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OO6cykmaloTcst TPoIecC OTUIOAOTBOPEHMS, TIOJIOXKEHUE SIIpa IEPBUYHOMN KIIETK, OCOOEHHOCTU paHHETO
DPa3BUTHS DHAOCTIEPMA U MPUHIIUIILI ero Tunu3anuu. [IpenyaraeTcst 10MoaIHEeHHAs! U yTOYHEHHas! KJlacCcu-
dbukays cmoco60B pa3BUTHS SHIOCIIEpMa, 0OPA3yIOIINX 3 YPOBHS MepapPXUU — TUITBI, IIOATHUITHI Y Bapy-
aruu. Tunel paznuyarTcs MOp(HOreHeTUYECKUMU MOTEHIUSIMU TTEPBUYHBIX MUKPOTTWISIPHOM U Xasa3aib-
HOI KJIETOK: LEJULTIONSAPHBIN (KapuOKMHE3 B 00eHX KJIETKAaX COMTPOBOXKIAECTCS IIMTOKNHE30M) U TeI00M-
aJIbHBIN (B 00erx KJIeTKaX MPOMCXOAUT TOJbKO KapMOKMHE3, MHOTAAa Xaja3ajibHas KJIeTKa OCTaeTcs
onHosimepHoi). HykitleapHbIit 3HIOCTIEPM paccMaTpUBaeTCsl KaK MOATHIT TeJIOOUaIbHOTO TUTa. [ToaTUITBI
XapaKTepU3YIOTCsl Pa3HOI CTEMEeHbIO YYaCTHsI MUKPOITWISIPDHOM M Xalla3aJIbHOM KJIETOK B IOCTPOEHUHU DH-
nmocriepMa. B moaTumax BblIe/ieHbI Bapyuallid Ha OCHOBAHUM TTOJIOKEHMST IIEPeTOPOIOK BO BpeMst 06pa3o-
BaHMS TeTPaJ WIKM TpUAd B LEJUTIONSIPHOM TUIIE WIM YUCa siep B Xajda3albHOMN KJIETKe B reJ00MabHOM
THIIE.

I1pu cpaBHUTETHLHOM aHAJIM3€ LIBETKOBBIX PACTEHWI TUITBI SMOpHOTEeHe3a MOKHO CPaBHUBATD C TTOATUITA-
MM U 1aXKe BapyalvsIMU LEJUTIOISIPHOTO TUIa SHAO0CTIEpMa, TIPY 3TOM 00a mpu3Haka (BKJ1aa MPOU3BOIHBIX
MUKPOTWISIPHON 1 XaJa3aJibHOM KJIETOK B MTOCTPOCHME DHAOCIIEPMA; XapaKTep MeJeHUI 3TUX KIETOK U
dopmMma TeTpaanl) cienyeT paccMaTpuBaTh OMHOBpEMEHHO. Takke MOXHO YYUTHIBATb U BO3MOXHOCTH Te-

JI0OMATEHOTO OHOOCIIEpMA — HAJIMYUEC 2 IOATUIIOB U 2 BapHaHHﬁ.

Karouesnie crosa: OHIOOCIIEPM, 3apOdbllll, pa3BUTUEC, CTPOCHUEC, TUIIN3aLUA
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DOMOpUoJIOrMUecKie IIPU3HAKU, BBISIBJICHHbBIE B
XOlle CPaBHUTENbHBIX HCCIEIOBaHUi, MOTIYT OBITh
KCIOJIb30BaHbI ITPU PEIIICHUM BOIIPOCOB CUCTEMaTH-
K U ¢punoreHun. Crnabo M3ydeHHBIMU OCTaIOTCS
NpoOIEeMBbI pa3BUTHUS Y TUITN3ALIMY DHIOCIIEpMa, 4TO
He TI03BOJISIET B ITOJIHOI Mepe OLICHUTh 3HAYUMOCTh
ero TUMOB U CHOCOOOB [IJisl PEIIeHUs] HEKOTOPBIX
npo6iaeM 6monornu pa3BuTus pacteHnii. CoBpeMeH-
HBIE MCCIIeIoBaTe N MPaKTUIYECKU He pa3padaThiBa-
IOT TEOpPETUUYECKIE BOMIPOCH! B 00J1aCTH SHAOCIIEP-
MoreHe3a. Mmeloliuecss auTepaTypHble TaHHBIE
TpeOYyIOT CHUCTEeMaTU3allMi U II€PEOCMBICICHUS.
IIpoBeneM nx aHanU3, HAYUHAS C TIPOLECCa OIUIONO-
TBOPEHUS.

3HaveHHe SHIOCHEPMA JJIs PA3BUTHSA 3apOIbINIA y
IBETKOBBIX PACTEHMIl. DHIOCIEPM, KaK U 3apOJIbIII,
BO3HHMKAET B pe3ylibTaTe IBOMHOIO OIUIOJOTBOpE-
Hus. OHO BKITIOYAeT OOBbeAMHEHNE OTHOTO CIIEPMMUS

C SIHIEKIIETKOM, a BTOPOTO CIIepMUSI (TOM XKe maphl) —
C LEHTPAJIbHON KJETKOM 3apOoIbIlIeBOr0 MeEIKa).
MN3BectHO, yto C.I. HaBamunH (Nawaschin, 1898a, b)
CpaBHUBaJI ABOIHOE OIUIOJOTBOPEHMUE C ITOJIMIM-
opuonueit. Takoil XXKe TOUYKM 3peHUS IPUICPKIBa-
IOTCSI M1 HEKOTOpble COBPEMEHHBIE HCCIEeN0BaTEeNIN
(Friedman, 1994, 1995; Friedman, Williams, 2004),
KOTOpbIE CUMUTAIOT, YTO ONUH U3 NBYX 3apOIbIIIEid,
BO3HUKIIUX B pE3yJbTaTe OMJIOAOTBOPEHUSI, TTOCTE-
TIEHHO CTaJI BBIMOJHATD (pyHKIIMIO aHAOCcTIepMa. O~
HaKO ONHOBPEMEHHO pPa3BUBAIOIIMECS 3apOJbIIIU
HEU30€XXHO BCTYNaOT B KOHKYPEHIIMIO 32 TUTATEb-
Hble BelllecTBa. JIOMOMHUTENbHbBII 3apOAbIII 1eTeHe-
pupyeT, a odpa3oBaBllIvecs IUIaCTUYECKHE BellleCTBa
MOTYT HCITIOJIb30BaThCsl IJIsI OKOHYATeJbHOro ¢op-
MUPOBaHUSI €OIUHCTBEHHOro 3apoabina. Y Dacty-
lorhiza fuchsii (Druce) So6 (Orchidaceae) B 00jb-
IIMHCTBE (hOPMUPYIOIIMXCS CEMSIH Ha paHHUX CTa-
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IWSIX TIPUCYTCTBYIOT IJIOOYJISIDHBIE  3apOIbBIIIIH.
OnHako B JajibHeiIleM, BEPOSITHO, M3-3a Hapylle-
HUII BO BpeMsl OIUIOAOTBOPEHUS IIpU 00pa30BaHUU
9DHIIOCIIEPMa BBISIBJISIIOTCS Pa3IMYHbIE aHOMAaJUU B
CTPOEHUU 3apOJbILIEHi, YTO MPUBOAUT K HU3KOM ce-
MeHHOI mpoaykTuBHocTu (Andronova, 2011). Co-
BpeMEHHBIE UCCIIENOBAaHUS BBISIBUIN, YTO Tpoduye-
cKas (YHKIIUSI He SIBSIETCS OCHOBHOI IJISI BHIO-
criepMa MOKPBLITOCEMEHHBIX pacTeHuii. Haubonee
CYIIIECTBEHHBIM SIBJISICTCSI OOeCIIedeHIE U pacIIpeae-
JICHWE CUTHAJIOB, PETYJIMPYIOLINX ITpolecchl nudde-
pEHLIMALIMK U OpTaHOTeHe3a 3apoAbliia. 3HAYUMOCTh
9DHIIOCIIEpPMa, BOZHMKAIOIIIETO IIPY OIIOAOTBOPEHUN
LIEHTPJIbHOM KJIETKW CIIEpMUEM, OCOOEHHO CTaHO-
BUTCSI aKTYaJIbHOM IIPU aIlIOMUKCHUCE. DHIOCIIEPM Y
IIBETKOBBIX PACTEHUIA SIBJISICTCSI, BEPOSITHO, CTPYKTY-
poii de novo (monpo6Hee 00 3ToM cM. Shamrov, 2020).

DHIOCTIIepM BBISIBJICH Y OOJBIIMHCTBA TTOKPHITO-
CeMEeHHBIX pacTeHUil. OMHAKO y HEKOTOPBIX U3 HUX
(Podostemaceae) (yHKIIUIO S9HIOCIIEPMAa BEITIOJIHSICT
“HyHeJUIIpHBIN TIIa3Monuii”, KOTOPBI oOpa3yeTcs
13 KJIETOK Xajla3ajbHOI obyactu Hylesmtyca (Kapil,
1970). ¥xe Ha cTaguu 2-sAepHOTO 3apOJbIIIEBOTO
MeIIKa MTPOUCXOIUT AE3UHTErpalrs KJIETOK 3TOM 30-
HbI U TTOCTETNIEHHO BO3HUKAET MHOTOSIIEPHBIN CUM-
rutact (Arekal, Nagendran, 1975). ¥ BunoB cem. Or-
chidaceae, Kak yxXe OBIIO OTMEUEHO, HAOIIOOAIOTCS
HapylLIeHUs MPU OObEIUHEHUHU siApa CIIEPMHUS C SII-
pamu neHTpaibHoil kietku (Calanthe aristulifera
Rchb.f., Listera nipponica Makino). O6pa3zoBaHue
SHAOCIEpMa MOAABJIEHO, IMPU 3TOM €ro MepBUYHOE
SIIPO Yalle BCero, He JesICh, ObICTPO AereHepUpyeT
(Savina, Poddubnaya-Arnoldi, 1990). ¥ Gymnadenia
conopsea (L.) R.Br. u Listera ovata (L.) R.Br. TpoiiHoe
CJIUSTHUE TIPOUCXOJIUT HOPMAJIbHO, HO SIIPO TIepBUY-
HOI KJIETKM 3HJI0cTiepMa He aeauTcst. OHO yBeIu4u-
BaeTCs B pa3Mepax U HaXOIUTCsl BOJIM3U KJIETOK TO-
CTaMEeHTa, B KOTOPbIX OOHAPYXUBAIOTCSI NEKCTPUHBI.
B TakoMm cocTossHUM 3HIOCTIEpM TIPUCYTCTBYET IO
Havajia OTIeJeHUs TIPOTOAESPMBI B INIOOYJISIPHOM 3a-
poapbliiie, obecneuynBasi pa3BUBAIOIIMIACS 3apObILII
pa3JIMYHBIMU BEIlIECTBAMU, B TOM YMCJIe HEOOXOIU-
MBIX IS ero auddepeHUUallMu W TUCTOTEeHe3a
(Shamrov, 2008). ITo-BumumMomy, Takxke (PyHKIINO-
HuUpyeT sHAocnepMm y Trapa natans L. (Trapaceae).
INlepBuuHOE SIAPO 3HIOCIIEpMA CTAHOBUTCS TUIEP-
TpoUPOBAaHHBIM U CMelIaeTcsl B Xaja3aJibHYIO
4yacTb, KOHTAKTUPYs C KJIeTKaMM Hylesutyca, oora-
TBIMU O€JIKaMM U KpaxMaJioM. DHIOoCIepM OOHapy-
KMBAETCS HA paHHUX cTaausix aMmopuoreHe3a (Titova
et al., 1997).

OCo0eHHOCTH PAaHHETO 3HAOCIEPMOreHe3a W THUIIbI
angocnepMa. Bo MHOTHX MCCIeq0BaHUSX BBIACISIOT
JBa TWITA Pa3BUTHSI SHAOCIIEpPMa Y IIBETKOBBIX pacTe-
HUI B 3aBUCUMOCTH OT 0COOEHHOCTEe Kapuo- 1 -
TOKMHE3a NpU TIPOXOXKICHUU SHIOCIIEPMOreHe3a:
LIEJUTIOJISIPHBIN (IeJIeHUS ISP COMTPOBOXKIAIOTCS 111 -
TOKUHE30M) Y HYKJIEApHbLI (OTCYTCTBUE LIMTOKUHE-
3a BO BpeMsI paHHUX cTanuii). I'e1oOonanbHbIi DHIO-
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criepM OOBIYHO paccMaTpUBAETCs KaK SHAOCHEPM C
IpU3HaKaMU 000X BhILIEHA3BAHHBIX TUIIOB — MEp-
BO€ JIeJICHHE B SHAOCIEpME IIPUBOOUT K 0Opa3oBa-
HUIO IBYX KJIETOK (KaMep), B KOTOPBIX (OOBIYHO B
MUKPONWISIPHOI) TMPOUCXOASIT 3aTeM TOJIbKO CBO-
6onHogaepHble nenenus (Khudyak, 1963; Poddub-
naya-Arnoldi, 1976; Kordyum, 1978; Vijayaraghavan,
Prabhakar, 1984). B psiae uccienoBaHuii YuCIO TH-
II0B YBEJIMYMUBAIOT 0 YETHIPEX, BBHIACSAS IIPOMEXKY-
TOUHBII TUI, Hapsay ¢ reaoouanbHbiM (Wunderlich,
1959), nnbo paznensisi UEJUTIOJASPHBIM TUIT Ha COO-
CTBEHHO LICJUTIONISIPHBIN U TyoudaopanbHbIil (Kame-
lina, 1997).

Tum pa3BUTHSI BO MHOTOM OIIPENEISIeTCS ITOJIOXKE -
HUEM siopa NepBUYHON KJIETKM 3Hmocrnepma. [lpu
HYKJICAPHOM TUIIE SIAPO YaCTO HAXOAUTCSI B MUKPO-
mAUIsIpHOI yacTu. OmMHaKO IS psiga pacTeHUI yKa-
3bIBAETCsI Ha €ro nepemMelieHue B cpeaHioro (Onagra-
ceae, Vitaceae) u naxe xanasajibHyto (Capparaceae,
Tiliaceae) obmactu (Zhukova, 1997b). BozHukiue
sIipa pacnpenesIioTCs 1Mo nepudepun BO3HUKAIOIIe-
ro LIEHOLIMTAa, OTTECHEHHBIC KPYITHOM BaKyoJiblo. Jla-
Jiee HAaUMHAETCS Mpoliecc Leuosspu3anuu (puc. 1,
1—4). HyxkuieapHBblit 9HIOCIIEPM XapaKTepeH KakK I
JIBYIOJbHBIX, TAK U OOHOMOJbHBIX pacteHuii. I1pu
pa3BUTUM LEUIIOJSIPHOIO 3HAOCIEpMA SIApPO IIep-
BUYHOI KJIETKM pacIiojaraeTcs Jaiie BCero B MUKPO-
MWISIpHOW Wiau cpenHeit yactsax (Shamrov, 1997a),
TOTAA Kak IIpU IreJJ00MajJbHOM TUIIE OHO OOBIYHO Ha-
xomutcsa BOMm3u aHtumon (Vorsobina, Solntseva,
1979; Shamrov, 1997b). Ero neneHue, Kak IpaBUo,
MOIIEpEeYHOE, peXe MPOIAOJbHOE WIM HAKJIOHHOE.
LlennronasapHbIl 3HOOCIIEPM XapakTepeH IJISI IBY-
JIOJIbHBIX pacTeHuii. JlaHHBIE, MOJy4YeHHBIE II0 €ro
pPa3BUTHUIO Y psida OMHOMOJLHEIX (Araceae, Burman-
niaceae, Lemnaceae), ObUIM ITOOBEPTHYTHI COMHE-
nuto (Lawalrée, 1952; Maheshwari, Khanna, 1956;
Parameswaran, 1959). Tak xke 00CTOUT AEJIO U C ITeJI0-
OMaJIbHBIM 3HAOCIIEPMOM, KOTOPBIM IIPUCYIL OTHO-
JIOJIbHBIM. Pe3ynbTaThl ero onucaHusl Y HEKOTOPBIX
nBynonbHBIX (Olacaceae, Santalaceae, Saxifragaceae)
TakKkK€ B JajbHEHIIeM He OBUIM TIOATBEPKICHBI
(Swamy, Krishnamurthy, 1973). Ilpu rexoouaibHOM
SHJIOCIIEpME IIOCJIe TEePBOTO AejIeHUsT 00pa3yroTcs
2 HepaBHBIE KaMephbl: B KPYIMHOM MUKPOMNWISPHOI
MIPOUCXOIUT 0OpPa30BaHKUE MHOTOSIIEPHOIO LIECHOLIM -
Ta, a MaJIeHbKas Xajla3aJbHasi MOXKET OCTaBaThCS O -
HOSIAEPHON WM B Heil BO3HUKAET HECKOJIBKO SIAEP.
3aTeM B MUKPOITWJISIPHOM, a MHOTIA U Xaja3ajJbHOMN
MHOTOSIIEPHOII KaMepaxX HayMHaeTcsi (POpMUpOBa-
HUE KJIETOK.

BuisiBiieHBI pa3anaus B HOBEACHUH SIapa ITepBUY-
HOIM KJIETKM M XapaKTepe HaJibHEMIIero pa3BUTHS
MpUY pa3HbIX TUIIaX 3HAocepMa. B cem. Aquifoliace-
ae (LIEJUIIOJISIPHBIIT DHIOOCIIEPM) HEJICHUSI B IIEPBBIX
JIBYX KJIE€TKaX MOTYT HE COIIPOBOXIATHCSI IUTOKMHE-
3oM (Herr, 1961), T. e. pa3BuTHE 3HIOCIIEpPMA HAYM-
HaeTcs MO0 TeJIO0MabHOMY TUITY. Y IIpencTaBUTelIei
ceM. Saxifragaceae oOHapyXeH DHIOCIIEPM TeIO0M-
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Puc. 1. CtpoeHue u pa3BuTHe HIOCIIEPMA MO0 HyKJieapHOMYy Tumy y Gentiana lutea. Ctanuu pa3Butus: neHonutHas (1, 2) u
anbBeossipHast (3, 4). a — aHTUIIONBI, en — SHIOCIIEPM, 7 — 3UTOTa.

