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ITporpamMmMmupyeMasi KjieTouHasi TuOesb BOBJieUeHa B pean3alivio IporpaMMbl OHTOTeHe3a JII000To pacTe-
Hus. [1pu dopMupoBaHUM 1 CO3peBaHNM TKaHE CEMEeHU TTporpaMMupyeMast KIIeTOUHast THOeTb SIBJISIeTCS
KJTI0YEBBIM (DAaKTOPOM JIMMMHAIIMU KJIETOK, TTO3BOJISIIOIIMM Pa3BUBaThCsl HOBBIM CTPYKTypaM. B o63ope
00CYXXIaloTCsI TaHHbIe 0 MOP(MOJOTHYECKUX U OHMOXMMHUUYECKUX OCOOEHHOCTSIX TTPOrpaMMUPYyeMOi Kie-
TOYHOI I'MOeIN B X0Jie OHTOTEHE3a 3apOIbIIIIEBOIO MEIlIKa U CEMEHU.
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BBEAEHWE

Bazxryio poib B riponieccax (GopMHUpPOBaHUS U 00-
HOBJIEHUSI TKAaHEHt MHOTOKJIETOUYHBIX OPraHU3MOB, OT-
BETE Ha NMPOHUKHOBEHMWE MAaTOTEHOB U CTPECCOPHbBIE
BO3[EHCTBUS U T.I1. UTPAIOT MIPOLIECCHI IPOrpaMMUpPY-
emoii kinetouHoit rudemm (ITKT). ITKT', obecrieunBas
SJIMMUHALIIO KJIETOK U TKaHEeH, BBITTOJHUBIIINX CBOIO
(GYHKLUIO, ABISIETCS KJIIOYeBBIM MHCTPYMEHTOM MHO-
rux MopdoreHe3oB. Y pacTeHMii 3HAYMMYIO POJib
I[IKI' urpaer npu ¢opMUpoOBaHUM 3apOIBIIIEBOTO
MelllKa U ceMeHU. B xone pa3BUTHSI CEMEHU TTPOUCXO-
AT OOJIBIIIOE KOJMYECTBO TMEePeCcTpoeK TKaHel, mpu
9TOM YacTh KJIETOK DJIMMUHUPYETCS, UTO obecredun-
Baetcs I[TKI'. TTorubGaeTt yacTh oO6pa3zoBaBIIMXCS TIPU
Melio3e mMeracnop, Npu OIJIOAOTBOPEHUN MPOUCXO-
JIUT ru0esib CHHEePTU, 10 UJIU BCKOpPE Tocie OTI0A0-
TBOpPEHHUSI TMOTMOAIOT aHTUMOAAIbHbIE KJeTKU. B
MpoLIeCCe Pa3BUTUSI CEMEHU MOTMOaET YacTh KJIETOK
MnoJBecKa, HylleJulyca, 3HA0cIepMa U UHTETYMEHTOB
(Van Hautegem et al., 2015; Hunt, McCabe, 2017).
be3 ITKI HeBO3MOXHO MpaBuJibHOE (hOPpMUPOBAHIE
TKaHel MOJHOLEHHOTO 3apO/IbIIIEBOrO MEIIKa 1 ce-
MEHHU y BcexX 0e3 MCKIIOUYEeHUs] MOKPBITOCEMEHHBIX
pacteHuit. CemMss HEOOXOAMMO JIOOOMY PACTEHMIO

IMpunsiteie cokpareHust: AOK — aktuBHBIE (hOPMBI KHCIOPO/A;
IIKI — mporpammupyemasi kKierouHasi Tudenb; DI1P — snmo-
TUTa3MaTUYECKUI PETUKYITYM.
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IJIsd pa3MHOXKEHUA, paCCCICHUA, a, CJI€A0BAaTC/IIbHO,
" 1J11 COXpaHCHMUA OMOJIOTMYECKUX BUIOB paCTeHI/Iﬁ.

V pacteHuii, Kak M y XKMBOTHBIX, BBISIBIICHBI pa3-
Jmunble TuIbl ITKT (Van Doorn et al., 2011), onHako
OMOXMMUYECKIME MEXaHU3MEI, JIeXKallle B UX OCHOBE,
U CBSI3aHHBIE C HUMM MOP(dOI0rndyecKme N3MeHEHU S
KJIETOK M TKaHe# n3ydeHHl cjiabo. B otmmume ot aHa-
JornyHbix 0630poB (Van Hautegem et al., 2015), roe
cIelaH aKIEHT Ha MOJIeKyJIsIpHbIX acrekrax ITKT,
JTaHHBIIA 0030p SIBISIETCS MONBITKON CHCTEMaTU3M-
poBaTh U MOP(OJIOTMYECKUE OCOOEHHOCTU TUbOeIn
KJIETOK TKaHEM XXKEeHCKOro ramerodura (3apobille-
BOI'O MeIlIKa) U (hOPMUPYIOIIETOCS CEMEHM, 1 MOJIe-
KYJISIpHbIE MEXaHU3MBI PETYJISIIUU 3TUX ITPOLIECCOB.

KJIACCUPUKALUA KT PACTEHUNA

Ecmm xmaccudukanms KT y )KUBOTHBIX TTOCTOSTH-
HO mepecMaTpuBaercs u yrounsiercs (Galluzzi et al.,
2018), to obmenpuHaToi kKiaaccudukanuu ITKI
pacTeH’il B HACToOsIIIIee BpeMsl He cyllecTByeT. Bapu-
anTbl [TKT y pacteHunit MoryT ObITh KilacCuUuIMpoBa-
Hbl HA OCHOBaHWM MPUYMH, KOTOPbI€ UX BbI3bIBAIOT.
IlepBoiit Bapuant — IIKI npu nuddepeHupoBKe
TKaHei u npouecce ctapeHus (developmental-induced
programmed cell death (dPCD)) IIKI' Heobxomuma
IUTSI TIPaBWJIBHOTO (hOPMHUPOBAHUST TMOJOBUHBI BaXK-
HEMIINX TKAHE paCTeHUI — KCWIEMBbI, (DeJUIEMEI, OT-
yacTu (j109Mbl, CKIIEPEHXUMBI, HylIEJUIyca, TaleTyMa,
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MnojBecKa, MHTeryMeHToB u ap. (Daneva et al., 2016).
Bropoii Bapuant — I1KI', ungynupyemas neiictBuem
Pa3JINYHBIX CTPECCOBBIX (haKTOpPOB (environmental-
induced programmed cell death (ePCD)) (Maizel,
2015). B pe3ynbTaTte aHaau3a TPaHCKPUIITOMOB pac-
TeHUIi ObLIO MoKa3aHo, 4To B ciryyae dPCD wiu ePCD
aKcIpeccupyroTcs pasHbie reHsl (Olvera-Carrillo et al.,
2015), cnenoBaTtenbHO, 3T BapuaHThl [IKI mmelor
CYIIECTBEHHbIE Pa3INYMUsI B MOJIEKYJISIPHBIX MeXa-
HU3Max MPOTeKaHUS.

B 2011 romy 65110 IpeaIoKEHO BBIIEISATH IBa Ba-
puanTa I1KI' y pactennit — “BakyoasipHYIO KIE€TOU-
HyIO THOeIb” u “mporpamMmMmupyembiit HeKpo3” (Van
Doorn et al., 2011). 3T BuUIbl KJIIETOYHOM CMEPTH
OBLIY BBIAEIEHBI HA OCHOBAaHUM X MOP(OJIOrUu, B
OTJIMYME OT BBIIICONUCAHHON (QYHKIIMOHAIBLHOM’
kiaccudukauuu. B nepByto rpyniy nomnaiv Bapu-
auTel I1KT', ipn KoTOpBIX HAOIIODAICS IU3UC KIIET-
KM BCJIEACTBME pa3pbiBa TOHOILIACTa, BO BTOPYIO
TPYIIy — BapHMaHTBI, TOe JIM3KUCa He HaOJI0JaIOCh
(puc. 1). ITozoguee Van Doorn Ha3Bajn 3Tu BapruaHThI
“aBTOIUTUYECKON” M “HeaBTOJIUTUYECKON” rude-
nbio (Van Doorn, 2011). HekoTopble BapraHTEI code-
TaIOT B ceOe YepThl “aBTOJIMTUYECKON 1 “HeaBTOJM-
tnueckoit” rudenu (Van Doorn et al., 2011).

