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HccnenoBanuch npolecchl (hOpMUPOBAHUS 3apOAbIILIEBOrO MEIIKa, Pa3BUTUS ceMsi3ayaTKa U CEMEHMU, Ha-
YUHAas CO CTaAUM OTHOSIIEPHOI MeracIiopbl 10 GOpMHUPOBAaHUS CEMEHM, Y IBYX BUIOB MHOTOJICTHUX IO~
conHeuHuKoB Helianthus ciliaris DC v H. tuberosus L.

YV 0601X BUIOB BBISIBICHO CXOACTBO B (P)OPMUPOBAHUHU 3apOBIIIEBOIO MEIIIKa U OKPYXKAIOIIUX CTPYKTYP.
XasaszajnbHag Meracriopa JaeT Hadaylo 3apoAbllIeBoOMYy MelIKy Polygonum-Tuma, KOTOphIii UMEET OCOOEH-
HOCTb B pa3BUTUU aHTUMNOAAIBHBIX KJIETOK, TIPUBOISIILYIO K (DOPMUPOBAHUIO TOJIBKO IBYX aHTUIIOM, OTHA
13 KOTOPBIX ABysiaepHasd. Hyliemtyc nereHepupyer paHo U K Hadary ¢OpMUPOBAHUsI 3apOAbILIEBOIO MEIIl-
Ka MpeacTaBlieH eAMHUYHBIMU 0a3aJibHbIMU KJIeTKaMUu. MMHTeryMeHT nuddepeHLUpyeTcs: Ha ABE XOPOIIO
pa3IUYMMBbIE 30HBI: BHYTPEHHIOIO U HAPYKHYIO. DIIUAEPMUC BHYTPEHHE 30HBI IPe00pa3yeTcs B MHTETY-
MEHTaJIbHbII TanieTyM. COCyIMCThI MTy4OK BXOAUT B Xajla3dy W IMOBTOPSIET M3rMb ceMsizadaTka, J0XOIs 10
YPOBHSI aHTUIIOM B 3apOAbIIIEBOM MellKe. [Ipy OTCYyTCTBUU OIIOAOTBOPEHMS 3aPOABIIIEBhIN MEIIOK CO-
XpaHsSIeTCsl B TeYEHUE JIUTEJIbHOTO BPEMEHMU, IPU 3TOM MHTETYMEHTAIbHbII TaAleTyM CTAHOBUTCSI MHOTO-
CJIOMHBIM.

Ha6mronanock oopMupoBaHMe 3apOAbIIIeit OT TIIOOYISIPHOM 1O TOPTIEAOBUAHOM CTaINU. DHIOCIIEPM HYK-
JneapHblii. OTMedanoch ¢OpMUPOBAaHUE 3apObIIIa U B OTCYTCTBUM 3HIOCIIEpMa, MPU 3TOM UHTETYMEH-
TaJbHBII TalleTYM COXPaHSIJICS U CTAHOBUJICS MHOTOCJIOMHBIM.

Karouesbvie crosea: 3aBs3b, ceMsI3a4aTOK, CeMsI, MeraraMeToreHes, MopdoreHe3 pernpoayKTUBHBIX CTPYKTYD,
3apOJIBIIIEBBII MEIIIOK, allOCTIOPUSI, 3apObIlil, sHIocniepM, Helianthus tuberosus L., Helianthus ciliaris DC

DOI: 10.31857/S0006813621030091

Pon Helianthus L. oTHOCHTCSI K ceMeMCcTBY Astera-
ceae L., Tpube Heliantheae Cass, moarpu6e Helian-
thinae Dumort. (The Families and Genera..., 2007).
Pon Helianthus L. BecbMa oJIUMOPMHBII 1 BKITIOYA-
eT B ce0s1, MO OlLIEHKAaM pa3HbIX CUCTEMATUKOB, OT
10 no 254 BumoB (Gavrilova, Anisimova, 2003).
HawnbGomee pacrnpocTpaHeHHOI cpenur McCieIoBaTe-
JIeii TOACOJIHEYHMKA SBJISETCA KiaaccUupUKaims
E.E. Schilling u C.B. Heiser (1981), B KOTOpOIi BbIAE-
JIeHo 12 ogHOJIeTHUX 1 36 MHOTOJIETHUX BUIOB, IIPO-
n3pacraomux B CeBepHOI AMepuKe M pacrpese-
JIEHHBIX B 5 cekuuii. OcCOOEHHOCTH 3MOpPUOJIOTUN U
PEIIPONYKTUBHOM OWOJIOTMU OOJILIIMHCTBA BUIOB
Helianthus npakTU4ecKu He UCCJIEAOBAJIMCh, UCKITIO-
YeHMEe COCTaBJISIOT XO3SIACTBEHHO-1LIEHHbIC BUIBI.
Cpenu oqHOJETHUX BUIOB HanboJiee N3y4eHbI Kylb-
TypHbIe (pOpMHBI (CopTa, JMHUU) OJHOJETHErO IMOMd-

conHeyHuka Helianthus annuus L., cpeqy MHOTOJIeT-
HUX — TonmuHamoypa H. tuberosus L.

MeXBUAOBbIE CKpPEIIMBAHUS KYJIbTYPHOIO ITIOMI-
COJIHEYHMKA C TUKMMHU BUJIAMHU 3TOTO poJia UCHOIb-
3YIOTCS B CEJIEKIIMOHHOM paboTe s YyJIeHUs BbI-
COKONPOAYKTUBHBIX MACJIUYHBIX COPTOB, a TaKXke
JIIST BBIBEIEHUS IEKOPATUBHBIX COPTOB 1 T'MOPUIOB.
Ho B 3TOM 1Ipo1Iecce ecTh oIpeaesieHHbIE TPYIHOCTM.
MexXxBuUmoBbEIe THOPUABI KpaliiHe HeCTAOMJILHBI U J1a-
IOT paclleIIeHUEe B IOCJIEIYIOIINX MOKOJIEHUSIX, YTO
MPUBOIUT K 3aTPYIHEHUSIM B X MOIIEPKaAHUU U CO-
XpaHEeHUHU UX MPU3HAKOB. B TO Xe BpeMsl, eCTh TaH-
HBIC O HaJIUYMU Y KYJbTYPHOTO IIOJICOTHESYHHUKA Ta-
KX (opM arloMUKCHCA, KaK aloCIopusl U UHTEry-
MeHTanbHass aMmOpuonusa (Ustinova, 1955, 1970;
Voronova, Gavrilova, 2007; Voronova, 2010, 2013).
Anocrnopudyeckrie 06pa3oBaHNsI OOHAPYKEHBI TAKKe
y TormuHaMm6ypa (Dziubenko, 1965). AtoMuKkcuc, Kak
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BO3MOXKHOCTH (POPMUPOBAHUS CEMSIH OECITOJIBIM 1Ty~
TeM, MOT ObI ClTIOCOOCTBOBATh PEIICHUIO 1IEJIOTO psiaa
CeJIEKIIMOHHBIX 3a1a4.

Hawmu 6b110 HaYaTO SMOPHUOJIOTUUECKOE UCCIEO0-
BaHME HEKOTOPBIX NUKUX BUOOB MOIACOJTHEYHUKA U
M3Y4EHO Pa3BUTHE MYXKCKOU PEerpoayKTUBHOM ce-
Pl y ABYX IpeActaButeineii pona Helianthus L.: H. tu-
berosus L. nu H. ciliaris DC (Babro, Voronova, 2018).
V 3Tux ke BUIOB ObLJIU MCCJIEAOBaHbI pAHHUE CTaIUU
pa3BUTHS ceMsi3adyaTKa M 3aJI0KeHUE PEIIPONYKTUB-
HBIX CTPYKTYP OO CTaauH 3aBEepIICHUS Meiio3a B Me-
racriopouute U GopMUpoBaHus Meracrnopsl (Voron-
ova, Babro, 2018).

JaHHas cTaThs SIBIISIETCS MIPOJOKEHUEM BhIIIIE-
yKa3aHHBIX pabOT MO MCCICTOBAHUIO SYMOPHUOJIOTUN
MOACOJIHEUHUKA U IIOCBSIIEeHA, IVIAaBHBIM 00pa3oM,
HCCIIETOBAHUIO IIPOLIECCOB (DOPMUPOBAHMSI 3aPOIbI-
IIEBOro MeIllKa, a TakKKe 3aTparmBaeT 3Tarbl pa3BU-
TUS ceMsI3adyaTKa u cemMeHu y H. tuberosus i H. cilia-
7is, HAYMHAsI CO CTAINU METACIIOphl U A0 (HOPMHUPO-
BaHUS 3apObIIIA.

MATEPUAII 1 METO/JIbI

OO0BbeKTaMU UCCIEI0OBaHUS CTAIU TTOJICOTHEYHUK
KJIyOHEHOCHBIN, WU TonmuHamMOyp, Helianthus tu-
berosus L. n monconHeyHUK pecHUTYaThIid H. ciliaris
DC. Bt nBa BUIa OTHOCSATCS K Pa3HBIM CEKILUSIM
(Divaricati u Ciliares, COOTBETCTBEHHO) B IIpeaesax
pona Helianthus cemeiictBa Asteraceae (Schilling,
Heiser, 1981). O0a Bua OTHOCSATCS K TPYIIIEe TUKUX
MHOTOJICTHHUX ITOJICOTHEYHUKOB, HO 3HAUYNMO Pa3JIiu-
YaloTCs 110 pa3MepaM M BpeMeHM LIBETCHHUSI, a TAaKKe
o 4YMciIy XxpoMocoM: H. tuberosus — TeKcaruiousn C
yucjaoM xpoMocoM 2n = 102, H. ciliaris — TeTpanious
c2n=068.

Marepuan o H. ciliaris 6611 codbpan Ha KybdaH-
cKoit ombiTHOI crtaHuuu BHWP (45°21' cam. w
40°80' B.11.), TOE MOANEPKUBAECTCS KOJUIEKIIAS TUKUX
OIHOJIETHUX U MHOTOJICTHUX BUAOB ITOACOTHEYHMKA,
H. tuberosus — B borannyeckom cany bMUH PAH.
Pactenust mpom3pacTaay B YCIOBHUSIX CBOOOTHOTO
(IepeKpPEeCTHOTO) OIBbUICHUS, 0€3 M30JISIINN.

Llenpie KOP3MHKM Ha pa3HBIX CTAOMUSIX Pa3BUTHS
ObLIH coOpaHbl 1 3apUKCUPOBaHEI B pacTBope FAA
(dopmanuH, teasgHast yKcycHas kuciaoTta u 70% sta-
HOJI B oTHOo1eHnH 7:7:100). MaTtepuan neruapaTtupo-
BaJId 4Yepe3 CEpUIO CIIMPTOB, IMPOBOMMIIM Yepe3 Psil
3TaHOJ-XJIOPO(POPMHEIX CMeceil 4O YMCTOro XJIOpO-
¢dopma u 3aximovanu B Histomix® (buoButpym), 1mo-
CTOSTHHBIE IpenapaThl 1Jisi CBETOBOl MUKPOCKOIIUM
OKpalllMBaJIM HECKOJILKMMU KPACUTEISIMUA B pa3HBIX
KoMOuHanusx (0oJjiee ToapoOHO METOAMKM OITMCa-
HEBI B cTaThe Voronova, Babro, 2018).