Fig. 1. Endosperm structure and development after Nuclear type in Gentiana lutea. Stages of development: coenocitic (/, 2) and

alveolar (3, 4). a — antipodals, en — endosperm, z — zygote.

aJlbHOTO THIIa, OMHAKO B HEKOTOPBIX CJIydasix OH
MOXET OBbITh LIEJTIONSIPHBIM WJIW HYKJI€apHbIM
(Korobova-Semenchenko, 1977). ¥V psina Bunos ce-
MmelicTB Balsaminaceae m Loganiaceae (uLemtonsip-
HBI BHAOCMIEPM) B pe3yJbTaTe AeJIeHUS MUKPOMHU-
JIIPHOW KJIETKHU oOpasyercsl psi U3 TpeX KIETOK,
BEPXHSISI U3 KOTOPBIX Tpeobpa3yeTcss B MUKPOIUIISIP-
HBII rayCTOpUil, a B HUXXHEH U CpEeIHEN KIIEeTKaX, Aa-
IOIIUX COOCTBEHHO SHIOCIEPM, MPOMUCXOISAT CBO-
o6onHosinepHbIe neyenus (Dahlgren, 1934; Yamazaki,
1963). B ceMm. Acanthaceae sHmocrmiepMm, oGpasyio-
muiicss Ha 6a3e cpemHeil KIeTKU, MOXeT ObITh C ca-
MOTO Hayaja Ju0O KJIE€TOYHBIM, JMOO CBOOOTHO-
saepHbIM (Mohan Ram, 1962; Karlstrom, 1974a, b;
Madhavan, Gupta, 1982). Y Arabidopsis thaliana (L.)
Heynh. (HykieapHbIii 9HIOCIIEPM ) HA CTaAUM 2-sIaep-
HOTO BHAOCIEPMAa OHO SIIPO MUTPUPYET B Xajia3alib-
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HBIA paitoH. [danee 3mech obpasyercda 2—8 siiep, Ko-
TOpbIe OTAEISIIOTCS IIJIOTHOM IIMTOILUIA3MOM  OT
OCTaJILHOI YaCTH SHIOCIIepMa, UMUTUPYS Xala3aib-
HYIO KaMepy TeloOMajibHOro 3HAOCIepMa Kak IIO
CTPOEHMIO, TaK U €€ POJU B JaJbHEUIIIeM pa3BUTUU
(Herr, 1999). Ilono6Hast 0COOEHHOCTh CTPOCHUS U
pa3BuUTUs SHAOcHepMa y aToro Buaa u Capsella bursa-
pastoris (L.) Medik. (Brassicaceae) 6buta oTMeueHa
Hamu (Shamrov, 2002, 2007). V A. thaliana yucio
SIEp B XaJla3aJIbHOM YacTH cocTaBisuio 4 (puc. 2, 1, 2),
ay C. bursa-pastoris 3HaUUTEIbHO OOJIbIIIE, TPU 3TOM
HaOJII0aJIach arperauus siiep U ux NOIUILIONIN3a-
must. fdnapa B xanazaiabHOM 067aCcTH dHAOCHEpPMA Y
Arabidopsis thaliana TakxXe MOTYT CIUBaTbCS, B pe-
3y/IbTAaTe YeTO OHU CTAHOBSITCSI B 2—3 pas3a KpyIlHee,
yeM siipa MUKPOIWISIPHOM 00JIaCTU, IIPU 3TOM MX
IIOMAHOCTh Bo3pacTaeT (Baroux et al., 2004). ¥ Ga-
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gea stipitata Merckl. ex Bunge (Liliaceae) (Shamrov,
1999) kneTkoo6pa3zoBaHuE B Xala3aIbHOM YaCcTU 2H-
Jnocriepma, riae GopMUpPYOTCS KPYITHbIE MTOJUTLIOW -
Hble sapa, He npoucxoauT. CXomHoe IoBeleHUe
HYKJIEApHOTO 3HAOcIIepMa ObU1o onucaHo y Hyperi-
cum acutum Moench. (Clusiaceae), Kkorga B Nepuof
paHHero sMOpMoOreHes3a sipa B Xajaa3aJlbHOU 4yacTu
SHAOCIEPMA OKa3bIBAIOTCSl CBI3aHHBIMU MEXIY CO-
6oii (Stenar, 1938). Y Allium schoenoprasum L. u3 ceMm.
Alliaceae (Vinogradova, 2018) BBISIBIEHO HECKOJBKO
COCO0OB MPOXOXAEHUS HayaJlbHOTO 3Tamna pa3Bu-
TUSI HyKJIeapHOTO 3HAocrnepma. Yalie Bcero Irocie
MEPBOTO JEJIEHUsI ONHO SIAPO U €ro IMPOU3BOAHBIE
OCTalOTCS B LIEHTPAJIbHOM YaCTU MEPBUYHOMN KIIETKU
(3a cyeT HMX B HNaJIbHEHIIIEM CO3MaeTCsl OCHOBHasl
Macca 3HIOocCIepMa), a BTOPOE MUTPUPYET B Xaja-
3aJIbHYI0 4acThb, INPU 3TOM oOOpasyloluecs sapa
KpyrnHee IO CPaBHEHMIO C LEHTpaJbHBIMU, Oojiee
XpOMAaTU3UPOBAHHbIE U COAEPKAT OOJIbIIIE SAPHIIIEK.
Bo BTOpOM ciyyae BO3HMKAIOILIME SIpa OCTAIOTCS
TOJIBKO B LIEHTPaJIbHON YacTW TEePBUYHOUN KIETKU
sHgocnepma. OueHb PEeaKo MeJIeHUS TPOUCXOMIST
TOJIBKO B Xaja3aJlbHOM 4acTu, YTO XapaKTePHO, KaK
OpaBWIO, AJIs TeaoduanbHOro aHaocnepma. Ilogo6-
HOE€ OTMEeYaJii MpU Pa3BUTUU HYKJI€ApHOTO 3HIO-
cnepMma y Dioscorea nipponica Makino (Torshilova,
2018).

OcodenHocT hopMUPOBAHUS HYKJIEAPHOTO U IeJio-
OuanbHoro TMNOB 3HAocnepMma. [Ipu HykieapHOM u
reJo0MaJbHOM TUMAX LIEHOLIMTHAS (Pa3a CMEHSETCS
KJIETOYHOI: BOKPYI KaXIOro siapa 000co0JIsIeTcs
Y4acTOK LIUTOILIa3Mbl 1 0Opa3yeTcs KIeTOYHas 000-
snouka. I[lo maHHBIM 3JEKTPOHHONM MMKPOCKOIINU
KJIeToYyHas1 000JI0YKa LIeHOLUTAa PHIocIepMa CHab-
KeHa MHOTOUYMCIIECHHBIMU BhIpocTamu (Vijayaragha-
van, Prabhakar, 1984; Bhandari, Anuradha Mal,
1989). ¥ MHOI'MX pacTeHUil TaKhe BHIPOCTHI €CTh U B
LECHTPaJAbHON KJIETKE 3apOIbIIIEBOTO MellKa
(Vazart B., Vazart J., 1966; Newcomb, 1973), uto
COCOOCTBYET OCYIIECTBICHUIO JIAaTEPaJbHOTO MYTH
TpaHCIIOpTa II0C/Ie OIUIOAOTBOPEHMSI, OCOOCHHO IpU
HaJIMYNJ MHTETYMEHTAJIBbHOTO TalleTyMa.

HccnenoBarenn M3ydaioT TeHbI, BOBJICUCHHbBIE B
MpPOILIECChI MUTO3a U CBSI3b MEXIy cOo00if 00pa3yro-
muxcs saep (Liu, Meinke, 1998; Liu et al., 2002; Ha-
raet al., 2015; Guo et al., 2018). I1pu aTOM, aHATU3U-
pysl COCTOSTHUE simep BO BpeMst aHadasbl, KOTopas y
Arabidopsis thaliana (Brassicaceae) cuntaeTcst KpUTH-
yecKoil cTaaveil B KJIETOYHOM LIMKJIE IO CUHXPOHHU-
3alu 00pasyloIIuXcs saep HAoCIepMa, HEHOLUT-
HO€ COCTOSIHME DHIOCIepMa aBTOPHI HE KOPPEKTHO
Ha3pIBalOT cuHIuTHaIbHBIM (Hara et al., 2015; Guo
et al., 2018). Ilpexne Bcero, ceMaHTUKa TepPMHHA
“cuHUMTHIA” (Tped. syn — BMecCTe, kifos — KJIeTKa)
YKa3bIBAaeT Ha COXPaHSIONIYIOCS CBSI3b MEXIY MOJe-
JIMBIIUMUCS KJIETKAMU, a He SApaMu, KOTOpble 0Opa-
3YIOTCSI MPU HYKJIEAapHOM U TeJoOuaJbHOM THIIAX.
Tak, HanpuMep, y 4eJoBeKa CUHLIUTUI 0Gpasyercs
BO BpeMsl CIiepMaTOrOHMAJIbHBIX HejieHuii. B aTom
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cJiyyae LIUTOKMHE3 HE JTOXOOUT JO KOHILIAa U 0Opasy-
JOTCSI KJIOHBI B3aMMOCBSI3aHHBIX KieTok (Gilbert,
2003).

Kietku sHmocniepma opMUPYIOTCS LIEHTPOCTPe-
MUTEJIbHO: CHayajla BO3HUKAIOT Tiepucdepuyeckue, a
3aTeM — BHyTpeHHue kjieTku. HauanbHble 3Tanbl
LEJUTIOISIpPU3AliM  XapaKTepU3YIOTCI HEKOTOPBIMHU
ocobeHHocTsIMU. [Ipyr oOpa3zoBaHWM MEPBOTO CJIOS
¢dopmupyloTcsi paaualibHble M HapyXXHble TaHTE€H-
TaJIbHbIE KJIETOYHBIE CTEHKH, TPU 9TOM CO CTOPOHBI
BaKyoJIU KJIETKW TOKPBITHI TOJBKO ILJIa3MajeMMOI.
Takast cranusi pa3BUTUSI HYKJI€apHOTO U reiooralib-
HOTo BHAOCHEpMa Mojy4yusia Ha3BaHUE allbBEoJIsIp-
Hoit (Lammeren van, 1988; Xu Han, Lammeren van,
1993, 1994). TepmuH “anbBeosia” ObLT MPENJIOKEH
C. Sokolowa (1890) nnss obo3HayeHUs] paguaibHO
VIJIMHEHHBIX KJIETOK, CMBIKAIOIINUXCS B LIEHTPE XKEH-
CKoro rametro¢uTa XBOMHBIX MPU Mepexoie OT HyK-
JieapHOI1 K LIEJUTIONISIPHOM CTaauM pa3BUTHUS. TOMBKO
rnocye o6pa3zoBaHUsI BHYTPEHHUX KJIETOUHbBIX CTEHOK
HayuMHaloTcd AejeHus KieTokK. [lomoOHbI 3HI0-
ClepM y TOJIOCEMEHHBIX 0003HAYaloT KaK ajlbBeo-
JsipHbIi (Singh, 1978). ¥ 1BETKOBBIX pacTeHUl, B OT-
JINYMe OT TOJIOCEMEHHBIX, Moce 00pa3oBaHUs Mep-
BOTO aJIbBEOJISIPHOTO CJI0SI B €T0 KJIETKAX ITPOUCXOISIT
MepUKIMHaIbHbIe neaeHus. OdopmisieTcs: anuaep-
MaJIbHBIN CJOM, KJIETKU KOTOPOTO MMEIOT TOJIHbIE
obonouku. Huckenexamuyii Cioil IpOSIBIISIET IIPU-
3HAKU allbBeOJISIpHOM CTpYKTYphl. [Iponecc nemro-
JITpU3aliMM TIPOJIOJIKaeTCsl 10 TeX Mop, MoKa BCsI Ba-
KyoJib HE OyJeT 3aHsTa KJeTKaMU. Y pacTeHU ¢ 10-
pasButueM  (Paeoniaceae,  Ranunculaceae) ¢
JIOOYJISIPHOI CTaauu pa3BUTHSI BOKPYT 3apO/bIlIa B
pesyJibTaTe Tu3uca KJIeTOK SHI0CIepMa B LIEHTpe 00-
pasyeTcsl aHIOoCIiepMalibHas MOJIOCTb, KOTOpas CTa-
HOBUTCS BbIpa>K€HHOI HAa MOMEHT OMaZeHUSI CEMEHHU
(Shamrov, 1997; Butuzova, 2018). ¥ nipeacraButeseit
HEKOTOPBIX CEMENCTB 9HIOCTIEPM OCTAETCS SIAEPHBIM
(Cymodoceaceae, Juncaginaceae, Zosteraceae). Ync-
JIO CBOOOTHO-SIIEPHBIX NIEJICHUN BapbUpyeT y pas-
JIMYHBIX TAKCOHOB.

HarmpasieHne 3a10XeHHST KJIIETOYHBIX TIEPETOpPO-
IOK BapbHpPyeT B 3aBUCHMMOCTH OT TaKCOHA: MOXET
HA4YMHATBhCS C Nepu@epruu LEHOLMUTA U UATU K LIEH-
TPy JIUGO C OMHOTO U3 TOJIFOCOB BHAOCIEPMA U TTPO-
IBUTAThLCS B HATIPABJICHUH IIPOIOIBLHO OCH K IPYTO-
My MoJItocy (4aille OT MUKPOTIWJISIPHOTO K Xajia3alb-
HOMYy KoHLY). Y Gentiana lutea L. (Gentianaceae)
KJIeTKOOOpa30BaHUE HauMHAEeTCsl 1O JOCTUXKEHUIO
128 cBoGOmHBIX simep. [lepBbIMM 00pa3yIOTCs KIETKHU
BOJIM3M 3WUTOTHI, 3aT€M DTOT IPOIIECC CMEIAeTCs B
CPEIHIO U HIXKHIOK YacTh, YTO MPUBOJAUT K aCHUH-
XpOHHOMY (POPMHPOBAHMIO KIETOK. Tak, B MUKpPO-
MMJISIPHOM YacTH yKe MMeIoTcs 2 CI0sT (COOTBETCTBY-
eT CTaIuM 2-3-KJIEeTOYHOIro 3apojbIllia), TOrIa Kak B
Xaja3aJbHOM YacTU JIMIIb WHULIMUPYETCS 3aJI0oXKe-
HUE Meperopomok mexmy sapamu (puc. 1, 1—4)
(Shamrov, opur. TaHHEBIE).
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Puc. 2. ®opmupylolieecst ceMsi Ha CTaauy 3UTOThI 1 TIEPBBIX siiep aHaocnepma y Arabidopsis thaliana.

Oo6wwmii BuA ( /), MUKpONWIsIpHAs U Xaja3alibHas YacTU ceMeHH (2). ch n — Xana3aJibHbIe sipa, en — SQHAOCHEPM, [ [ — BHYyTPEH-
HUM MHTETYMEHT, M 1 — MUKPOTIWJISIPHBIE SIIpa, # — HYLIEJUIYC, 0 [ — HAPY>XXHBIIA UHTETYMEHT, v b — IIPOBOASIIINMI MY4OK, Z —

3u4rora.

Fig. 2. Developing seed at the stage of zygote and first endosperm nuclei in Arabidopsis thaliana.

General view (1), micropylar and chalazal portions of the seed (2). ch n — chalazal nuclei, en — endosperm, i i — inner integument,
m n — micropylar nuclei, » — nucellus, o i — outer integument, v » — vascular bundle, 7 — zygote.