YacTpio pU3NOI0TUYECKIX ITPOIIECCOB 31OPOBOTO
opraHu3May pacTeHU, KaK U Y XKUBOTHBIX, SIBJISIETCSI
¢dopmupoBaHue ayTodarocoM AJisi CEIEKTUBHOM Jie-
rpamanny opraHesl. AyrogparocoMsl (popMHUPYIOTCS
U B XOJ€ BaKyOJSIPHOI KJIETOYHOI rubenun y pacre-
Huit (Ustiin et al., 2017; Wang et al., 2018). Bbuta onu-
ca”Ha mutodarus — Aerpananus MUTOXOHAPUIL; XJ10-
podarusi — nerpagauusl XJIOpOIUIacTOB WM 4YacTeid
xsnoporactoB (PYBUCKO — pubyno3zoduchocdar-
KapOoOKCHIa3a-conepxKalliux Tejel); nekcodarusa —
Jierpaaaiusi IepoKCrUCOM; peTUKyaodarust — aerpaaa-
11sl GparMeHTOB IHIOIIa3MATUYECKOTO PETUKYJIyMa
(BI1P); mpoteadarust — aerpamamnusi IIPOTEACOM,
arpedarusi — aerpagaiys yOuKBUTUHUPOBAHHBIX ar-
peraToB 0€JIKOB U KceHodarus — aerpaiaius BUpyc-
Hbix yactull (Ustiin et al., 2017). IIpu makpoayroda-
TUM TIPOUCXOIUT (popMUpPOBaHNE MEMOpaHbI ayToda-
TOCOMbBI, KOTOpasl OKpyXKaeT KJIETOUHbId Marepua,
oOpedeHHBIN Ha merpamanuio. IIpeamonaraercs, mc-
TOYHUKOM MeMOpaH 151 ayrodarocom sipisiercst DTTP
(Zhuang et al., 2017). Aytodarocoma TpacIopTUpPy-
eTCsl K JIMTUYECKOM BaKyoJMu U CIUBAETCS C HEl, U
TaM MPOMCXOAUT OKOHYATeJIbHAsl Ierpajgamnusi Kiie-
touHoro matepuaia (Hofius et al., 2011). Kak n y xu-
BOTHBIX, Y PACTEHMIA B PETYJISLIMIO ayTo(aruu BoBjie-
yeHbl ATG-renbl (autophagy-related genes) (Hofius
et al., 2011). IIpy UHAYKUIMK BaKyOJSIPHON KJIETOY-
HOIT THOEIN TTPOUCXOOUT (POPMHUPOBAHHUE OOJILIIIOTO
KOJIn4yecTBa ayTodarocoM, BHOCIEACTBUU CIUBAIO-
muxcs ¢ Bakyosbto (Minina et al., 2013). Ha ¢puHanb-
HBIX 9Tarax MPOUCXOAUT pa3pblB TOHOIJIACTA U Je-
rpagalus BCero MpoToriacTa ¢ OpraHeulaMu, a UHO-
roa u kiuerouyHoit cteHku (Van Doorn et al., 2011).
HeobxonmMo OTMETHTB, UTO Y XKMBOTHBIX ayTodarus

BBbIZIEJIEHA B OTIEJIbHBII BUA KiIeTouHoM rudenu (Gal-
luzzi et al., 2018). HekoTopble aBTOphI Ha3bIBAIOT Ba-
KYOJISIDHYIO KJIETOYHYIO THOeJIb Y pacTeHUii ayToda-
rmyeckoit. TepMuH “BakyoJsispHas KJeTOYHasI TH-
Oenp” ymoTpedysgeTcss 3HAYUTEJAbHO Yallle, YeM
“ayTodarnueckasi Tubesib”, OMHAKO HEJb3sl UCKIIIO-
YHUTh, YTO 3TOT BapMaHT rmben (WIM KaKasi-TO 4YacTh
cllyyaeB, OTHOCUMBIX ceityac K atoMy BapuaHTy [TKI)
SIBJISIFOTCSI aHAJIOTOM ayTo(arn4ecKoil THOeIn y Ku-
BOTHBIX.

Ilpy HeaBTOJIMTUYECKON KJIETOYHON TudenIun
(“mporpaMMupyeMoM HeKpo3e” Mo KilacCupuKalmmu
Van Doorn (Van Doorn et al., 2011)) rurazmatuyde-
cKast MeMOpaHa pa3pblBaeTCs U OTXOIUT OT KJIETOYHOM
CcTeHKM, TmpoToruiact cxkumaercs (Reape, McCabe,
2008; Kacprzyk et al., 2011). IIpu aTOM IPOUCXOTUT
3HauYUTeJIbHAsl KOHAEHCAllMsl XpoMaTuHa, (pparMeH-
tauusg JHK, pacmupenue uucrepH DIIP u BeIxom
muroxpoma ¢ mu3 muroxonapuii (Reape, McCabe,
2008). Reape u McCabe BBICTYNUIIM C KPUTUKOM
npemioxeHHoro Van Doorn TepMuHa “rporpammu-
pyeMblii Hekpo3”. Ilo X MHEHMIO, HEKpO3 KpoMe
pa3pbiBa MeMOpaH COIIPOBOXKIAaeTCs HaOyxaHUEM
OpraHeJuUl M KJIeTKU, BaKyoIu3aluel [IUTOIIa3Mbl, a
BapuaHT rubenu, onucaHHbii Van Doorn, xapakTe-
pu3yeTcs, HalpoOTUB, CXAaTUEM MPOTOIUIACTAa U €ro
OTXOXIIEHUEM OT KJIETOYHOM CTeHKH, a TaKXe BbI-
XOJIOM LIMTOXPOMA C U3 MUTOXOHIPUM, YTO POTHUT
3TOT TUI TUOENN ¢ anmoITo30M. [To3ToMy MMM ObLIT
MpEJIOXKEH TePMUH “arolTo3-Iogo0Hass rudeirb”
BMECTO TepMHHA “IIpOrpaMMHpPYEMEBIili HeKpo3”
(Reape, McCabe, 2013).

O6bmenpunsToi kinaccudukauuu ITKI pacteHnit
B HacTosilee BpeMsl He co3naHo. B aToit curyaumnu
MHOTHME aBTOPbI JaXe HE MbITAIOTCSI OTHECTU KOHKPET-
Hble BapuaHThI K onpeneaeHHoMy tumy ITKI, orpa-
HUYMBAsICh OMMCAHUEM M aHAJIMU30M IPOUCXOMSIINX
MOP@DOJIOTMUECKUX U OMOXUMUYECKUX COOBITUIA.

OOPMUPOBAHUE 3APOABIIIEBOI'O
MEIIKA 1 CEMEHH

Mopdoaorus KJISTOK Tpu (POpMUPOBAHUM 3apPO-
JIBIIIIEBOrO MEIIKa U3ydyeHa o4eHb moapooHo (Johri
et al., 2013). OnucaHbl HECKOJIBKO TUIIOB Pa3BUTUSI
3apOIBIIIIEBOTO MeIKa, Hanbosee pacrpocTpaHeHO
pasButue no tuny Polygonum (puc. 2a). Tak pa3BuBa-
IOTCSI, HalIpUMeEp, 3apOIbIIIEeBbIe MEIIKH 3JIAKOB
Arabidopsis. B pe3ynbTaTe MEMOTUYECKOIO JEJICHUS
MeracrnopoumuTa (popMUpYyOTCS YeThIpe MEracriophl,
TPHU M3 KOTOPBIX ITOTHOAIOT, a OCTABIIASICSI METAaCITO-
pa IeJUTCS MUTOTUYECKU, (GOPMUPYS IIEHOIIUT 3a-
pPOIBIIIEBOr0 MeIllKa, COAepXKalllMuii BOCEMb SIIEp.
IMocne nemmonspuzalind GOPMUPYIOTCS CeMb KIIe-
TOK: SIAIIEKJIeTKA W IB€ CUHEPTUIIBI, COCTABJISIONINE
SI1IeBOI ammaparT, TpU aHTUIIOAAJbHbIE KJIETKU U
IBysimepHass IeHTpainbHasg kierka (Yadegaria,
Drews, 2004).

OHTOTEHE3 Ne 3
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Puc. 1. CtpoeHue KJIETOK paCTeHU B Ipoliecce MPOrpaMMUPYEMO KIIETOUHOM rrbenu. (a) — BaKyoJIsipHas KJIETOYHAs THOEThb
(Van Doorn et al., 2011) unm aBToauTrdeckas KierouyHas Tuoesb (Van Doorn, 2011). B kirerkax HabJtomaeTcsi MTHTEHCUBHAS
BaKyOJIM3allMsl LIMTOILIa3Mbl, (GOPMHUPOBaHUE ayTO()arocoM, CIMBAIOIIMXCS C TUTUIECKOM BaKyoJIblo, (opMUpOBaHUE UTHH-
HBIX TSIKeil aKTUHOBBIX (pHJIaMEeHTOB. 3aTeM MUKPOTPYOOUKH M aKTUHOBBIE (DMJIAMEHTBI IeTIOJTMMEPU3YIOTCSI, TPOUCXOIUT
dparmeHTanus JJHK, pa3psIB TOHOILIaCTa BaKyoJIM IPUBOAUT K JIerpagaliiy opraHesul. (60) — mporpaMMUpYyeMbIii HEKPO3
(Van Doorn et al., 2011), unu HeaBTONIMTHUYECKAs: KiieTouHast Trbenb (Van Doorn, 2011), win anomnro3-nomnoGHast TMOelb
(Reape, McCabe, 2013). B kiteTkax mporcxoauT HabyxaHre MUTOXOHIPHIA, pa3phIB I1a3MaTUIeCKOit MeMOpaHbI, ()parMeHTa-
st JHK. Kietka tepsieT Typrop, MpoTOIUTACT OTXOAUT OT KJIETOYHOM CTEHKH U CXKUMAETCST, OpTraHeJUTbl IeTpagupyoT.
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B xome omnomoTBOpeHMsI COOECPXUMOE IThLIbIIE-
BOIf TpyOKU, BHYTPU KOTOPOU HAXOMUTCS IABa CIEp-
MU, TIOIIafaeT B 3apoAblimeBhiii Memnok (Hamamura
et al., 2012). OnuH U3 CIIepMHUEB CIMBAETCS C SIPOM
STMLIEKIIETKU, APYTOM — C SIAPOM LEHTPAJIbHOM KJIET-
Ku. B pesynbraTe nejieHuil 3uroThl (QOPMUPYETCS 3a-
pOIBIII, B pe3yabTaTe ACICHMS OILUIOHOTBOPEHHOM
LIEHTPAJILHOM KJIETKM — sHpocrnepMm (puc. 20). Ta-
KMM 00pa3oM, I10Cjie OIUIOAOTBOPEHMS CeMSI3a4aTOK
COIIEPKUT TKAHU Pa3INIHON IUIOMIHOCTU — AUILIO-
WIHBIN 3aPOABIII, UHTETYMEHTHI, HYLIEJLTYC, TPUILIO-
WIHBINA SHIOCIIEPM M MHOrAa (HalpuMep, y 3JIaKOB)
raruIouaHbIC aHTUIIOMAIbHBIE KJIETKM (pHC. 2B).