71 ycKOpeHHOro aHajiru3a MaTepuralia uCIoib30-
BaJICST METOI IMIPOCBETIICHUST TOTAIBHBIX TIperapaToB
ceMs3agyaTKoB u ceMstH (Voronova, 2008b).

BOPOHOBA, BABPO

IIpenapatel anamM3MpoBaInch N (pororpadmpo-
BaJIMCh C MOMOIIbI0 MUKpPOCKoIia Zeiss Axioplan 2
Imaging ¢ umgpoBoit porokaMepoii B IporpaMmme
AxioVision.

PE3VJIBTATDBI

Y 060ux McclienoBaHHBIX BUIOB (pOpMUpPOBaHIE
3apOAbIIICBOrO MeEIIKa W pa3BUTHE CceMsi3adaTKa
UIET CXOJHBIM 00pa3oM.

B pe3ynbTare MeracrmoporeHesa u3 Meracroporm-
Ta opMHUpyeTCs TeTpada Meracmop. Tpu BepxXHHUe
(MUKpOTWJISIPHBIC) BCKOPE IEeTeHEPUPYIOT, a HUXK-
HsIs (Xajla3ajabHasl) IPOdOJIKAET pa3BUTHE U JaeT Ha-
yajjo (QOPMUPOBAHUIO  3apPOABIIIEBOrO  MelllKa
(puc. 1, 1, 2).

XajazajibHas Meracropa IpeTepreBaeT Ipouecc
muddepennmnanuy. OHa yBeJIMIMBACTCS B pa3Mepax,
BBITSITMBAETCS, 3amOJIHsIS NpPaKTUYECKM BCE IIPO-
CTPaHCTBO, IJIe paHee pacroJarajach TeTpaga Mera-
criop. Slnpo B Heit cTaHOBUTCS OoJiee YETKO BBIpa-
KEHHBIM M CMellaeTcs M3 LIEHTpa KJIEeTKU B CjerkKa
ACUMMETPUYHOE MOJIOXKEHUE, YyTh OJIMKEe K MUKPO-
MUJISIPHOMY KOHILY. DTOT MPOLIECC TAKXKE COTPOBOX-
JlaeTCsl BaKyoJIM3alyeil IMTOIIa3MBbl.

B pesynbraTe mepBOro MUTOTHYECKOTO ACICHUS
3apOJBIIIEBBI MEIIOK CTAHOBUTCSI NBYSACPHBIM
(puc. 1, 3b). Slopa pacxonsaTcs B pa3HbIe CTOPOHBI —
OIHO OKa3bIBacTCs B MUKPOMNWISIDHOM YaCcTH, BTOPOe
HECKOJIBKO CMEIIAaeTCs B CTOPOHY Xajia3aJbHOTO
KOHIIA 3apOABIIIEBOTO MeIlIKa, HO He JOCTUTAET €ro,
OKa3bIBasiCh B pe3yJibTaTe NPUMEPHO ITOCEepeanHe
MEXKIY LICHTPOM KJIETKM UM €¢ Xajla3aJIbHbIM KOHIIOM
(puc. 1, 4, 5). Bropoe neineHre MuTO3a IIPOUCXOIUT
HECKOJIBKO aCUHXPOHHO. XaJla3aJlbHOE SIAPO BCTyMa-
€T B MUTOTUYECKOE AeJICHUE UyTh ObICTpEee MUKPOIIH-
JIsipHOTO. BCeacTBue 3TOr0, 3apOAbILIeBBIM MEIIOK
Ha KaKOI-TO MOMEHT CTAHOBUTCS TPEXbSIIEPHBIM — B
LEHTpE KJISTKM yXKe IBa S[Ipa, a HAa MUKPOIIMJISIPHOM
MOJIIOCE SIApO elle B Impolecce Muro3a (puc. 2, 3).
Korna Ha MUKpOIIMISIPHOM KOHIIE AeJieHUE siaep 3a-
KaHYMBAETCS, TO Ha Xaja3aJIbHOM siipa yXKe pacxo-
ISTCS APYT OT APYyra, CMeIAsCh TaK, YTOOBI PACIOI0-
KUTBCSI BAOJIb TIPOJOJBHON OCH 3apOAbIIIEBOIO
Melka (puc. 2, 4, 5). 3agepxkka aejeHus1 Ha MUKPO-
OUJISIPHOM TIOJIIOCE TTO3BOJISIET SIIpaM Ha Xajla3allb-
HOM KOHIIE CMECTUThCS B HYKHBIE MO3UIIUU TIepe]
TPETBUM JeJIcHEM. B TpeThbe MUTOTHUYECKOE Jelie-
HHUE SIIpa BCTYMNAIOT MPAKTUYECKU CHUHXPOHHO, pe-
3yJIbTaTOM €TO SIBJISIeTCS 00pa30BaHUE BOCBMUSIICD-
HOTO 3apoJblllieBOro meiika (puc. 3, 7).

Ha MukponusipHOM TI0JIfoce, Mocje 3a10XKEHUS
KJIETOYHEBIX IIEPErOpoJOK MEXAY BCEMU TOJIBLKO YTO
00pa30BaBIIMMMUCH sIApaMu, GOPMUPYETCST TPEXKIIC-
TOUHBIN siilleBoU ammapart (puc. 3, 2). B nanbHeii-
IIeM €ro KIeTKU IuddepeHIUPYIOTCS B STHIEKIETKY
U IBe cuHeprunbl (puc. 3, 3).
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OOPMHUPOBAHMUME 3APOJABLIIIEBOIO MEIIKA, PASBBUTUE CEMA3AYATKA

Puc. 1. 3aBepiieHre MeracrnoporeHe3a U Hauajao pa3BUTHS 3aPOAbIILIEBOTO MEIIKa.

1 —4JacTtb cemsizauarka ¢ GyHKIMOHUPYIOLIEH MEracropoil 1 ocTaTKaMU JIEreHEPUPOBAaBILIUX MEracrop, 2 — 4acTb cemsizadyar-
Ka Ha cTanuu auddepeHaiuym Meracrnopbl B OIHOSIICPHBII 3apObIIIEBbII MEIIOK, 3a — 3aBsI3b C CEMsI3a4aTKOM Ha CTaaiuu
NBYSIZIEPHOTO 3apObILLIEBOrO MelIKa (Cpe3 paauaibHblii, 001Kt BUA), 3b — 4acTb cemMsizayaTKa C ABYSAEPHBIM 3aPObIIIEBbIM
MEIIKOM Cpa3sy Iocjie MUTO3a, siipa JexXaT psiioM, 4, 5 — JacTb cemsi3auyarka C ABYSIIEPHBIM 3apOJbIIIEBbIM MEIIKOM, siapa
Pa30IUIKCh Ha POTHBOIMOJOXHBIE MTOJTI0CA 3aPOIBIIIIEBOrO MEIIKa.

Helianthus ciliaris: 2, 3a, 3b, 4; Helianthus tuberosus: 1, 5.

b ¢ — GasanbHas KJIeTKa, ch — Xanasa, d ms — IeTeHepupyolast Meracriopa, e ¢ — SIUAePMalIbHasI KJIETKA, € § — 3apOJIbIIIeBBINA
MEIIOK, i — UHTETYMEHT, i f — UHTETYyMEHTaIbHBII TalleTyM, 1 — MUKPOITUJIE, /1S — METracropa, # — siipo 3apO/IbILIEBOIO MeIll-
Ka, 0 — 3aBsi3b, OV — CeMsI13a4aToK, f ¢ — TaOJIMTYAThIC KICTKHU.

IIkana: 3a — 100 mxw™m; 1, 2, 3b, 4, 5 — 20 MKM.

Fig. 1. Completion of megasporogenesis and initial stages of embryo sac development.

1 — the ovule’s part containing functional megaspore and residuals of degenerated ones; 2 — the ovule at the stage of megaspore
differentiation into the uninuclear embryo sac (fragment), 3a — ovary with ovule at the stage of 2-nuclear embryo sac (radial sec-
tion, general view), 3b — the part of ovule with 2-nucleate embryo sac directly after mitosis; the nuclei lie side by side, 4, 5 — the
part of ovule with 2-nuclear embryo sac; the nuclei already have moved to the opposite poles of the embryo sac.

Helianthus ciliaris: 2, 3a, 3b, 4; Helianthus tuberosus: 1, 5.

b ¢ —basal cell, ch — chalaza, d ms — degenerating megaspore, e ¢ — epidermal cell, e s — embryo sac, in — integument, i  — in-
tegumental tapetum, m — micropyle, ms — megaspore, n — embryo sac nucleus, o — ovary, ov — ovule, ¢ ¢ — table-like cells.
Scale bars: 3a — 100 um; 1, 2, 3b, 4, 5 — 20 pm.
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Puc. 2. 3aBs13b 1 ceMs13a4aTOK Ha CTaJUU IBYsIIEPHOTO-YEThIPEXbsIIEPHOIO 3aPOABILLIEBOTO MELIKA.

la — 3aBsi3b U ceMsI3a4aTOK BO BPEeMsI BTOPOTrO MUTO3a B 3apOBIILIEBOM MeLIKe (paguaibHblii cpe3), /b — xaja3anbHast 4acThb
cemsi3auyarka, 2 — 3aBsi3b M CeMsI13a4aTOK BO BPEMsSI BTOPOTO MUTOTUUECKOTO ICJIEHUS B 3apO/IbILIEBOM MEIIKe (TAaHTeHTAJIbHBIN
cpe3), 3 — 4acTh ceMsi3ayaTKa C 3apObIIIeBBIM MEIIIKOM, Ha XaJla3aJbHOM IOJII0CE KOTOPOTO MUTOTUYECKOE IEJICHUE SIIep 3a-
BEPILIEHO, 2 HA MUKPOITWIISIPHOM — SIIPO B COCTOSTHUM TTpoda3bl MUTO3a, 4, 5 — 4acTh ceMsizauaTka ¢ YeThIPEXbSIAEPHBIM 3ap0O-
IIBIIEBBIM MELIKOM.

Helianthus ciliaris: 3, 4; Helianthus tuberosus: la, 1b, 2, 5.

b ¢ — GazanpHas KJIeTKa, ch — xajiasa, e ¢ — 3nuaepMaiibHas KJIeTKa, e S — 3apObILIEBbI MEIIOK, i — UHTETYMEHT, { f — UHTe-
TYMEHTAaJIbHbIM TareTyM, m — MUKPOTIUJIE, 1 — SIAPO 3aPOJIBIIIEBOrO MEIIKa, 0 — 3aBsi3b, OV — CeMsI3a4aToK, ¥ f ¢ — Psiibl Tab-
JINTYATBIX KJIETOK, V b — IIPOBOISIIINI ITy4OK.

Hlxkana: Ia, 1b, 2, — 100 MxMm; 3, 4, 5 — 20 MKM.

Fig. 2. Ovary and ovule at the stage from 2- up to 4-nuclear embryo sac.

la — ovary and ovule during the second mitosis in the embryo sac (radial section), /b — chalazal part of the ovule, 2 — ovary and
ovule during the second mitotic division in the embryo sac (tangential section), 3 — the part of ovule containing embryo sac with
completed mitotic division of nuclei on its chalazal pole and the nucleus in the prophase of mitosis state on its micropylar pole,
4, 5 — the part of ovule containing 4-nuclear embryo sac.