MexaHn3MbI 00pa30BaHMs KJIETOUHBIX IEPETOPO-
IOK MeEXOy sapaMy ILeHOIUTa IUCKYTUPYIOTCS:
(1) nytem (popMUpPOBaHUS KJIIETOUHBIX TUIACTUHOK (C
TMOMOIIbIO BTOPUYHBIX (pparmMoriacTon); (2) croco-
OBI KJIETKOOOpaA30BaHUS, HE CBSI3aHHBIC C MUTO30M;
(3) nHUIMaLYs TUTOKMHE3a O0yCIOBIeHA CBOOOI-
HBIM LEHTPOCTPEMUTEIILHEIM POCTOM KJIETOYHBIX
CTEHOK MEXIy SIApaMU TPUCTEHHOTO CJOS LIUTO-
MJa3Mbl SHOOCIIEpMaIbHOTO IieHouuTa. HaubGosee
BEPOSITHBIM IIPENCTaBIISICTCS IIepBbIiA crioco0. Ilpu
HUCCIIEAOBAaHUHY JTOKAIN3all MUKPOTPYOOUEK B X0/
pa3BUTHUS HyKJIeapHoTo 3Hnocriepma Coronopus didy-
mus (L.) Sm. (Brassicaceae) ObLJIO ITOKa3aHO, 4TO I1e-
peln HadaJloM KJIETKOOOpa3oBaHMs B Tiepudepude-
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CKOM cJi0€ (hOPMUPYIOTCS S1IePHO-1IUTOIIa3MaTuye-
CKME€ JOMEHbl: KOMIUIEKC saep W paauajibHO
pacxoIsilIuxcsi OT HUX MUKpoTpydbouek (Nguyen et
al., 2002). B pe3ynbTaTe B3aMOICUCTBUS TIEPEKPHI-
BaIOIINXCSI MUKPOTPYOOUEK COCeTHUX saep oopasy-
IOTCSI BTOpUUYHbBIE (DparMoriacThbl, B LIEHTPE KOTOPbIX
dopmupylotrcsi KileTouHble meperopoaku. Iloutu
TaKXe C TTOMOIIbI0O UMMYHOILIUTOJIOTMYECKOTO U3Y-
YEeHUs1 MUKPOTPYOOUEeK B HYKJI€apHOM 3HAOCIIEpME
Brassica napus L. 6b1J10 BBISIBJIEHO, UTO UX JIyYU OT OJ1-
HOTO Siipa B3aUMOIEUCTBYIOT C MUKPOTPYOOUYKaMu
cocenHero gapa (Lammeren van et al., 1997). ¥V Gen-
tiana lutea nmocyie TOCTUXXEHUSI KPUTUYECKOTO Yucia
CBOOOMHBIX S/I€p HAUYMHAETCS UX PACXOXAEHUE, MPU
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5TOM B KaXXOOM mape simep OOHO OCTaeTcs BOJIM3U
CTeHKM TIEPBUYHOI KJIETKM 3HAOCIIEpMa, a ApYyroe
SAPO CMEIIAeTCI BHYTPh OTHOCUTEILHO TEPBOTO MO
yioM B 45°. PacriojioxXeHre CMeXHBIX siaep Hamo-
MUWHAaeT JIOMaHyIo JTUHUI0. B pesynbTate aToro cozna-
eTCd HEOOXOAUMOE MPOCTPAHCTBO ISl TTepeKPeIL-
BaHUSI MUKPOTPYOOUYEK, KOTOPhIC TMOSIBISIOTCS BO-
Kpyr saep. Mexny CMeXHBIMU SIIpaMU BO3HUKAIOT
panuanbHble cTeHKU (puc. 1, 3, 4) (Shamrov, opur.
nmaHHbIe). [1omoOGHBII MeXaHN3M, BEPOSITHO, SIBIISIET-
cs1 obiieoburosiornyeckuM. UMEHHO ¢ TTOMOIIBIO €T0
MPOUCXOAUT (POPMUPOBAHUE TETPAT MUKPOCIIOP 110
cuMylIbTaHHOMY TUIly (Sampson, 1969), o6pa3oBa-
HHE KJIETOK B 3apOJIBIIIICBOM MEIIKE. XOTSI Y XXUBOT-
HBIX [IUTOKWHE3 MIPOUCXOIUT 6e3 ydacTust pparMo-
IUTACTOB, OOPO3Ibl APOOJECHUSI BO3ZHUKAIOT TaKXKe
IpU y4yacTuM MUKpoTpybOouek. ILlurommazma Mop-
CKOIO exXa IOoCJie MUTO3a SApa 3UTOThI JEJTUTCS Ha
2 9acTn, OJaromapsl COKpalleHWI0 MUKpodHriIaMeH-
TOB B o0JlacTu Oymyiueil 60po3abl apobiaeHus. Bo-
KpYTr 000UX SIAEP CO30a0TCs “3BE3/Ibl” MUKPOTPYOO-
YyeK M HauMHaeTcs oOpa3oBaHue 6i1actomeposB (Gil-
bert, 2003).

IIpunounel THIM3aMUK 3HA0cHepMa. B xiraccudu-
KalMsIX 9HAOCIepMOreHe3a UCIOJb3YIOT Psii KpUTe-
pUEB [T BhIIEIIEHUSI epapXUYeCKUX KaTeropuii: 1 —
HaJU4ue WJIN OTCYTCTBUE KJIETOYHOI IeperopoaKu
IIpY JeJICHUU TIEPBUYHOI KJIeTKU SHAocnepMa (1eJ1-
JIIOJISIPHBII U HYKJI€apHBII TUITbI, COOTBETCTBEHHO);
2 — NoJoXeHUe TIEPBOiT U BTOPOIi IepEeropoaok (Mo-
IuduKaLy B LICJUTIOJSIPHOM TUIIE, 0003HaYaeMble
Kak “tunbel” (Mauritzon, 1935; Rosén, 1949; Wun-
derlich, 1967; Di Fulvio, 1983), “dopmbr” (Schnarf,
1917, 1929; Glisi¢, 1936—1937) unu “Bapuanuu” (Ka-
pil, Vijayaraghavan, 1962, 1965; Shamrov, Zhinkina,
1994); 3 — yucno siaep B xana3aibHol KiteTke (“dop-
MBbI” B Te100MabHOM Tune — Swamy, Parameswaran,
1963); 4 — moyToXXeHMe siIep B IEPBUYHOM KIIETKE SH-
nmocrepMa (“TuIbl” 1 “HOATUNBI” B HYKJI€apHOM TH-
nme — Di Fulvio, 1983, 1985; Di Fulvio, Cocucci,
1986).

YuureiBajgach TakKe CTEIleHb Y4YacTUsI IIEpBUY-
HBIX MUKPONWISIPHOM U Xajla3alIbHOM KJIETOK B 00-
pa3’oBaHMU LEJUTIOJISIPHOTO BJHOOCIEPMAa CEMEHH.
Samuelsson (1913) Beimenun aBe cepuu: cepust A —
00e KJIETKU ITPUHUMAIOT y4acTue B 00pa30BaHUM SH-
JocriepMma, cepust B — ToipKo ogHa 13 KJIETOK o0pa-
3yeT SHAOCIIEpM, a npyrasg (QyHKUMOHUPYET Kak
raycropuii. Ha ocCHOBaHMU 3TUX TOJIOXEHUIA ObLIa
npemIoXkeHa HoBas oOIIas Kiaaccudukaiss dHIIO-
criepMa 1iBeTKOBbIX pacTteHuii (Di Fulvio, 1983, 1985;
Di Fulvio, Cocucci, 1986). BeigenaeHbl aBa criocoba
pa3BUTUS SHIOCIIepMa (LIEJUTIOISIPHBII U HyKJeap-
HbIii), KOTOPBIM MpUIaH cTaTyc MeratumnosB. Llemrto-
JISPHBIA METraTUIl IIPEeACTaBleH 5 TumamMu u 12 mom-
TUIIaMU. THUITEI 00pa3yIoT 2 TPYIILI, pa3InJaronIne-
csl TIOJIOXKEHUEM TIepPEeropoiku BO BpeMsl MEpPBOTo
JeJIeHUsI B SHIOCIIepME: TTPOoaoabHOE (TTIepBast rpym-
mna), IorepeyHoe (BTopas rpymnmna). B HykiaeapHoM
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MeraTuIle Ha OCHOBAHUY MOJIOXEHUS SIiiep B IEpBUY-
HOI1 KJIeTKe BHA0CIepMa MPeIIoKeHO pa3indyaTh TH-
bl U TTOATUIIEI.

IpennoxeHHbIe KPUTEPUM, Ha Halll B3IVIsAA, He
MOJIHOCThIO OTpaXalT BCE OCOOEHHOCTU Pa3BUTHUS
sHaocnepMa. B nureparype noutu He paccMarpuBa-
€TCsl POJIb reJ00MaIbHOTO THUIA B BOJIOLUU DHIO-
crepMa, XOTsl YMCJIO TAKCOHOB, Y KOTOPBIX OH OOHa-
pYXeH, JTOBOJILHO 3HAaYUTeNbHO. Psa uccienoBare-
Jeii ero He paccMaTpMBalOT B KayecTBe
CaMOCTOSITEJIbHOTO UM BKJIIOYAIOT B HYKJIeapHbIi
(Sporne, 1954) nu6o uemmonsipHeiii (Swamy, Gana-
pathy, 1957) tunsl. JIuiib B ogHo#i U3 padot (Herr,
1995) renoOuaNbHBIN TUIT paccMaTpUBaeTCsl HE Kak
MPOMEXYTOUYHbBII Tall BOJTIOLUYU OT LETIOJISIPHOTO
SHAOCHEpMa K HyKJIeapHOMY, a KakK Tapajulie/IbHbIi
nyTh pa3putus. Eme P. Maheshwari (1950) otMmeuan,
YTO MEXIY TUIIAMU CYIIECTBYIOT MepexoaHbie (hop-
Mbl. ITo muenuio D.C. Tepexuna (Teryokhin, 1996),
crnoco0 pa3BUTHUS SHIOCTIEpMA TECHO CBsI3aH C anar-
TUBHBIM XapaKTepOM MPOPACTaHUSI CEMSIH.

Bce aT0 3acTaBMIO Hac MepecMOTPEThH TNpeacTaB-
JIeHWsI O MPUHLIMIAX TUMIU3aluu 3HAocnepMa. Ele
paHee (Shamrov, 2008) Hamu ObLIa IIpeacTaBiIcHA
BO3MOXHasl cucTeMa CIIoCOO0B Pa3BUTUSI U CTpOE-
HUS SHAocIiepMa. B nanpHeiiieM B Hee ObLIM BHECE-
Hbl U3MEHEHUSI, YBEJIUUYEHO U YTOUHEHO YMCIIO MO/~
TUIOB U Bapualuii. KoppekTrBbl OblJIM BHECEHBI B
HampaBJIeHUsT SBOJIOIUM DHAOCIIEpMa, OCOOEHHO C
YYETOM COBPEMEHHBIX AaHHBIX. 11 MOHUMaHUs
BO3HMKHOBEHUS Pa3jinyuii B CTPOEHUHN SHIO0CTIEpMa
OBbLIY MIEPECMOTPEHBI CYIIECTBYIOIINE TOUKU 3PEHUS
Ha 3HaYeHUe IHIO0CIIepMa JJisl Pa3BUTUS 3apObIllia,
MPOBEIEH aHAIN3 KPUTEPHEB MPY MOCTPOSHUU KJac-
cu(pUKaALIM U BBISIBJIEHBI HEKOTOPbIE 0COOEHHOCTHU
CTpoeHUs 3HIocTiepMa. Bece 3To 1o3BOINIIO0 UCTIONb-
30BaTh HMEIOIIMECs CBENEeHUsl Uil MPOBEACHUS
CPaBHUTEJILHOTO aHAJIM3a YHIOCIIEPMOreHe3a U M-
OpuoreHes3a y 1IBETKOBBIX paCTeHU.

IlepepaboTaHHast U yToUHeHHas KJlacCU(UKaLs
BKJTIOYAET TPHU CTYIICHU UEPAPXUU: TUITBI, TIOATUIIHI,
Bapuanuu. [IpuHIIUI ee TTOCTPOEHUS B 1IEJIOM CXO-
JIeH C TAaKOBBIM TPU BBIACJIEHUU TUIIOB U BapralMii
aMmbpuoreHesa (Johansen, 1950). B kinaccudukaiu
VUUTBIBAIOTCSI CIIEAYIOIINe KPUTEpUM: MopdoreHe-
TUYECKUE TTIOTeHLIUU TTIePBUYHBIX MUKPOITUJISIPHON 1
XaJla3aJIbHOM KJIETOK, CTeTICHb MX YJ4aCTHUS B TIOCTPO-
€HUM IHIOCIIEpMa CEMEHMU, IMOJIOKEHUE KIETOUHBIX
MEepPeropoaoK WK YUCIO siaep IMocjie BTOPOTO U Mo-
CJIEMYIOIIeTOo MeJieHni, ne()MHUTUBHAS CTPYKTYpHAast
OopraHu3arusl.

Ha ocHoBannm MopdoreHeTUIEeCKNX MOTECHIINH
MEPBUYHBIX MUKPOIIMJIIPHOM U XaJ1a3aJIbHOM KJIETOK
MpemjiaraeM pas3inyaTh JBa OCHOBHBLIX THUIIA Pa3BU-
TSI SHIOCIIEpMA: HEeJUIIOJAPHBIA (B IIEpUOI PAHHETO
SHAOCIEPMOTreHe3a MPOoliecChl KApUOKMHE3a B 00enX
KJIETKaX 3aBEpPIIAIOTCS LIMTOKMHE30M) 1 reJIoOHalIb-
HBII (B 00eMX KJIETKaX, Yallle BCEro B MUKPONUJISIP-
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HOI1, OCYIIIEeCTBIISIETCS TOIbKO KaprnokuHe3). Hykire-
apHBI TUIT paccMaTpUBaeTCsl KaK MOATHUII TeJlo0u-
aJIbHOTO TUIIA.

Tursr noapas3acjIAITCA Ha pAd MOATUIIOB ITO CTC-
IICHU y4acCTusd MHKpOHHJ'[HpHOfI U XaJla3aJbHOM KJie-
TOK B ITIOCTPOCHUU SHOOCIIEpMA.

ITonTurne! B HEJUTIOJIAPHOM THUIIC!

MHKPONMISIPHBIN C XaJ1a32JIbHBIM FayCTOPHEM — SH-
JlocTiepM o0pasyeTcsl 3a cueT MUKPOITWISIPHOM KJIeT-
KM, a Xajlas3alibHasi KjeTKa (YHKIIMOHUPYET KakK
raycropuii (HekoTopsie Icacinaceae, Fouquieriaceae,
Saururaceae, MmHorue Nymphacaceae, Hydatellaceae);

MUKPONMUWISIPHBIN C TEPMUHAJILHBIMA TAyCTOPUSAMHM —
sHAaOoCHEPM (DOPMUPYETCS U3 HUKHUX TTPOU3BOIHBIX
MUKPOITUJISIPHON KJIETKU, a U3 Xalla3aJlbHOM KJIETKHU,
Kak ¥ BEpXHUX IPOU3BOMHBIX MHMKPOMUISIPHOIA

BOTAHUYECKHWH XYPHAJTT  ToMm 107

Ne2 2022

113

-
-
Puc. 3. LenmonsspHbIil TUTI, TIOATUTIBI M BApUAIINH.

A — MUKDOIMWISIDHBI C XaJa3aJIbHbIM IayCTOPUEM IO/ -
tun: Nymphaea-Bapuanusi; B — xaja3aJbHbII ¢ MUKPO-
MWISIPHBIM rayctopuem nonrumn: a — Pedicularis-Bapua-
uusi, b — Pentaphragma-apuauusi; C — MUKPOIUJISIP-
HBIIi C TEPMUHAJIBHBIMU TayCTOPUSAMU TOATUIL. a4 —
Prunella-Bapuamus, b — Callitriche-Bapuanust; D — Muk-
POINUJISIPHO-Xajla3aJIbHbIN 0e3 rayCTopueB MOATHUI: An-
nona-Bapuanusi; £ — MUKPONWISIpHO-Xala3adbHbI C
TepMUHAJIBHBIMU TayCTOPUsSIMM TonTuil: ¢ — Phyteuma-
Bapuauusi, b — Scutellaria-Bapuanusi. ch ¢ — xanazajibHast
KJIeTKa, ch h — Xana3albHbIil rayCTOPUii, m ¢ — MUKPOTIH -
JISIpHast KJIeTKa, m h — MUKPOIWISIPHBIN raycTopuit (I1o:
Shamrov, 2008, ¢ UBMEHEHUSIMU).

Fig. 3. Cellular type with its subtypes and variations.

A — Micropylar with chalazal haustorium subtype: Nym-
phaea-variation; B — Chalazal with micropylar haustori-
um subtype: a — Pedicularis-variation, » — Pentaphragma-
variation; C — Micropylar with terminal haustoria subtype:
a — Prunella-variation, b — Callitriche-variation; D — Mi-
cropylar-chalazal without haustoria subtype: Annona-
variation; £ — Micropylar-chalazal with terminal hausto-
ria subtype: a — Phyteuma-variation, b — Scutellaria-
variation. ch ¢ — chalazal cell, ch h — chalazal haustori-
um, m ¢ — micropylar cell, m h — micropylar haustorium
(after Shamrov, 2008, modified).

kietkn nuddepeHiupyiorcs raycropun (Buddleja-
ceae, Crassulaceae, Gesneriaceae, Orobanchaceae,
Pedaliaceae, Plantaginaceae, Scrophulariaceae, Ver-
benaceae);

MHUKPOMIISIPHO-XA/IA3aJIbHbIIE 0€e3 raycropueB —
00e KJIETKY IPUHUMAIOT [IOYTH paBHOE yJacTHE B 00-
pa3zoBaHMM 3HAOcIepMa (Annonaceae, Aristolochia-
ceae, Ceratophyllaceae, Degeneriaceae, Monimiace-
ae, Nelumbonaceae, Sarraceniaceae, Winteraceae);

MHKPONMISIPHO-XAJMA3AJIBHBI € TepMHHAJbHBIMH
raycTopusiMi — o0¢ KJIeTKM ABYKJIETOYHOTO SHIIO-
cnepMa (GOPMUPYIOT SHIOCIIEPM, a TaKXKe TEPMMU-
HaibHEIe TaycTopuu (Callitrichaceae, Lentibulariace-
ae, Lobeliaceae, Stylidiaceae, HekoTopbsle Campanu-
laceae);

XaJa3ajJbHblii ¢ MHUKDPONMWISIDHBIM TayCTOPDHEM —
MUKPONWISIpHAasE KJIeTKa CTaHOBUTCS rayCTOpPUEM,
a xamazajnpHasg oOpasyer sHmocnepMm (Loasaceae,
HekoTopele Campanulaceae, Lamiaceae, Scrophu-
lariaeae.

Takke MOXHO TMPEmJIOXUTh Xaja3aibHblii 0e3
rayctopueB TMOATUI — 3HAOCIEpM dopMupyercs
MPEeUMYIIECTBEHHO TIPOM3BOIHBIMU Xajla3aJdbHOI
kieTku (Austrobaileyaceae).

B nmonrunax 1eIIospHOrO TUIA MOXHO BBIAE-
JINTb DS, BapuaLUii! 10 MOJOXEHUIO TIEPErOPOIOK
BO BpeMsl BTOPOTO JIeJIEHUS B SHAOCIIEPME.