XOpoIIo M3YyYeHO CTpOeHHEe TKaHel CeMSIMOUKU Y
Arabidopsis v 3n1akoB (puc. 3). I1pu nejleHuu 3UroThl Of1-
Ha U3 KJIETOK JaeT Hauyajio 3apojblllly, Ipyras — Ioa-
BecKy. IlomBecok BBITIOTHSIET Tpoduueckylo GyHK-
LIMIO, W CBSI3bIBAET 3apOJbIll C TKaHSIMU (hOpMUpPYIO-
merocst cemeHu (Peng, Sun, 2018). 3aponpiir B
pPa3BUTUM TIPOXOIUT HECKOJIbKO cTamuii. JlaHHBIE O
I depeHIMPOBKE LIEHOLIUTA SHAOCIIEpMa Y 3JTaKOB U
Arabidopsis 060611eHbI B 0030pe Olsen (Olsen, 2004).
ITocne nBOHOTO OIJIOAOTBOPEHUS SAPO TIEPBUYHOMN
KJIETKHM DHOOCIIepMa siapa 371akKoB (puc. 30) geauTcs
0e3 LUMTOKMHEe3a, 3aTeM HauyMHaeTCsl Tpolecc Les-
monapusanuu. [lo3gHee B yacTU KJI€TOK MHOTO-
CJIOMHOTO 3HAOCIEpPMa HaKaIUIMBAIOTCS Kpaxmasb-
Hble 3epHa, Apyrue KiaeTKu nuddepeHIupyoTcs B
aJIelipoHOBLII ciioit. ¥ Arabidopsis (puc. 3a) 1eHoO-
LIMTHBI 3HAOCIIEPM TaKXe IpeTeprieBaeT Mpoliecc
LIeJUTIONISIpU3alli, BITOCJEACTBUM OOJblIAsl 4acTb
sHA0CHepMa abcopoupyeTcs pacTyllluM 3apoblileM
U COXpaHsIeTCs TpU 00JaCTU — OJHOCJIOMHAs Mepu-
depuueckasi obiacthb, 00JIaCTh, OKpPYyKarollast 3apo-
IBIII, ¥ Xajla3anbHast 061acTh (Olsen, 2004; Locascio
et al., 2014).

I'MBEJIb METACIIOP

I1pu pa3BUTUM BOCBMUSIIEPHOTO IBYXIIOJIIOCHOTO
3apOJBIIIEBOro MelllKa B MUKPOIWISIPHOII 001acTu
HYLIEJUTyCa BBIAEISIETCS MEracloOpPOLIMT, U3 KOTOPOTO
B pe3ysibTaTe Meiio3a (OpPMUPYIOTCS YeTbIpe MeTra-
criopbl. Tpy 13 4eThIpeX MeTacIop NorudapT, OCTaB-
LIasicst JaeT HA4YaJlo KJIIETKAM 3apOAbIIIEeBOrO MelllKa
(Yadegaria, Drews, 2004).

I[IKI' HedyHKIIMOHAIBHBIX MeEraciiop Zea mays
COMpPOBOXIAETCs arperalueil rerepoxpoMaruHa Ha
nepudepun sapa, OTXOXKICHUEM I1a3MajieMMBl OT
KJIETOYHOM CTEHKM, OOpa30BaHMEM BaKyoOJIeid, CIIN-
Barouxcs ¢ rasmainemmoii (Russell, 1979). ITo3n-
Hee paspyllaercs Iia3MajeMMa, saepHasi 000J1049Ka
n ToHoruiacT. Ilepen okoHYaTeILHOI AeTpaganneii B
LIMTOIIa3Me BBISIBJISIIOTCSI JIMIIUAHBIE TeJla U OCMUO-
¢dunbHble Macenl (Russell, 1979). [Tpu rudenu mera-
criop Tillandsia aeranthos n Tillandsia meridionalis
MPOUCXOAUT (hopMUpOBaHUE ayTo(harocoMm 1 3HaAYM-
TeJIbHAsI BAKyOJIM3allvsl LIMTOILIA3MBbI, B SApE BBISB-
JISIFOTCSI MHOTOYMCJIEHHBIE GJIOKU reTepOXpoMaTHHA,
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npoucxomuT ¢pparmeHTanus JJHK, BeigBnsgsemas me-
tonoMm TUNEL, BITP Habyxaet, B IUTOIJIa3Me MPU-
cyTcTBYIOT nunuaHbie Teaa (Papini et al., 2011). Ilo
MHEHMIO aBTOPOB, KJIETOUHas TI'ubesib Meracrnop y
Tillandsia coyeTaeT B cebe IpU3HAKM ayTodarude-
cKoli (hopMUpOBaHUE OOJIBIIOTO KOJTUYECTBA BAKYO-
el u ayrodarocom), HEKpOTHUYECKON (HaOyxaHUeE
SHAO0IUIAa3MaTUYECKOTO PETUKYJyMa) U alonToTUYe-
ckoit (pparmentauust JIHK) (Papini et al., 2011).

MaJio u3y4yeHbl MMPUYUHBI, ONPEAEISIONIne Cydb-
Oy Meracrop. MIMetoTcsl KOCBEHHbIE TMCTOXUMUYE-
ckre naHHble 00 yuyactun Ca?' B peryasnuy ruoenmn
He(YHKIIMOHAIBHBIX Meractiop Lactuca sativa (Qiu
et al., 2008). B kj1eTOYHBIX CTEHKax TMOHYIIIMX Mera-
criop Zea mays, Tillandsia, Arabidopsis ipu BbIOOpE
GYHKIIMOHAJIBHOM MeTacIiophl KaJJIo3Hasl 000JI0uKa
BOKPYT HEe pacTBOPSIETCS B TIEPBYIO OUYEPEIb U 10JIb-
11e coxpaHsieTcsl Y He(YHKLUMOHAIbHbBIX MEracriop
(Russell, 1979; Papini et al., 2011; Demesa-Arevalo,
Vielle-Calzada, 2013). Ilpennonaraercsi, 4To apadu-
HorajlakTaHHbIi 6e10K AGP18 (arabinogalactan pro-
tein) Arabidopsis MOXeT oIpenesTh CyabOy Mera-
crnop, T.K. MOBbIIIEHUE 3Kcnpeccuu reHa AGPIS B
TpaHC(HOPMUPOBAHHBIX PACTEHUSIX BEAET K BbIKMBaA-
HUIO Bcex ueThipex meracriop (Cao et al., 2018). Kpo-
Me Toro, Ha akcnpeccupytomux ICK4-YFP pacteHu-
s1x Arabidopsis OBIIIO TI0OKa3aHO, YTO B IET€HEPUPYIO-
IIUX Meracnopax BbISIBJISIETCS UHTMOUTOP LIUKJIMH-
3aBucuMbix KnuHa3 ICK4/KRP (inhibitor of cyclin
kinases/Kip-related proteins), KOTOpBIZ OTCYTCTBY-
eT B (PYHKIIMOHAJILHOM Meracriope, 1aBasl eif pa3BU-
Batbcs nmanbiie (Demesa-Arevalo, Vielle-Calzada,
2013). B HacTosI1Iee BpeMsl He TIOJIy4YeHO JaHHBIX 00
yyacTtuu 1mporeas u ropmoHoB B I[1KI' meracmop.

ITKT n30BITOYHBIX MEracrop Mmo3BOJSIET Hallpa-
BUTb BCE PECYPChl PaCTeHUs Ha MOAJEepXKaHUE KU3-
HeJesITeIbHOCTU OIHOM Meracriopbl, KOTopasi BITO-
CJIEICTBUM C(DOPMUPYET 3apOIBIIIECBBII MEIIOK.