Helianthus ciliaris: 3, 4; Helianthus tuberosus: la, 1b, 2, 5.

b ¢ —basal cell, ch — chalaza, e c — epidermal cell, e s — embryo sac, in — integument, i # — integumental tapetum, m — micropyle,
n — embryo sac nucleus, o — ovary, ov — ovule, r t ¢ — rows of table-like cells, v b — vascular bundle.

Scale bars: Ia, 1b, 2— 100 um; 3—5 — 20 pm.
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Puc. 3. [To3gHue ctanuu (popMUPOBAaHUS 3apOABIIIEBOrO MEIIKa

1 — yacTb ceMsi3a4aTKa ¢ BOCBMUSIIEPHBIM 3apOIBILIEBBIM MEIIIKOM Cpa3y MocJie TPETHEr0 MUTOTUYECKOTO IEeJICHUS siaep, 2 —
MUKPOMNWISIPHAs YaCTh 3aPOJIBIIIIEBOrO MellIKa ¢ (DOPMUPYIOIIMMCS STIMLIEBBIM alliapaToM U ellle He CAMBIIMMUCS MOJISIPHBIMU
siipaMu, 3 — 3peJiblid 3apOIbILIEBBIN MEIIOK, 4 — Xajla3aibHasl 4aCTh 3peJIOT0 3apOIbIILIEBOTO MEIIKa C ABYMsI aHTUITOAAJIbHBI-
MU KJIETKaMU, B BEpXHeil BUIHBI 1Ba sipa, BOKPYT KaXkI0ro M3 HUX 000co0JieHa LIMTOIIa3Ma, HO HET KJIETOUHOM Meperopo-
KM, 5 — XaJjla3aJibHasl 4acTh 3PeJIOro 3apoIbIIIeBOr0 MeIIKa ¢ ABYMsI aHTUIIOJAIbHBIMU KJIETKAMM, B BEpXHEHl BUAHBI IBa
OrPOMHBIX S1pa C TEPETSKKON MEXIy HUMM, 6 — Xajla3ajibHasl YacThb 3peJIoro 3apojIbIIIeBOro MellKa ¢ IBYMSI aHTUITONAIbHBIMU
KJIETKaMH, B BepXHeil KJIeTKe BUIHBI MeTadba3HbIe ITACTUHKY JACTISIINXCS SIep, 7 — 3pesiblil 3apObIIIEBbIi MEIIIOK ITOCTIE OTTbIIe-
HUSI: BUTHBI TOTEMHEBIIAsi CHHEPIya U CIIEPMUU B LIMTOIUIa3Me LICHTPAJIbHOM KJISTKU, & — 4acTb ceMsi3ayaTka ¢ MHTEryMeHTalb-
HBIM TaIrrleTyMOM U 3MUAEPMaIbHBIMU KJIETKAMU HYLIEJITyca, B KOTOPOM 3apOJIbIIIEBbIi MEIIOK He C(hOPMUPOBAJICS.

Helianthus ciliaris: 1, 2, 3, 5, 6, 7, Helianthus tuberosus: 4, §.

a ¢ — aHTUTOJAJTbHASI KJIETKA, ¢ ¢ 1 — SIAPO IEHTPAJIbHOM KJIETKU, e a — SINIIeBOM armapar, e ¢ — SIMIeKIeTKa, i f — MHTeTYMeH-
TaJIbHbIN TANlETyM, i Z i — BHYTPEHHS S 30HAa UHTETYMEHTA, M — MUKPOIIWJIE, 7 — SIAPO 3apOIbIILIEBOrO MelIKa, 0 Z i — Hapy>XHas
30HA MHTETYMEHTA, p / s — TIOCTaMEHTO-TT0A00HAsT CTPYKTYpa, p 7 — MOJISIPHOE SIIPO, S — CUHEPTUIa, S 4 — CHHEPTUIHBII KPIOK,
Sp — CIIEpDMUIA.

CrpeJika yKa3bIBaeT Ha TIEPEMBIUKY MEXIY SIAPaMU B aHTHUIIOE.

Ulkana: 1, 2, 3, 4, 7, §— 20 MxMm; 5, 6 — 10 MKM.

Fig. 3. The later developmental stages of the embryo sac

1 — the part of the ovule with 8-nuclear embryo sac just after the third mitotic division of the nuclei, 2 — micropylar part of the
embryo sac with a forming egg apparatus and still unfused polar nuclei, 3 — mature embryo sac, 4 — the chalazal part of a mature
embryo sac with two antipodal cells; two nuclei with separated cytoplasm around each of them but without cell wall between them
can be seen in the upper antipodal cell, 5 — the chalazal part of a mature embryo sac with two antipodal cells; two enormous nuclei
with a constriction between them can be seen in the upper antipodal cell, 6 — the chalazal part of a mature embryo sac with two
antipodal cells; the metaphase plates of the dividing nuclei are seen in the upper one, 7— the mature embryo sac after pollination:
the darkened synergid and the sperms in the cytoplasm of the central cell are seen, & — the fragment of the ovule in which the
embryo sac did not form, with integumental tapetum and epidermal cells of nucellus.

Helianthus ciliaris: 1—3, 5—7, Helianthus tuberosus: 4, §.

a ¢ — antipodal cell, ¢ ¢ n — central cell’s nucleus, e a — egg apparatus, e ¢ — egg cell, i f — integumental tapetum, i z i — inner zone of integ-
ument, m — micropyle, # — embryo sac’s nucleus, o z { — outer zone of integument, p / s — postament-like structure, p n — polar nucleus,
s — synergid, s & — synergid hook, s p — sperm.

The arrow points to the constriction between nuclei in the antipodal cell.

Scale bars: I—4, 7, §— 20 um; 5, 6 — 10 pum.
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Ha xanazaspsHOM TOJIOCE 3apOIBIIIIEBOTO METTKa
KJIETOYHBIE TIEPErOPOJKM 3aKJadbIBAIOTCI MEXIy
TOJIBKO YTO MOMAEJUBIIUMMUCS SIApaMU, HO HE MEXIY
SIpaMM COCETHUX Map. B HIDKHEM yacTH 3apobIIine-
BOro Melrka (opMUpyeTcs OMHOSIAEpHAsT aHTUTIONA,
Hal Heil — IOBysimepHasl aHTUIIONA, BBIIIE KOTOPOM
pacrmoiaraeTcst BTopoe MOJISIPHOE SIIpO MEHTPATbHOI
KJIETKM, KOTOpOoe OBICTpO cMmelnaeTcs B HeHTp. Ilo-
JIIpHBIE siipa CHayajla pacriojlaraloTcsl B cepeauHe
IIEHTPaIbHOM KIIETKW 3apOABIIIIEeBOrO MeIKa, a 3a-
TeM MepeMeIIaloTCs BIUIOTHYIO K STIIIEBOMY armapa-
TY U CJIMBAIOTCS APYT C IpyroM (puc. 3, 2, 3).

CdopMupoBaHHbBIN aHTUIIONANIBHBIN armapar y
KCCIEJOBAaHHBIX BUIOB COCTOMUT U3 IBYX KJIETOK, KO-
TOpbI€ pacIiojlaraloTcsl Apyr Haja ApyroM. JIuib B
eIMHUYHBIX CiIydyasix HaOIoaa1och (hopMUpPOBaHUE
Tpex antunonA. Ham ynanoch 0OHapy>KUTh B OTHOM U3
3peJIbIX 3aPOBIIIEBBIX MEILIKOB UHTEPECHBIN CIydait
— KapTUHY MOPOMEXYTOYHOTO COCTOSIHUSI MEXIy
JIIBYX- U TPEXKJIETOYHBIM aHTUIIONAJILHBIM amrapa-
ToM. JIBa BEpXHUX siIpa aHTUIIOA 000COOJIEHBI IPYT
OT JIpyra, 4eTKO BUJIHO U 000COOJeHNE LIMTOILIa3Mbl
KaXJI0TO U3 HUX, HO TIPU 3TOM MEXIy HUMM HET TO-
JiucaxapuaHou (OKpalllMBalolIeiicss aJlaHOBBIM
CUHUM) KJIETOYHOI1 Tieperopoaku (puc. 3, 4).

Slnpa aHTUIION MOTYT IEIUTHCS B JAJIbHEUIIIEM U
MocJjie 3aJIOXKEHUST KIETOYHBIX MEepPEeropomok, YTO
MPUBOIUT K YBEJIMYESHUIO UX TNIOMAHOCTH (puUc. 3, 6).
3anoXxeHns1 KIETOUHBIX IIEPEropoJoK He IIPOMCXO-
IUT, a BHOBb 00pa3ylolIuecs siapa CIMBAIOTCS, 4TO
MIPUBOJIUT K 00pPa30BaHUIO OJHOTO OIPOMHOIO Oec-
(GOpPMEHHOTO sIIpa C MHOXECTBOM SIApbIIIeK. MBI Ha-
OJrromany oOpa3oBaHNEe CBOCOOPA3HBIX “TIepeMbIueK”
MEXIy siApaMM B BepXHEl (MUKPOIWJISIDHON) IBY-
SIepHO KJeTKe aHTUIon (puc. 3, 5), B OTIEIbHBIX
clIydasix, SIIPO MOXKET IpuoOpeTaTh raHTEJIEBUIHYIO
i 8-o6paszHyro Gopmy. XajazajibHasi aHTUIIOJA
OOBIYHO HEKpYHHasl, U B 3pEJOM 3apOAbIIICBOM
MEIIKe OHAa TPEYTOJbHOM NI KIIMHOBUIHOM (DOPMBI.
MukponwisipHasi aHTUIIONA YMJIMHEHHAs, MOXET
JIOCTUTATh 3HAYMTEILHBIX Pa3MepOB U OBITh COIIOCTAa-
BUMOM TIO UTMHE C LIEHTPaJbHOM KieTkoit. Obe aH-
TUIIOABl  JIOBOJBHO CHUJIBHO  BaKyOJIM3UPOBaHBI
(puc. 3, 3,4, 5, 7; puc. 4, 8).

ITo Mepe mabHENIIETO PAa3BUTUS 3aPOIbIIIIEBOTO
MelKa uueT muddepeHIIanns KISTOK SHIIEBOTO
anmaparta. Snpo siileKkaeTKy yBeJIMUYnuBaeTcs B pa3-
Mepax, IO CPaBHEHUIO C SIAPAMU CUHEPTUI, OHO CMe-
IIaeTCS B alTUKAIbHYIO 00J1aCTh KJIETKH, IMTOILIa3Ma
KJIeTKU BakKyoJmm3upyercss. OCHOBHasl 4acTb LIMTO-
IUTa3MBI M SIIPO PACIIONIaTaloTCd B allMKAJIbHOM 4a-
CTH, a B 6a3ajibHOM HAXOIMTCS KpYITHAs BaKyoOJIb.
AitnexiieTka MeHsSIeT pOpMY C OKPYIJION Ha YIJIMHEH -
HO-TPYIIEBUAHYIO. SlIpa cUHEeprua MejakKue, paciio-
JIaraloTcsl B LIEHTPE KJIETKM, BAaKyOJM3alysl LIUTO-
IUIa3Mbl He BbIpaxkeHa. M3HadaabHO CUHEPIUIbI
UMeIOT GOpPMY TPEYroJIbHMKA CO CIIa>K€HHBIMHU yT-
JIaMH, T10 Mepe Pa3BUTUSI OHU TOBOJIBHO CUJILHO BhI-
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TaruBaioTcsa. Ha 6a3abHBIX KOHIIAX CUHEpTH, Pop-
MUPYIOTCSI 0COObI€ BBIMYKJIbIE CTPYKTYPhI, Ha3bIBac-
Mble OOBIYHO KpIOUbsIMHU (puc. 3, 3).

