOHAJbHbIE KIETKU y Arabidopsis
thaliana (Yadegaria, Drews, 2004). AHTUITOma/ILHEIC
KJIETKU 3JIaKOB MHOTOKPATHO OESITCI U 0OpasylorT
MHOTOKJIETOYHYIO 3¢heMEPHYIO TKaHb 10 OIJIONOTBO-
peHus. 11 HEKOTOPhIX BUIOB PAaCcTEHUI, OCOOEHHO
3JIaKOB, XapaKTepHO (PopMUPOBAHUE TOJIUTEHHBIX
XPOMOCOM B siipax aHTUIIOAAIBbHBIX KJIETOK (Zhimu-
lev, 1996). TouHble (PYHKIIMU aHTHUIION HE SICHHI, HO,
MOCKOJIbKY ITPY HAPYIIIEHUY Pa3BUTUS aHTUIION SHI0-
crepM (bopMUpyeTcsl HepaBWILHO, TIPEAIIojiaracTcs,
YTO y 3]JaAKOB OHU MOTYT BEITIOJTHSTH TPOMDUISCKYIO 1
3alIMTHYIO (PYHKIUIO, 0OecTieunBast SHIOCIIEPM He-
00XOIMMBIMHU BellleCTBAMU Ha HEKJIETOYHOM CTaguun
paszButusa (Engell, 1994; Chaban et al., 2011; Jopo-
HuHa, 2019).

Mopdonorust aHTUIIOJAILHEIX KJIETOK 3JIaKOB
npu IIKI mano usyuena. Tak, y Hordeum vulgare n
Orysa sativa ipy Tubenu ssaepHast MeMopaHa (hopmMu-
pyeT mHBarmHauuu, xpoMaTtuH arperupyet (Engell,
1994; Maeda, Miyake, 1996). ¥ ruOHyIIX aHTUIION,
MIIeHUIBI HAOMI0MaeTCsl YIUIOTHEHUE XpoMaTWHa,
yIuiouieHue saep, paspbiBel B JIHK, BbIsIBasseMbie
metogoM TUNEL (Chaban et al., 2011). IIpennona-
raetrcs, yTo uHaykropom ITKI aHTMNOmaNbHBIX KJIe-
TOK 3J1aKOB SIBJISIETCSI LIEJUTIONSIpU3alMSl 1IEHOLIUTA
sHnocnepma (Chaban et al., 2011). OgHako B coBpe-
MEHHOM TuTepaType OTCYTCTBYIOT KaKue-11ubo 61o-
xumMudeckue xapakrepuctuku ITKI aHTMnogaabHBIX
KJIETOK 3J1aKOB.

BrIsicHeHBI HEKOTOpPBIE aCMEKThI PETYJISINUA TH-
0OeJIn aHTUIOJAIBHBIX KJIEeTOK Arabidopsis, KOTOpbIe
norubarT no onbuieHus (Heydlauff, Grof-Hardt,
2014). ITokazaHo, 9YTO y HOKAyTHBIX MyTaHTOB IIO Te-
HaM ¢akTopoB ¢dakTopoB cruraiicuira M-PHK
LACHESIS, CLOTHO u ATROPOS aHTumonamb-
HBIe KIeTKU Arabidopsis TOKanu30BaHBI B IIEHTpPE
3apOJIBIIIEBOTO MEIIKa, X MeMOpaHbI U sapa 00b-
eIMHEeHbI, 00pa3oBaBllasicsl KJIeTKa CXOIHa C IeH-
tpanbHOM Kiuetkoi (Heydlauff, Grof-Hardt, 2014).
IMpeamnonaraercs, yto 6en1ok GCD1 (GAMETE CELL
DEFECTIVE 1) u TPHK-cunTaza SYCO ARATH (xo-
nupyemasi reHoM FIONA) MUTOXOHIPUIT HEeHTPaIb-
HOI KJIETKU CITOCOOCTBYIOT CO3pPEBAHUIO STMIICKIIET-
KM U TUOEIU aHTHUIION, T.K. Y MYTaHTOB ITO reHaM
FIONA n GCD1 autunonanbHbIE KJIETKU BEDKUBAIOT
(Kagi et al., 2010). Dxcrnpeccust MUTOXOHIPUATIBLHOTO
benka aac2A199D B giilieKIeTKe BBLI3BIBAaC€T TMOCIb
AHTUIIOM, a €T0 DKCIIPECCHST B LIEHTPAJIBHOMN KIIETKE
npenoTBpaiaeT ux rmoens (Wu et al., 2012). ITokaza-
HO, UTO Y TpaCreHHbIX pacTeHUlt Arabidopsis ¢ TOBBI-
IIIEHHOM 3Kcrpeccueil reHa OMOCHMHTE3a ayKCUHA
YUC TIKI' anTtumomaibHBIX KJIETOK HE HACTyIIaeT.
[TosToMy mpeamosiaraeTcsl, 4TO CHHTE3 ayKCUHOB
MPETSITCTBYET TMOEIN aHTUTIONATBLHBIX KIIETOK Y Ara-
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bidopsis (Pagnussat et al., 2009). J/To cux mop He moka-
3aHo y4Jactue 1rmporeas B [1KI anTumon.