1 JaHbl IPUOPUTETHBIE HAa3BAaHWSI BapUaLIMii; IIPUMEPHI TAKCO-
HOB — cM. Shamrov, 1997a,b.
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MUKpONWISIPHBIN ¢ Xala3aJbHBIM TaycTOpUeM
TTOITUII:

Nymphaea-Bapuanus’ — B MUKPOITUAJIAPHOM KJIET-
Ke TIPOMCXOAIT ASJICHUS B PAa3IMIHBIX HAIpaBIeH!-
SIX, a XajlazajibHasl KJieTKa (QYHKIMOHHUPYET Kak
rayctopuii (puc. 3, A).

MuxponuiasapHblid ¢ TEPMUHAJIBHBIMY TayCTOPU-
SIMU TIOITUTI:

Prunella-Bapuanuss — BTOpo€e MpoaoibHOE Aejie-
HUE MPOUCXOIUT TOJIBKO B MUKPOMNUIISIPHOI KJTETKE,
obOpasyercsa T-oOpasHast Tpuama KieTokK (Schnarf,
1929); BkmouyeHbl Galeopsis-Bapuauust (Schnarf,
1917), Alectorolophus-, Limosella-, Linaria- m Ve-
ronica-VI-Bapuanuu (Glisié, 1936—1937) (puc. 3,
C, a);

Callitriche-Bapuamusa — Bropoe momnepevyHoe aejie-
HUE MPOUCXOAUT B MUKPOITUJISIPHO KJIeTKe, BO3HU-
KaeT JIMHeliHas Tpuaaa Kietok (Jorgensen, 1923);
BKJItoueHbl Incarvillea-Bapuanus (Mauritzon, 1935)
u Stachys-Bapuauys (Schnarf, 1917) (puc. 3, C, b).

MuKkponuisipHO-Xala3aJdbHbEI 6e3 TaycTopueB
TTOITHII:

Annona-papuanus — BTopoe JcjlcHUe B 06enx
KJIeTKax IorepeyHoe, 00pasyeTcs JMHeHas TeTpana
knetok (Schnarf, 1929); BxitoueHa Ceratophyllum-
Bapuanwms (Schnarf, 1929); kak mpon3BogHBIE Bapra-
LU CIoJa MOTYT OBITh OTHeceHbl Adoxa- 1 Lappula-
BapUallMy, XapaKTEepU3YIOIIUeCsT MPOAOJIbLHBIM WU
BapuabeIbHBIM 3aJI0KeHUEM TIepBOi U psifa mocie-
IYIOIINX TIEPEerOpoJOK Ha pPaHHUX CTagusIX 3HIO-
cnepmoreHesa (Schnarf, 1929) (puc. 3, D).

MuKkponuisipHO-XaJla3aJdbHbIil ¢ TEPMUHAJIBbHBI-
MU TayCTOPUSIMU MOATUIT:

Phyteuma-Bapuanuss — MUKpOMNWISIpHasT KJeTKa
JIeJINTCS MPOAOJILHO, a Xajla3ajdbHasli — IOMepevHo,
YTO NpUBOAUT K (hopMupoBaHuio oOpaTHO T-00pa3-
Hoit TeTpanbl kKieTok (Rosén, 1949); BxinoueHa Iso-
toma-Bapuauus (Rosén, 1949) (puc. 3, E, a);

Scutellaria-Bapuanusi — BTOpoe JiejieHHe B 00enx
KJIeTKaxX MpoJoJbHOe ¢ 00pa3oBaHUEM U300MIaTe-
panmbHO# TeTpanbl kiieTok (Schnarf, 1917, 1929);
BkiItodyeHbl Catalpa-Bapuanus (Govindu, 1950), Co-
donopsis- 1 Sphenoclea-Bapuanuu (Rosén, 1949),
Prolimosella-, Verbascum- m Veronica-1-V-Bapna-
umu (Glisi¢, 1936—1937) (puc. 3, E, b).

Cioma MoxHO Takke oTHectd Ericaceae-
(Schnarf, 1929) u Azorina- (Shamrov, Zhinkina,
1994) BapmaliuM, CaMOCTOSITEIbHOCTh KOTOPBIX SIB-
JisieTcsl ciopHoii. B aTux Bapmalusix nepBble cTaiuu
SHAOCIIEPMOTeHe3a UAYT B COOTBETCTBUU ¢ Annona-
Bapuanmei (TteTpaga KJIETOK JUWHeiHas). OmHako
cynp6a MPOM3BOIHBIX MUKPOITIIISIPDHOM M XaJla3ajib-
HOI KJIeTOK (0Opa3oBaHME TEPMHHAIBHBIX TayCcTO-
pMEB) TIO3BOJISIET pacCMaTPUBATh UX B COCTABE MUK-

2 HasBanue NPpEaJIOKEHO HAMU.
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PONMMIISIPHO-XaTa3IbHBIOTO  C
rayCTOpHUsIMU TTOJATUIIA.

XatazanbHbId ¢ MUKPOIWJISPHBIM TayCTOpUEM
TTOITUII:

Pedicularis-Bapuamma — JOeJIUTCSA IIOIIEPEUHO
TOJIBKO XaJla3ajibHasl KJIeTKa, B pe3yJbTaTe 4ero oo-
pasyercs nuHeiiHas Tpuama KieTtok (Schnarf, 1917,
1929); BxkmoyeHa Lavandula-Bapuanus (Polish-
chyuk, Dzelvatovskii, 1971) (puc. 3, B, a);

Pentaphragma-papuanmusa — B OTJIuMYME OT
Mpeablaylleil Bapuauy 1ejeHue B Xxajda3adibHol
KJIETKE — MPOAOJbHOE, a TpHala KJICTOK SIBJISIECT-
csa obpatHo T-oOpasnoit (Kapil, Vijayaraghavan,
1962, 1965) (puc. 3, B, b).

B xanazanpHOM 0€3 raycTopueB IOATUIIC Bapua-
uu He Boinensitotes (Floyd, Friedman 2000, 2001).

IloaTumne! B re100MaJIbHOM TUIIE:

MHKPOMILISIPHBIIA C XaJIa3aJIbHbIM raycropuem (coo-
CTBEHHO TeJIOOMAIbHBIN TUIT) — 3HAOCTIEpM (hOPMU-
pyeTcs U3 MUKPONWIAPHONM KJIETKHU, a Xajla3ajbHas
KJIETKa TpaHcopMupyeTcs B raycTopuii (Aponoget-
onaceae, Asphodelaceae, Costaceae, Hydrocharitace-
ae, Limnocharitaceae, Phormiaceae, Pontederiaceae,
Potamogetonaceae, Ruppiaceae, Zannicheliaceae,
HekoTopble Cabombaceae, Nymphaeaceae);

MHKPONMISIPDHbIA 0€e3 raycropueB (= HyKJIeapHBIi
TUII) — BO BpeMsl paHHEro pa3sBUTUSL B NEPBUYHOM
KJIETKE SHAOCIEepMa IIPOUCXOMIST TOJIBKO IIPOLIECCHI
kapuokuHe3sa (Brassicaceae, Cactaceae, Cyperaceae,
Eriocaulaceae, Fabaceae, Gentianaceae, Poaceae,
Restionaceae, Rosaceae, Zosteraceae).

B MukponuiasspHOM ¢ Xaja3aJbHBIM TayCTOpUeM
MOATHUIIE TeJIO0MATbHOIO TUIIA BBIIEISIOTCS IBE Ba-
puanuy 10 YMCIIy SAep B Xaja3ajJbHOU KJIETKE ABY-
KJIETOYHOTI'O SHAOCIEpMa:

TCPMUHAJIbHBIMUN

Limnocharis® (A-¢popma — Swamy, Parameswaran,
1963, unu yuuHykieapHast — Shamrov, 1997¢) — on-
HO SIIPO B Xana3aIbHOM KieTKe (puc. 4, A);

Dianella* (B-E-dopMbl — Swamy, Parameswaran,
1963, wnu monuHykiaeapHag — Shamrov, 1997¢) —
MHOTO sifiep B Xajla3ajbHoii KieTKe (puc. 4, B).

B MukpomuisipHOM 6€3 rayCTOp1eB TTONTHIIE BbI-
JieJieHue Bapualiuii 3atpyaHeHo (puc. 4, C), Tak Kak
HET YeTKUX KpUTepueB 1Sl ux pasaeneHus. Hekoro-
pbie aBTOphl (Rocén, 1927) B 3aBUCMMOCTHU OT CIIOCO-
0a TIepexonia CBOOOTHOSIIEPHON CTaINM Pa3BUTUS K
KJIETOYHOI pa3iMyaloT Yy LIEHTPOCIIEPMHBIX He-
CKOJIBKO TUTIOB (Bapuallnii) KJIeTKOOOpa30BaHUS.

Bo3MmoxKHbIe 3BOIONMOHHBIE HANPABJIECHUS PAa3BH-
THA 3HI0cepMa. CTaHOBJIEHUE CYILIECTBYIOLINX TH-
OB Pa3BUTHUSI DHAOCIIEPMA IMPOUCXOIUIIO COMPSI-
KEHHO C OKPYXalOLIMMM TKaHSIMU ceMsi3ayaTka U
cemenn. Hambosblree 3HaueHMEe, BEPOSITHO, UMEITU
B3aMMOCBSI3M SHIOCIIEPMA C 3apOIBIIIEM, C OTHON

3 Hassanue MPEeLIOXEHO HaMU.
4 Haspauue MPEITIOXKEHO HAMU.
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Puc. 4. I'etoOMabHbBII TUTT, TOATUIIEI M BApUALIUN.

A — MUKPONIWISIPHBIN C Xajla3aJIbHBIM FayCTOpUEM NOATHUI: a — Limnocharis-Bapuanus, b — Dianella-Bapuanmusi; B — MUKpPO-
MMUJISIPHBIN 6€3 rayCTOpueB MOATUT (COOCTBEHHO HYKJIEApHBIN TUTT). ¢/ ¢ — Xajla3ajibHasl KJIeTKa, ch h — Xajaa3aJlbHbIN raycTo-
pmii, m ¢ — MUKpoOITWIsipHast Kietka (1mo: Shamrov, 2008, ¢ u3BMEHEHUSIMH).

Fig. 4. Helobial type with its subtypes and variations.

A — Micropylar with chalazal haustorium subtype: a — Limnocharis- variation, » — Dianella-variation; B — Micropylar without
haustoria subtype (Nuclear type proper). ch ¢ — chalazal cell, ch h — chalazal haustorium, m ¢ — micropylar cell (after: Shamrov,

2008, modified).

CTOPOHBI, M aHTHUITOAAMH, a C APYTrOi, 0OYCIOBICH-
HbIEe CHEIMMUKON TpaHCIOpTa ITMTATEIbHBIX Be-
IIIECTB B cemMsi3ayaTKe U CEMEHM Yyepe3 CUCTeMy I10-
cenoBaTeIbHO (HDYHKIIMOHUPYIOIINX CIEIIHATN3-
POBaHHBIX TAYCTOPHATLHBIX CTPYKTYP.

OBoMIOLUSL 9HIOCIIEpMa JBYIOJbHBIX W OJHO-
JIOJIbHBIX pAaCTeHUI MPOUCXOAnIa, BEpOsITHO, He3a-
BUcHUMO. OO 3TOM CBUAETENbCTBYET, MPEXAE BCErO,
pacripenesieHue TUTIOB AHAocnepMa. st omHOI0b-
HBIX XapaKTepHbI rejaoouanbHbiil (34 cemeiicTBa) U
HykiaeapHbiid (30 cemeiicTB), a IISI OBYOOJbHBIX —
HyKJIeapHbIii (156 ceMeiicTB) M  LE/UTIOJNSIPHBINA
(135 cemeiicTB) TUTIBI pa3BuTHUs sHAOCTIepMa (Kame-
lina, 1991). Ilpu 3TOM y OPUMUTUBHBIX OJHOMIOJb-
HBIX 9HAOCTIEPM MPEUMYIIIECTBEHHO T'eJIOOUaIbHBIM,
pexe HyKJIeapHbIii, a Y IPOABUHYTHIX — TOJIBKO HYK-
JieapHbIli TUIT BHAOCMEPMA; Yy NMPUMUTUBHBIX JBY-
NOJIbHBIX Hapsiy € LEUIIOJSPHBIM 3HIO0CTIEPMOM

BOTAHUYECKHWH XYPHAJTT  ToMm 107

Ne2 2022

IIMPOKO pacIpoCTpaHEeH HYKJIEapHbIA 3HIOCHEPM,
TOTHA KaK Y IPOJBUHYTHIX TAKCOHOB — JIM0O HYKJIE-
apHbIi, JTMOO LEJTIOSIPHBIN C TayCTOPUSIMU.

Borpochl 3BOJIIOIIMOHHOIO CTAaHOBJIEHUSI TUIIOB
pa3BUTUS SHIOCIIEpMAa IIBETKOBBIX PACTEHUN OO CUX
nop auckyrtupyotrcsas (Maheshwari, 1950; Wunder-
lich, 1959; Dahlgren, 1991; Teryokhin, 1996; Zhuko-
va, 1997; Baroux et al., 2002). B kauecTBe UCXOOTHOTO
tuna ogHu aBTophl (Schnarf, 1929; Sporne, 1954;
Khudyak, 1963;  Poddubnaja-Arnoldi, 1976;
Battaglia, 1980; Vijayaraghavan, Prabhakar, 1984; Ka-
melina, 1991) paccmaTpuBarOT HyKJIeapHbIiA, a Ipyrue
(Coulter, Chamberlain, 1903; Swamy, Ganapathy, 1957
Bhatnagar, Sawhney, 1981; Friedman, 1994, 1995) —
nemoaapHbiii. CylecTByeT ToYKa 3peHMs, YTO 00a
TUIMA BO3HUKIM ogHoBpeMeHHO (Palm, 1915;
Kordyum, 1978). Takxxe obcyxaaeTcsi BOIPOC O TOM,
KaKoil M3 BapMaHTOB BJHOOCIIEpMa (TPUILIOMIHBIN
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Puc. 5. Cxema BO3MOXHBIX HaIlpaBJeHU 3BOJTIOLIMY SHIOCTIEPMA Y LIBETKOBBIX PACTEHUM (OOBSICHEHUE B TEKCTE).
a — aHTUIOMBI, ch ¢ — XaJlazajJbHasl KJIeTKa, ch h — Xajla3aJlbHbIi TayCTOPUii, em — 3apObIl, en — SHIOCIIEPM, M ¢ — MUKPO-

MUJIsIpHast KJeTKa, m h — MUKPOTIWJISIPHBIN rayCTOPUiA.

Fig. 5. Scheme of possible evolutionary trends of endosperm in flowering plants (see the text for explanation).
a — antipodals, ¢k ¢ — chalazal cell, ch h — chalazal haustorium, em — embryo, en — endosperm, m ¢ — micropylar cell, m h —

micropylar haustorium.

WINA OIUTIJIOUIHBIN) sSIBAsSIeTCsl aHUecTpadibHbIM (Ba-
roux et al., 2002).

ITo HaleMy MHEHUIO, MICXOIHBIM SIBJISIETCS 9HIO-
cIiepM, pa3BUTHE KOTOPOIO XapaKTEpHU3YeTCsl IIpHU-
3HaKaMu LEJUTIOJISIPHOTO U TeJIOOMAaJIbHOTO TUIIOB
(HecbalaHCUPOBAHHOCTh KapMoO- U IIMTOKWHE3a B
MUKPOIIWISIPHON KJIETKE IBYKJIETOYHOTO SHIOCIIEP-
ma) (puc. 5, I). Takoe cBoeoOpa3HOe pa3BUTUE IHIO-
criepMa OTMEUEHO y IpeACcTaBUTENEM psiia CEMEICTB,
¥ 3TU IIpUMePHI OBIIIN 00CY:XIeHBI paHee. PaszH000-
pa3ue TUIoB GopMUPOBaHUS (TPU TUIA PAa3BUTUS)
onucaHo B ceM. Nymphaeaceae (Batygina, Shamrov,
1985). ¥V OGonblIMHCTBA BUIAOB BBISIBICH LIEJLTIONSP-

HbIll, onHaKo Yy Nymphaea stellata Willd. (Khanna,
1967) — renobmanbHbIi, a y Euryale ferox Salisb. —
aykieapHbiii (Khanna, 1964) tumsl. [eobuanbHBII
TUI OOHapyXXeH TakxKe Yy TIpeicTaBUTENeil ceM.
Cabombaceae (Batygina, Shamrov, 1985), Bxonsiie-
ro, kak u ceM. Nymphaeaceae, B nopsaok Nym-
phaeales (APG III, 2009).