I'MBEJIb CUHEPI'M/J

CuHepruabl TorudarT B XOA€ ABOWHOTO OMJIO0-
TBOpEeHUS. MexX Iy CUMHEepriuIaMHy U MbLIbLEBOM TpyO-
KOI1 CYIIECTBYIOT CIIOXKHbBIE MOJIEKY/ISIPHbIE B3aMO-
neiictBust. CUHEPTUABI BbIICISIOT aTTPaKTaHThI IS
OBUIBLIEBOI TPYOKM U ONIPENEISIIOT HEOOX0MMOe Ha-
npasjieHue pocTa ImbuiblieBoit Tpyoku (Higashiyama,
Takeuchi 2015; Dresselhaus et al., 2016). B cBoro oue-
pelb, HaJTu4Ke MbUIbIEBOM TPYOKU BhI3bIBAET TUOEIb
cUHeprud. Y pa3HbIX BUIOB paCTeHWI THOCITh pelie-
TUBHOM CUHEPTUIBLI HACTyMaeT B pa3zHoe BpeMmsl. Y
MHOTHX BUIOB pacTeHUI TMOEIb CUHEPTUIbI HACTY-
naeT 0e3 KOHTakTa ¢ IbuibleBOi Tpyokoit (Chris-
tensen et al., 1997). Y Arabidopsis thaliana tTubenn cu-
HEPryuabl MMPOUCXOIUT ITOCNIE TOrO, KaK MbUIbLIEBAsT
TpyOKa JOCTUTJIA 3apOAbILIEBOr0 MEIIIKa 1 BCTYITUIA
B KOHTaKT ¢ cuHepruaoit (Leydon et al., 2015). I1pu
OTCYTCTBUHU TIbUIbLIEBOM TPYOKM TMOEIb CUHEPTUI
Arabidopsis ne nacrynaer (Christensen et al., 1997).
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Puc. 2. HavanbHble 3Tarisl 9MOproreHe3a ceMeHu y Arabidopsis thaliana v 3n1akoB. (a) — 3Tanbl GOpMUPOBaHUS 3aPOIBIIIEBOTO
MelKa. MeracropoLuT AeJIUTCS MeMOTUYECKU, U3 00pa30BaBILIMXCSI YEThIpeX Meracrop Tpu ruoHyT. OcraBiiasicsi Meracropa
B pe3yJibTaTe MUTOTUYECKUX JICJICHUI TaeT Hayalo BOCbMH siipaM 3apojbIlIeBOro Melika. B xone uemtonsipusanuu hopMu-
pYyeTcst CeMb KJIETOK — sIHLIEKIIETKA, IBE CUHEPIUIIbI, LIEHTPaJbHAsI KJIETKa C ABYMSI ITOJISIPHBIMM SIAPAMU U TPU AHTUIIOJAIbHbBIE
KJIETKM. (6) — nBoiiHOe oruiogoTBopeHue. [1buiblieBast TpyoKa MOAXOAUT K cuHepruae. OQuH U3 CliepMUEB CIIMBAETCS C stiilie-
KJIETKOM, JaBasi HayaJio 3UTroTe, a IPYroil — ¢ LIEHTPaIbHOM KJIETKOM 3apOAbIIIeBOro MellKa, (hOpMUPYs 9HAOCIIEPM. (B) — CXe-
Ma CTPOEHUSI CEMSITIOUKU.
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Puc. 3. PazButue ceMenu Arabidopsis thaliana u Zea mays. Ha cxeme 1ipeicTaBlIeHbl ITocie0BaTeIbHbIE CTanuK n11dbepeHIIm -
POBKU TKaHel (hopMUpPYIOIIErocs: ceMeHU. (a) — hopMupoBaHue ceMeHu Arabidopsis thaliana. T1o Mmepe pocTta 3apopsiiia 60b-
1rast yacth aHnocrepma roasepraercs [1KIT n abcopbupyercst, octaroTcst Tpu 06J1acTh — nepudepudeckast, MUKPOTTISIpHAS
U xanazajbHasi. (0) — (popmupoBaHue ceMeHu Zea mays. B mpouiecce pasBUTUSI CEMEHU dHAOCIIEpM paspacTaeTcs u nudde-
pPEHIIMPYETCsT Ha LIEHTPAJIbHYIO 00JIacTh 1 allelipOHOBHIi cioit. [To3nHee, mpu mpopacTaHWM, KJIETKU aJIeMPOHOBOTO CJI0ST 9H-
JocriepMa BbIICJISIIOT FMAPOIIa3bl, KOTOPhIE NEIal0OT BEeCTBAa KPaXMaJbHOTO SHIOCIIEpMa IOCTYITHBIMU JIJIS1 3apO/IbILia.
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IMocne cmussaMsa CIiIEpMuAa N SHLEKIeTKY HAaYMHAETCS
JEereHepauusd BTOpOI71 CUHCPIruabIl.

OmnucaHbl pa3InuHble MOP(GOIOTUYECKIE KapTU-
HBI, conpoBokaatomnye ITKI' y cuneprun: Bakyoan-
3auus nuToIuia3Mhl y Nicotiana tabacum (Tian, Rus-
sell, 1997), pa3pwiB Bakyonu y Proboscidea louisianica
(Mogensenl, 1978), Penniseturn glaueum (Chaubal,
Reger, 1993), Nicotiana tabacum (Huang, Russell,
1994), Helleborus bocconei (Bartoli et al., 2017), ne-
dopMmanus siapa, KOHOeHCauss XpoMaTtuHa y Triti-
cum aestivum (An, You, 2004), dparmenranusa JJTHK
(TUNEL-nto3utuBHass peaxkuus smpep) Helleborus
bocconei (Bartoli et al., 2017). B xone II1KI cuHeprun
Torenia fournieri u Nicotiana tabacum arperaTbl aKTH-
Ha BBISIBJISUIMCH B BUIE 3JIEKTPOHHO-IUIOTHBIX KOM-
TJICKCOB, Ha3bIBaeMbIX “KOpOHaMHU”’, B 00JIaCTHU Je-
rpagupyitomeit cuHeprunbl (Huang, Russell, 1994; Fu
etal., 2000). OnuH 13 arperaToB aKTHHA ObLI JIOKAJIU -
30BaH CO CTOPOHBI IMLIEKJIETKM, APYTOi pacroJjiarai-
cs Ha Xajla3aJIbHOM KOHIIE JeHeTepUPYIOIIeil CUHEP-
TUABI. ABTOPBI IIPEAITONATAIOT, YTO aKTUHOBBIE “KO-
POHBI” OIIPENEISIIOT MECTO BXOXIESHMS CIEpPMUEB B
aitekietrky (Huang, Russell, 1994).

B nuronnasme rubHymmx cuneprun Triticum aes-
tivum u Penniseturn glaueum (Chaubal, Reger, 1992a,
1992b; Chaubal, Reger, 1993), Nicotiana tabacum
(Tian, Russell, 1997), Arabidopsis (Ngo et al., 2014)
BBISIBJIEHO TOBBILLIEHUE conepxxanust Ca?". OcTaHOB-
Ka pocTa MbUIbLIEBOM TPYOKHU U pa3pbIB €€ KOHUMKA Y
Arabidopsis perynupyercsi KaJbldii-OMoCpenoBaH-
HbIM CUTHAJIbHBIM MyT€M, KOHTPOJUPYEMbIM KWHAa-
3011 FERONIA, 4T0 GBUIO IMOKAa3aHO HA MYTaHTHBIX
pacteHusix o reny FER (Kessler et al., 2010). I1pen-
nomaraercsd, yto FERONIA m TpancMeMOpaHHBII
6enok NORTIA kpoMe MPOHUKHOBEHUSI MbLIbLIEBOI
TPYOKU KOHTPOJUPYIOT U KJICTOUHYIO THOEIb CUHEP-
run (Kessler et al., 2010). ApabuHorajakTaHHEBI Oe-
Jok 4 AGP4 (arabinogalactan protein), JAGGER,
MpeA0TBpAIllaeT MPOopacTaHUe MHOXECTBEHHBIX ITbLIb-
LIEBBIX TPYOOK y Arabidopsis thaliana 1 MOXeT OBITh
BOBJIEUEH B PETYJISLINIO TMOEI CUHEPTU/, T.K. Y HOKa-
YTHBIX MYTaHTOB 110 reHy AGP4, xogupymoliieMy Oe-
Jok JAGGER cunepruns! BeikuBatot (Pereira et al.,
2016). ITIKI cuneprun Arabidopsis conpoBoXmaeTcs
akTuBanueir Oenka J-domain-containing protein
GFA2, BEIIOJHSIONIETO POJIb ITaTIepOHa B MaTPUKCE
mutoxoHapuit (Christensen, 2002). IlTokazaHo, 4TO
1ocJjie OIJIONOTBOPEHMST 3aITyCKaeTcsl 3TUJIeH-3aBU-
CUMBIIi CUTHAJIbHBIA IIyTh, PETYJIMPYEMBbIA TpaH-
ckpunuuoHHbIMU hakTopamu EIN3 u EIN2 (ethylene
insensitive) u HeooxomuMmbrit misg IIKI cuneprunm y
Arabidopsis. UabeK1IUsI SHOOTEHHOTO IIPEIIICCTBEH-
Huka stuieHa (ACC, l-aminocyclopropane-1-car-
boxylic acid) BbI3BIBaeT MIpeKIeBPEeMEHHYIO THOEIb
cuneprug (Volz et al., 2013). JaHHBIX 00 y4acTuu
npoteas B [1KI' cuneprnng Her.
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I'MBEJIb AHTUIIO[,

Y GOJBLIMHCTBA BUAOB pacTeHUil aHTUIIOABI CY-
IIECTBYIOT HEIOJITO W AETeHEPUPYIOT BCKOPE MOCTe
OILIOZOTBOPEHMS. [0 OTIJIOAOTBOPEHMUSI IETeHEPUPY-
IOT BCe TPU aHTUNOAAJIbHBIE KJIETKU y Arabidopsis
thaliana (Yadegaria, Drews, 2004). AHTUIIOmAILHEIE
KJIETKU 3JIaKOB MHOTOKPATHO OCIATCS U 00pasyioT
MHOTOKJICTOUHYIO 3¢heMEPHYIO TKaHb 10 OIJIOIOTBO-
penus. 1151 HEKOTOPBIX BUAOB PACTEHUI, OCOOEHHO
3JIaKOB, XapaKTepHO (popMUpPOBaHUE TOJUTCHHBIX
XPOMOCOM B SlipaX aHTUNOAAJILHBIX KJIETOK (Zhimu-
lev, 1996). TouHble (DYHKIIMM aHTHUITON HE SCHEI, HO,
IMOCKOJIBKY ITpY HAPYIIIEHUY PA3BUTHUS aHTUTION SHI0-
criepM hopMuUpyeTcsl HepaBWIbHO, TIpeaIioaracTcs,
YTO Y 3JTAKOB OHU MOTYT BBIMOJTHATH TPOPUIECKYIO U
3aIINTHYIO QYHKIINIO, oOecnieurnBast SHOOCIIEPM He-
00XOIUMBIMHU BellleCTBAMU Ha HEKJIETOYHOI CTamuun
paszButus (Engell, 1994; Chaban et al., 2011; Hopo-
HuHa, 2019).