T'MBEJIb ITOABECKA

INomBecok — crenmaanu3mpoBaHHAas CTPYKTYpa,
yIEPXKUBAIOIIAS 3aPOJIBIIT B CEMEHU M YJacTBYIOIIAsI B
TTOAIEPsKaHNM €T0 XKXKU3HEACeSITeIbHOCTH, O0eCIieunBast
MMMTATEIFHBIMU M POCTOBBIMU BeriecTBaMm (Kawashi-
ma, Goldberg, 2010). B ssapax kieTok nonecka Phaseo-
lus GoOpMUPYIOTCST TOTMTEHHBIE XPOMOCOMBI, YTO CBH-
TMETEITLCTBYET 00 X BBICOKOM YPOBHE META0OIMIECKOM
aktuBHOcTH (D’Amato, 2011).

I'uGenb KJIETOK IMoIBeCKa Y TOJIOCEMEHHBIX pacTe-
HUit usyvanach y Picea abies (Filonova et al., 2000;
Smertenko et al., 2003; Bozhkov et al., 2005; Minina
et al., 2013). IToka3zaHO, YTO OHA COIIPOBOKIACTCS
¢dparmenranueit JIHK (Filonova et al., 2000; Bozh-
kov et al., 2005). B xome I1KI' B muTomiazMe BBISIBIISI -
IOTCS KOPOTKME ITy4KU MUKPOTPYOOUEK M arperaThbl
TyOyJIMHA, KOTOpbIE BIIOCJIECICTBUM JerpaaupyloT,
MUKpPOGUIaAMEHTHI (POPMUPYIOT TOJICTHIE IPOTSKEH-
Hble myyku (Smertenko et al., 2003), ObLIO MOKa3aHO
¢dopmupoBaHue aytodarocom (Mininaet al., 2013). B
npoiiecc TIKI monBecka y Picea abies BOBIIedeHa
MpoTeasa, aKTUBHOCTh KOTOPOii BBISIBJISIETCS IO pac-
meIUIeHuI0 MonenbHoro nentuaa Val-Glu-Ile-Asp
(VEIDase activity), a Takke Merakacmaza mcll-Pa,
KOTOpasi BbISIBJIeHA B [IUTOTJIa3Me U s1Ipax, copepka-
mux paspbiBbel JIHK (Bozhkov et al., 2005). IIpenmno-
JjaraeTcs, 4To NIpW TmOemu TonBecka Picea abies
mclI-Pa TpaHcriopTupyeTcs B SIIpo 1 y4acTBYET B Je-
rpagauuu JJHK. AktuBauust metakacnassl mcll-Pa
Picea abies BeneT x aktuBauum ayrodparuu u ATG-re-
HOB, IIpU 3TOM (POPMUPYIOTCSI MHOTOYMCJIEHHbIE
ayTo¢arocoMbl, BIOCJIEACTBUM CIMBAIOIINECS C Ba-
Kyoibio. B TpacpopMupoBaHHBIX pacTeHUSIX C IIO-
naBiaeHHbIMU reHaMu mcll-Pa viin ATGS n ATGO,
rubeb IPOUCXOIUT TTI0 MexaHU3MYy Hekpo3sa (Minina
et al., 2013).

B xome IIKI' xpoMaTiH sgmep KJIIeTOK IMOIBEeCKa y
Phaseolus n Tropaeolum nuxHotuszupyetcs (Nagl,
1974), sinpo TepsieT oKpyTiyto GopMy, MOXKET IMpouc-
XOIUTbH pa3pylieHue siaepHoit 00o10ukm (Zhao et al.,
2013). C ucnonnzoBanueM metona TUNEL ObLia ne-
tekTupoBaHa parmeHTanus JJHK mpu rubenu kie-
TOK moaBecka Zea mays (Giuliani et al., 2002), Vicia
Jfaba (Wredle et al., 2001), Phaseolus coccineus (Lom-
bardi et al., 2007), Nicotiana tabacum (Zhao et al.,
2013), Chenopodium quinoa (Lopez-Fernandez, Mal-
donado, 2013). VY Chenopodium quinoa B xone rubdenu
KJIETOK TMOJIBeCcKa MPUHUMAIOT ydyacThe PULIMHOCO-
Mbl — crnieliiudecKkue MUKpOTeJiblia, KOTOpbIE MPO-
ncxondar ot DIIP u comepxkar mpoteasy CysEP
(Greenwood et al., 2005; Lépez-Ferniandez, Maldo-
nado, 2013). B knerkax rmonBecka Phaseolus u Tropae-
olum (Nagl, 1977; Gartner, Nagl, 1980), Vicia faba
(Giuliani et al., 2002), Nicotiana tabacum (Zhao et al.,
2013) B xome IIKI dopmupyroTcss ayToarocoMsl,

cIMBalolyecst ¢ Bakyosiablo. Ha ¢puHaabHBIX 3Tammax
IIPOUCXOAUT pa3pblB TOHOILJIACTA BaKyOJU U Jerpa-
Jalivst opraHesl.