B cpenHeit yacTu 3apoabIIIeBOTO MEIIKa OKa3bl-
BalOTCSl NIBa TIOJISIPHBIX siipa, KOTOPBIE CIWBAIOTCS
JIPYT C IPYroM IO OIUIONOTBOpPECHUS U (POPMUPYIOT
BTOPHUYHOE SIAPO HEHTPATbHOM KJIETKH 3aPOIBIIIEBO-
ro MellKa. Sapo 1eHTpaIbHOI KJIETKU OY€Hb KPYITHOE,
C XOPOIIIO PA3IMYNMBbIM SIAPBIIIKOM, BHYTPH KOTOPOTO
HaOmonaloTcs 0ojiee TeMHbIE 1 00Jiee CBETIIbIE CTPYK-
TYPbI. DTO SIAPO SIBISIETCSI CAaMbIM KPYITHBIM SIIPOM 3a-
POOBIIIEBOTO MEIIKA Y IIPEBOCXOAUT IO CBOMM pa3Me-
paM siIpa COMaTUYECKUX KIIETOK — KJIETOK MHTETY-
MEHTa M TKaHe 3aBsi3u. Anpo LeHTpadbHOI KJIETKU
pacnojiaraeTcs BOJIM3U siiliekieTku. lleHTpanbHas
KJIeTKa — caMasl OOJIbIlIasi B 3apOABIIIEBOM MEIIKE.
OHa coJIep>KUT HECKOJIBKO OIPOMHBIX BakyoJeii. Oc-
HOBHasl 4aCTh €€ LIUTOIUIa3Mbl COCpEeIOTOYECHA BOIU-
3U sIiileBoro armapara (puc. 3, 3, 7).

Takum obpazoM, 3peiblii 3apOAbIIIEeBbIN MEIIOK Y
HCCJIENOBAaHHBLIX BUIOB COCTOUT, KaK IIpaBWJIO, U3
6 KJIeTOK, 6 (penko — 7) suep. Sapa gitieBoro arma-
paTa U HUKHEil aHTUIIOAbI TaIUIOUIHBIE, SIAPO LIEH-
TpaJbHON KJISTKHU TUILJIOUIHOE, IAPO BEpXHEil aHTH -
oAbl OOBIYHO TUILIONAHOE (puc. 3, 7), HO MHOIIA B
Helt ObIBaeT ABa rarjIoOIHbIX siapa (puc. 3, 3).

ITo Mepe opMUPOBAHUS M CO3PEBAHUS 3aPOIbI-
IIIEBOTO MeITKa TIpeTepIieBaloT M3MEHEHUs U OKpY-
JKarolre ero CTPYKTyphl ceMsizavaTka.

Hynennyc HaumHaeT mJereHepupoBaTh yKe BO Bpe-
M Meii03a B MEeTacIiopouTe, K MOMeHTY (hOpMUPO-
BaHUSI TeTpaabl METacIop OH NpPEICTaBJIECH TOJbKO
SMUAEPMAIIbHBIM CIIOEM U HECKOJILKUMHU 6a3ajIbHbI-
MU KJIeTKaMHU, PACIIOJIOKEHHBIMU TIOJ XaJla3aIbHO
Meracnopoii. KiieTku jatepanbHON 001aCTU HYLIEII-
JIyca IeTeHEepUPYIOT B MEPBYIO odepedb, U AaxkKe UX
OCTaTKU peAKO HAOIIONAIOTCI MO3IHEEe CTAIUU MeTa-
crioporeHe3a (Voronova, Babro, 2018). Kinetku 6a-
3aJIbHOIT 00J1acTH (TaOIUTUATHIEC KIIETKI) COXPAHSIIOT-
cd KaK MUHUMYM IO CTaIWy BOCBMUSIIEPHOTO 3apo-
JIBIIIEBOTO MeIIKa, BO3MOXKHO, 1 IoJiblle (puc. 3, 4).
DnuaepMaibHBINA CII0M HYLIEJUIyca, B BUIE OCTATKOB
eIUHUYHBIX KJIETOK, MOXHO IPOCICAUTh OO0 CTaauun
4-gnepHOro 3apodbllieBoro Meuka (puc. 1, 4, 5).

K navany dopmupoBaHus 3apOIbIIIEBOTO MeIll-
Ka, MTHTETYMEHT Y€ XOPOIIIO pa3BUT. TKaHW UHTETY-
MEHTa, pacIioJIOKeHHbBIE B HEITOCPEICTBEHHOM OJIH-
30CTH K 3apOAbIIIeBOMY MEIIKY, TuddepeHIUPYIOT-
cd B TIIPOLIECCE PA3BUTUS Ha JBE XOPOIIO
pa3auyuMeble 30HHI (puc. 2, Ila, 2;puc. 4, 1, 2, 3, 7).

INepBast 30Ha — 3TO BHEIIHSIS YaCTh MHTETYMEHTA,
KOTOpasi COCTOUT U3 Gojiee-MeHee OJHOPOMIHbBIX T1a-
PEHXUMHBIX KJIETOK, HE OYeHb KPYITHBIX 10 pa3Mepy,
pacnoI0XeHHBIX pOBHBEIMU citosiMu (puc. 4, 2, 3, 7).
OHa coxpaHseTCsl TOBOJILHO JIOJITO M HaOJrogaeTcs
JIO CTaguu 3peJioro ceMeHu (puc. 5, 3a, 3b, 4, 5, 6).

Bropast 30Ha — 3TO BHYTPEHHSS 4acTb MHTETY-
MEHTa, B KOTOPOU KJIIETKH CHJIBHO BBITSITUBAIOTCSI, 4 B

BOTAHUYECKUM XYPHAJTT Tom 106 Ne 3 2021



OOPMHUPOBAHMUME 3APOJABLIIIEBOIO MEIIKA, PASBBUTUE CEMA3AYATKA 245

Puc. 4. 3aBs3b 1 ceMsi3a4aTOK K MOMCHTY OIIbUICHUS U NajdbHEUIe U3MEHEHUS B UX CTPYKTypax.

1 — ceMsI3a4aTOK CO 3pEeJbIM 3aPOABIIIEBBIM MEIIKOM K MOMEHTY OIbUICHUS (TOTATBHBIN MpenaparT, MpocBeTieHue), 2 — 3a-
BSI3b C CEMSI3aYaTKOM U 3PEJIbIM 3apOJIbIIIEBBIM MEIIIKOM K MOMEHTY OMbUIEHUS (paauaibHblii cpe3), 3 — 3aBsI3b C cemsi3avar-
KOM M 3pEJIbIM 3apOJIbIIIeBBIM MEIIKOM K MOMEHTY OIbUICHUsI (TAaHTeHTAJIbHBIN cpe3), 4 — xajla3ajibHasl YaCTh ceMsi3avyaTKa,
5 — yacTb ceMsi3ayaTkKa C OCHOBHBIM U arioClOpUYECKHM 3apOJbIIIEBBIMU MELIKaMU (TOTaIbHBII Tperapar, MpocBeTIeHue),
6 — ceMsI13a4aToK C 3apOJIbIIIEM U SHIOCIIEPMOM (TOTaJIbHBIN Mpenapar, MpocBeTieHue), 7 — 3aBs3b C IeTeHEPUPYIOIINM Ce-
M$I1324aTKOM Y Pa3BUBAIOLIMMCS 3aPOIbIIIEM U 9HAOCTEPMOM (paauaibHbIit cpe3), & — yacTb cemsi3ayaTka ¢ MHOTOCIOMHBIM
MHTETYMEHTAJIbHBIM TAlleTyMOM U CTapEIOIIMM 3apOIbIIIEBBIM MELIKOM B OTCYTCTBUM OIbLICHUS, 9 — YacTh ceMsi3ayaTKa C
OCHOBHBIM U allOCIIOPUYECKUM 3apOJIbIIIEBEIMUA MELIKAMU.

Helianthus ciliaris: 1, 2, 5, 6, 7, 8, 9; Helianthus tuberosus: 3, 4.

a ¢ — aHTUTOJAJIbHAS KIIETKA, d e § — allOCTIOPUYECKU I 3apOIBIIIIEBBI MEIIOK, ¢ ¢ 71 — SIIPO LIEHTPAJIbHOM KJIETKH, ch — Xajasa,
e — 3apoJIbllll, e g — SIAIIEBOM arnmapar, € ¢ — SIeKIeTKa, en — SHIOCIIEPM, i f — MHTETYMEHTAIbHBIN TarleTyM, i 7 i — BHyTPEeH-
HSIS 30HAa MHTETYMEHTA, 71 — MUKPOTIWIIC, # — SIIPO 3apPOIBIIIIEBOTO MEIIKA 0 7 { — Hapy>KHast 30Ha MHTETYMEHTa, p / s — mocra-
MEHTO-TOA00HAsI CTPYKTYpa, p 1 — MOJISIPHOE SIIPO, S — CUHEPIrHaa , v b — MpOBOISIIUIA ITyJOK.

IlIkama: 1—4, 6, 7— 200 MxMm; 5, &, 9 — 50 MKM.

Fig. 4. Ovary and ovule by the time of pollination and further changes in their structures.

1 — ovule with mature embryo sac by the time of pollination (whole mount, clearing), 2 — ovary with ovule and mature embryo
sac by the time of pollination (radial section), 3 — ovary with ovule and mature embryo sac by the time of pollination (tangential
section), 4 — chalazal part of the ovule, 5 — the part of the ovule with the main embryo sac and aposporic one (whole mount,
clearing), 6 — ovule with embryo and endosperm (whole mount, clearing), 7 — ovary with degenerating ovule and with developing
embryo and endosperm (radial section), § — ovule with multilayered integumental tapetum and senescent embryo sac in the ab-
sence of pollination, 9 — the part of the ovule with the main embryo sac and aposporic one.

Helianthus ciliaris: 1, 2, 5—9; Helianthus tuberosus: 3, 4.

a ¢ — antipodal cell, a e s — aposporic embryo sac, ¢ ¢ n — central cell’s nucleus, ch — chalaza, e — embryo, e a — egg apparatus,
e ¢ — egg cell, en — endosperm, i t — integumental tapetum, / z i — inner zone of integument, m — micropyle, » — embryo sac’s
nucleus, o z i — outer zone of integument, p /s — postament-like structure, p n — polar nucleus, s — synergid, v » — vascular bundle.
Scale bars: 1—4, 6, 7— 200 um; 5, 8, 9 — 50 pm.
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30HE 3apOJBIIIEBOTO MEIIKAa HAYMHAIOT pa3pyliaTh-
cs1. O00JIOUKM KJICTOK OCJIM3HSIIOTCS, SIIpa CTAHOBSIT-
Csl Hepa3IMIUMbIMU. DTa 4aCTh MHTETYMEHTA MHTCH-
CUBHO OKpAaIlIMBAeTCS aJIlIMAHOBLIM CMHUM UM HEKO-
TOPBIMU APYTUMU Kpacuteasimu (puc. 4, 2, 3, 7). K
MOMEHTY CO3peBaHUS 3apOAbIIIEBOIO MEIIKa BHYT-
pPEHHSISI YaCTh MHTETYMEHTA BU3YaIbHO 3HAYUTEILHO
OTJIMYAETCS OT BHEIIHEM ero 4acTu. Dta 30Ha UHTE-
TyMEHTa IPaKTUIEeCKU BCSI pa3pylIacTcs: KO BpeMeHU
¢dopmupoBaHus 3apoasima (puc. 5, 3a, 3b, 4).