Mopdonoruss aHTUMONAILHBIX KJIETOK 3JIaKOB
npu ITKI mano uzydena. Tak, y Hordeum vulgare n
Orysa sativa ipu rubeiu siaepHasi MeMOpaHa (hopMU-
pyeT mHBarmHaumu, xpoMatuH arperupyet (Engell,
1994; Maeda, Miyake, 1996). ¥ rubHyIINX aHTUITO
MIIeHUIBI HAOMIoJaeTCs YIUIOTHEHUE XpoMaTuHAa,
yronieHne snuep, pa3peiBbl B JIHK, BeISIBIsIeMBIC
MmetonoM TUNEL (Chaban et al., 2011). IIpeanona-
raetcs, YTo uHaAykTopoMm I1KI aHTMIOmanbHBIX KJIe-
TOK 3JIAaKOB SIBJISIETCS LEJUTIONISIpU3aus IIeHOLMTAa
sHpocrepma (Chaban et al., 2011). OgHako B coBpe-
MEHHOM JINTEepaType OTCYTCTBYIOT KaKue-JI1M00 O1o-
xummudeckue xapakrepuctuku ITKI anTUITODaIbHBIX
KJIETOK 3JIaKOB.

BrisicHeHBI HEKOTOpPBI€ aCMEKThI PETYISLUU TH-
0enu aHTUNOAAIbHBIX KIIeTOK Arabidopsis, KOTOpble
noru6aioT no ombuieHus (Heydlauff, GrofB-Hardt,
2014). IToka3zaHO, YTO y HOKAQyTHBIX MYTaHTOB IIO Te-
HaM ¢akTopoB ¢dakTopoB cruiaiicunra M-PHK
LACHESIS, CLOTHO u ATROPOS anTHIIonaib-
Hble KJIeTKU Arabidopsis TOKalIn30BaHBI B LIEHTpPE
3apOJBIIIEBOr0 MeIllKa, UX MEMOpaHbl U siapa 00b-
eIMHEeHbI, 00pa30BaBIIASICS KJIETKA CXOMHA C LIeH-
tpanpHOi KiueTtkoi (Heydlauff, Grof-Hardt, 2014).
IIpennonaraercsi, yto 6eok GCD1 (GAMETE CELL
DEFECTIVE 1) u TPHK-cunTaza SYCO ARATH (ko-
mupyeMasi reHoM FIONA) MUTOXOHIPUWI 1IEHTPaIb-
HOIi KJIETKM CIOCOOCTBYIOT CO3PEBAHUIO SIHIICKIIET-
K1 W TUOEeIU aHTHUIION, T.K. Y MYTAaHTOB IO IreHaM
FIONA n GCD1 anTurionaiabHble KJI€TKA BbDKIBAIOT
(Kagi et al., 2010). Dkcrpeccrsi MUTOXOHAPUATBHOTO
oenka aac2A199D B ditnexiieTKe BBI3BIBAET T'MOEIb
AHTUIIOMN, a €r0 IKCIIPECCHUS B LIEHTPAJIbHON KIIETKE
npenoTBpaiiaet ux rmoens (Wu et al., 2012). ITokaza-
HO, UTO Yy TpacTeHHbIX pacTeHUil Arabidopsis ¢ TIOBBI-
IMEHHOW 3KCcIpeccueil TeHa OMOCHMHTE3a ayKCHHA
YUC TIKI aHTUNOJAJIbHBIX KJIETOK HE HACTymaer.
ITosTomMy mpenmojiaraeTcs, 4YTO CHHTE3 ayKCHUHOB
MPENITCTBYET rOe I aHTUITONAIbHBIX KJIETOK y Ara-
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bidopsis (Pagnussat et al., 2009). Io cux nop He noka-
3aHo ydactue rnmpoteas B I[IKI anTumos.

I'MBEJIb [TOABECKA

INlonBecok — crenuanau3upoBaHHAs CTPYKTYypa,
yAep:KUBAIOIas 3apObIIl B CEMEHU U yJacTBYIOIIAsI B
TTOAIEePsKaHUM €T0 KU3HeAeITeTbHOCTH, ObecTieunBast
MUTaTeJIbHBIMU U pocTOBbIMU BenlecTBaMu (Kawashi-
ma, Goldberg, 2010). B sinpax kieTok roasecka Phaseo-
lus bopMUPYIOTCST IOMTEHHBIE XPOMOCOMBI, YTO CBH-
JIETETLCTBYET 00 X BEICOKOM YPOBHE META0OTMUECKOM
aktuBHOCTH (D’Amato, 2011).

T'uGenb KJIeTOK MoaBeckKa y ToJJOCEMEHHBIX pacTe-
Huii nsyvanacek y Picea abies (Filonova et al., 2000;
Smertenko et al., 2003; Bozhkov et al., 2005; Minina
et al., 2013). ITokazaHO, YTO OHA COIIPOBOXKIAETCSI
¢parmenrauueir JIHK (Filonova et al., 2000; Bozh-
kov et al., 2005). B xone I KI" B iMTOII/1a3M€ BHISIBIISI-
JOTCSI KOPOTKME IIyYKM MUKPOTPYOOUYEK M arperaThbl
TyOyJIMHA, KOTOpBIE BIIOCJEICTBUM IEerpagudpyIoT,
MUKpOdUIaMeHTHI GOPMUPYIOT TOJCTHIE TIPOTIKEH-
Hble ITydyku (Smertenko et al., 2003), 66110 MOKa3aHO
¢opmupoBanue ayrodarocom (Minina et al., 2013). B
npouecc IIKI monsecka y Picea abies BOBIeYeHa
MpoTeasa, aKTUBHOCTb KOTOPOIi BBISIBJISIETCS O pac-
IIeIUIeHuI0 MonenbHoro nentuaa Val-Glu-Ile-Asp
(VEIDase activity), a Takxke Metakacmaza mcll-Pa,
KOTOpasi BbIsIBJIeHa B LIMTOILJIa3Me U siipax, CoAepKa-
mux pa3pbiBel JJHK (Bozhkov et al., 2005). IIpenmo-
JaraeTcsl, 4tro Mpu rubenu TionBecka Picea abies
mclI-Pa TpaHcmopTUpyeTcs B SIIPO 1 Y4aCTBYET B Jie-
rpagpaunu JJHK. AktuBanus merakacna3el mcll-Pa
Picea abies BeneT x aktuBaumu ayrodparnu u ATG-re-
HOB, IIpM 3TOM (POPMUPYIOTCSI MHOI'OYMCJIICHHEIC
ayTo¢arocoMbl, BIOOCJIEACTBUM CIMBAIOIIAECS C Ba-
KyoJiplo. B TpachopMupoBaHHBIX pacTeHHUSX C IO-
naBiaeHHBIMU TeHaMu mcll-Pa i ATGS5S n ATG6,
ru0enb IIPOUCXOIUT II0 MexaHU3My HeKpo3da (Minina
et al., 2013).

B xone INIKI' xpoMaTuH simep KJIETOK MOIBECKa y
Phaseolus n Tropaeolum mnuxkHotuszupyetrcsa (Nagl,
1974), ssapo TepsieT OKpyTiyto GopMy, MOXKET Mpouc-
XOIUTbH pa3pyllieHue siaepHoit 06onouku (Zhao et al.,
2013). C ucnionbzoBanueM metoga TUNEL Obuta ne-
tekTupoBaHa dhparmeHTauus JHK npu rubenu kie-
TOoK noaBecka Zea mays (Giuliani et al., 2002), Vicia
Jaba (Wredle et al., 2001), Phaseolus coccineus (Lom-
bardi et al., 2007), Nicotiana tabacum (Zhao et al.,
2013), Chenopodium quinoa (Lépez-Ferndndez, Mal-
donado, 2013). Y Chenopodium quinoa B xone rudenu
KJIETOK TMOJIBeCKa MPUHUMAIOT ydyacThe PULIMHOCO-
Mbl — cnieliuuyecKrue MUKpOTeJiblia, KOTOPbIE TTPO-
ucxomat oT DOIIP u comepxar mpoteasy CysEP
(Greenwood et al., 2005; Lépez-Fernandez, Maldo-
nado, 2013). B knerkax monBecka 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 ayTodarocomsi,

CJIMBArommecda C BaKyoOJIbIO. Ha CbI/IHaJ'ILHLIX oTarax
MMPOUCXOOUT pa3pblB TOHOILJIaCTa BaKyoOJIM U Af€rpa-
Januvs OpraHeJ1I.