B xone rubenu nonsecka Nicotiana tabacum akTui-
BUPYIOTCSI KATeTICUH-TIOAO0OHBIE TIpOTeashl, a TaAKXKe
poTeaskl ¢ CyOCTpaTHOM cHenU(pUIHOCTHIO KacIias
1, 3 1 6, 4TO OBLUIO MOKA3aHO HAa OCHOBAHUM PACILIEII-
JICHUSI UMW CUHTETUYCCKUX MENTUIHBIX CyOCTpaToOB
(Zhao et al., 2013). IIKI mogBecka Tabaka Nicotiana
tabacum 3aBUCUT OT B3aUMOJIEMCTBUS ABYX O€JIKOB —
nuctatuHa NtCYS, saBisionierocsi MHTHOUTOPOM
mporea3 M ero MHUIIeHHM, KarericuH H-momoOHOoIt
npoteassl NtCP14. NtCYS skcripeccupyercs B IO -
BECKe BILJIOTHb J0 NOCTVIKEHUS 3apOIbIIIeM CTaJauu
32 KJIeTOK, II0CJIe YeTrO ITPOMCXOMIUT aKTHUBALUS Ka-
terncuH H-nmomo6Hoi# mpoTeas3sr NtCP14 i HacTyna-
et I1KI (Zhao et al., 2013). IIpenmnonaraercs, 4To UH-
aykrtopoM IIKI' kjieTok moaBecKa CIIy:KaT KIJIETKA
pactyiero 3aponbiia. [TokazaHo, 4ToO y MyTaHTOB
10 TeHaM, PeTyJIMPYIOLINM pa3BUTUE Zea mays C He-
Pa3BUTHIM 3apOIbIIIIeM, HO HOPMaJIbHBIM 3HIOCIIEP-
MOM Trubenb KJIETOK ImoaBecka He HactymaeT (Con-
sonni et al., 2003). B moyib3y r'uroTe3sl 0 TOM, UYTO UH-
nyktopoM IIKI monBecka sIBISIETCS 3apOABIIIL, TAKXKeE
CBUIIETEJILCTBYIOT HAOMIOMEHUS O TOM, 4TO y Phaseolus
u Tropaeolum nepBbIMU TOTUOAIOT KJIETKU Oa3ayib-
HOM 9aCTH ITOJIBECKa, KOTOPHBIE pacIIoIararoTcsl B He-
ocpencTBeHHoM 0am3ocTy K 3aponpity (Nagl, 1974).
IMpenmonaraercs, 4YTOo JU3UPOBAHHBIN MaTepUal
MOoABECKA MOXKET HCIIOJIb30BaThCs KJIETKAMM 3apO-
npima (Nagl, 1974).

I'nGenb KIETOK MOABecKa HACTYMHAaeT IMOCje BbI-
MOJTHEHUSI UM CBOUX (DYHKIIMIA, KOTIa pa3poCIuiics
3apObILI YK€ 3asIKOPEH B CeMSITIOUKe.

I'MBEJIb KIIETOK HYIEJLTYCA

Hyuemnyc — 310 MeracnopaHIHii CEeMEHHBIX pacTe-
HUIA, TJIABHAS 3a/a4a KOTOPOTro — 00pa3oBaHUe Mera-
crnop. Y HEKOTOPBIX pacTeHUIA, HATIpUMED, Y 3JIaKOB U
KMHOAQ, OH OIOCPENOBAHHO BBIMOJIHSIET HOKPOBHYIO U
3alIUTHYIO (yHKIMU. He y Bcex pacTeHU HYLELTyC
paspyiiaeTcs: 1LIeJIMKOM, HallpuMep, Y KYBIIMHKU U
IrpevYrxu U3 Hero (POpMHUPYETCs IIEPUCIIEPM, 3aItacaro-
IIask TKaHb, KOTOPasi KOMIIEHCUPYET cl1aboe pa3BUTHE
sHpocriepMa (Lu, Magnani, 2018).

Kierounast rm6esp OOJIBIIMHCTBA KIETOK HYIIE-
nyca 'y Pinus densiflora conpoBoxnaeTcsi KOHIeHCa-
el xpomatuHa, ¢parmentamuein JIHK, cxatuem
MPOTOIJIACTa, OTOILIEAIIETO OT KJIETOYHOI CTEHKH,
OCTaBIIIMECS KJIETKM O0pa3yloT HYLEJUISIPHBINA KOJI-
navok (Hiratsuka et al., 2002).