CrienyeT OTMETUTD, 4TO IIpPEACTaBUTENIC cemeii-
ctBa Hydatellaceae Ha o0CHOBaHUU COBPEMEHHBIX MO-
JIEKYJISIPHO-T€HeTUYECKMX JaHHBIX TAKKe BKIIIOYAIOT
B mop. Nymphaeales (Stevens, 2007; APG 1V, 2016).
VY Hux OblT 0OHApPY>XEH MOHOCHOPUYECKUI YHU-
TOJISIPHBII  4-KJIETOYHBII 3apOJBIIIIEBEIN  MEIIOK
BOTAHUYECKUN XYPHAJ 2022
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(Rudall et al., 2008), kak 1 y paHee UCCIeTOBAHHBIX
BUIOB IT0p. Austrobaileyales (Friedman et al., 2003;
Tobe et al., 2007). OGBIYHO €ro ONMUCHIBAIOT B paMKax
Oenothera-tnita M3 MHUKPOIMISIPHON MeETacIIophl
TpUaabl WK TeTpadbl Meracrop. ¥ BUIOB CEMENCTB
Cabombaceae, Nymphaeaceae u Hydatellaceae 3apo-
IBIIIEeBBIII MEIIOK BO3HMKAET M3 Xala3aJIbHOM Mera-
CIIOpHI, TTOmo0OHO Polygonum-tumy pa3sutus. Beisgs-
JIEHBI KOPPEJISILIMY B CITOco0e (DOpMUPOBAHMS 3apO-
IBIIIEBOTO MEIKAa M COCTOsSHMEM Hynesnyca. Ilpu
Oenothera-Tune B MaCCUBHOM MUKPONUJISIPHOM 30-
He HylleJUIyca, BKJIIoYasl ITapueTaibHYI0 TKaHb, Ha-
KaIIMBaloTCa muraTenbHble BemectBa (Chudzik,
Sniezko, 1999). PanHss nurHudukaiys KieTokK Tv-
IOCTa3hbl U OTJIOXEHNE B HUX TAHUHOB OJIOKMPYIOT
MMOCTYIUICHUE METa0O0JIMTOB M3 IIPOBOISIIETO ITyJYKa,
YTO MPUBOAUT K CMEHE 0a3ajbHOTO TpaHCIIOpTa Ha
anMKaJIbHBIM ~ TPaHCIIOPT Yepe3 IapUeTalIbHYIO
TKaHb. Y OOJIBIIMHCTBA N3YYEHHBIX IIPEACTaBUTEICH
ceM. Nymphaeaceae (croma BKIIIOYEHO MOHOTUITHOE
ceMm. Barclayaceae ¢ pomom Hydrostemma) mnapue-
TaJbHas TKaHb AeTeHEPUPYET BO BpeMsI pa3BUTHS 3a-
POIBIIIEBOIO MeEIIIKa, 4YTO JeJlaeT HEeBO3MOXHBIM
OCYILECTBJICHHE alIMKAJILHOTO TPAHCIIOPTa. DTO KOP-
peaupyer ¢ (OpPMHUPOBAHMEM MOHOCIIOPUYECKOTO
3apobllieBoro Memka Schizandra-, a He Oenothera-
TUIA, MOCKOJLKY (PYHKIIMOHAJIBHOI B TeTpaae WU
Tpuaje SIBJISIETCS He MUKPOITMJISIpHAS, a Xajla3ajbHas
meracriopa (Winter, Shamrov, 1991a, b; Shamrov,
Winter, 1991; Winter, 1993). Ha npumepe Nuphar lu-
tea (L.) Sm. OBLIO ITOKa3aHO, YTO B XOOE€ Pa3BUTUSI
MIPOMCXOAUT YCWJICHHBIM POCT (hOPMUPYIOIIETOCS
3apOoABIIIEBOIO MeIIKa (ero Xajaa3albHBI I10II0C
CTAaHOBUTCS 3a0CTPEHHBIM) CHayaJia B HaIlpaBJICHUN
MUKponuie, a 3aTeM xajiasbl. [Ipoliecc conpoBoxkaa-
eTcsl JeCTpyKLUuel KJeToK moctameHTa (Shamrov,
1998b), uTO MO3BOJISIET paccMaTpUBATh Xaja3abHbIi
MOJIIOC 3apOAbIIIEBOro MelllKa Kak raycropuit. Ta-
KM 00pa3oM, TPYIHO COINIACUTHCSI C CYIIECTBYIO-
IIE€H TOYKOM 3pEHUS O TOM, YTO OUILJIOUOHBIA SHIO-
CIIepM, BO3HMKAIOLINI HAa 0a3e YHUTIOJISIPHOTO 4-KJIe-
TOYHOTO  3apOIBIIIEBOTO  MeEIIKa,  SIBIISICTCS
aHnectpaibHbIM (Baroux et al., 2002). Takoit sHDO-
crepM (obpasyeTcss TIpu CIAUSIHUM 1LI€HTpaJbHOM
KJIETKU, COJepXKalleil OOHO IIOJSIPHOE SIOpPO, CO
cIiepMKreM) BO3HUK B DBOJIIOLMH IIPU IMOCTEIIEHHOM
JIeTeHepalluy Xajla3aIbHOTO MOJioca 3apOAbIIIIEBOrO
MeEIIKa M 3aMeHe (PYHKIIUM aHTUIION JIMOO B XOme
paHHEeN crnenuain3anuy (QyHKIMOHAJIBHOM Mera-
CIIOPBI Y Pa3BUBAIOIIETO 3aPOBIIIIEBOrO MeIIKa Kak
xajlazajibHoro rayctopust (Nymphaeaceae), 1160
CMEHBI ITyTeii TPaHCIIOPTa META00IUTOB B (hopMUpPY-
IOLLIMICS 3apOBIIIEBbII MEIIOK C 0a3ajbHOTO (Yepe3
aHTUITIOABI) Ha aNMUKaJbHBINA (U4epe3 mapueTaJbHYIO
TKaHb) (Onagraceae).

B manpHelimeM ObIIO BBISIBJIEHO, YTO (DOPMUPO-
BaHUE LICJUTIOJISIPHOTO 3HIOCIIepMa C Xajla3albHbIM
rayCTopyeM U HaJludKe neprucrepMa U orepKyayma B
CeMeHU XapaKTepHO HE TOJbKO IIsT ceM. Nym-
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phaeaceae, Ho u cem. Hydatellaceae (Rudall et al.,
2009). ITo MHEeHUIO 3TUX aBTOPOB, PAHHEE COCTOSI-
Hue sHnocrniepma y Trithuria (Hydatellaceae) 1 KyB-
IIVHKOBBIX, a WMEHHO HaJM4YMe XaJla3aJIbHOTO
raycTopusi, HallOMUHAaeT TeJIOOMAJIbHbBII 3HIOCIIEPM
MHOTI'MX OOTHOOOJBHBIX. 10 cpaBHEHMIO C HUMU TIpU
CXOOHOM Pa3BUTUM 3apOABIIIEBOrO0 MeIIKa y IIpel-
cTaBUTeNeH TTop. Austrobaileyales sHIOCIIEpM ceMe-
HU o0pas3yeTcs He 3a CYET IMPOU3BOMHBIX MUKPOIIH-
JIIPHOM KJIETKH, a TOJIBKO Xala3aabHOM KJIETKU, IPU
atoM rayctopuii otcyrcTByeT (Floyd, Friedman,
2000, 2001).

YV nBynoabHBIX HauboJee OJIM30K K aHIEeCTpallb-
HOMY LIE/UTIOJISIPHBINA 3HAocriepM Fougieriaceae u
Saururaceae, KOTOpBINi 00Opa3yeTcs 3a CUeT JeJIeHUIH
MUKPONWJISIDHONM KJIETKM, a Xajla3ajJbHas KJIeTKa
TpaHC(POPMUPYETCSI B TAYCTOPUil (MUKPOIMISIPHBIA
C XajlazaJbHBIM TaycTopueM mnoartuil) (puc. 5, 2).
3Ha4YUTEIbHO 0OJIbllIee 3HAYEHUE B IBOJIIOLIMU NUMEJT
SHIOCIIEPM, (QOPMUPYIOLIUICSI 3a CYeT JIeJICHUM
00enX KJIeTOK (IepBUYHBIX MUKPONWISIPHON 1 Xa-
Jna3anbHoIf). OH XapaKTepru30BaJcsl MEHbIIICH cTe-
MeHbIO TKaHeBOM auddepeHInam, Ipyu 3TOM OT-
CYTCTBOBAJIM TaKHe CIeUMaIn3UPOBAaHHBIE CTPYK-
TYPHI, Kak rayCTOpuu (MUKpPOIIMJISIPHO-
xajlla3ajbHbIli 0e3 rayctopueB montuir) (Cerato-
phyllaceae, Monimiaceae, Nelumbonaceae, Win-
teraceae). OTCyTCTBUE rayCTOpueB B 3TOM cliydyae
KOMIICHCHUpPYETCSI  (POPMUPOBAHUEM  KPYITHBIX,
JIOJITO COXPaHSIOIIMXCS aHTUIIO (MHOTIa OHU YBE-
JIMUMBAIOTCS B UMCJIE), KOTOPbIE YUaCTBYIOT B 00ec-
MeYCHUM IMUTATeIbHBIMU BellleCTBAMMU PaCTYIIETo
SHAOCHEepPMa Ha IIEPBBIX CTAAUIX pa3BUTHUI (pUC. 5,
3). Ha ocHOBe 3TOTO B HajibHEIIIeM MOT C(OOPMUPO-
BaThCs 9HAOCIIEPM C TEPMUHAIBLHBIMU FayCTOPUSIMMU.
B raycropmn TtpaHchopMUpPYIOTCSI MO0 BepxXHHUE
MIPOM3BOIHBIC 00EUX KJIETOK (MUKPOIIMJISIPHO-XaJjla-
3aIbHBIII C MUKPOIIWISIPHBIM U  Xala3aJlbHbIM
rayctopussMu noatun — Campanulaceae, Lentibular-
iaceae, Lobeliaceae), 1mb60 oguH U3 HUX, Xajla3allb-
HEBI1 TayCTOPUIA, SIBIASETCS MPSIMBIM MPOIOJLKEHUEM
OOHOMMEHHOM KJIIeTKU (MUKPOITMISIPHBIIA ¢ MUKPO-
MMWJISIPHBIM 1 Xaja3aJIbHBIM TayCTOPUSIMU MOATUIT —
Gesneriaceae, Plantaginaceae) (puc. 5, 4). Ha 0aze
9DHIIOCIIEPMa, OTHOCSIIErocsI K MUKPOMNISIPHO-Xa-
Jla3aJibHOMY 0€3 rayCTopueB MOATUITY, MOT BO3HUK-
HYTb TaK:X€ DHIOCIIEPM psia TAKCOHOB, XapaKTepy-
3YIOLINICS MPOIOJBHBIM WM BapraOeIbHBIM 3aJ10-
>KEHUEM MEePBOI U MOCASAYIOIUX MEPEropoaoK — OT
IIOIIEPEYHOTO Yepe3 HAKJIOHHOE OO IHPOI0JbHOIO
(rexotoprie Adoxaceae, Asteraceae Boraginaceae,
Chloranthaceae, Circaeasteraceae, Diapensiaceae,
Dipsacaceae, Piperaceae, Valerianaceae).

HyxneapHblii sHIOCTIEpM y ABYIOJBHBIX pacTe-
HUI, IPEINoI0KUTEIFHO, BOSHUK B pe3ylIbTaTe I10-
CTENIEHHOM PEOyKINU XaJla3adbHOM KJIETKU, (PyHK-
LIMIO KOTOPO# CTaJI BBIMTOJHSITH APYTUE CTPYKTYPHI,
HanpuMep, aHntunonbsl (Casuarinaceae, Myricaceae,
Myristicaceae, Ranunculaceae, Hekotoprie Hama-
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melidaceae, Papaveraceae u np.). JanbHeiimas 3Bo-
JIIoMs ObLIa CBSI3aHa C TeTepoOMOpPGHOCTHIO U TeTe-
POIIOJISIPHOCTBIO 3HAOCIIepMa U (PYHKIIMOHHMPOBA-
HUEM €r0 MUKPONWIIPHOIO M Xalla3ajJbHOIO
paitoHOB Kak rayctopues (puc. 5, 7). bojee minorHas
LUTOILIa3Ma U CKOIUICHUS SIIep, YaCTO TUIIePTPOPU-
POBaHHBIX Y NOJUILUIOUIHBIX, OOHAPYXKUBAIOTCS JIH-
00 TONBKO Ha XamasaJbHOM momioce (Aizoaceae,
Gentianaceae, Polygonaceae, Rosaceae, Sapindaceae
U 1Ip.), 6o Ha obomx momtocax (Brassicaceae, Cari-
caceae, Sterculiaceae u np.), IIpy 3TOM Ha Xxaja3allb-
HOM IIOJIIOCE KJIETKOOOpa30BaHUE MOXET HE IIPOMC-
XOIUTh, YTO IIPUBOIMUT 3aTeM K (hOPMHUPOBAHUIO
MHOTOSIIEpPHOTro Xajla3aJibHOTO raycropust (Amaran-
thaceae, Elacagnaceae, Fabaceae, Nyctaginaceae,
Rhamnaceae). [1pociexuBaeTcst KOppeIsus MEXIy
HaJIMYKMEM TayCTOPHEB B HYKJIEAPHOM BHIOCIIEpME U
BpeMEHEeM CYIIECTBOBAHUS aHTUNON. Y PACTeHUIA C
JIOJITO COXPAaHSIIOIIMMUCS aHTUIIOMAMHU SHIOCIIEPM
He oOpa3syeT raycTopueB (puc. 5, 6), Torga Kak B CIy-
yae 3(peMepHBIX aHTUIION TaAyCTOPUH U, TIPEKIE BCE-
ro Xaja3ajbHbIi (puc. 5, 5), bopMupyrorcs.

IIpu obcyXmeHun HaTpaBIIEHUA 3BOJIOLUU DH-
JOoCIiepMa y OTHOIOJBHBIX paCTeHUIA OTMETHUM ITIOP.
Alismatales, y BUIOB KOTOPOTro oOHapy>KeHbI BCE TH-
bl SHIO0CIIEPMA. DTOT MOPSAAOK OYeHb OOIIUPHBIN 1
BkimouaeT 14 cemeiicts (APG, 2016). CunTatoT, 4To
ero NpeacTaBUTEeNN, IJTaBHBIM 00pa3oM ceM. Araceae,
Jayi Havayio nopsakaM Acorales (ogHO ceM. Acora-
ceae) u Petrosaviales (omHO ceM. Petrosaviaceae). Y
Lysichiton, Orontium, and Symplocarpus mnoacem.
Orontioideae (0a3zanpHOII rpynmbl ceM. Araceae), B
OTJIMYME OT paHee CyIIeCTBOBABIINX JAHHBIX O HYK-
JiIeapHOM 3HJIIOCIIepMe, ObLIO BBISIBJIEHO, UTO 3HJIO-
cuepMm sBisgercsa ueunoisspHbIM (Tobe, Kadokawa,
2010). ¥V Acorus (ceCTpHMHCKOI TPYMIILI A1 OCTalb-
HBIX OJIHOMOJIbHBIX) BO3HUKHOBEHUE LEISIPHOTO
SHAOCHEpPMa KOppEIUpyeT ¢ HAIMYMEeM KPYITHBIX aH-
tunof (Rudall, Furness, 1997) u orcyrcrBUeM xaa-
3ajibHOTO 3HAocrepManbHoro raycropus (Floyd,
Friedman, 2000). CpaBHUTEIbHBII aHAIU3 C IPYTIU-
MU POJICTBEHHBIMU OIHOMOJBLHLIMM IIOKA3all, YTO
MPU3HAK HaJUYMs LEJUTIOJSIPHOTO SHIOCIIepMa SIB-
JISIETCs TUIE3MOMOP(HBIM UISI NOpsAKOB Alismatales,
Acorales 1 Petrosaviales. DBOMIOIIMOHHBIE TpaHC-
dopmalu sHAOCHIEpMa MPOUCXOAUIN B HUX JBa-
Kbl OT LEJUTIOJSIPHOTO CHocoba K HyKJIeapHOMY:
OIMH pa3 OHM KOCHYINCH ITop. Alismatales, a BO BTO-
PO pa3 HyKJICapHBIA SHIOCIEPM B KAUECTBE CUHAa-
nmoMop@dHOro mMpr3HakKa MOSIBUICS Y 8 OCTaBIIMXCS
MOPSITKOB OMHOOOJNBHBIX, BKodasd Dioscoreales,
Liliales, Asparagales u Poales. I'enobuanbHbIif 3HA0-
crepM 3aTPOHYJ BCeX OMHOAOJbHBIX 1 BO3HUK He3a-
BucuMmo (Tobe, Kadokawa, 2010).

Y omHOOOIBHBIX paCTEHUI HAa 6a3e UCXOIHOTO Ba-
praHTa B MUKPONUWJISIPHOI, a MHOIIA 1 XaJa3aJbHOM,
KJIETKE CTaJIu IMIPOUCXOIUTH IPEUMYILIIECTBEHHO MPO-
Lecchl KapuokuHesa. M, TakuM oOpa3om, IepBOHA-
YaJIbHO MPEeUMYIIeCTBEHHOE Pa3BUTHUE IIOJIYYUI Te-
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JIOOMaNbHBIN TUII dHOOocHepMa (puc. 5, &, 9). danb-
Helilllasg BBOJIOLMS TIPOMCXOAUJa, BEPOSTHO, B
HampaBJIECHUU MOCTEIIEHHOM pPeayKLMU ero Xaja-
3aJIbHOM KJIETKU M CTAHOBJICHMSI HYKJI€apHOTO SHIO0-
cnepMma (puc. 5, 10). O6 3TOM CBUIETEILCTBYET, Ha-
IIpUMep Hajinurue o0OUX TUIIOB Pa3BUTUSI IHAOCIIEP-
Ma B psine ceMeiicTB (Alismataceae, Amaryllidaceae,
Asparagaceae, Liliaceae, Melanthiaceae u 1p.).
DOyHKIUIO Xalda3aJbHOM KJISTKM, BBIIOJHSIONICH
pOJIb TayCTOPHUSI, CTaJl OCYIIECTBIISITh BECh Xala3alib-
HBIH MMOII0C HYKJIeapHOTo 3HAocnepMa. B xanazanb-
HOM 4YacTu 3HpocnepMma psiga takcoHoB (Iridaceae,
Juncaginaceae, Najadaceae, Zosteraceae u 1p.) oT™Me-
yeHbl OoJiee IUIOTHasl LUTOIUIa3Ma M CKOIUICHUS
SIIep, 4acTO HENPaBWILHOM (DOPMEI, MHOTAA (pOpMU-
pyercs raycropuii (Arecaceae, Commelinaceae u
Ip.). Bo3dHuKHOBEeHME HYKJICApHOro 3HAOCIIepMa Y
OTHOIOJILHBIX KOPPEJIUPYET C O0IIECH peayKiueii ce-
MsI3ayaTKa, CTAHOBJICHMEM TEHYWHYLEIUISITHOCTH U
¢opMUpOBAaHUEM  NBYCIOMHBIX  MHTETYMEHTOB
(Shamrov, 1997¢, 1998a, 2000, 2008).