DnuaepMaibHble KISTKU BHYTPEHHE 30HbI, He-
MOCPEACTBEHHO MNPUMBIKAIOIINE K 3apOAbIIICBOMY
MeIIKY, TUhOEPEHLINPYIOTCSI B MHTETYMEHTAJIbHbII
tarietym (H#oTenwmii). IlepBrie mpu3Hakm (opmu-
pPOBaHUSI SHIOTEJIMS TIOSIBJISIFOTCS €11le BO BpeMsl Ha-
yajia Meif03a B METaCIIOPOLUTE, B JaJbHEMIIIEM OHU
cTaHOBATCA 3aMeTHee (puc. 1, 1, 2). Kinerku nHTery-
MEHTAJILHOTO TaleTyMa HMEIOT cjierka Tparielme-
BUIHYIO YIUIOIIEHHYIO (hopMy, Gojiee y3KOil CTOpo-
HOIT OHM 06 pallleHbI K 3apOIbIIIeBOMY MeIlKy. CTeH-
KA KJIETOK YTOJIICHHBbIE, HAa HMX OTKJIAJbIBacTCS
KaJlJ103a, 0COOEHHO MOIIIHEBIN CJI0it (hopMUpPYETCS CO
CTOPOHHI 3apOBIIICBOro MemkKa (puc. 2, 5). B manb-
HeWIIeM, siipa KJIeTOK MHTeTYMEHTAJbHOTO TaIleTy-
Ma YBEJIWYMBAIOTCSI, BEPOSITHO, ITOJUILIOUIU3UPY-
IOTCSI, B HUX IIPOCMATPUBAECTCS 110 HECKOJILKO SIIPHI-
mek. Ko BpeMeHu co3peBaHUSI 3apOJbIIIEBOTO
MeEIIIKa B KJIEeTKaX TalleTyMa HAauMHAIOTCS TTePUKII-
HaJIbHBIE JIeJICHUSI, YTO IPUBOIUT K MOSIBIICHUIO BTO-
poro cJiosl, a MPOAOJLKEHHUE IeJICHUI — U K TOsIBJIe-
HUIO MHOTOCJIOHOCTH (puc. 3, 3, 7).

BHyTpeHHsIs1 YacTh UHTETYMEHTA, 10 Mepe pa3Bu-
THSI ceMsi3ayaTKa, MOABEpPraeTcsl IOJIHOM HECTPyK-
uuu (puc. 5, 3a, 3b, 4), KoTopast He KacaeTcs Jiexa-
IIUX PSIOM KJIIETOK WHTETYMEHTAJILHOTO TarleTyMa.
MHTeryMeHTaNbHBIA TalleTyM, ¢ €r0 CUJIBHO YTOJI-
HICHHBIMU KaJIJIO3HBIMU O60ﬂ0l{KaMI/I KJIETOK BIOJIb
IrPaHUIBI C 3apOIBIIIEBLIM MEIIKOM, IIPEICTaBIIsIeT
co0011 cBOe0Opa3HEBIil bapbep MEKIY BellleCTBAMU U3
pa3pylLIalOLIUXCS KJIETOK BHYTPEHHEM YaCTU UHTETY-
MEHTA U KJIETKAMU 3apOIbIIIEBOrO MEIIKA.

Kietku, oTHOCs11IMecs: K 6a3ajibHOI 00J1acTH HY-
LIeJUTyca W pacIiojlaralolirecs IO 3apOIbIIIeBbIM
MEIIIKOM, Takxke u3MeHsniorcs (puc. 1, 2, 3b, 4). Ha
paHHUX 3Tanax OHU BBITIISACIN KaK HECKOJIBKO PsI-
OB TaOIMTYATBIX KJIeTOK. Ilo Mepe pocra cems3za-
yaTKa 3TU KJIETKU CUJIbHO BBITSITUBAIOTCS B JJIMHY
BIIOJIb €TI0 IIPOIOJILHOM ocu (puc. 2, 5). ®opmupyer-
Csl CTPYKTYypa, KOTopasi TogoOHa IIOCTaMEHTY, XapaK-
TEPHOMY [JIsI KPAaCcCUHYLIEJUISITHBIX CeMsI3a4aTKOB,
HO BBISBIISIETCSI OHA TOJIBKO HA PAHHUX CTaAUSIX pa3-
BUTHSI, OO (POPMUPOBAHUS 3apOABIIIEBOrO MeIKa
(Voronova, Babro, 2018). Ha mo3agHux cragusx pas-
BUTHSI, K MOMEHTY CO3pPEBaHMs 3apOBIIIIEBOTO MEIII-
Ka, COXpaHSIETCS TOJBbKO HeOOoJIbIlas KOJIOHKa U3
MEJIKMX KJIETOK CO CBETJION IIUTOTIa3MOi1, pacrofio-
JKEHHBIX TIOJ 3apOIbIIIEBLIM MeIIKoM (puc. 3, 7,
puc. 4, 8, 9). [IpoBoxsiiiero mmy4yka 3Ta CTPYKTypa He
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JIOCTUTAET, 3aMelasiCh KPYIMHbIMU MNapeHXUMHbBIMU
KjeTkaMu (puc. 4, 2, 3), 1 Ha XaJla3aJIbHOM KOHIIE ce-
Msi3adyaTka He oOHapyxuBaeTcs (puc. 4, 2, 4). Ocrar-
KW 3TOM CTPYKTYpPbl OTMEYaloTCsl A0 OIJIOA0OTBOpE-
HUS U OKOHYATEJIbHO pa3pyllialoTcs Mocje OIioio-
TBOPEHMUSI BMECTE CO BCE€ BHYTPEHHEM 30HOM
WHTEeTyMeHTa (puc. 5, 3a, 6).

B mporecce pocra cems3zayaTok U3rudaercs B
aHATPOIMHOE MOJIOXKEHUE U K HayaJly MUKPOCIIOpore-
He3a MUKPOIWJIE OKa3bIBaeTCsl OOpallleHHBIM K (py-
HUKyaycy (puc. 1, 3a).

Yepe3 BeChb MHTETYMEHT ITPOXOAUT COCYIMCTHIN
MMY4YOK, KOTOPBIl BXOAUT Uepe3 Xajaa3y U ITOUYTH IT0JT-
HOCTBIO TTOBTOPSIET M3rMO ceMsi3adaTka, JOXOOs 10
YPOBHSI 3apOBIIIEBOTO MEIIKa C IPOTUBOIIOJIOXKHOM
cTopoHHI (puc. 2, la, 1b, 2, puc. 4, 1, 2, 3, 4).

Ha mecrte, rne paHee psiibl TaOJMTYATHIX KJIETOK
MOOXOIUIN K COCYIUCTOMY IY4YKY, a TaKK€ BOKPYT
caMoro my4yka (opMupyeTcs TNIOTHASI MEJTKOKJIETOU-
Hasl TKaHb, KOTOpasi 0€3 pe3KOoii TpaHUIIbI ITEPEXOIUT
B IOBOJILHO PBIXJIYIO MAPEHXUMHYIO TKaAHb BHYTPEH-
Hel yacTu nuHTerymMenTa (puc. 2, 1b, puc. 4, 4).

VBUOETh MeTalbHbIe KapTHHEI TIpoliecca BXOXIE-
HUS CIIEPMUEB B 3apOIBIIIICBBIN MEIIIOK ¥ OTUIOJOTBO-
pEeHMsI Ha HallleM MaTepualie He yaajioch. Mbl HabJTi0-
Jaau mpopacTaHue MbUIbLBI HA pbUibLE (puc. S, 2);
sapa TeHEPaTUBHBIX KJIETOK, OKPAIIEHHBIX PEaKTH-
BoM DesbreHa, B LIMTOIUIA3Me LIEHTPATbHOM KISTKU
BONMU3M STIeKIIeTKN Y H. tuberosus, TIPUCYTCTBHE
CJIEIOB TBLIBIIEBOM TPYOKHU M siApa CIIEpMUS B IIUTO-
Iia3Me ILEHTPaJbHON KJIETKW BOIU3M OT ee siapa
(puc. 3, 7) u 3uroty (puc. 5, 1) y H. ciliaris.

Ha 6onee mo3mHUX cTagusIX pa3BUTUSI Mbl HAOJTIO-
JalIi KaK CeMsI3a4aTKU CO CTApeOIIUMM pa3pyllao-
IIUMUCS 3apOIBIIIEBBIMUA MEIIKaMU, B KOTOPBIX He
TIPOM3OIILJIO OTUIOAOTBOpeHUs (puc. 4, §), Tak U pa3-
BUBAIOIINECS ceMeHa C (POPMUPYIOIIUMHUCS 3apOIbI-
mamu (puc. 5, 3a, 3b, 4, 5, 6).

I[Ipu oTCyTCTBMU OILUIOOOTBOPEHMS 3apOMbIIIe-
BBIii MEIIIOK MOT CYIIIECTBOBATh ITPOIOIKUTEIILHOE
BpeMms. I1pu 3TOM ero OCHOBHBIE 3JIEMEHTBI COXpa-
HSIJIMCh 0€3 3aMeTHBIX IIPU3HAKOB JereHepanuu. B
TO XK€ BpeMsI, B UHTETYMEHTAJIbHOM TaIleTyMe OT-
MeyJaJucCh MHTEHCUBHBIC KJIETOUHBIE JeJIEHUS, KO-
TOpbIE MPUBOIWIN K YBEJIUYCHUIO KOJIMYECTBA €ro
ciioeB mo 7—8. TameranbHas TKaHb CTaHOBMJIACh
JIOBOJILHO MAacCHUBHOU, B Heil ¢opMupoBaiuch
CKJIaAKM Y BBIISIYMBAHUS, KOTOPBIC CXXKMMaJIM 3a-
POMOBIIIEBBHIN MEIIOK, YTO IpUAaBaao eMy (popMmy
BocbMepKU (puc. 4, §).

MpbI HaGIOmaIN (POPMUPYIOIINECS 3apOABIIIN Ha
CTaAusIX OT IIOOYJISIpHOI 10 TOoprienoBUAHOU. B ce-
MEHAaXx, IJle OTMEYaJoCh IPHUCYTCTBUE 3apOIBIIICH,
WHTETYMEHTAIBHBIN TalleTyM OCTaBaJICS OJHO-IABYX-
CJIOMHBIM (puc. 5, 4) U He JOCTUTAJI TAKOTO MaCCUB-
HOTI'0 MHOTOCJIOMHOI'O COCTOSIHUSI, KaK B TeX, TIe 3a-
POIBIIIN HE BBISIBIISLIUCE.
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Puc. 5. ®opmupoBaHue 3apossiiiia u ceMenu y Helianthus ciliaris.