B xone rubenu noasecka Nicotiana tabacum akTtu-
BUPYIOTCSI KaTEIICUH-TIOAOOHEIE ITpOTea3kbl, a TaKXKe
IIpoTeasbl ¢ CyOCTpaTHOM cnenu(pUIHOCTHIO Kaclias
1, 31 6, 4TO OBLIIO TOKA3aHO HAa OCHOBAHUM pacCIIEell-
JIEHUSI UMY CUHTETUYECKUX NENTUIHBIX CyOCTPaTOB
(Zhao et al., 2013). IIKI monBecka Tabaka Nicotiana
tabacum 3aBUCHUT OT B3aMOJICHCTBUS IBYX OCJIKOB —
mucrtatuHa NtCYS, SBSIOlIerocss WHIHOUTOPOM
mpoTea3 M ero MullleHu, KarericuH H-mmomoOHOIt
npoteassl NtCP14. NtCYS skcrnipeccupyercs B IO/ -
BECKE BIUIOTH A0 JOCTVKEHHUS 3apOIbIIeM CTaauu
32 KJIeTOK, II0CJIe YETrO IIPOMCXOIUT aKTHBAILISI Ka-
tericuH H-nmogo6Hoi1 npoteassl NtCP14 n HacTymna-
et [1KI (Zhao et al., 2013). [Ipeamnonaraercs, 4To UH-
nykropoMm IIKI' kieTok moaBeckKa cCiyxKaT KIJIETKA
pactyiuero 3aponsbiiia. ITokazaHo, 4YTO y MyTaHTOB
[0 TeHaM, PEeTyJIUPYIOLIUM pa3BUTHE Zea mays ¢ He-
Pa3BUTHIM 3apOIbIIIeM, HO HOPMaJIbHBIM 3HIOCIIEP-
MOM THOeIb KJIETOK mojaBecka He HactynaeT (Con-
sonni et al., 2003). B moJyib3y runoTe3bl 0 TOM, YTO UH-
nykropoMm IIKI monBecka sIBIsieTCS 3apOIbIIil, TAKXKe
CBUICTEIIbCTBYIOT HAOIIOACHUS O TOM, 4TO Y Phaseolus
u Tropaeolum mepBbIMU TIOTUOAIOT KJIETKU Oas3ajib-
HOM YaCTH ITOABECKa, KOTOPHIE pacIIoararoTcs B He-
MMOCpeACTBEeHHOM 01m3ocTy K 3aponbiiry (Nagl, 1974).
IIpenmnonaraercs, 4YTO JU3UPOBAHHBIM MaTepuan
IMOABECKA MOXKET HMCIIOJIb30BaThCs KIJIETKAMM 3apO-
neia (Nagl, 1974).

I'nbenp KJIE€TOK ITOIBECKAa HACTYIAET IIOCJIE BHI-
MOJIHEHUST UM CBOMX (PYHKIIUIA, KOTa pa3poCIIniics
3apOJIBIII YK€ 3asIKOPEH B CEMSITIOUKE.

IT'MBEJIb KIIETOK HYHIEJUITYCA

Hyuennyc — 3To MeracropaHTuii CEeMEHHBIX pacTe-
HUIA, TJIaBHAS 3a/1a4a KOTOPOro — 00pa3oBaHUE Mera-
criop. Y HEKOTOPBIX paCTeHU, HAIIpUMep, Y 371aKOB 1
KWHOA, OH OITOCPEIOBAHHO BBHITIOHSIET IIOKPOBHYIO U
3amnTHYIO GyHKIMM. He y Bcex pacTeHUiA HyLIEILTYC
paspylaeTcsl LEJIMKOM, HalpuMep, V KYBIIMHKU U
IPEeYUXU 13 HeTo (DOpMUpyeTCsl IIEPUCTIEPM, 3arlacalo-
1Iask TKaHb, KOTOPast KOMIICHCUPYET c1aboe pa3BUTHE
sHpocriepMa (Lu, Magnani, 2018).

Kneroynast ru6enb OONBITMHCTBA KJIETOK HYLISIT-
nyca 'y Pinus densiflora conmpoBoxXaaeTcsl KOHIeHca-
mueil xpomatuHa, ¢pparmentanuein JJHK, cxxatuem
MpOTOIJlacTa, OTOIIEAIIEro OT KJIETOUHOU CTEHKH,
OCTaBIIMECSI KJIETKM OOpa3yloT HYLEJUISIPHBINA KOJI-
navyok (Hiratsuka et al., 2002).

V Arabidopsis TmOHyIIME TUCTaIbHBIE KISTKU HY-
HeJIyca UMEIOT paspylleHHYI0 MeMOpaHy 1 CXKaThle
MPOTOIUIACTHI, B KJIETKAX MPOKCUMAJIbHOI 00JIacTh
HabIogaeTcsl HakorieHue ayrogarocom (Xu et al.,
2016). IMpu IIKI uyuemryca mueHUUsl Triticum aes-
tivum (Dominguez et al., 2001) npoucxoaut ¢par-
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mentanng JHK, BeigBagemas meromom TUNEL.
IIpu 3TOM yBeIMYMUBAETCS COIEPKAHUE IeTEPOXPO-
MaTUHa B gApe, BHEILIHIS siiepHast MeMOpaHa dpar-
MEHTHpYyeTCs. B muToruiasmMe BBISIBIISTIOTCS MHOTIO-
YHCJIEHHBIE BaKyOJIM C HAPYIIEHHBIM TOHOILIACTOM.
[I1OTHOCTE MaTpUKCa MUTOXOHIPHUIL YBEJIMYMBACT-
cs, B MaTpUKCe HAOIIOAAIOTCS arperathbl 3J1eKTPOHHO-
IUTOTHOTO MaTtepuraja, KOTOphle, 110 MHEHUIO aBTOPOB
SIBJISIIOTCSL  pE3YyJIbTaTOM Jerpajallii JIMITMAOB BHYT-
penneit MemOpanbl. Lncreprasr DITP pacimpeHH,
IUKTUOCOMBI armapara [oJIbIKN IOJITO COXPaHSIIOT
CBOIO MHTaKTHYIO cTpyKTypy (Dominguez et al., 2001).

Lombardi ¢ coaBTopamMu BbIIEISUIM TPU OOJIACTH
acCMMETPUYHOTIO HyLeTyca y Sechium edule — mpok-
CUMAaJIbHYIO YaCTbh, HEMOCPEJACTBEHHO OKPYXaIOIIYyIO
SHAOCHEPM, CYONUCTAIBLHYIO U TUCTAJIbHYIO, PAcIio-
Jlararoliuecs Hall xaja3ajbHOW 00JIaCThbIO MPOKCU-
MaJIbHOTO paiioHa W He rpaHuyalide ¢ 3HJI0CTep-
MoOM. [lepBbIMU THOHYT KJIETKM MNPOKCUMAaJIbHOTO
paiioHa HyleJuTyca, HEMOCPEACTBEHHO OKPYKAKOIINX
SHJOCIEPM, UTO TTO3BOJIUJIO MPEATIONOXUTD, YTO NH-
JTYKTOPOM KJIETOYHOI r'MOeIN KJIETOK HyLeJTyca sIB-
mstetcss sHpocnepMm (Lombardi et al., 2012). DHpo-
cnepM BolaensieT NO UM MHAOJUIYKCYCHYIO KUCJIOTY
(IAA), xoTopble YCUINBAIOT CUHTE3 3TUJIEHA, BBI3bI-
Balolllero ruoesb KjeToK Hyuenyca. [Ipu ynaneHuu
sHgocnepma us cemszauatka [TKIT nyuennyca He Ha-
crynaet. [1pu n1obaBjIeHMU 3K30T€HHOrO 3TUJIEHA K
TKaHU HyleJTyca 6J10K Thoe 4aCTUYHO CHUMAEeTCs
(Lombardi et al., 2012). Hapsiay ¢ BaussHrIEM TOPMO-
HOB Obljla ToKa3aHa aKTMBHOCTh Kacnasa-1- u Kac-
nasa-3-1momoOHbIX TMPOTea3, BbISIBIEHHBIX C IMOMO-
1IbIO crieuPrUUecKUX CyOCcTpaToOB B MPOKCUMAJIbHOM
1 CyOIIPOKCUMAJIbHOM 00JIacTU HyLeJUTyca U Kacrna-
3a-6-TI0MOOHOM TIpOoTea3bl B MPOKCUMAIBLHOM paifo-
He Hynetyca (Lombardi et al., 2007). B pe3synbraTe
MIPOTEOMHOIO aHajiM3a TKaHel Hylesyca Ricinus
communis BBISBJIEHbl MHOTOYMCJIEHHbIE TPOTEea3bl,
MpUHaLIeXalllue K KjiaccaM LUCTEMHOBbIX, CEPUHO-
BBIX, acIllapTaTHBIX U MeTajutonpoTeas (Nogueira et al.,
2012). Cpenn HMX CTOUT OCOOO OTMETUTH IpOTeasy
XSP I (xylem serine protease), IIPMHUMAOILIYIO yda-
cTue B rubenu KieTok keuiemsl (Buhtz et al., 2004) u
VPE (vacuolar processing enzyme), OTpMHAMAIOIINIA
yaactue B I1KI' pa3zHooOpasHBIX TKaHEW pacTeHUH
(Hatsugai et al., 2015). IIpu IIKI Hyuemnyca ObLIO
MOKa3aHO MOBBIIIEHWE SKCIPECCUM T'eHOB HEKOTO-
DPBIX TUAPOJIUTUYECKUX (DEPMEHTOB: HallpuMep, ac-
nmapratHoii mportea3bl HyueuimHa (Chen, Foolad,
1997), a.-amunassl AMY 4 (Radchuk et al., 2009), Ba-
KyossipHOTro (pepmeHTa HyueutanuHa (Linnestad et al.,
2009) y ssumeHs, KaTencuH-B-momo06Ho mpoTeasbl
(Dominguez, Cejudo, 1998) y nieHUIIbI.