CpaBHUTENbHBIA aHAIM3 KiacCupUKAIMIA TUIIOB
pa3BUTHA 3apoJpiia U dHgocnepma. Kak MBI yxe oT-
Mevasiv, NpUHIMIbI KiaccubuKaliii TUNoOB pa3Bu-
TUS 3apOJbILiIa U SHAOCIIEpMa CXOOHbI. OJHAKO MEX-
Iy 3TAMU CUCTEMaMU CYIIECTBYIOT 3HAYUTEIbHBIE
pasjinyus, OCOOEHHO B IUIaHE OLEHKU YPOBHS
repapxuu (TUIIOB, TIOATUIIOB Y Bapyallvii) 11 Lieaei
CUCTeMaTUKU U (PUJIOTEHUH.

HMcnoab3yemasi BCOBpeMEHHOM JIMTepaType Kiaac-
cuduKaluus TUNOB pa3BUTHUs 3aponsbiiia (Jonansen,
1950), mpencrapiisieT co00i TpaHC(HOPMUPOBAHHBIN
BapUaHT CYIIECTBOBABIINX paHee KJIacCU(UKALIUIA.
E. Carano (1915) BnepBble MpemIoXuia pa3iuyarb
nBa tuma: Cruciferae-tumn (am0puorene3 Capsella
bursa-pastoris) un Asteraceae-Tun (3MOpUOTeHE3
MpeacTaBUTeNell ceM. Asteraceae). DTU TUIILI BBIIE-
JIEHBI, UCXOJISI U3 OCOOEHHOCTE! CTPOESHMS YeThIpEX-
KJIETOYHOTO 3apojblllla U MOCAeI0BaTeIbHOCTU Je-
JICHUI ero KJIETOK B XOJe JaJIbHeHIlero pa3BUTHSI.
ITozxe A. Chiarugi (1925) Ha ocHOBaHUM crieuur-
KM CTPOEHUSI TeTpaibl KJIETOK 3apojblilia, a TakKxkKe
CTEIEeHHU YYacTUsl allUKaIbLHOI U 6a3aJIbHO KJIETOK B
MOCTPOCHMHU 3apOoabila 000CHOBAJI HEOOXOIMMOCTh
BhIAceHMs ele Solanaceae- 1 Chenopodiaceae-Tu-
noB. B nmocnemnuii oH BKIIOUMI SMOPUOTeHe3 TIpe/-
craBureneii cem. Caryophyllaceae. K. Schnarf (1929)
JlaJl ’HOE TOJIKOBaHME KPUTEPHsI, Kacarollerocs yJa-
cTUs 6a3alIbHOM KIIETKU B ITOCTPOSHUM 3apobiiia. B
tunax, npemioxeHHbix Chiarugi (1925), 6azanbpHas
KJIeTKa MPUHUMAET yyacTrie B 00pa30BaHUU OPTraHOB
3aponbiiia. I1OCKONBKY y TIpeIcTaBUTENIC CeM.
Caryophyllaceae 6a3anpHas KJIETKa HE YJaCTBYET B
aToM TIpouecce, Schnarf (1929) npenyioxXuil BbIIE-
JINTh €ro pa3BUTHE B opurnHanbHEI Caryophyllace-
ae-tumn. Bcero B kimaccudumkanmm IIpeacTaBIeHO
5 TUIIOB Pa3BUTUSI 3apOJbIIiia, TPU 3TOM AcIeHUE 3U-
rOTbl MPOWCXOOUT B ITONEPEYHOM HAaMpaBICHUM.
D. Jonansen (1950) usMeHun Ha3BaHWUSI TUIIOB M-
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OpuoreHe3a M IOMOJIHWI Kilaccnpukannio Piperad-
TUIOM (3TOT THUIN IO CUX IIOp IJIOXO M3YyYeH U €ro
CpaBHUTENBHBIN aHAJIM3 ¢ APYTMMU TUIIaMU BeChbMa
3aTpydHEH) — 3UT0Ta ACIUTCS MIPOAOJIHHO.

ber BeimeneHn Takxke Paeoniad-tum (Yakovlev,
1958), xapakTepu3yOLIUACSI LEHOLUTHBIM COCTOSI-
HUEM 3apoblllia Ha paHHUX CTaausIX, 00Opa3oBaHUEM
LICHOIIUTHO-KJIETOYHOM CTPYKTYyphl, Ha KOTOPOM
GOpMUPYIOTCSI  HECKOJBbKO  3apOIbILIeTTOT00HbIX
cTpykTyp. OIHAa U3 HUX Pa3BUBAETCSI B XOPOIIO -
¢depeHIMpPOBAHHBII 3apoabiil. Bo3aMOXHO, 9TO mo-
JI0OHOE pa3BUTHE 3apOAbIlla MPOUCXOAUT MapPTEHO-
TeHEeTUYECKU, MOCKOJIbKY Y Paeonia lactiflora Pall.
IIpU Pa3BUTUM MHOXECTBEHHOIO apXeCIIOPUS MeTa-
CHOPOLIMTHI B XaJla3aIbHOI YacTH HyLIEJUTyca IMPOXO-
JISIT HOpMaJIbHBIIA METracIioporeHe3, a Ipyrue Mera-
CIIOPOLIMTHI B MUKPOIWISIPHOM YaCTH BCTYNAIOT HA
ITyTh altoMeiio3a U CTAaHOBSITCSI MHULIMAJISIMU TUTIII0-
CITOPUYECKMX 3apOIbIIIIEeBEIX MEIIKOB. B xone pa3Bu-
TUsI OOJIBIIMHCTBO 3apPOABIIIEBBIX MEIIKOB JIeTeHE-
pupyeT. OcTaeTcs OOUH 3apOAbIIIEBLI MEILIOK HEU3-
BECTHOM IIpuponbl (C y4acTUeM MM 0e3 y4acTus
Mei03a), B KOTOpOM SIHAIIEK/IeTKa 0e3 OILIOHOTBOpe-
HYSI, BO3MOXHO, pa3BMBAETC IO IyTH ITapTEHOTeHe -
3a (Shamrov, 1997d). I1buiblieBbIe TPYOKM OTMeEUa-
JINCh B MUKPOITIJIE M BEPXHEN YaCTU 3apOABIIIIEBOTO
MeIIIKa, YTO MO3BOJISICT MPEANoN0XUTh y Paeonia Ha-
muaue niceBgoramMun. Eme omuH Graminad-, wim
Poad-tun BeImeIeH HA OCHOBAaHMM HAKJIOHHOTO IO-
JIOXXEHUS TIepPEeropoioK B paHHEM Iiepuoae ¢GopMu-
poBaHUS 3apoAbliiia 1 crieinduKe ero opraHoreHe3a
Ha ITocjeayIomux aranax pa3sutus (Batygina, 1974).

Ha coBpeMeHHOM 3Tamne pa3BUTHASI SMOPUOJIOTH
OOBIYHO MCIIOJIB3YIOT TONbKO cucteMy D. Johansen
(1950), koTopas BKitouaeT 5 TUnoB: Asterad-, Caryo-
phyllad-, Chenopodiad-, Onagrad- u Solanad. B
KaXX10M THUII€C Ha OCHOBaAHUMMU XapaKTepa II€PBbIX JC-
JIEHUIA B IpO3MOPHO, YKCTIa 3TAXKEH B HEM, CTPOCHUS
opraHoB (OPMUPYIOIIETOCS 3apoabliiia (3TU IIPU3HA-
KN HE ABJIAI0OTCA YHUBEPCAJIbHBIMU U B Ka>XKA0M CJIy-
yae yKas3bIBalOT JIMIIL HA HEKOTOPbIE OCOOEHHOCTU
aMOpHroreHes3a) pa3andaloT pa3HOe YHUCJIO Baprallvid.
NmeHHO ITO3TOMY OHHM HE€ MOTYT MCIIOJb30BaTbCA
I8 1eJieit cucteMatuku U prioreHnu. CyliecTByeT
ellle CUCTeMa TUIIOB AMOPUOTEHUU, MPEIIOXEeHHAS
R. Soueges (1939), oqHaKo oHa CJIOXKHA IS BOCIIPY-
SITUSI U TIOYTU HE UCITONB3YETCSI B HACTOSIIIEE BPEMSI.

IMpu anaIM3e cUCTEM pa3BUTHS SHIOCIIEpMa U 3a-
POIBIIIA PACCMOTPUM TPEMTOKEHHYIO HAMU KJIaCCH-
¢dUKalMIO TUIIOB pa3BUTHS 3HAOCIIEpMAa U KjIacCu-
dukanmo THIIOB 3MOpuoreHe3a Johansen (1950). B
0obenx cucTeMax nejieH!s TIEpBUYHOM KJIETKU SHIIO-
crepMa M 3UTOThl TIPOUCXOST, KaK MpaBujio, More-
pedHo. B nmuTeparype ecTh TaHHBIC, CBUIETEIBLCTBY-
IOIIMe O TOM, UTO IIePBOE IeJICHNE MOXKET OBITH ITPO-
JOJbHBIM WU  HAKJIOHHBIM, WJIM Jaxe He
COIIPOBOXIATBCI ~ 00pa3soBaHWEM  IIEPETOPOIKM.
IIpuMmepsl MTOgOOHOTO pa3sBUTHUS IHAOCIICpMA OBUINA

BOTAHUYECKHWH XYPHAJTT  ToMm 107

Ne2 2022

119

paccMoTpeHHBI Beilie. OO0 OCOOBIX THUITAX dMOpHore-
He3a MBI Takxke yxe yrnomuHanu (Paeoniad-, Pip-
erad-, Poad-tunbl). Takum obpa3om, B pesyJibTaTe
IIEPBOTO OEJICHUSI Y MHOTUX OKPBHITOCEMEHHBIX pac-
TEHU BO3HUKAIOT 2 KJISTKU (MUKPONUJISIpHAS U Xa-
Jla3ajibHasl IPUMEHUTEILHO K DHIOCIIEPMY M allu-
KaylbHas 1 0a3ajibHast IIPUMEHUTEIbHO K 3aPOABIIILY)
(puc. 6, 1—3). UMeHHO MOCiie 3TOr0 HAaYMHAETCS
MpoLecC TUBEPCUPUKALIIN.

JeneHust OCYIIECTBISIIOTCSI B 00€MX KJIeTKax
(LEeUTIONSIPHBIN ) MO0 B HUX WJIM XOTS ObI B MUKPO-
MISIPHON KJIETKE MNPOUCXOAAT SIICPHBIC OEJICHUS
(reoOuanpHBIil) TUNBI 3HAOCIepMa. PopManbHO
IoCjIe CTaguy 2-KJIETOYHOro IpoaMOpuo Asterad-,
Caryophyllad-, Chenopodiad-, Onagrad- n Solanad-
TUIIbBI HE UACHTUULIUPYIOTCS. CyIIecTBYIONINE CIIO-
CcOOBI pa3BUTHUS 3apOIbIIIAa 00Pa3yIOT KJIaCTephl, KO-
TOpBIE Pa3JIMYAIOTCI KOMILJIEKCOM IIpU3HAKoB. B
Onagrad- u Asterad-Tumax B pe3yjabTaTe NeJICHUS
anuKaJIbHON (IIPOAOJBbHO) M 0a3ajbHOM (IToIleped-
HO) KJIETOK opmupyetcss T-oOpa3Has TeTpama Kie-
ToK. B Solanad-, Chenopodiad- u Caryophyllad-Tu-
nax 4 KJI€TK, BO3HUKAIOIIME B XOAe BTOPOi1 reHepa-
1K, pacnojaraiorcs muHeliHo. [1pu ananu3se BKiaga
MIPOM3BOAHBIX alIUKAJIbHON M 0a3ajbHOM KJIETOK B
IIOCTPOEHHWE OPraHOB 3pPEJIOr0 3apoiblllla COCTaB
kiactepoB MeHsteTcs. [Ipm Onagrad- m Solanad-Ttm-
1ax OCHOBHAas 4aCThb 3apOJIbIllia 00pa3yeTcs U3 1epu-
BaTOB allMKaJILHOM KJIETKH, TOIJa KaK M3 IIPOU3BOI-
HBIX 0a3ajbHOI KJI€TKM BO3HUKAIOT TMHO(MU3NUC U
nmonsecok; mpu Asterad- u Chenopodiad-tumnax ode
KJIETKU IIPUHUMAIOT OoJjiee WJIM MEeHee paBHOE yda-
CTHE B OpraHM3aluy 3apOoAdblia, IIPY 3TOM M3 allv-
KaJIbHOM KJI€TKM BO3ZHUKAIOT CEMSIIOIM U alleKC Mo-
Oera, a u3 0a3aJIbHOM — TMIIOKOTWJIb, 3aPOAbIIIEBbIIA
KOpeHb U TTonBecok; mpu Caryophyllad-Ttrmie ocHOB-
HbIe CTPYKTYpbI 3apojbiiia (hOpMUPYIOTCS Ha Oaze
anMKaJIbHOM KJIETKH, a Oa3ajbHasI KJIeTKa JaeT JIUIIb
yacTh IoaBecka. CiegoBaTelIbHO, TUIAM Pa3BUTUS
DHAOCIIEpPMA COOTBETCTBYIOT HE “TUITBI” 3MOpHOre-
He3a, a nHoii ctatyc. O0a Impu3HaKa IIpy BbIICJICHUN
TUIOB »MOpuoreHe3a (BKJIam IIPOM3BOAHBIX aIlu-
KaJIbHOI 1 0a3ajibHOM KJIETOK B IIOCTPOCHME 3apo-
JIbIIIA; XapaKTep ASJeHUN alluKaJIbHOI U 0a3abHOM
KJIETOK 1 (popMa TeTpaabl) UCIIOIL3YIOTCS HAMHU IIPU
XapaKTepUCTUKE IMOATUMNOB (BKJAd IPOU3BOIHBIX
MUKPONWISIPHOM 1 Xajla3aJbHOII KJIETOK) U BapHa-
oyt (xapakTep ACIeHMI MUKPOIIISIPHOI M Xxaja-
3aJIbHOM KJIETOK U (popMa TeTpajabl) IHIAOCIEpMa.

ITockonbKy B popMHUpYIOIIEMCSI CEMEHU BO3HM-
KalOT CTPYKTYPHI, BBIINOJHSIOIINE CXOIHbIE (PYHK-
LIMM B TPAHCIIOPTE METAOOJMTOB, TO MX HaJIW4Ue
(raycTopuu ¥ IOABECOK) ITO3BOJISIET HAM TaKKe ITPO-
BOIUTH CPABHUTEIbHBIN aHAINU3 MEXKIY IBYMSI CUCTE-
MaMM pa3sBUTUS dHIOCIIepMa U 3aponbiiia. OgHako,
IIPY TAKOM PaCCMOTPEHUU U3 TUIIOB SHAOCIIEpMA UC-
KJIIOYaeTCcsl TreJo0ualibHbIN, TOCKOJIbKY MOC/e CTa-
JIUU IBYX KJIETOK B ITOCIEAHUX OOBIYHO IIPOUCXOOST
sgaepHble aeiaeHus. Kpome Toro, B 3aponplilie, Kak
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Puc. 6. Cxema BO3MOXHBIX B3aMMOCBSI3€il MEX1y pa3BUTUEM 3apojblllia U SHAOCIepMa.

1 — vHULIMaIbHAs KJIeTKA 3apobliia (3Urora) Wiv sHaocIepMa (MepBUYHasl KJIeTKa dHI0cIepMa); 2 — nrajaa KieTok (arm-
KaJlbHas ¥ 6a3ajibHasl KJICTKU B 3apOJIbIIIe 1 MUKPOIWISIPHAS U XalazalbHasl B aHIocnepme); 4, 6, 9, 11, 12, 17, 18 — tretpansl
WIM TpUaael KIeToK; 3, 5, 8, 10, 13, 14— 16, 19 — BKiaa anuKaabHON 1 6a3ajibHOM KJIETOK B IIOCTPOSHUE 3apOIbIIIIA, a TAKXKE
MUKPONUJISIPHOM 1 Xajla3aIbHOM KJIETOK B 00pa3oBaHue SHIOCTIEpMa; 7 — CTausl pa3BUTUS SHAOCIIEpMa. ch ¢ — Xajla3aibHast
KJIeTKa, ch h — Xaja3aJabHbIil rayCTOPUIA, m ¢ — MUKPOIIWJISIpPHASI KJIETKa, m A — MUKPONWJISIPHBIM rayctopuii. Toukamu rmoka-
3aHbl TPOM3BOIHbBIC aAlTMKAJIbLHOW M MUKPOMWISIDHOM KJIETOK, a GeJIbiIM — MPOU3BOIHbIC 0a3aIbHOM U Xajla3aJlbHOMN KJIETOK.
TlocnenoBarenbHble cTaguu (GOpPMUPOBAHUSI 0003HAYEHBI CTpeakaMu. [TyHKTUPHBIMU CTpeIKaMu MOKa3aHbl BO3MOXHBIE
CrocoObl pa3BUTHSL.

Fig. 6. Scheme of possible interconnections between embryo and endosperm development.