1 — JacTb ceMsizayaTKa ¢ 3apO/IbIIIEBBIM MELIKOM, B KOTOPOM BUIHA 3UT0Ta U SIAPO LEHTPATbHOM KJIETKU C TPUMKHYBILIUM K
Hell ciepMueM (MonepeyuHblil cpes), 2 — phulblie MeCTUKa C MpopacTaollieil Ha HeM IMbUIbLOM, B OMHOM MbUIbLEBOM TpyOKe
BUIHBI CTIepMUU, 3a — 3aBsi3b (hopmupytoiieecs: cemMsi) ¢ TJIIOOYIIPHBIM 3apofasiiieM, 3b — yacTh ceMsizayaTKa C pa3pyliao-
1LIe¥icsl BHYyTpEeHHel 30HOM MHTEryMeHTa, MHOTOCIOMHBIM UHTETYMEHTAIbHBIM TalleTyMOM, 3aPOJbIIIEM U YETBIPbMSI sIApaMu
3HAOoCcHepMa, 4 — 4acTh ceMsizauarka ¢ pa3pylialolleicsi BHyTpeHHeM 30HOI MHTEryMeHTa, CepAeYKOBUAHBIM 3apOAbIIIeM U
KJIETOYHBIM 3HIOCIIEPMOM, 5 — (hopMUpYIOlLeecs CeMsl C TOPIETOBUIHBIM 3apOblilieM (BUIHA YaCTh 3apOJIbIIIA) C pa3pylia-
IOLIMMCS SHAOCTIEPMOM, 6 — HOPMUPYIOLIEECs] CEMSI C 3apOIbILLIEM, BUIHBI OCTATKU MHTETYMETaJIbHOIO TareTyma.

a ¢ — aHTUTOoAIbHAs KJIETKA, ¢ ¢ 1 — SIAPO LIEHTPAJIbHOM KJIETKHU, € — 3aPOJIbILI, en — SHAOCIIEPM, € § — 3apOIbIIIEBbIM MEIIOK,
i t — IHTETYMEHTAJIbHBIN TaneTyM, i Z i — BHYTPEHHSISI 30Ha MHTETYMEHTa, 0 — 3aBsi3b, 0 Z | — HapyXHasi 30Ha UHTETYMEHTa,
P & — TbUIbLIEBOE 3€PHO, p ¢ — MbLIbLIeBasi TpyOKa, 7 — 3UT0Ta.

Ilkana: 3a, 5, 6 — 200 mxMm; 4 — 100 mxm; 36 — 50 MxM; 1, 2 — 20 MKM.

Fig. 5. Embryo and seed formation in Helianthus ciliaris.

1 — the ovule part with the embryo sac, in which the zygote and central cell’s nucleus with an attached sperm are seen (transverse
section), 2 — the stigma with pollen germinating on it; sperms can be seen in one of the pollen tubes, 3a — ovary (developing seed)
with globular embryo, 3b — the ovule part with disintegrating inner zone of integument and with multilayered integumental tape-
tum, embryo and four nuclei of endosperm, 4 — the ovule part with disintegrating inner zone of integument and with heart-shaped
embryo and cellular endosperm, 5 — developing seed with torpedo-shaped embryo (part of the embryo is seen) and disintegrating
endosperm, 6 — developing seed with embryo, residuals of integumental tapetum are seen.

a ¢ — antipodal cell, ¢ ¢ n — central cell’s nucleus, e — embryo, en — endosperm, e s — embryo sac, i t — integumental
tapetum, i z i — inner zone of integument, o — ovary, o z i — outer zone of integument, p g — pollen grain, p ¢ — pollen tube, 7 —
zygote.

Scalebars: 3a, 5, 6 — 200 um; 4 — 100 wm; 36 — 50 um; 7, 2 — 20 um.
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PazButue 3aponbilieil He BCerma COIMPOBOXKIA-
Jlochk (opMuUpoBaHUEM 3HAocrnepMa. OTMevyaluch
cllyyau, KOTJa B ceMsi3adyaTKe SHIOCIIEPM ObLI C1abo0
pa3BUT WX COBCeM He Habmonaics. MHTepecHO oT-
METUTh, YTO MPU HAIMYUM 3apOIbIIIA B COYCTAHUU
CO clabbIM pa3sBUTUEM WM C OTCYTCTBUEM DHIO-
cnepMma (opMHUpoBajach IOBOJIBHO MAaCCHBHAas
TKaHb MHTETYMEHTaJILHOTO TaneTryma (puc. 5, 3a, b).

V H. ciliaris OB1JI0 BEISIBJIEHO (DOPMHUPOBAHUE 10~
MOJIHUTEILHBIX  arlOCIIOPUYECKUX  3apOJBIIIEBBIX
MEIIIKOB (TTpUMepHO 5% OT OOIIEero KOJINJIecTBa U3y-
YEHHBIX CEeMSI3aYaTKOB). AIOCIIOPUYECKUE 3aPOIbI-
IIeBble MEIIKHW pacIiojlarajiIuCh 32 OCHOBHBIM 3apo-
JIBIIIEBBIM MEIIKOM, BHE 30HBI MHTETYMEHTAILHOTO
TameTyMa, UMeJIM HeperysipHyio ¢opMy U Habop
BJIEMEHTOB, CXOJIHBII MO COCTaBY C OCHOBHBIM 3apO-
NBIIIEBBIM MEIIKOM (puc. 4, 5, 9).

VY H. tuberosus ObIJ10 BBISIBI€HO HECKOJIBKO CEMSI-
3a4aTKOB, TJ¢ XXeHCKUI raMeTo(pUT He (popMUupoBa-
cs1. BMecTo Meracnop win 3apoAbIlIEBOIO MEIKa B
cepeauHe ceMsizadaTka Mo CJI0eM BIUASPMUca ob-
HapyX1BaJOCh HECKOIBKO CXKAThIX KJIETOK 0€3 BBIpa-
KEHHOU CTPYKTYPhl, OKPYKEHHBIX MHTETYMEHTAIb-
HBIM TarieTyMoM (puc. 3, §).

OBCYXJIEHHE

CrpoeHue XKeHCKUX PEIPOAYKTUBHBIX CTPYKTYP U
MIPOLIECCHl MX PAa3BUTHS HA MO3IHUX CTaausx (I1ocie
Meiio3a B MEracropolmTe) B 1IeJIOM OKa3aJUuCh CXO/I-
HBI Y 000MX U3y4eHHBIX BUIOB — H. ciliaris u H. tu-
berosus — 11 COIIOCTaBUMBI C TAKOBBIMU Y H. annuus n
y Ipyrux paHee MCCIeA0BaHHBIX BUIOB MOACOTHEY-
Huka (Ustinova, 1964; Newcomb, 1973a,b; Toderich,
1988; Gotelli et al., 2008; Voronova, 2013, 2014). Oc-
HOBHBIC MOPHOJIOTMYECKUE XapaKTePUCTUKU TaH-
HBIX BUJIOB, KaK 1 OKMOAJIOCh, COOTHOCST MX C IIpeI-
craButessmMu Tpuosl Heliantheae (Maheswari, 1963)
u cemeiicTBa Asteraceae B 1iesioM (Solntseva, 1987).

CeMs13a4aToOK Y MOJCOJHEYHMKOB aHATPOITHBIN,
YHUTETMaJIbHBINA C MHTETYMEHTAIbHBIM TalleTyMOM.
Xots1 B cOpMUPOBAHHOM BHUIE CEMSI3a4aTOK ITOMI-
COJIHEYHMKA I10 CTPOCHUIO MHTETYMEHTA BBITJISIUT
KaK YHUTETMaJibHbII, B HEM OTUYETJIMBO BUIHA AUD-
depeHIMALIMS MHTETYMEHTAJILHOM MHapeHXWMbl Ha
BHYTPEHHIOIO M HApy>KHYIO 30HBI, YTO MOXET OBbITh
ClIeACTBUEM OOBbEAMHEHUSI MHULIMAJIBHBIX 30H JIBYX
MHTETYMEHTOB Ha caMoM paHHeM 3Tane (Shamrov,
2008). B 31011 cBSI311 MOXXHO YIIOMSIHYTh OIHY U3 paH-
Hux pa6ot E.N. Ycrunosoii (Ustinova, 1947: 58) rne
OHa OTMeYaJjia, YTO y TMOPHUAOB IIOICOJIHEYHMNKA C TO-
nruHaMOypoM “Hambosiee pa3BUT BHEIITHUU MHTETY-
MEHT, a BHYTPEHHU e BUIEH TOJIbKO Ha OYEeHb paH-
HUX CTaIMSIX PAa3BUTUSI CEMSIIOUKM, Ha TO3AHUX CTa-
IMSIX OH OOBIYHO CIIMBAETCs ¢ HyletycoMm” . Takum
00pa3oM, OHa BbIIIEJIsiIa, ITYCTh M HEOJITO CYIIECTBY-
IOIIWI, BHYTPEHHU MHTETYMEHT. Ho B mampbHENIIIMX
CBOMX paboTax aBTOP MOJAPOOHO TeHE3NC MHTETYMEH -

BOPOHOBA, BABPO

TOB HE OIMCHIBAJIA, 4 CEMA3a4YaToOK KYJILTYPHOIO
ITOACOJTHEYHMKA XapaKTePU30Bajla KaK YHUTErMalb-
He1it (Ustinova, 1964).

Ilo cTpoeHMIO HylLeIyca CeMsI3a4aTOK MOXET
OBITh KJIACCM(UIIMPOBAH KaK MEINOHYLEIUISITHBINA
(cuHIepMaibHasI Bapualusl OJIHOCJIOMHAasI cyOBapu-
anus (Shamrov, 2008) ¢ 6a3anbHOII 30HOI, IIpen-
CTaBJICHHOM OCEBBIM PSIIOM KJIETOK, C BBIPA>KEHHOM
JIaTepaJIbHON 30HOW M MHTETYMEHTAJbHbIM TareTy-
MOM.

B cemsizauatke (popMuUpyeTCss MacCHBHAs Xajasa.
IMpoBongIImMii My4oK OTBETBISIETCSI OT (PYHUKYIISIP-
HOro IIy4ykKa, TSIHETCSI BOOJIb pade, orudaeTr xajasy,
MOBTOPSSI U3TUO ceMsi3ayaTKa, U, ITPOXO/Is 3a TPaHU-
LIy MHTETYMEHTAa M HyLEJIyca, JOXOAUT IO YPOBHS
AHTUIIOM 3apOABIILIEBOIO MEIIKA.

MHTeryMeHTanbHbIN TareTyM (3HAOTEIUI) K MO-
MEHTY CO3peBaHMUsI 3apOAbIILIEBOIO MEIIKa y MOACOJI-
HEYHMKA MOXET OBITb omHOCIOMHBIM (Newcomb,
1973a; Voronova, 2013, 2014) uiu cTaHOBUTCSI Hepe-
TYJSIPHO IBYCJIOMHBIM Y KYJIbTYPHOT'O TTIOJCOJTHEYHM -
ka (Toderich, 1988), ay H. rigidus n H. scaberrimus —
2—3 cnoitHbIM, uHOTIa gocturas 4 cioeB (Toderich,
1988). B To e BpeMst oTMeuaeTcsl, YTO y MOJICOTHEU -
HuKa copTa IlepenoBuK yBeIWuYeHUE 4YHMCIIa CJIOEB
MHTETYyMEHTAJIbHOTO TareTyMa ITPOMCXOAUT II0Cie
orutonotBopeHus: (Newcomb, 1973a). ¥ HeKOTOpbIX
rMOpUIOB KYJbTYPHOIO TOJACOJHEYHUKA W JIMHUU
HAR9 sHmorennii MOXET HOCTUraTh TOJILIUHBI 1O
6 ciioeB, ocobeHHO B paifone anturmof (Gotelli et al.,
2008), uyTo OTMEUaIOCh He TOJBKO I H. annuus, HO
U sl Opyrux npenactaButeneit Tpuosl Heliantheae
(Maheswari, 1963).