V Arabidopsis TubHy1IME AUCTaTbHbIE KJIETKU HY-
LieJuUTyca UMEIOT pa3pylleHHYI0 MeMOpaHy U cxXKaTble
MIPOTOIUIACTHI, B KJIETKAaX IMPOKCUMAIIBHOM 00JTacTh
HaOmogaeTcsT HaKormeHrue ayrogarocom (Xu et al.,
2016). IMpu KT nyuemtyca mueHusr Triticum aes-
tivum (Dominguez et al., 2001) mmpoucxomut ¢par-
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meHTauus JHK, BeisgsBasemassi metrogom TUNEL.
ITpu aTOM yBeIMUUBAETCS CONEpPXKAHUE TeTEPOXPO-
MaTWHa B SIipe, BHEIIHSS siiepHasi MeMOpaHa ¢par-
MeHTUupyeTcs. B nuToriazme BBISIBASIIOTCSI MHOTO-
YUCJIEHHbIE BAKYOJIM C HAPYIIEHHBIM TOHOILJIACTOM.
IImoTHOCTh MaTpyUKca MUTOXOHIPUMN yBEIUYUBAET-
csl, B MaTpUKCe HaOIIOIAI0TCsl arperarhbl 3JIeKTPOHHO-
IUIOTHOTO Marepuasa, KOTOpble, IO MHEHMIO aBTOPOB
SIBJISTIOTCSI PE3YbTAaTOM Aerpafgaliiyi JIMITUAOB BHYT-
peHHeit mMemOpaHbl. Llucrepasr DIIP pacumpens,
JNUKTUOCOMBI armapara [oJIbIKuU JOJIT0O COXPAHSIIOT
CBOIO MHTaKTHYIO cTpyKTypy (Dominguez et al., 2001).

Lombardi ¢ coaBTOpaMu BBIACISIIM TPU OOJIACTH
acCUMETPUYHOTO Hyllesutyca y Sechium edule — Tpok-
CUMAJIbHYIO 9aCTh, HEIIOCPEACTBEHHO OKPYKAIOIIYIO
9HJIOCIIEPM, CYONUCTAIbHYIO U AUCTAJIbHYIO, PacIio-
Jlararolimecsl HajJl Xaja3ajJbHOM 00JacThi0 MPOKCH-
MaJIbHOTO pailoHa M He I'paHMUYAIFe C 3HOOCIIEp-
MoM. IlepBBIMM TMOHYT KJIETKU IPOKCUMAJIBHOTO
paiioHa HylLeJLTyca, HEMOCPEACTBEHHO OKPYKAIOIINX
SHJIOCIIEPM, YTO MO3BOIMIIO IPEAIOI0KUTh, UYTO MH-
JIYKTOPOM KJIETOYHOI TMOEIM KIETOK HYyLIeJUTyca SIB-
nsetcsa sHaocriepMm (Lombardi et al., 2012). DHuo-
criepM BoiaeasgeT NO ¥ MHIOMMIYKCYCHYIO KHCIOTY
(IAA), KOoTOpbIE YCUIUBAIOT CUHTE3 3TUJIEHA, BbI3bI-
BaloIlero rTudesb KJIeToK Hyueanyca. [Ipu ynaneHuun
sHaocrepma u3 cems3avarka I1KI Hynennyca He Ha-
crymaet. [1pyu 1o0aBiIeHNN 3K30T€HHOrO 3THJIEHA K
TKaHU HyleJUTyca OJIOK THOeI YaCTUYHO CHUMAETCS
(Lombardi et al., 2012). Hapsany ¢ BaussHrueM ropmMo-
HOB ObLIa MOKa3aHa aKTUBHOCTH Kacmasa-1- u Kac-
nas3a-3-TogOOHBIX MpOTea3, BBISIBJIEHHBIX C ITOMO-
IIbIO cIeIM(pUIECKUX CYOCTPAaTOB B IIPOKCUMAJIbHOM
¥ CyOIIPOKCUMAJILHOM 00J1acTH HyIIe/UTyca U Kaclia-
3a-6-1TOHO0OHOI TIpOTea3bl B MPOKCUMAILHOM paiio-
He Hyneryca (Lombardi et al., 2007). B pe3ynbraTte
MPOTEOMHOTO aHajim3a TKaHel Hyueryca Ricinus
communis BBISIBICHbl MHOTOYHCJIEHHbIE TIPOTEa3bl,
MpUHAIJIeXKaIINe K KaccaM IUCTEMHOBBIX, CEpUHO-
BBIX, aclapTaTHBIX M MeTajitorpoTteas (Nogueira et al.,
2012). Cpenu HUX CTOUT OCOOO OTMETUTH MpOTeazy
XSP I (xylem serine protease), IIPMHUMAOIIYIO yda-
cTre B TmOenu KiieTok KemiaeMsl (Buhtz et al., 2004) i
VPE (vacuolar processing enzyme), TpUHUMAIOIIUIA
yuyactue B IIKI pa3zHOOOpasHBIX TKaHeil pacTeHMIA
(Hatsugai et al., 2015). I1pu IIKI Hynemtyca ObL10
MOKa3aHO TOBBIIIEHWE 3KCIPECCUU TeHOB HEKOTO-
PBIX TUAPOIUTUIECKUX (PepMEHTOB: HAIIlpUMEpP, ac-
napratHoii Tpotea3sl HyueuimHa (Chen, Foolad,
1997), a-amunazel AMY 4 (Radchuk et al., 2009), Ba-
KyossipHoro (pepmenTa HyueutanuHa (Linnestad et al.,
2009) y sumeHsi, katenncuH-B-mogo0HoOIT TIpoTeassl
(Dominguez, Cejudo, 1998) y mimeHUIIbI.