B IIKTI nyuemnyca Ricinus communis KJIIOUEBYIO
pOJIb UTPAIOT PULIMHOCOMBI, COoAepKalllue IIpoTeasy
CysEP, mmerontyio TtepmuHanbHblii KDEL MoTnB
(Yang et al., 2012). CoaepXumMoe pULIMHOCOM BBI-
OpachIBaeTCsl B UTOILJIa3My, Ille aKTUBHAasI IIpOTe-
asza CysEP yugacTByeT B paspylIeHUHN COOEPRKUMOTO
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KiIeTKU. B TedyeHume rmbenm HabGomaeTcs MHTEH-
CUBHasl BaKyoJM3alluMs LIUTOIJIa3Mbl, (pparMeHTa-
mus JHK. Ha dpuHanbHBIX cTagussx TMOEIN IIPOUC-
XOIMT pa3phbiB TOHOIJIACTA BAaKyOJI, MUTOXOHIPUN
M TUIACTUIBI HA0YXaloT, ITPOTOIIACT OTXOIMUT OT KJIe-
TouHoii creHKM (Greenwood et al., 2005).

Ha Arabidopsis 6b110 mOoKa3aHO, YTO TUOEIb Kile-
TOK HYyLEJITyca CBsI3aHa C OIUIOJOTBOPEHUEM lIeH-
TpaJibHO# KJleTKM (Xu et al., 2016). Y MyTaHTOB MO Te-
Hy KPL, coagepxXallux TOJbKO 3HAOCHEPM, KIJIETKU
HylleJutyca Torudaiu, B OTJiIMurMe OT MyTaHTOB, CO-
Jiep>KalluX TOJIbKO 3apojiblill. B HeomniomoTBOpeH-
HBIX CeMSITIOUKax AereHepalus HylieJuryca 3a0JI0KU-
poBaHa Polycomb 6enkamu. Ilpu omiogoTBopeHUN
aKTUBUPYETCS TPAaHCKPUITIIMOHHBIN hakTop AGL62
(AGAMOUS-LIKE62), KOTOpBIii CHHUMaeT 3TOT
610K u aktuBupyeT 6enku TT16 (TRANSPARENT
TESTA 16) u GOA (GORDITA), KoTopbie BbI3BIBAIOT
rnbenb Hyuewtyca (Xu et al., 2016). berok MADS29
WHIyLUpYeT rubdesib KJIeToK Hyueutyca y Oryza sativa
(Wan et al., 2002).

[IKT nyuemryca HeoOxoanMa IJIs OCBOOOXKICHUS
MecTa IJIsT pa3BuBalonierocs sHgocrnepma (Lu, Mag-
nani, 2018).

KT TP ®OPMHNPOBAHNUA
CEMEHHOMUN KOXYPHI

B kieTouHyto rubesib BHyTPEHHErO0 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 IMCTEUHOBEIE poTeasbl. PDIS
(protein disulfide isomerase), HaxomsICh B BaKyOJIsIX
KJIETOK 3HnoTtenust Arabidopsis, iHTUOUPYeT aKTUB-
HOCTb HucTenHOBOM nporea3sl RD21. Co BpemMeHeM
conepxanue PDI5 cHmkaercst, 94To CIIOCOOCTBYET
BBICBOOOXKIECHUIO TIpoTea3 W WHAYKLIUU TUOeIun
(Ondzighi et al., 2008).

YV Arabidopsis TiepBBIMU IerpagupyIOT IBa CJIOS
BHYTPEHHETO MHTETyMEHTA, UX T'MOeIb COIIPOBOXKIA-
€TCd IUIa3MOJIM30M M AaKTUBAlLIMEN ILUCTEMHOBOM
npotea3bl VPE (Nakaune et al., 2005). IToka 3apoapIiin
HAXOOWTCSI Ha PaHHUX CTaAvsIX pa3BUTHUS OOJBIIYIO
YacTh KJIETOK BHYTPEHHETO 3MUIepMKCa BHYTPEHHETO
uHTeryMeHTa Arabidopsis 3aHUMAaIOT BaKyOJIu C OEIKO-
BBIM COJIEP>XKMMBIM, B KOTOPBIX COAEPKATCS LIUCTEH-
HOBBIE MpoTteasbl. KiieTouHast THOeIb COMPOBOXKIACT-
CSI pa3pbIBOM OEJIKOBBIX BAaKyoJieii, BEIXOOOM 1 aKTH-
BallMeil Iporea3 U gerpamaumeit kietku (Ondzighi
et al., 2008). 'mbenp KIETOK BHYTPEHHETO CJIOST MH-
TerymMmeHTa Brassica napus comnpoBoxpaeTcsl ¢par-
meHtanueit JHK, Bakyonuszanueil HmuUTOMIa3MBbI
(Bethke, Jones, 2001).

IT'MBEJIb D HIOCIIEPMA

TpuUmIougHbI 3HOOCIEPM, KaK U 3apOJbIII,
dopMuUpyeTcsl B pe3yjabTaTe ABOMHOIO OILIOLOTBO-
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peHusi. DHAOCIEPM — TJIaBHas 3alacaroliasl TKaHb
CeMeHH, HaKaIUIMBalollasi KpaxmaJ, Macja U GejIKu
TS TATAHUS 3apOAbIIa. DHAOCHEPM PACXOIYETCs
y BCEX PACTEHMIA, HO B CEMEHAX C 3aITacarollnM IH-
JOCTIEPMOM 3TO MPOUCXOAUT MPU IIPOPACTAHUM CE-
MEHHM, a B CEMEHAaxX C 3aIacalolliM 3apOAbIlIeM —
mpy GOPMHUPOBAHNU CEMEHM.

B xauecTBe MOIENBbHBIX OOBEKTOB IJISI M3YyYCHUS
IIKT sHmocnepMa, mATaTeAbHBIE BEllleCTBa KOTOPO-
ro MOOWJIM3YIOTCSI IIpU IIpOopacTaHUU, M3YydaroTCs
KJIETKM 3HIOCIIEpMa KJIELIEBUHEBIL Ricinus communis 1
3JIaKOB.

V Ricinus communis B THOSIIV KJIETOK 9HIOCIIEpMa
y4yacTBYIOT puimHocoMbl (Gietl et al., 2001; Schmid
etal., 2001). B xome rubenu KJIETOK SHAOCIIEpMA IIPO-
ncxonut pparmeHTauus JAHK, pa3peiB ToHOMIacTa
BaKyoJIv, Jerpagalysi MUTOXOHApUA U miactun. Ha
¢uHANBHOI CTamuM TMOeI U3 PUIIMHOCOM BEICBO-
ooxnaercsa muctenHoBasd 1porea3a CysEP, u, B 3a-
KMCJIEHHOI 3a CYET COIEPXKMMOIO BaKyOJIE LIUTO-
mwia3Me npoucxogut co3peBanue CysEP. AkTuBHas
nporeaza CysEP BbI3bIBaeT OKOHYATEIBHYIO Oderpa-
nanuio kiaetku (Greenwood et al., 2005).

PasButue sHaocrepMa B ceMeHax 371aKOB BKJIIO-
yaeT 2Tarlbl MpoJindepalni, HaKOMJIEHUS TUTaTeb-
HBIX BellleCTB (MpexXae BCero, Kpaxmalia) U mporpam-
MUPYEMOI KJIETOYHOIN TMOenu, IMpouCXOonsaiieili Ha
MO3AHUX 3Tamnax (opMmupoBaHus ceMeHu (Domin-
guez, Cejudo, 2014). IIKI kimeTok sHImocmepma c
Kpaxmajiom y Triticum aestivum v Oryza sativa conpo-
BoXIaeTcs nechopmaliveit siapa, KoHaeHcalueil Xxpo-
MaTHHa, pacrajgoM s1epHOi 000JI0YKHY 1 BaKyoJI13a-
ueii nuroruia3mbl (Chen et al., 2012). OnHoBpeMeH-
HO B KJIETKax IOBBIIIAETCSI KOJIUYECTBO aKTUBHBIX
dopm kucinopoga (ADK), u akTUBUPYIOTCSI aHTUOK-
CUIaHTHBIE (epMeHTHI (KaTajia3a, CYIepOOKCUIO-
JIMCMYyTa3a, MepoKcuaasa), KOTopbie He B COCTOSTHUU
CIIPaBUTBCS € HapacTaiomuM KomamdectBoM ADK
(Young et al., 2002; Cheng et al., 2016). Ilocne nere-
Hepaluu siapa u ¢parmentauuu JITHK B kinerkax
npogoskaiot padborats pepmeHTEI AGPP (ADP-glu-
cose pyrophosphorylase), SSS (soluble starch syn-
thase), GBSS (granule-bound starch synthase), SBE
(Starch branching enzyme), oTBe4aroliye 3a CUHTE3
zanacarouiux BeiectB (Chen et al., 2012).