1 — initial cell of embryo (zygote) or endosperm (primary cell of endosperm); 2 — dyad of cells (apical and basal cells in embryo,
and micropylar and chalazal ones in endosperm); 4, 6, 9, 11, 12, 17, 18 — tetrads or triads of cells; 3, 5, &, 10, 13, 14—16, 19 —
contribution of apical and basal cells in embryo construction, and of micropylar and chalazal cells in endosperm formation; 7 —
development stage of endosperm. ch ¢ — chalazal cell, ch h — chalazal haustorium, m ¢ — micropylar cell, m A — micropylar haus-
torium. The derivatives of the apical and micropylar cells are shown in dotted filling, and the derivatives of the basal and chalazal
cells — in white. Successive stages of formation are shown by arrows. Dotted arrows show possible ways of development.

MpaBUJIO, MPUCYTCTBYET OAWH BapUaHT rayCTopus —
TMOIBECOK, CPABHUMBIH ¢ XaJa3aJbHBIM rayCTOPUEM.

B sHpocmiepMe MoryT (popMupoBaThCs Xana3aib-
HBI{ ¥ MUKPOIMWJISIPHBIN (TepMUHAIbHBIC) TayCTO-
puu. TeM He MeHee aHAaJOTMYHO BBIIECJICHHBIM MO/~
TUIIAM B LIEJUTIOJISIPHOM TUITE 3HI0CIIepMa (110 CTerre-
HU yJ4aCTUSI MUKPONUIISIPHOM U Xala3aabHOM KJIETOK
B IOCTPOECHUHU DHAOCIIEPMA), MUKPOTIWIISIPHBIN C Xa-

JIa3aJIbHBIM rayCTopueM IoATUIl (3HAocmnepM dop-
MUpPYETCs 3a CUeT MUKPOTIISIPHOM KJIETKH, a Xajia-
3ajibHas KjeTKa (YHKIIMOHMPYET KakK TayCTOpHil)
cormoctaBuM ¢ Caryophyllad-tunom smOpuoreHesa
(y nmocnenHero 6a3ajgbHasi KJI€TKa BXOAUT B COCTaB
nonBecka). [10CKOBKY nelleHUs] B MUKPOITMISIPHOIM
KJIETKe HAOCIIepMa MPOMCXOASAT B pPa3HbIX HaIpaB-
JICHUSIX, B TOM YHMCJIe ¥ HAKJIOHHO, TO (hopMy TeTpa-
BOTAHUYECKUN XYPHAJ
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Dbl TPYIHO onpenenuTthb. [loaToMy Takoii moaTumn 3H-
JocriepMa npeacTaBieH Julllb ogHoit Nymphaea-Ba-
puanmeit (puc. 6, 3). BTopoii MHKpOIMWISPHO-
Xajla3aJbHBIII 0€3 TayCTOpueB MOATUII SHAOCIEepMa
(ob6e KJIETKM NMPUHUMAIOT MOYTU paBHOE y4yacTue B
00pa3oBaHUM SHIOCIIEPMA) MOXHO CPABHUTH C As-
terad- 1 Chenopodiad-tummamu. I1pu sToM Hammaue
€IMHCTBEHHON Annona-Bapvalvyd B MUKPOMNWJISIP-
HO-XaJla3aJIbLHOM 0e3 rayCTopueB TUIIE SHAOCIepMa
(BTOpOE nejieHre B 00enX KJIETKaX ITOIIepPeYHOe, BO3-
HUKaeT JUHEHHas TeTpada KJIETOK) XapaKTepulyeT
tonbko Chenopodiad-Tum sm6proreHe3a (puc. 6, 9,
10). Y npencraButeneit cem. Ceratophyllaceae ¢ As-
terad-tunnom sMbOpuoreHesa (T-oOpaszHass TeTpanga
KJIETOK IIPO3MOPHO) HET rayCTOPUEB HE TOJIBKO IIPU
0o0pa3oBaHUM SHIOCIEpPMa, HO W IIpu (POPMHUPOBa-
HUUM 3apoipliiia (MoaBecoK OTcyTcTByeT) (Shamrov,
Batygina, 1994). Xors sugocriepMm y Ceratophyllum
nocJje AByX reHepaluii MpencTaBlieH JMHEHHOM TeT-
panoii, mocjie TpeTbel TeHEpaALlMU B CAMOM BEPXHEM
KJIETKE TIPOMCXOIUT MPOa0AbHOE neneHue (puc. 6, 7,
&). CnemoBartellbHO, SHIOCIIEPM HAYMHAET HAIIOMU-
HaTh CTpOSHME 3apoAbliia ¢ Asterad- TUIIOM 3MOpPHO-
reHe3a (T-obpasHasi TeTpaga KJIETOK MPO3IMOPHUO).
Cpenm pactennii ¢ Asterad- m Chenopodiad-Tummamm
aMOpuroreHe3a €CTb Takue, KOTOpPbIE XapaKTepusy-
[oTcs mmoaBeckoM (Amaranthaceae, Asteraceae, Che-
nopodiaceae). Takum o6pazoM, CTpoeHUE U pa3BU-
THE MX 3apOJIbIllIa MOXXHO CPAaBHUTh C MUKPOMIUISIP-
HO-Xala3aJIbHBIM C TEePMUHAILHBIMUA TayCTOPUSIMU
MMOATUIIOM LEJUTIOSIPHOIO TUIIA DHIOCIIEPMa: MUK-
poIujsipHasl KJIeTKa AEJAUTCS IIPOAOJbHO, a Xala-
3abHast — nonepedHo (T-o6pa3Has TeTpaga KIIeTOK,
Phyteuma-Bapuanus), Kak 1pu Asterad-Tuiie 3M-
G6puorenesa (puc. 6, 5, 6), BTopoe aejieHHe B 06enx
KJIeTKax IpoHojabHOe (M3o0uiIaTepajbHas TeTpaja,
Scutellaria-Bapuanms), kak B Chenopodiad-Ture
(TeTpana KJIETOK CHayaJjia JIMHeiHasl, HO YK€ Ha cTa-
I OKTAaHTOB alMKaJIbHasl YacTh 3apOJIbIllla HaIlo-
MUWHAaEeT U300uiiaTepaabHyIo TeTpany) (puc. 6, 4, 5).

MUKpOnWISIpHBIN ¢ TEPMUHABHBIMUA TayCTOPU-
SIMU MOATUIT (SHAOCTIEPM (DOPMUPYETCH M3 HUKHUX
MPOU3BOIHBIX MUKPOTIMJISIPHOM KJIETKHU, a Xajla3aib-
Hasl KJIeTKa, KaK U BepXHH1e ITPOU3BOIHbIE MUKPOITH -
JIIPHOW KJIETKM 00pa3yloT TepMMUHAJIbHBIE TaycTO-
pun) 61mn3okK K Onagrad- u Solanad-tunam asmMb6puo-
reHeza. I[Ipu 3ToM Prunella-Bapuaiuus (BTOopoe
MPOAOJIbHOE JIeJIEHUE MPOUCXOAUT TOJIbKO B MUKPO-
MAJISIPHOM KJIeTKe, obpa3yeTcsa T-oOpa3Has Tpuaga
KJeTokK) Onm3ka K Onagrad-tuny sMOpuoreHesa
(puc. 6, 11, 13), a Callitriche-Bapuanus (BTopoe no-
TepeyHoe AeJeHUEe MPOUCXOAUT B MUKPOITUJISIPHOMN
KJIeTKe, BO3HUKAET JIMHEeHasl Tpuama KJIeTOK) — K
Solanad-tuny (puc. 6, 12, 13).

Crnenyer orMmetutbh, 4yto Caryophyllad-Ttum sm-
OpuoreHe3a (anmMkKajabHasl KJIeTKa oOpa3yeT TeJio 3a-
ponpliiia, a 6a3zajibHasi — TOJILKO YacThb MOIBECKa)
CpaBHUM C reJOOUAbHBIM 3HIOCIEPMOM (MUKPO-
NISIpHAas KJIETKa 00pa3yeT COOCTBEHHO SHIOCIIEPM,
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a xajasajbHasl — Xaja3aJbHBIi TraycTopuii (OmHO-
snepHbIit rayctopuii — Limnocharis-Bapuanus,
MHOTrosIIepHbIil rayctopuit — Dianella-Bapuanus;
Xajla3aJabHas KJIeTKa peayIupyeTcs B X0[Ie OHTO- WU
duyoreHe3a — COOCTBEHHO HYKJICApHBINA BHIO-
criepMm) (puc. 6, 14—16). Kpome atoro, cpeay Mome-
JIei sSMOpHroreHe3a HeT TaKNX, KOTOphIe OBIIIN OBl TTO-
XOXU HAa paHHUX CTaAMsIX Ha Xajla3aJbHbI C MUKPO-
MAISIPHBIM  TayCTOPUEM MOATUIl  LEUTIOISIPHOTO
9HIIOCIIEpMa: Xajla3aJabHas KJIeTKa JeIUTCS IToIIeped-
HO, JMHeliHas Tpuajga KieTok, Pedicularis-Bapua-
1S, Xana3ajdbHasl KJIETKA JIeJIUTCS IIPOOOIbHO, 00-
patHo T-obOpa3Hag Tpmama KieTok, Pentaphragma-
Bapuarus (puc. 6, 17—19). [logo6Hoe MOKHO Mpe-
MOJIOKUTh 1 JJIS Xaj1a3aJIbHOTo 6e3 rayCTOpHeEB I10/I-
THma. B 3TOM Ccitygae co6¢cTBeHHO 3HOocnepM op-
MUPYETCSI TOJBbKO M3 MPOU3BOMAHBIX Xajla3aJbHOM
kireTku. [IpuMepBl Takoro crioco6a pa3BUTUSI 3apO-
IIBIIIA HE N3BECTHBHI.

Takum oOpa3oMm, MpU CPaBHUTEIbHOM aHaJIU3E
LIBETKOBBIX PacTeHMd M3 OCOOEHHOCTEHM pa3sBUTHUS
3apobliiia Yaile BCEro MCII0JIb3YIOT TUIIbI SMOpHroTre-
He3a. UTo KacaeTcs aHIocIepMa, To, Kak Mbl M OTMe-
Yajy, TUIIAM €ro pa3BUTHUSI COOTBETCTBYIOT HE “TH-
nbel” BMOpHoreHe3a, a mHoi craryc. [Ipexne Bcero, B
ATOT aHAJIM3 MOXHO BKJIIOUUTH LEUTIOJSIPHBINA CIIO-
co0 pa3BUTHUS DHIOCIIEPMa, KOTOPOMY HEKOTOpPEIC
aptopsl (Di Fulvio, 1983; Di Fulvio, Cocucci, 1986)
npuaaBaayv CTaTyCc MeraTuna us 5 TUIoB 1 12 moaTu-
noB. OIHAKO TUIIEL U OATUIILI STUMU aBTOPaMU He-
JIOCTaTOYHO OO0OCHOBAHBI, IIPU 3TOM HE MCIIOJIb30Ba-
HbI JTUTepaTypHble JaHHbIE O HAJTUUYMU Pa3HBIX CIIO-
co00B (popm, Bapuanmii) aHmocrepma. He mpuberas
K MCIIOJIb30BAaHMIO KAaTeropyuy MeTraTuIia, TUIIbl M-
OGpuoreHe3a MOXHO CPaBHMBATh C ToATUIIaMHU (6) U
Jaxe BapuauusMu (8) LEJUIIOJSIPHOTO TUIIA 3HOO-
criepMa, IIpM 3TOM 00a IIpr3HaKa (BKJIad IIPOMU3BOI-
HBIX MUKPOITWISIPHON U Xaja3aJbHOM KJIETOK B I10-
CTpOEHME FHAOCIIEpMA; XapaKTep AeACHUI 3TUX KJIe-
TOK M ¢opMa TeTpadgbl) CIEAyeT YYUTHIBATH
OIMHOBpPEeMeHHO. BUIMMO, TaK:Ke MOXXHO YYUTHIBATh
1 BO3MOXKXHOCTH IeJIOOMaIbHOTO HAOCIEepMAa — Ha-
JIaure 2 TTOATUTIOB U 2 BapHUaIIlviA.

3AKJIFTOYEHHME

IIpoBeneHHOE MCCAeAOBAaHUE 10 CPABHUTEIBHO-
MY aHaJIM3y Pa3BUTUSI U CTPOCHUS DHIOCIIEpMA 1 3a-
pOIBIIIa BBISBUIIO OOJIBIIOE YKCIO 4YePT CXOACTBA
Mexny HUMHU. C OIHOI CTOPOHBI, 3TO MOATBEPKAACT
MHEHHME psijia aBTOPOB, YTO JABOITHOE OIIOJOTBOPE-
HUE Y IBETKOBBIX paCTeHUII MOXHO CPaBHUTH C ITO-
JIM3MOPUOHNEH, TPU 3TOM DHOOCIIEPM YHOIOOICH
OIMHOMY U3 3apojbliieii. OnHaKo IJisi SHIOoCIepMa
XapaKTepHbI HEKOTOPHBIE MTPU3HAKN, KOTOPBIE OTCYT-
CTBYIOT IIPU Pa3BUTUM 3apOAbIlIa; HATUIYNE MUKPO-
MISIPHOTO TayCTOpUsi, BO3MOXHOCTb (DOpMUpPOBa-
HUS COOCTBEHHO SHOOCHEpMa U3 MPOU3BOMTHBIX Xa-
na3anbHOM KiIeTKH. OCOOEHHOCTh pa3BUTUS U
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(GYHKIIMOHUPOBaHUS SHA0CTIEpMa MPOSIBISIETCS TaK-
K€ B UBMEHEHMH TTOTOKOB META00IUTOB MOCJIE OTIO0-
norBopeHusi. Ha mpumepe Luzula pedemontana Boiss
et Reut. (Juncaceae) ObLJIO TIOKa3aHO, YTO yXKE B Me-
pUOJI 3UTOTOTeHE3a HAUMHAIOTCSI aKTUBHBIE TIPOLIEC-
CBl IECTPYKLIMU HYLEJUIyCa U BHYTPEHHEr0 UHTErY-
MEHTa U B pa3BUBAIOIIEMCSI CEMEHU YCTaHABIMBAIOT-
Ccsl IBa MYTU TIOCTYIUIEHUSI MeTabOoJMTOB: Oosee
MHTCHCUBHBIN 0a3abHBII — Yepe3 IIPOBOASIINIA Ty~
YOK, TMIIOCTa3y, MOAWYM, aHTUIOAbI U Oa3ajibHYIO
KaMepy dHIochepMa B MUKPONWISPHYIO KaMepy
(COOCTBEHHO 3HAOCIIEPM), U MEHEE MHTCHCHUBHBINI
anvKaJlbHbIN — Yepe3 NapueTaJbHyIO TKaHb U3 OKPY-
JKaIOIIMX KJIETOK HylleJulyca B pa3BUBaIOILIMCS 3a-
ponplll, Oa3ajbHasl KJeTKa KOTOPOro cHaOXeHa
MOIITHOIW MoJMcaxapyuaHO 00O0JIOYKON C MpoTyde-
paHuamu. K cragum mioOyisipHOro 3apojbiiiia po-
UCXOAWUT CHUWXXEHHWE WHTEHCUBHOCTM TIIOTOKAa Be-
ILIECTB U3 MPOBOJSIIETO My4yKa, BbI3BAHHOE JIMTHU-
¢dukalveit CTeHOK M HaKOIUIEHMEM TaHWHOB B
KJIeTKax runoctasbl. B xone nanbHeiilinero pa3BuTus
CeMeHHU MOTOKU MeTabOJIMTOB KaK B 3HAOCIIEPM, TaK
1 3apOJIbIII 00eCIIeYNBAIOTCS MPEUMYILIECTBEHHO pe-
cypcamu camoro cemeHu (Shamrov, 2008). ¥V Tropae-
olum majus L. (Tropaeolaceae) ObLIO BBISIBJIEHO, UTO
KJIETKM TIO[IBECKAa Ha TJI00YJISIPHOI CTaauu 3apo/ibl-
11a XapaKTepU3YIOTCsI BLICOKHM COJIep>XKaHUEeM TIe-
poxkcunasbl. Co cTaaum ceplieuka akTUBHOCTb TOTO
¢depmMeHTa oTMeuanach JUllb B KJI€TKaX COOCTBEHHO
3apojpiiiia. Kpome Toro, mpoucxoauT paspylieHue
M30JISILIMOHHOTO CJIOST 3apOofblllia — KYyTUKYJIbI, MO-
KpbIBaIOIIE HapyXHble TaHTeHTAJbHbIC CTEHKMU
KJIeTOK anuaepMsl (Singh et al., 1979). B annocniepme
BOKpYT 3apojiblllia BO3HUKAET 30Ha Ju3uca. Bece ato
CBUIETEJbCTBYET 00 M3MEHEHUU IyTH TpaHCHopTa
METa0OJUTOB B Pa3BMBAIOLLIMIICA 3apOABILI: BElle-
CTBa HAUMHAIOT TOCTYNAaTh aloruiaCTUYeCKU 4epe3
BMUIEPMY 3apObIlIa U3 OKPYXKAIOIIUX KIETOK SHI0-
crepMa, a He yepe3 cycneH3op. MoxXHO npeamnoso-
KWTb, YTO HJAOCTEPM, KaK MUTaTebHasl TKaHb, Ha-
YUHAETCSI UCIOJIb30BaThCsl TOJILKO Ha MO3AHUX CTa-
Iusix aMopuoreHesa. 1o aToro oH caM (popMupyeTcst
U y4yacTBYeT B 0OecCleyeHUW U pachpeaeeHUun CUr-
HaJoB, PEeryJupymoiuux mnpolecchl nuddepeHna-
IIMM U opraHoreHe3a 3apoabiina. Kak 6bl10 oTMeue-
HO paHee, B OTCYTCTBUM dHAOCTEPMA TIIOOYISPHbIM
3apoJIbllll OCTaHABJIUBAaeTCs B pa3BUTUU. M3BECTHO,
YTO 3TO OJHA U3 KPUTUUYECKUX CTaAuit SMOpUOreHe3a
(Meinke, 1991). Ota ocobeHHOCTb HabMOAAETCS U
npu anoMukcuce. IlapreHoreHeTMYeCKUid TI00Y-
JISPHBI 3apOJBIII He TIPUCTYITAET CAaMOCTOSITEJIbHO K
nuddepeHIMALIMM U OXXHUIaeT MOMEHTA, KOTJa B pe-
3yJbTaTe TMceBaoraMuu (Iocjie  OIUIOJOTBOPEHUS
LIEHTPaJIbHOMN KJIETKU) CHOPMUPYETCS IHAOCIIEPM U
3amyctuT 3ToT mponecc (Yudakova et al., 2018). B
cilyyae aJBEHTUBHON SMOPUOHMHU HYLIEJUISIPHbIE U
WHTETYMEHTAJIbHbIE COMAaTUYECKHE 3aPOJbIIIMN 3aMe-
HSIIOT OCTAHOBUBIIUICS B Pa3BUTUM 3UTOTUYECKUN

I[ITAMPOB

3apOBIIT TOJBKO NPU HATWYWM SHIOCTIEpMA TTOJIO-
BoW nmpuponsl (Shamrov, 2019).