B IIKTI nyuemryca Ricinus communis KJIIIOUEBYIO
pOJIb UTPAIOT PULIMHOCOMBEI, COAepKalllnue IIpoTeasy
CysEP, umeroniyio tepmuHaibHblii KDEL MoTuB
(Yang et al., 2012). Conepxumoe pUILIMHOCOM BBI-
OpachIBaeTCs B LIUTOIJIa3MYy, Ille aKTMBHAasI IIpOTe-
asza CysEP yyacTByeT B pa3pylmieHUM COIEePKUMOTO
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KineTku. B TedyeHue rubenu HaOI0gaeTCs UHTEH-
CUBHAas BaKyoJM3allMsd LMTOIMJa3Mbl, hparMeHTa-
st JHK. Ha ¢duHanbHBIX cTagusx THOEIN Ipouc-
XOOWUT pa3pbIB TOHOIUIACTA BaKyOJIud, MUTOXOHIPUU
W TUIACTUABI HA0YXaloT, IPOTOIIJIACT OTXOIMUT OT KJIe-
TouyHoI1 cteHKH (Greenwood et al., 2005).

Ha Arabidopsis 06bL10 moKazaHO, YTO TUOEIb Kie-
TOK HyleJTyca CBsI3aHAa C OIUIOJOTBOPEHUEM IIEH-
TpalibHO# KileTKM (Xu et al., 2016). Y MyTaHTOB MO Te-
Hy KPL, comepxXamux TOJIbKO 3HOOCIIEPM, KJIETKH
HylleJutyca Torudaiu, B OTJIMYME OT MyTaHTOB, CO-
JiepKalluX TOJIbKO 3apojbliil. B HeomnomoTBOpeH-
HBIX ceMSTNOoYKax JereHepaiuys Hyletyca 3a0J10K1-
poBaHa Polycomb Genkamu. Ilpu omniaogoTBOpeHUN
aKTUBUPYETCS TPAaHCKPUIILIMOHHEIN dakTop AGL62
(AGAMOUS-LIKE62), KOTOpbIii CHHUMAaeT 3TOT
670K 1 akTuBupyet 6enku TT16 (TRANSPARENT
TESTA 16) u GOA (GORDITA), KoTopbI€ BBEI3LIBAIOT
rubesb Hynetyca (Xu et al., 2016). bemok MADS29
WHOYLUPYET T'MOeIb KJIETOK Hylienyca y Oryza sativa
(Wan et al., 2002).

IIKI myuennyca HeoGxoauMa 11l OCBOOOXKICHUS
MecTa IS pa3BuBaloiierocs sHnocnepma (Lu, Mag-
nani, 2018).

KT TP ®OPMHWPOBAHNUA
CEMEHHOMUN KOXYPbI

B xneroyHyio rubenb BHYTPEHHETO MHTETYMEHTA
ceMeHU y Brassica napus (Wan et al., 2002), u Jatropha
curcas (Rocha et al., 2013; Shah et al., 2016; Rocha
et al., 2018) u uHTerymeHTOB Arabidopsis (Ondzighi
et al., 2008) BoBJIeUeHBI LIMCTEMHOBBIE TTpoTea3bl. PDIS
(protein disulfide isomerase), HaxomsICh B BaKyOJIsIX
KJIETOK 3HAoTenus Arabidopsis, THTUOUPYET aKTUB-
HOCTb LIMCTeMHOBOM MpoTtea3bl RD21. Co BpeMeHeM
comepxxanue PDI5 cHmkaeTcst, 4To COCOOCTBYyeT
BBICBOOOXICHMIO TIpoTea3 M WHIAYKIMU THUOeIn
(Ondzighi et al., 2008).

V Arabidopsis TiepBbIMU AETpagiupylOT ABa CJOS
BHYTPEHHETO MHTEeTyMeHTa, UX TUOEIb COMTPOBOXIA-
eTcsl TUIa3MOJIM30M W aKTuBallMell 1MCTEeMHOBOM
npotea3bl VPE (Nakaune et al., 2005). IToka 3apoasbiiin
HaXOAUTCSl Ha PaHHUX CTaausIX Pa3BUTHUsS OOJIBIIIYIO
4acTh KJIETOK BHYTPEHHETO 3MUIepMUCa BHYTPEHHETO
nHTerymMmeHTa Arabidopsis 3aHUMAIOT BaKyOJIu ¢ 6€JIKO-
BBIM COIEPXXUMBIM, B KOTOPBIX COIEPXKATCS LIMCTEU-
HOBbIE TIpoTea3bl. KieTouHasi rubesib CompoBOXIaeT-
Csl pa3pbIBOM OEJIKOBBIX BaKyoJieil, BBIXOIOM M aKTH-
BauMeil TpoTea3 M Aerpamanueid kiaetku (Ondzighi
et al., 2008). 'mGenp KJIETOK BHYTPEHHETO CJIOST MH-
TeryMeHTa Brassica napus corpoBoxpaeTrcs ¢par-
meHtanueit JHK, Bakyonuszanueil LUATOIIa3MbI
(Bethke, Jones, 2001).