ITpennonaraercsi, YTO0 UHAYKTOPOM KJIETOYHOM TM-
Oemu sHOocrnepMa sBJsIeTcsl 3TwieH. MHTUouTophl
cHHTe3a 3TwieHa (2-aminoethoxyvinyl glycine 1-meth-
ylcyclopropene) mpersiTCTBYIOT THOENN KJIETOK DHIIO-
crepMa. AOCLIM30Basi KUCJIOTa, MPpeaoTBpallaeT Ha-
CTYIUIEHWE KJICTOYHOM TMOes 3HAOoCIepMa, KOraa
BCTYIIaeT B aHTATOHUCTUYECKHNE OTHOLLICHUS C DTUIIE-
HoM (Young et al., 2002). Tu606epennnHOBasI KUCJIOTa
YBEJIMUMBAET YUCIIO TMOHYIIUX KIJIETOK 3HAOCIIEpMa
mueHuibl (Kuo, 1996). PerynsgropaMu KiaeTOYHOM
rubenu sHpocriepma Arabidopsis thaliana BbIcTyIa-
ot dpakropel ZOU/RGE1 (bHLH TFs ZHOUPI/
RETARDED GROWTHOF EMBRYO 1) u ICE1

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

B oTnuume ot sHmocmiepMa, KOTOpBIii mOABEpra-
etcs npoueccy INKI Ha mo3agHUX cTaausIX pa3BUTUS
CEMEHMU, AJIEUPOHOBBIA CJIIOU BMECTE C 3apOJbIIIeM
OCTaeTCs >KMBBIM B 3pesioM ceMeHu. [locie mmpopac-
TaHUS aJICUPOHOBBIN CJIOI y4aCTBYET B CUHTE3€ TU/I-
POJIMTUYECKUX (PEPMEHTOB, HEOOXOAMMBIX IJISI MO-
OMIM3allMKM MUTATEJIbHBIX BEIIECTB M3 DHIOCIIEpMa.
ITocne BbIMONMHEHUST 3TOM (YHKUIMM 3amycKaeTcs
npouecc [TKTI aneitpoHoBoro ciost (Dominguez, Ce-
judo, 2014). I'mbenb KIIETOK A€ pOHOBOIO CJIOSI 9H-
mocniepma  Hordeum vulgare (Wang et al., 1996;
Bethke, Jones, 2001; Bethke et al., 2007) u Triticum
aestivum (Dominguez et al., 2001) compoBoxXmaeTcs
dparmenranueit JIHK. MHnykTOpoM KJI€TOYHOI -
6enu aneitpoHoBoro ciost Triticum aestivum (Domin-
guez et al., 2001) BeicTyImaeT rubOepeanH, KJIECTOK
KyJIbTypbl Hordeum vulgare — Tu66epeniHoOBas KMC-
Jora (Bethke, Jones, 2001). AbcuuzoBasi KucjoTa
MPEMSITCTBYET T'MOeIM KJIEeTOK ajleiipOHOBOTO CJIOS
9HAOCIIEpMA STYMEHSI, YTO OBLJIO OKa3aHO Mpu o0pa-
00TKe a0CLI30BOI KUCIOTOM IMPOTOILIACTOB, U30JIM~
pPOBaHHBIX M3 MHTAKTHOTO 3e¢pHa (Wang et al., 1996).

PaspylieHne Ki1eToK KpaxMajabHOTO HIOCIIepMa
3aBepllIaeT IPolecC HAKOIUICHUS MUTATEIbHBIX Be-
IIECTB 3epHa, U 00eCIIeunBaeT UX MOCISAYIONLYIO 10-
CTYITHOCTh B ITPOPACTAIOIIEM CEMEHM.

SAKJTIOYEHUE

Kazknprit aTarm ¢hpopMrupoBaHUS TKAHEH 3apOIbIIIIe-
BOT'O MEIIKa U CEMEHM COMTPOBOXKIAETCS MpoliecCaMu
IIKI' 1 umeer cBoM CTPYKTYpPHO-(YHKIIMOHAIbLHEIC
ocobeHHocTH. IIpmunHbl pa3HoOOOpa3ust BapHMaHTOB
IIKTI 3Tux TKaHei 10 KOHILIA HE BhISICHEHBI. BeposT-
Ho, nytu [IKI cBsizaHBl ¢ MOpdoreHe3aMu TKaHEM
dopMupyrolIerocss ceMeHu. IIpoiiecchl KIeTOUHOM
rubean TKaHe mpu mMopdoreHede CEMEHU HMMEIOT
0o011IMe YepTHhI IM0O ¢ BaKyOJISIpHOM KJIETOYHOI TH-
Oenpro (BaKyoau3alus LIMTOILIA3Mbl, (hPOpPMUPOBa-
HUe ayTodarocomM, pa3pblB TOHOIIACTAa BaKyoOJIiH),
b0 ¢ HEKpOTUUYeCcKoil (amomroTmyeckoii) (gpar-
mentanusg JHK, BeIxonm muroxpoma ¢ M3 MUTOXOH-
npuii) (Van Doorn et al., 2011; Van Doorn, 2011;
Reape, McCabe, 2013), 1160 UM IpPUCYIIN OCOOECH-
HOCTH O0OMX ITyTCH.

B npouecce dopmupoBaHUSI CEMEHM KIETKHU,
CTPYKTYPBI U TKAaHU MOCIEA0BATETBHO CMEHSIIOT IPYT
Jpyra, Ipyu 3TOM OJIHU OOeCTIeunBarOT (byHKIIMOHU -
poBaHue Apyrux. Hampumep, y pacTeHMIi ¢ XOPOIIIO
Pa3BUTHIM TOJBECKOM OH OCYIIIECTBJISIET MOAIEPXKKY
W TIMTaHUE 3apOAblilia, aHTUIIONAIbHbIE KIETKH 3J1a-
KOB 00ecrneynBalT CyIIeCTBOBAaHUE U TMpPaBUIbHOE
¢dopmupoBaHUe PHAOCIEPMA, KOTOPBI aKKyMyjau-
pyeT TUTaTEJbHbIE BELLIECTBA I ITOCJEIYIOLIErO
pa3BuTus 3apoasiiia. ITpu co3peBannu cemenu ITKT
SIBJISIETCS UHCTPYMEHTOM YIaJIEeHUS] HEHYXXHBIX KJle-
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TOK Y TKaHe#, 0CBOOOXIAast IPOCTPAHCTBO U, BEPOSIT-
HO, obecIieunBasi JOCTYITHOCTh MUTATEIbHBIX Bellle-
CTBa 111 pOPMUPOBAHMS HOBBIX TKaHel. bruoxumu-
YeCcKUe XapaKTepUCTHUKU TUOENIM aHTUMOHATbHBIX
KJIETOK KYJBTYPHBIX 3JIaKOB, MOABECKA U SHIOCIICP-
Ma OOJIBIIIMHCTBA IMTOKPBITOCEMEHHBIX PACTEHUI He-
00OXOIUMBI JIJIs IOHUMAaHUS MeXaHU3MOB (hOpMUPO-
BaHUS CEMECHMU.

K coxanenuro, mHorue acriektol IIKI kimeTou-
HBIX TUIIOB 3apOABIIIEBOI0 MEIIKA M CEMEHM IO CUX
Iop ocTaloTcs HeuzydeHHbIMU. HenoctatouHo usy-
YeHbl MOJIEKYJIsipHble MexaHu3Mbl [TKI. BoisiBiieHbI
oTIeabHBIe OeIIKN-peryasTopsl mpoiieccos ITKI, on-
HAKO CUTHaJIbHbIE KacKadbl, yYaCTHUKAMU KOTOPBIX
SIBJISIIOTCSI 3TU OEJIKM, OCTAIOTCS HEU3BECTHHIMU.

OTpbIBOYHBI JaHHBIE O (DYHKIITMOHUPOBAHUY MPO-
teas, peryaupytomux [TKI. He usBectHo, y4acTByIOT
Ju npoteassl B IIKI' Meracmop, CMHeprua M aHTUIION,
CurHajibHble KacKajbl, TIPUBOASIIME K aKTUBAIIUU
M3Yy4YEHHBIX MTPOTEas, 10 CUX HE BBISICHEHBI. MI3BeCcTHaA
cybcTpaTtHas crieliuUYHOCTb MpoTeas, MPUHUMAIO-
mux ydactre B [1KI', TeM He MeHee B OOMBITMHCTBE
cllydaeB AerpanoMbl (IPUPOIHbIE CyOCTpaThl) MeTa-
Kacras, (uracrnas u Apyrux nporea3 pacTeHUl 1o
CHUX HE OoNpeeseHbI.

Mccnenosanus, nocssimeHHble [TKIT pacteHui,
He TO3BOJISIIOT COCTaBUTh MOJIHYIO KapTUHY Tpoliec-
coB, conpoBoxpnaiomux I1KI'. B ¢cBs13u ¢ mostBneHn-
€M JIaHHBIX O CEKBEHUPOBAaHUU FT€HOMOB MHOTHUX I10-
KPBITOCEMEHHBIX pacTeHUl U BHEIPEHUEM OMOXU-
MUYECKUX METOJIOB B PYyTUHHYIO MPAKTUKY U3YYEHUS
pPacCTUTEJIbHBIX OOBEKTOB, B TOM YHMCJIE TaKUX CJIOX-
HbIX, KaK 3apOJIbIIIEBbIN MEIIIOK, BO3MOXEH IMPOPHIB
WMEHHO B 00JIaCTU U3Y4YeHUs MOJIEKYJISIPHBIX MeXa-
HU3MOB ITpoTekaHus U peryiasiuuu [TKT.

COBIIOAEHHNE 9TUYECKNX CTAHIAPTOB

Hacrostimast cratest He COOCPXKUT OITMCaHUA BBIITIOJI-
HCHHBLIX aBTOpaMM HUCCJIeIOBaHUM C y4yaCTuem JIoAe uin
HMCHOJIb30BaHUEM XKMBOTHBIX B KAU€CTBE OOBEKTOB.
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Programmed Cell Death during the Formation
of Embryo Sac and Seed
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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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