Y H. ciliaris v H. tuberosus "HTeryMeHTaJIbHBIMA Ta-
METYyM K MOMEHTY CO3PEBaHMSI 3aPOIBIIIEBOTO MEIIl-
Ka, KaK NpaBuI0, OJHOCJIOMHBIN, HO BCKOPE YUCIIO
CJIOEB YBEJIMYMBAETCS, 1 OH MOXET JaxKe CTAHOBUTHLCS
MHOTOCJIOMHBIM, 0COOEHHO MAaCCUBHBLIM (IO 5—6 u
OoJiee CJIOEB) B ClIyyae OTCYTCTBUS OILJIONOTBOPEHUSI.
Taxzke MaCCHMBHBII MHOTOCJIOMHBINA MHTETYMEHT Ha-
OromaeTcs B CIydasx, KOrga OIUIONOTBOPEHUE IIPO-
M30111JI0, U 3apOAbIlI Havayl (hOpMUPOBATHCS, a pa3-
BUTHE SHOOCIEpMa TOpMO3UTCSI. Bo3aMoxHO, 4TO B
9TOM CHUTyallMM WHTECTYMEHTAJIBHBINA TaIlleTyM OepeT
Ha cebs1 (yHKIIMU BHOOCIIEpMa, CBSI3aHHBIE C obec-
IeYEeHWEM 3apOoJblllla MUTATeIbHBIMUA BEIeCTBAMM.
Ho Taxske MOXeT OBITh, YTO OH IIPOCTO YTYJIN3HUPYET
METa0oJINThI, MIpeIHa3HAYEHHbIC PHIOCIIEPMY, U 3a
HX CUET IPOJoJLKAeT HapalllBaTh YMCJIO CJIOCB.

Kpome dopMupoBaHus MHTETYMEHTAJILHOIO Ta-
neTymMa, Habmomaasoch MOP(OIOrMIecKoe pas3neiie-
HUE MHTEeryMeHTa Ha BHEIIHIO U BHYTPEHHIOIO 30-
HbI. [TomoGHas reTeporeHHast CTpyKTypa UHTETYMEH-
Ta XapakKTepHa HE TOJBKO I TMOACOJTHEYHHKA
H. annuus (Newcomb, 1973 a, b), HoO oTMeyaiach U y
JIPYrUX BUOOB, Haripumep y Taraxacum (Musial et al.,
2013).
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HJist Apyrux CIOXHOLBETHBIX TAaKXKe OTMEUYaJIoCh
Takoe TJIy0oKoe, KaK y IOJICOTHEYHUKA, ITPOHUKHO-
BCHHUE COCYIMCTOrO MydYyKa B CEMsI3a4aToK, KOraa OH
MMPOXOAUT CKBO3b Xallady M IPOHUKAET B WHTETY-
MEHT, TTo4YTH nocturasg mukponwie (Musial et al.,
2013).

Y uccnenoBaHHBIX BUIOB PSIABI TAOIUTYATHIX KJIE-
TOK IO, 3aPOIBIIIEBBIM MEIIIKOM HE CTOJIb YETKO BHI-
JIeJISTIOTCS B ceMsI3adyaTKe, KakK, HallpuMep, 3TO ObLIO
OOHapyXeHO Yy KYJIbTYpPHOIro IoacojdHeuHukKa (Vo-
ronova, 2013, 2014) n xapakTepHO IJI HEKOTOPHIX
JIpyTUX BUIOB, Hanmpumep, Wi 31akoB (Modilevskii
et al., 1958, Voronova et al., 2002, 2003). Tem He Me-
Hee, HEKOTOpOoe MOA00Me 3TOI CTPYKTYPhI IIPUCYT-
CTBYET HENPOOOKUTEILHOE BpeMs 1 B ceMsI3adyaTKe
MOACOJTHEYHUKOB. YXe K MOMEHTY (DOpMUPOBAHUS
METacIIOPOLIMTA 3THU PSIAbl KIETOK HAYMHAIOT BBITSI-
TMBaThCS B IIPOIOJILHOM HarlpaBIeHUH, 10T 3aPOIbI-
IIEBBIM MELIKOM (hOPMUPYETCSI CBOEOOPA3HBIN KiTe-
TOYHBIN TSIK B BUZE Y3KOM KOJIOHKH, KOTOPBI MO-
XKET OBITh COOTHECEH C IIOCTAMEHTOM — CTPYKTYPOI,
HauOoJjiee XapaKTepHOW IS KpacCUHYLIEJUIITHBIX
CEeM$3a4aTKOB, HO BCTPEYAIOIIENCS U Cpelu MEIUO-
HyueJUIITHBIX (Shamrov, 2008).

PazBuTre 3apompliiieBoro Memika, B IeJI0OM, UACT
corjmacHo Polygonum-Tuity, 3a UCKJIIOYEHUEM YHCIIa
3aKJIadbIBAIOIIMXCS aHTUITOAAIBHBIX KJIETOK. B 3pe-
JIOM 3apOIBIIIEBOM MEIIKE Y MCCIEAOBAaHHBIX BUIOB
MBI HaOJII0Ja)Iu, B OOJIBIIMHCTBE ClIy4aeB, POpMUPO-
BaHUE TOJIBKO ABYX aHTUITION. AHTUIIONBI pacojara-
JICh JIMHEMHO.

®dopmupoBaHue TOJIBKO IBYX aHTHIION M, COOT-
BETCTBEHHO, 6-KJIETOYHOI'O 3apOIbIIIEBOrO MeIKa
OTMeYasoCh Y KYyJbTYPHOIO MOACOJHEYHUKA cOopTa
INepenoBuk (Newcomb, 1973a), y psina rubpuaoB u
JMHUI KyJabTypHoOro IoacoaHeuyHuka (Telezynska,
Telezynski, 1973; Gotelli et al., 2008; Voronova, 2013,
2014), XOTs 1 yKa3bIBaJIOCh, YTO B OTAEILHEIX CIyda-
ax ¢opmuposanock Tpu (Ustinova, 1951, 1964; Vo-
ronova, 2013, 2014) u naxe 4derbipe aHTuroabl (Go-
telli et al., 2008). Hanuume npenMyniecCTBEHHO OBYX
AHTUIION OTMEYAJIOCh HE TOJIBKO y IMOACOTHEUYHNKA,
HO U JUISI MHOTHMX APYTUX MpeicTaBuTeNei ceMeiicTBa
Asteraceae (Solntseva, 1987).

3ayacTyio aBTOpPHI He 0O0palaloT IPUCTAILHOTO
BHUMAaHHUS HAa TOYHOE KOJUYECTBO aHTUIOH, OTME-
Yasi JIMIIb, YTO 3aPOABIIIEBbI MEIIOK (DOPMUPYETCS
cornacHo Polygonum-tumny. OgHaKO Ha IpeacTaB-
JICHHBIX MU (PoTorpadusgx XOpoIlIo BUAHBI IBE aH-
TUIOABI, OHA U3 KOTOPKIX ABYsIIEpHAasl, KaK, Hallpy-
Mmep, y Ageratum fastigiatum (Franca et al., 2015). Go-
telli c coaBropamu (Gotelli et al., 2008) He 0OBSICHSLINU
MeXaHU3M 00pa30BaHUs ABYX KJIETOK aHTUIMO/, a KO-
JINYECTBO SIIEP B HUX CBA3BIBAIM CO CTaIUCi pa3BU-
THS 3KeHCKoro raMeToduTa. B To Xe Bpems, Ha TIpen-
JIOXKEHHBIX B CTaThe PUCYHKAaX MOXHO BUIETh TaKOE
K€ pacIloJIoXeHUe siaep, Kak Mbl Habmonanu y H. ci-
liaris v H. tuberosus, Kxorma mocjiae TpeTbero MUTOTH -

BOTAHUYECKUU KYPHAI ToM 106

Ne 3 2021

249

YeCKOro JeJIeHUSI Ha Xajla3aJIbHOM KOHIIE 3apObl-
IIEBOrO MeIllKa MEXIy CECTPUHCKMMM sIIpaMu 3a-
KJIaIbIBACTCS KJIETOYHAsI MIEPEropoaKa, a MEXIy CO-
CeTHMMH MapaMHu siep — HeT. B urore nBa cpemHux
SJIpa OKa3bIBaAlOTCS B OMHOM aHTUNOJAJIbHOM KIIETKE,
YTO MPUHUMAJIOCHh aBTOPAaMM 3a pe3yJbTaT JIeJICHUSI.
B manpHeiimem 3Ty ssapa cOIMXKAIOTCS U, BEPOSITHO,
JIeNSITCs elle HEeCKOJbKO pa3 0e3 KJIIETKOOOpa3oBa-
HUSI, 9YTO IIPUBOAUT K MHOTOSIIEPHOMY COCTOSIHUIO
AHTUNOHAJIBHBIX KJIETOK. YBEIMYCHHE KOJIUIECTBA
siIep WIN MX IJIOUIHOCTU B aHTUIOJAJIbHBIX KJIETKaX
OTMeYas0Ch He TOJbKO Y ToAacoaHeyHuKa (Dziuben-
ko, 1959, 1965; Ustinova, 1964; Gotelli et al., 2008
W Ip.), HO U Y IPYTUX CI0XKHOLBETHBIX (Maheswari,
1963; Solntseva, 1987).

MbI cuMTaeM, 4TO BBIIIEONMCAHHAS TIOC/IeI0Ba~
TEJIBHOCTb COOBITUI MpU (POPMUPOBAHUN AHTUTION
XapaKTepHa IJIsl TIOICOJTHETHHNKA B 11€JI0M, HO He BCe
aBTOPBI COTJIACHHI € 3TOM Toukoii 3peHus. JI. K. JI310-
6eHko (Dziubenko, 1959) nonarana, 4To y KyJabTyp-
HOTO TIOACOJTHEYHWKA W3HAYaJIbHO (OpMUpPYETCs
BCErJa TPY aHTUIMOABI, a OCTIe OTIJIOAOTBOPEHMSI aH-
THUIIOABI MIPOIOJLKAIOT IEIUThCSA, (OPMHUPYS MHOTO-
KJIETOYHBIN aHTUTTOTATHHBIN KOMIUIEKC. DTY XKe TOU-
Ky 3pEHUsI, HO TOJIbKO B OTHOIIIEHUM AUKHUX BUIOB,
nopnepxuBana Togepuu (Toderich, 1988), Ho mpu
5TOM IS KYJIBTYPHOTO TIOICOJHEYHMKa OTMedaa,
YTO y HEro CpemHsisl aHTUIIoAA JereHepupyeT, U B
WTOTE OCTAlOTCS OBE AHTUIMOMAJIBbHBIE KIICTKMU.
H.C. bensieBa (Belyaeva, 1975) mucama o Ipucyr-
CTBUM TpeX aHTUIIOA Y TonmMHaMOypa, a [I3100eHKO
(Dziubenko, 1965) ormedana, 4yTo y TOomMHaAMOypa
WHOTIa BCTPEUYAIOTCS 3aPOIBIIIIEBBIE MEIITKH U C IBY-
Ml aHTUTIOAAMMU.