I'MBEJIb SHAOCIIEPMA

TpUTUTOMAHBIN 3HOOCTEPM, KaK W 3apOIBIII,
dopmupyeTcsa B pe3ysibTaTe TBOWHOTO OIJIOZOTBO-
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peHusd. DHOOoCIIepM — IJIaBHAasl 3aracalolasi TKaHb
ceMeHM, HaKallJIMBalolllast Kpaxmall, Macjia u 6eJIKu
JUTSL MATAaHUS 3apoAbllia. DHAOCTIEPM PaCXOdyeTcCs
y BCEX paCTeHUIi1, HO B CEMEHAX C 3alacarlliM SH-
JIOCTIEPMOM 3TO IIPOMCXOIUT MPU MPOPACTAHUHU Ce-
MEHHM, a B CEMEHax C 3aracalllUuM 3apojblllieM —
npu GOpMUPOBAHUU CEMEHMU.

B kauecTBe MOJEIbHBIX OOBEKTOB IS UBYYEHUS
ITKT sHmocnepMa, mATaTeIbHBIC BEIllECTBa KOTOPO-
ro MOOMWJIU3YIOTCSI TIPU TIPOpACTaHUM, M3Y4aloTCs
KJIETKU 9HJI0CTIEpMa KJIeIeBUHbBI Ricinus communis A
3J71aKOB.

VY Ricinus communis B THOEIN KJIETOK SHAOCIIEpMa
yyacTBy10T pulirHocoMmbl (Gietl et al., 2001; Schmid
etal., 2001). B xone rubenu KJI€TOK SHAOCIIEpMA IIPO-
ncxomut dpparmeHraums JJHK, pa3peiB ToHOILIaCcTa
BaKyoJIU, Aerpaganus MUTOXOHIpUM u tutactun. Ha
GUHAJIBLHOI cTaguM TUOeau U3 PUIIMHOCOM BBICBO-
ooxmaeTcs uucrenHoBast mporeasza CysEP, u, B 3a-
KHCJIEHHOM 3a CYeT COAEPKMMOIrO BaKyOJIEM LIUTO-
niaa3Me npoucxogut co3peBaHue CysEP. AkTuBHast
nporeaza CysEP BbI3bIBaeT OKOHYATEIBHYIO IeTpa-
nmanuio kiaetku (Greenwood et al., 2005).

PazBuTue sHAocnepMa B ceMeHax 3/1aKOB BKIIIO-
yaeT 3Tarnbl Ipojudepanu, HaKOTUICHUS TUTaTeIb-
HBIX BellleCTB (Mpekae Bcero, Kpaxmalia) U mporpam-
MUPYEMOI KIJIETOYHOIM TMOeNM, IPOMCXOIIIIeid Ha
MO3AHUX 3Tanax (gopMupoBaHus cemMeHu (Domin-
guez, Cejudo, 2014). IIKI kireTok »Hmocrepma c
Kpaxmajiom y Triticum aestivum u Oryza sativa COTIpo-
BoXHaeTcs AedopMaliueit siapa, KoHAeHcalei Xpo-
MaTHHa, pacliajJioM sIIepHOi 000JI0UKHU 1 BaKyoI13a-
mueii muroruiadmMel (Chen et al., 2012). OmHOBpeMeH-
HO B KJIETKaX MOBBIIIACTCSI KOJIMYECTBO aKTUBHBIX
dopm kucnopona (APK), 1 aKTUBUPYIOTCS aHTUOK-
CuIaHTHbIe (PepMEHTHI (KaTaja3a, CYIIEpPOOKCHUIIO-
JIMCMYTa3a, MepoKCHrIa3a), KOTOpbIe He B COCTOSTHUM
COpaBUThCA C HapacTawliuM kKojudectBoM ADK
(Young et al., 2002; Cheng et al., 2016). I1ocne nere-
Hepauuu siapa U dparmeHtauuu JHK B kierkax
npogoskaioT padboratsh pepmeHTEI AGPP (ADP-glu-
cose pyrophosphorylase), SSS (soluble starch syn-
thase), GBSS (granule-bound starch synthase), SBE
(Starch branching enzyme), oTBe4aroIe 3a CUHTE3
zanacampomux BemiecTB (Chen et al., 2012).