Panee B Hamem ucciaegoBanuu (Shamrov, 2020)
OBLIO BBICKA3aHO IIPEIINOJIOXKEHNE, KaK BasKHO BbI-
SIBUTH IyOJIUPYIOIIE MEXaHNU3MBbI Y IIBETKOBBIX pac-
TEHUI1, KOTOpPbIE IIPU OTCYTCTBUM 3HAOCIIEpMa WJIU
HapylIeHUSIX B IIPOLIECCE CIUSHUS CIICPMUS U 1LIeH-
TpaJbHOM KJIETKU, TaKK€ YIaCTBYIOT B 00€CIIEUYCHUU
U pacrnpele/eHUM CUTHAJIOB, PEeTYJIUPYIOLIUX Mpo-
necchl auddepeHInanu 1 OpraHoreHe3a 3apOIbl-
ma. CoBpeMeHHbIE MCCIIEIOBAaHUSI CBUIETEIbCTBYIOT
O TOM, YTO K YUCJIy TaKUX CUTHAJIOB OTHOCSTCS IV~
NenTUAbl, GUTOTOPMOHEI, IIEHTPAJIbHYIO POJIb CpEAU
koTopsix urpaet aykcuH (Costa et al., 2014; Locascio
et al., 2014; Doll et al., 2017). ¥ myranToB Arabidopsis
thaliana (L.) Heynh. (Brassicaceae) ObLI0 BBISIBIICHO,
YTO JI0 OILUIOJAOTBOPEHMS ayKCUH HMPUCYTCTBYET IIpe-
UMYIIECTBEHHO B HYLIEJTyCe, TP 3TOM OH He OOHa-
pyXeH B (PYHKIMOHAJIbHOII Meracmope. IpammeHT
ayKCMHa OOYCJIOBJIMBAET CITMIIM(MUKAIINIO KIIETOK B
3peJioM 3apojbiiiieBoM Melike. OH Bo3pacTaeT OT aH-
TUION OO0 KIIETOK SIMIIEBOro ammapaTra, Ipu 3TOM
0OJIBIlIe BCEro ayKCUH aKKyMYJIUPYeTCs B CUHEPIU-
nax (Pagnussat et al., 2009). BaxxHyto poyib B pa3Bu-
TUM, BEPOSITHO, BBLIIIOJHSIIOT W IUTOKUHUHBI
(Terceros et al. 2020). ¥ pacTeHuii ¢ acpemMepHbBIMU
aHTUIIOJAMU, KOTOPbI€ YUAaCTBYIOT B CO3IaHUU IyJia
ayKCHHA IO OIUIOOOTBOPEHUS, 3TY (PYHKIIMIO ITOCTIE
OIUIOAOTBOPEHMSI HAYMHAIOT BBINOJHSITH Xajla3ajlb-
HbIe raycTopuu, obecrieuyrBasi pa3BUTHE 3apoOjbIllia
CUTHAJIbHBIMM MOJICKYJIaMU. Y pacTeHUIl C IJINTEIb-
HO CYIIECTBYIOIIMMM aHTUIIOAAMM M 0e3 Xajia3ajlb-
HBIX 3HAO0CIIEPMAaIbHBIX TAyCTOPHEB, aHTUIIOAKI IIPO-
JIOJDKAIOT TIOCTAaBISATH (PUTOTOPMOHBLI B 3apPOIBIIII
OMOCPEAOBAHHO YePe3 SHAOCIIEPM, TaXKe €CJIM SHI0-
crepM pa3BUBaeTCs aBTOHOMHO, KaK ITPU HEKOTOPBIX
dopMax amoMUKCHCa, HAIIpUMEpP, B ceMeMCTBax As-
teraceae, Rosaceae (Kamelina, 2009). Kak 0bu10 110-
KazaHo Hamu (Shamrov, 1998b), v Nuphar lutea npu
OTCYTCTBUM aHTHIION Xajla3aJbHbI MOJIOC 3apOIbI-
IIIEBOT0 MeEIIIKa eIlle M0 OIUIOMOTBOPEeHUS (hyHKIINO-
HUpYET KaK rayCTOpHii, Ha MeCTe KOTOPOTO TTOSIBJISI-
eTCs XaJa3aJbHBIN raycTopuii sHgociepMma. [logoo-
HO€, BEPOITHO, TNPUCYILLE IMPEACTABUTEISAM CEM.
Podostemaceae, KkoTopble Tak:Ke JUILIEHbI aHTUIIO,
IIpu 3TOM (PYHKIIUIO SHIOCIIEPMa BBIIIOJIHSIET “HY-
HEeJUIIPHBIN TTa3MOONI”, KOTOPBIIA oOpa3yeTcs mu3
KJIETOK XajaszaJdbHoil obOnactu Hyueanyca (Kapil,
1970; Arekal, Nagendran, 1975).

HccnegoBaHue no aHaJIn3y ocoOeHHoCTe pasBu-
THUA 3apoabllia M 3HIAOCIIEpMAa Yy IIBETKOBLIX pPacTe-
HUI BBISIBUJIO KOMILIEKC IIPU3HaAKOB, KOTOPBIC MOTYT
OBITh HCITOJIb30BAHbBI IS LieJIefi CUCTEMAaTUKU U (1)I/I—
JIOTCHUMU.

Ha ocHoBaHuM 0COOEHHOCTEI Pa3BUTHA 3apoAbilIa
MOXHO BBIICIUTH 2 TPYIIILI TUIIOB 3MOpUOTEeHE3a.
Ipymna I — Tunel sMOpuoreHes3a ¢ monepeYHbIM Je-
JeHueM 3uroThl: Onagrad-tur (2-s1 reHepanust M-
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OpuoreHe3a 3aBepIraeTcsa obpa3oBaHuUeM T-o0pas-
HOI1 TeTpaibl KJIETOK, OObIIIAst YaCTh 3apOIbliiia BO3-
HUKAaeT W3 IIPOMU3BOAHBIX AallMKaJIbHOI KJIETKU),
Asterad-Tur (2-sg reHepaums 3MOpHOreHe3a 3aBep-
maeTcsl obpazoBaHueM T-oOpa3HoOIl TeTpadbl Kile-
TOK, IPOM3BOAHbBIC alTMKAILHOM 11 0a3aJIbHOM KJIETOK
MIPUHUMAIOT paBHOE y4acTue B (DOPMUPOBAHUU 3a-
ponpiia), Solanad-tun (2-s1 reHepauusi dMOpUore-
He3a 3aBepllaeTcs o0pa3oBaHUEM JIMHEITHOIT TeTpa-
IIbI KJIETOK, OOJIbIIIAasI YaCTh 3apOIbIIa BO3HUKAET U3
MPOM3BOIHBIX anuKaJbHOI KieTkun), Chenopodiad-
TUII (2-51 reHepalysi SMOpuoreHesa 3aBepliiaeTcst 00-
pa3oBaHMEM JIUHEMHON TeTpaabl KJIETOK, IIPOMU3BOI -
Hble anMKaJbHON M 0a3aJIbHOIM KJIETOK MPUHUMAIOT
paBHOe ydacTue B (POPMUPOBAHUM 3apObIIIA),
Caryophyllad-tumn (2-s reHepaius SMOproreHe3a 3a-
BeplIaeTcss oOpa3oBaHMEM JIMHEHHON TpUanabl KJie-
TOK, 0a3ajbHas KJIETKA He IeIUTCs, OOJIbIIas YacTh
3apoblilia BO3HUKAET U3 IPOU3BOMHBIX alTUKAJIbHOMI
kietku). I'pynna II — Turisl sMOpuroreHesa c Heromne-
pPEYHBIM nejieHueM 3urothl: Piperad-tun (rmpomnosib-
HOE JIeJIEHHE 3UTOTHI U €€ IPOu3BOMHbIX), Paconiad-
TUI (00pa3zoBaHMe EHOLIMTHOM CTPYKTYPhI Ha TIep-
BBIX CTaOUsIX AeJIeHUs 3UroThl), Poad-Tum (HakJIOH-
HBIC IeJICHUS Ha IEePBBIX CTAIUSIX ICJICHUS 3UTOTHI 1
€€ MPOU3BOIHbBIX), HOBbIE TUIBI C UHBIM XapaKTEepOoM
JIeJICHUSI 3UTOTHI 1 €€ IPOU3BOAHBIX.

Ha ocHoBaHMu 0COOEHHOCTEIl pa3sBUTHS SHIO-
cnepMa MOXXKHO TaKKe BBIACIUTD 2 TPYIINbI TUIIOB.
I'pynma I — Tunbl 3HIOCIIEpMOTreHe3a ¢ MoTepeYHbIM
JIeJIeHUeM IIepBUYHOI KIJIETKM SHAOcCIepMa: Mo-
rpymna a (LIeJUTIOJIIPHBINA SHAOCTIEPM) — MUKPOITISIP-
HBII C Xaja3aJlbHbIM IayCTOpYEM MOATUI (B MUKPOIIU-
JISIPHOM KJIETKE ITPOUCXOIAT AeJICHUSI B pa3INIHbBIX Ha-
MpaBJICHUSIX, a Xajla3ajJbHas KJIeTKa QYHKIIMOHUPYET
Kak rayctopuit, Nymphaea-Bapuanus), MUKpPOITH-
JISIPHBIA ¢ TEPMHUHAJIBHBIMU TayCTOPHUSIMU ITOATUIT
(BTOpO€ MPOAOJBHOE IeJISeHNE IMPOUCXOAUT TOJIBKO
B MUKPOITWJISIPHOM KJIeTKe, o0pa3yeTcs: T-obpa3Has
Tpuana KieTok, Prunella-Bapuanus), MUKpPOIIUJIISIP-
HBII1 C TEpPMUHAJIBHBIMU TayCTOPUSIMU NOATUI (BTO-
poe nonepevHoe AejaeHue MPOUCXOINUT B MUKPOTTUIISIP-
HOII KJIeTKe, BO3HUKAET JIMHEMHAas Tpuaga KIIETOK,
Callitriche-Bapmuanusi), MUKPONWISIPHO-Xajla3alb-
HBII 0€3 raycTopreB MOATUI (BTOPOE AeJeHUE B 00e-
MX KJIeTKax ImornepeyHoe, 00pa3yeTcs JMHEeHAasI TET-
paga KJIeToK, Annona-Bapualiis), MUKPOITUIISIPHO-
Xajia3aJbHbIM C TEpPMUHAJIBHBIMU TAyCTOPUSIMU MO/~
U (MUKPOIIMJISIpHAS KJIeTKa JEJIMTCS IIPOAOIbHO, a
Xaja3ajabHasl — MONepevHo, YTO MPUBOAUT K (popMU-
poBaHHUIO o0OpaTHO T-00pa3HOil TeTpaabl KJIETOK,
Phyteuma-Bapuanusi), MUKPOIMISIPHO-Xajla3alb-
HBIM ¢ TEpMUHAJIBbHBIMU TayCTOPUSIMU ITOATUII (BTO-
poe aeneHue B 00eux KJIeTKax MpoJoabHOe C 00pa3o-
BaHMEM M300MIaTepajIbHOM TETPaIbl KISTOK BTOPOE
JIeaeHre B 00enx KieTKax IIpoJoJibHOe ¢ oO0pa3oBa-
HMEeM u300MIaTepajbHON TeTpadbl KJIETOK, Scutel-
laria-Bapuanust), xaja3ajJIbHBII ¢ MUKPOIWISPHEIM
rayCTOpMeM IOATHUII (IETUTCS IMTOIIEPEYHO TOIBKO Xa-
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JIa3ajibHasI KJIeTKa, B pe3yJIbTaTe 4Yero 00pa3yeTcs JIn-
HeliHas Tpuaga KJjeTtok, Pedicularis-Bapuanusi), xa-
JIa3aJIbHBIA ¢ MUKPOIMMISIDHBIM T'ayCTOPUEM ITOATUII
(meneHue B Xala3aJlbHOM KJIETKE — IIPOIOJIbHOE, a
Tpuana KJIETOK sIBJsieTcsl oopatHo T-o0pa3Hoii, Pen-
taphragma-Bapualus), xaja3ajJIbHbIi 0e3 rayCTOpUEB
noaTun (Bapualuy HE BBIASISIOTCS); moarpymma b
(re1oOMabHBIN 3HAOCHEPM): MUKPOIIMJISPHBIM C
XaJjla3aJbHBIM TayCTOpUEM MOATUII (3HIOCIIEPM GOp-
MUPYETCS U3 MUKPOMWISIPHON KJIETKM, a Xajla3ajlb-
Has TpaHC(OPMUPYETCS B OTHOSIIEPHBIN rayCTOPHiA,
Limnocharis-Bapuanusi), MUKpOTIWISIDHBIN C Xaja-
3aJIbHBIM TayCTOpHUEM ITOATUN (3HHocHepM (hopMu-
pyeTcs U3 MUKPOMWISIPHOM KJIEeTKHU, a XaJjia3ajbHas
TpaHC(POPMUPYETCSI B MHOTOSIICPHBINA TayCTOPUIA,
Dianella-Bapmanusi), MUKpPOIWISIPHEINA O€3 raycro-
pueB nmoaTun (3HJocIiepM popMuUpyeTcsl U3 MUKPO-
MAISIPHOI KJIETKU, a Xaja3aJibHasl peayLlupyeTcs B
xone (uiioreHe3a, COOCTBEHHO HYKJICapHBIA DHIIO-
crepMm). I'pymma Il — Tumsl sHIOCIIEpMOreHe3a ¢ He-
MOIIEPEYHBIM [JIeJICHUEM IIEPBUYHOI KIJIETKU DHIO-
cIiepMa: HOBBIE THMIIBI C MHBIM XapaKTepPOM IeJICHUS
9TOI KJIETKM U €€ POU3BOIHBIX.
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SIGNIFICANCE OF ENDOSPERM DEVELOPMENT TRAITS
FOR COMPARATIVE ANALYSIS OF ENDOSPERMOGENESIS
AND EMBRYOGENESIS IN ANGIOSPERMS
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Most classifications distinguish two main types of endosperm development: Cellular and Nuclear. The He-
lobial endosperm is usually considered a type possessing features of both the above-mentioned types. Some
authors add the number of types, or they describe the beginning of endosperm development as following one
type, and the continuation of its development as following another type. We proposed a new classification of
endosperm development modes. It consists of three hierarchial levels, amely types, subtypes and variations,
each of them having its own criteria. The classification distinguishes only two types on the basis of morpho-
genetic potentialities of the primary micropylar and chalazal cells: Cellular (karyokinesis is completed with
cytokinesis in both cells) and Helobial (only karyokinesis takes place in both cells and sometimes the chalazal
cell remains uninucleate); a number of subtypes according to the degree of participation of micropylar and
chalazal cells in construction of endosperm: within the Cellular type — Micropylar with chalazal haustorium,
Micropylar with terminal haustoria, Micropylar-chalazal with terminal haustoria, Micropylar-chalazal with-
out haustoria, Chalazal with micropylar haustorium, Chalazal without haustoria subtypes; within the Helo-
bial type — Micropylar with chalazal haustorium, Micropylar without haustorium (= Nuclear) subtypes.
Within the Cellular endosperm type, there is a number of variations according to the position of the walls
during the second division — Nymphaea-variation in Micropylar with chalazal haustorium subtype, Pedicu-
laris- and Pentaphragma-variations in Chalazal with micropylar haustorium subtype, Prunella- and Calli-
triche-variations in Micropylar with terminal haustoria subtype, Phyteuma- and Scutellaria-variations in Mi-

tom 107  Ne2 2022



128

I[ITAMPOB

cropylar-chalazal with terminal haustoria subtype, Annona-variation in Micropylar-chalazal without haus-
toria subtype. Variations within the Helobial type are distinguished according to the number of nuclei in the
chalazal cell of the two-celled endosperm — Limnocharis- and Dianella-variations in Micropylar with chala-
zal haustorium subtype, and no variations in Nuclear subtype.

In a comparative analysis of flowering plants, the types of embryogenesis are most often used among the
characteristics of the embryo development. As for the endosperm, the types of its development correspond to
a different status, instead of the “types” of embryogenesis. The types of embryogenesis can be compared with
subtypes (6) and even variations (8) of the Cellular type of endosperm, and both traits (the contribution of
derivatives of micropylar and chalazal cells to the formation of endosperm; the division patterns of these cells
and the form of the tetrad) should be taken into account simultaneously. Apparently, one can also take into
account the possibilities of the Helobial endosperm — the presence of 2 subtypes and 2 variations.

Keywords: endosperm, embryo, development, structure, typization
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