[Ipennonaraercst, YT0 UHAYKTOPOM KJIETOYHOM TU-
Oenmm sHIocriepMa  sBisieTcs: 3TuieH. MHATHonTOpHI
cuHTe3a aTuieHa (2-aminoethoxyvinyl glycine 1-meth-
ylcyclopropene) IIpersiTCTBYIOT THOEIN KIIETOK SHIO-
criepMa. AOCIIM30Basl KUCJIOTa, TIpedoTBpaliaeT Ha-
CTyIUIEHME KJIETOUYHOIM Trubenu sHIocrnepMa, Koraa
BCTyMHaeT B aHTarOHUCTUIECKIE OTHOIICHUS C 3TUIIE-
HoM (Young et al., 2002). I'mbG6epenrHOBasi KMCI0Ta
YBEJIMYUBAET YUCJIO TMOHYIIMX KJIETOK 3HIOoCIepMa
mmeHunsl (Kuo, 1996). PerynaropaMu KiIeTOUHOM
rubenu sHaocriepma Arabidopsis thaliana BricTyna-
10T ¢aktopst ZOU/RGE1 (bHLH TFs ZHOUPI/
RETARDED GROWTHOF EMBRYO 1) u ICEl

(INDUCER OF CBP EXPRESSION 1) (Denay
etal., 2014).

B oTnuume oT sHmocriepMa, KOTOPbBIA MOABEpra-
ercg nipoueccy I1KI Ha mo3mHWX cTamusIX pa3sBUTHS
CEMEHM, AJIEMPOHOBBIA CJIIOM BMECTE C 3apOJbllIeM
OCTaeTCs KMBBIM B 3pesioM ceMeHU. [locie mmpopac-
TaHUs aJIEMPOHOBBIN CJIOM y4acTBYeT B CUHTE3€ T~
poauTHYeCKUX (hepMEHTOB, HEOOXOIUMBIX IJISI MO-
OMIM3aliMy MUTATEJIbHBIX BEIIECTB M3 DHIOCIIEpMa.
ITocime BBIMOJMIHEHUS 3TOM (YHKIIMM 3aITyCKaeTCs
npouecc [TKI aneiipoHoBoro ciost (Dominguez, Ce-
judo, 2014). I'mbenb KIIETOK aJIclipOHOBOIO CJIOSI 9H-
nmocriepma  Hordeum vulgare (Wang et al., 1996;
Bethke, Jones, 2001; Bethke et al., 2007) u Triticum
aestivum (Dominguez et al., 2001) compoBoxXmaeTcs
dparmenranneit JHK. MHIyKTOpOM KJIIETOUHOM TH-
6enu aneiipoHoBoro ciost Triticum aestivum (Domin-
guez et al., 2001) BeicTyImaeT TubOepeaInH, KISTOK
KynbTypbl Hordeum vulgare — rub0epeanHoBast K1C-
nota (Bethke, Jones, 2001). AbGcuu3oBasi KHUCJIOTa
MIPENsITCTBYET T'MOENM KIIETOK aJIeipOHOBOTO CJIOSI
SHAOCIIEpMA SYMEHSI, YTO OBIJIO ITOKa3aHOo IIPH o0pa-
00TKe abCLIM30BOI KUCIOTOM MPOTOIIACTOB, U301~
POBaHHBIX U3 MHTAKTHOTO 3epHa (Wang et al., 1996).

PaspyiieHne KIIETOK KpaXMaJIbHOTO SHIOCIEpMa
3aBepllacT MPOLECC HAKOIUIEHUsI ITUTATEIbHBIX Be-
IIECTB 3€pHA, K 00ECIeUNBACT UX MOCIEIYIOIIYIO 10~
CTYIHOCTh B MIPOPACTAIOLIEM CEMEHMU.

SAKIIIOYEHHME

Kaxnplii aTan cropMupoBaHUs TKaHE 3apoibliiie-
BOTO MelllKa U CEMEHU COTMPOBOXKIAETCS MpolleccaMmu
IIKT 1 umeeT cBoM CTPYKTYpPHO-(bYHKIIMOHATbHBIE
ocobeHHocTU. [IpuurHBI pa3HOOOpa3usi BapHMaHTOB
ITKT »Tux TKaHe# 10 KOHIIa He BBISICHEHBI. BeposT-
Ho, mytu [IKI cBsizaHbl ¢ MopdoreHesamu TKaHEN
dopMmupyoiierocsi ceMeHu. [Ipoiiecchl KiaeTouHoO
ruoenn TKaHeud Ipu MopdoreHe3e ceMeHU UMEIOT
o0l11I1e YepThl JIMOO C BaKyOJSIPHOM KJIETOYHOM TU-
Oenpio (BaKyoau3anus LIMTOILIA3MbI, (POPMUPOBa-
HHue ayTodarocom, pa3pbIB TOHOIIJIAcTa BaKyOJIN),
MO0 ¢ HEKPOTUYECKOM (amonToTuuyeckoii) (¢par-
meHTanus JJHK, Beixom nmuToxpoma ¢ M3 MUTOXOH-
npuii) (Van Doorn et al., 2011; Van Doorn, 2011;
Reape, McCabe, 2013), 11060 UM IPUCYILIU OCOOEH-
HOCTH O0OMX ITyTEH.

B mnpouecce ¢dopmupoBaHUSI CEMEHM KIETKU,
CTPYKTYPBI U TKAaHU MOCIEA0BATETbHO CMEHSIOT IPYT
JIpyra, IIpU 3TOM OIHM obOecrieuynBaloT GPYHKIMOHM-
poBaHue apyrux. Hampumep, y pacTeHHIi ¢ XOPOIIIO
Pa3BUTBLIM MOABECKOM OH OCYIIECTBISIET MOAAEPKKY
U TIUTAaHWE 3apoJiblilia, AHTUIIOJAJIbHbIE KJIETKH 371a-
KOB 00eCcneynBamT CYIIeCTBOBaHUE U TMpPaBUJIbHOE
¢dopMupoBaHUe BHAOCIEPMa, KOTOPbI aKKyMyJu-
pyeT NUTaTeJbHBIE BEIIECTBA IS TOCIEAYIOLIETO
paszButTus 3aponsbiina. [1pu cozpeBanuu cemenu [TKT
SIBJISIETCSI UHCTPYMEHTOM yIaJIeHUsI HEHYKHBIX KJle-
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TOK ¥ TKaHeil, 0cCBOOOXIast IPOCTPAHCTBO U, BEPOSIT-
HO, obecrieunBasi TOCTYITHOCTb MUTATSIbHBIX Bellle-
cTBa Iis1 (pOpMUPOBAHUSI HOBBIX TKaHei. bruoxumu-
yecKUe XapaKTepUCTUKU TUOENIr aHTUIMOAATbHBIX
KJIETOK KYJBTYPHBIX 3JIaKOB, OABECKA U SHIOCIIEP-
Ma OOJBIIMHCTBA ITOKPBITOCEMEHHBIX paCTeHUI He-
00XOIUMBI IJIsI TOHUMAaHUS MEXaHU3MOB (hOPMUPO-
BaHUS CEMEHMU.

K coxanenuio, MmHorue acriektol IIKI' knerou-
HBIX TUIIOB 3apOABIIIEBOrO MEIIKA M CEMEHM IO CUX
Mop ocTaioTcsl Henm3ydeHHBIMU. HemocraTouHo m3y-
yeHbl MoJieKyasipHble MexaHu3Mbl [TKI'. BeisiBiieHbI
OTIeNIbHBIE OeIKU-peryisTopsl mpoueccos [IKT, ox-
HaKO CUTHAJIbHBIC KACKadbl, YYaCTHUKAMM KOTOPBIX
SIBJISTIIOTCSI 3TU O€JIKU, OCTal0TCSI HEU3BECTHBIMMU.

OTpBLIBOYHEI JaHHbBIE O (PYHKIIMOHUPOBAHUH IIPO-
teas, perynupytomux I1KI'. He n3BectHO, y4acTByIOT
i mpoteassl B ITIKI' Meracmop, CMHeprua U aHTUIION.
CurHajibHbIE KacKaabl, MPUBOISIINE K aKTUBALIAN
M3yYeHHBIX TIPOTea3, 10 CUX He BhIICHeHbI. M3BecTHA
cyOcTpaTHasl CrieHM(UIHOCTh IIpoTeas, MPUHUMAKO-
mux ygactue B [1KI', TeM He MeHee B OOJILIIMHCTBE
cllydaeB AerpamoMbl (IpUPOIHBIE CyOCTpaThl) MeTa-
Kacnas, ¢uracnasz M Opyrux mnporeas3 pacTeHUN MO
CHUX HE OIIpelIeICHEL.

Uccnenosanus, nocesmeHHbpie TTKIT pacrenwmii,
He MO3BOJISIIOT COCTaBUTh MOJHYIO KapTUHY IPOLeC-
coB, conpoBoxaarwiux I[1KI'. B ¢Bs3u ¢ nosiBneHu-
€M JIaHHBIX O CEKBEHMPOBAaHUU FT€ HOMOB MHOTHUX I10-
KPBITOCEMEHHbBIX PACTeHUII WM BHEApPEHUEM OMOXM-
MUYECKMX METOIOB B pYTUHHYIO IPAKTUKY U3YICHUS
pPacTUTEJILHBIX OOBEKTOB, B TOM YHCJIE TaKUX CJIOX-
HBIX, KaK 3apOAbIIIEBLIM MEIIIOK, BO3MOXEH IIPOPHLIB
MMEHHO B 001aCTU M3YYCeHMsI MOJIEKYJISIPHBIX MeXa-
HM3MOB TIpoTtekaHus u peryiasaun [TKT .

COBJIIIOAEHHUE OTUYECKNX CTAHIAPTOB

Hacrosiiaa cratbst He COOCPKUT OIIMCAaHMUsA BBIITOJI-
HCHHBIX aBTOpaMMn UCCJIETOBAHUM C ydyaCTuem JIO0E UIu
HMCHOJIb30BAaHUEM XXMBOTHBIX B KaUeCTBE OOBEKTOB.

KOH®JIMKT MHTEPECOB

ABTOpBI 3asIBJISIIOT, YTO KaKOi-I1100 KOHMJIUKT UHTE-
pPECOB OTCYTCTBYET.
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The process of programmed cell death is essential for plant ontogenesis. Seed development reveals the key
role of programmed cell death in cell elimination and formation of new structures. Morphological data and
biochemical regulators of programmed cell death during the embryo sac and seed formation are discussed in

the review.
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