®dopmupoBaHue SHIIEBOTO alrapaTta MiIeT y 000-
UX BUJIOB CXOJTHBIM 00Pa30M U COOTBETCTBYET XapaK-
TEpHOMY IIJId TIOACOJTHEYHUKA B 11eJIoM. OGBIYHO
IHUCKYCCHST pa3BOPAUYMBACTCS O HATUYUM WM OTCYT-
CTBUM B CHHEPrujax Takux BJIEMEHTOB KaK HUTYa-
THIN aIlmapar v TaK Ha3bIBaeMble CHHEPTUIHBIE KPIO-
ybsi. @DOpMUPOBAHNE HUTUYATOTO alllapaTa B CUHEp-
rUaax Mbl He HaOMoaau. Psa Apyrux aBTOpOB TakKxkKe
HE OTMeYaJIl ero HAJIMYMS KaK Y KyJIbTypHOTO U He-
kotophix u3 aukux BuaoB (Telezynska, Telezynski,
1973; Toderich, 1988), tak 'y H. tuberosus (Belyaeva,
1975). OT0 MOXeT OBITH CBS3aHO C TEM, YTO Ha CBETO-
OIITMYECKOM YPOBHE MCCJICIOBAaHUS OH HE BBISBIIS-
€TCsl, B TO BpeMsI KaKk 0OHapyXK1BaeTcs IpU UCCIIeI0-
BaHMU C ITIOMOIIBIO 3JIEKTPOHHOTO MHUKPOCKOMA
(Newcomb, 1973a; Yan et al., 1991), xoTs1 y HEKOTO-
pBIX TMpencTaBuTeNeit Asteraceae, Harpumep, y Stiff-
tiau Wunderlichia, Xopoll10 3aMeTHbBIIA HATYATHII aIl-
mapar OTMedYaeTcsT MPU CBETOMHMKPOCKOIMYECKOM
ncciaenosanuu (Bonifacio et al., 2018). MBI 4eTKO B1-
eI TIPUCYTCTBHUE BBEIPOCTOB B (DOpMe KpIOYbEeB Ha
MUKPOITISIPHBIX KOHIIAX CUHEPTHIT, KOTOPBIE TaKXkKe
OTMeYaIucCh IJisl MOACOTHEYHUKA OOJBIIMHCTBOM
aBTopoB (synergid hook wmu synergid hood)
(Maheswari, 1963; Telezynska, Telezynski, 1973;
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Newcomb, 1973a; Yan et al., 1991), 3a nckinodyeHueM
Tonmepuu (Toderich, 1988). Gotelli ¢ coaBTOpamu
(Gotelli et al., 2008) 0 HATMYUU KPIOYbEB Y CUHEPT U
HE YIIOMWHAIOT B TEKCTE, HO OHU XOPOIIIO BUIHEI Ha
MpEeNCTaBIIEHHBIX B paboTe pUCyHKaX.

CdhopMupoBaHHEIN 3apOABIIIEBBI MEIIIOK TOJITO
CcOXpaHseTcsT 6e3 U3MEHEHU TIPU OTCYTCTBUM OIThI-
JneHus. Ha uccnenoBaHHOM HaMU MaTepuralie OIIo-
TOTBOPEHME OTMEYAJTOCh peXe, YeM CTapeHHe U JIeTe-
Hepalus 3apoIbIIIeBOrO MeIllKa. DTO MOXET OBITh
CBSI3aHO KaK C CAMOHECOBMECTUMOCTBIO, TaK U C He-
JMOCTaTOYHBIM KOJIMYECTBOM WUITM HU3KUM Ka4eCTBOM
MBUTBIEI. PaHee oTMeduanoch, YTO MHOTOJIETHHE TIOI-
COJIHEYHUKU Pa3MHOXKAIOTCS TTPEUMYILIECTBEHHO Be-
TeTaTUBHO M 3aBS3BIBAIOT MAJIO CEMSIH.

HMHTepecHO OTMETUTH, YTO ObLIM OOHApPYKEHBI
clydau (pOpMUPOBaHUS 3apOJbILICi 1 ¢1adoTo pas-
BUTUSI BHAOCIIEpMa — (OPMUPOBAIOCH JIUIIb HE-
CKOJIbKO KJIeTOK. [Tpu 9TOM Kak pa3 UHTeTyMeHTallb-
HBII TareTyM ObLI JOBOJIbHO MAaCCUBHBIM U MHOTO-
CJIOMHBIM. BO3MOXHO, OH KakKnUM-TO 0oOpa3oM Opai
Ha ce0s (yHKIMIO 9HI0CTIEpMa WU XK€ MPOCTO UC-
MOJIb30BaJl HEpeaJIn30BaHHbIE IIaCTUYECKUE Bellle-
CTBa.

B 11e1oM MBI He OOHaApPY:KMIJIM aHOMaIUii B pop-
MHUPOBAaHUUM 3apOAbIIICBOro MEIIKa M B TEX CEMsA3a-
yaTKax, TJe IMIPOU30III0 ONbUICHUE U OILIOA0TBOPE-
HHE; aHOMaJIuM B Ipolecce pa3BUTHUs 3apoAblllia U
sHaocnepMa OblM peaku. [lpu uccaegoBaHuu apy-
TMMU aBTOPaMU KYJILTYPHOIO TOJCOJITHEYHUKA B Ka-
YeCcTBE aHOMAJIMii OTMEYajioCh Pa3BUTUE 3apObIIIa
0e3 sHIocHepMa M 3HAOCIIepMa 0e3 OILUIOAOTBOpPE-
Hus sitnekierku (Telezynska, Telezynski, 1973).

B HallleM ucciaeqoBaHUM HAM He yIaIOCh AeTalb-
HO TIPOCJIEAUTh BeCh IyTh (hPOPMUPOBAHUS 3aPOJIbI-
IlIa, HO UMEIOILIMECSI JaHHBIE TOBOPST O TOM, YTO Y
HUCCJIeAOBAaHHBIX BUIIOB ITOACOJHEYHUKA SHIOCIIEPM
HYKJICapHBIii, a KJIeTKOOOpa3oBaHMe HAaUMHAeTCsl Ha
paHHEN cTaguy pa3BUTHUS 3apopbiiia (4—8-KieTod-
Hoii mo faHnHbIM Newcomb, 1973b u Toderich, 1988).
OMOpuoreHe3 uaet corjacHo Asterad-tumy (Sene-
cio-BapualMs), 4TO OTMEYaJoCh U paHee KakK IS
KynbTypHbIX (Voronova, 2013, 2014), Tak u 1J1st TMKO-
pactymux (Toderich, 1988) dopm.

g KyabTypHOro MOACOJHEYHMKA paHee ObLIO
OTMEYEHO (OPMUPOBAHUE AIIOCIIOPUYECKUX 3apO-
npieBbix MewmkoB (Voronova, 2006, 2008a; Vorono-
va, Gavrilova, 2007; Voronova, 2013, 2014). IToatomy
obHapyxeHHbIe v H. ciliaris ammocnopuyeckue oopa-
30BaHUSI He SIBJISIIOTCS YHUKAJIbHBIMU. PaHee MBI yxke
OIMMCBLIBAJIN UX OoJjiee MOAPOOHO U BhICKA3aIU IIpe/-
MOJIOXEHNE, YTO MHULIUAIbHBIC KJIETKU alloCTIOpU-
YEeCKMX 3apOAbIIIEBbIX MEIIKOB, BEpOSITHEE BCEro,
MPOUCXOASAT U3 TOM Xe CyOamuaepMaibHOM KIIETKU
OpUMOpAUS ceMsi3ayaTKa, YTO M apXxeclopualibHasI
kietka (Voronova, 2013, 2014; Voronova, Babro,
2019) U ABASIIOTCSI CECTPUHCKUMU II0 MPOUCXOKIE-
Huto. TeM He MeHee, CYIIECTBYET JUMaMETPabHO
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IIPOTUBOIIOJIOXHASI TOYKA 3PEHUSI HAa IPOUCXOXKIE-
HUE aroCIMOPUYECKUX 3apPOIBIIIEBbIX MEIIKOB: OHU
paccMaTpUBaIOTCS HE KaK IPOU3BOAHBIC OHOM
000COOUBILIEICST KIIETKU, a KaK IPYIIIbl pACIaBIINX-
csl KJIETOK MHTEIYMEHTa, IpeoOpa3yIolmnXcsl B CUH-
uutuii (Ustinova, 1955).

B oTnenabHbIX ceMsizauaTkax H. tuberosus oTMeda-
JIOCh MOJTHOE OTCYTCTBME 3apOJBIIIeBOro Mellka. B
JINTEepaType OTCYTCTBHE 3apOABIIIEBOrO MeEIlKa OT-
MEYaJIOCh JIMIIB ST TETPAILUIOMIHBIX (hOPM KYJILTYP-
Horo moacoiHeuyHuka (Efremov, 1967; Pustovoit
et al., 1976). ABTOpBI NIPEATIOJIOXMUIN, YTO 3aPOIbI-
IIEBBII MEIIOK HE Pa3BUBAETCS MO MPUUYUHE HapY-
mreHust B Meiose (Pustovoit et al., 1976). Ckopee
BCEro, 3TO TaK, HO MBIl He OOHAPYXWJIM KapTUH Ha-
pYLIEHUI B Mei03€e UM CEMSI3a4aTKOB C JereHepU-
PYIOIIMMU MEracropoLIMTaMU, IO3TOMY BOIIPOC O
TOM, UYTO SIBJISICTCSI MPUUYUHOIN OTCYTCTBUSI 3apPOJIbI-
IIEBOTO MEIIIKAa B HOPMAJIbHO C(DOPMUPOBAHHOM Ce-
MsI3ayaTKe, OCTaeTCs OO0 KOHIIA He SICHBIM. B Halllem
HUCCJIEAOBAaHMM BCE CTPYKTYpBlI ceMsi3ayaTKa ObLIU
HOPMaJILHO c(opMUpOBaHbI, Ga3bl UX Pa3BUTHUSI U
B3aMIMHOE PACIIOJIOKEHHNE 3JIEMEHTOB COOTBETCTBO-
BaJIi CTaIuM pa3BUTHUS LIBeTKA. PaHee mogoOHoe oT-
CYTCTBUE 3apOAbIIIEBOrO MEIIKA MbI ITOAPOOHO O~
callu y HEKOTOPBIX JUHUI KYJIBTYPHOTO MOICOTHEY -
nuka (Voronova, 2006, 2008a).

Hacrosiiiee ucciienoBaHue v moJiydeHHbBIC paHee
nmanHble (Babro, Voronova, 2018, Voronova, Babro,
2018) mO3BOJISIIOT TOBOPUTH O TOM, YTO 3aJIOKEHUE U
pa3BUTHUE KaK MYKCKUX, TaK U XEHCKUX PEHpPOayK-
TUBHBIX CTPYKTYp unetT y H. ciliaris v H. tuberosus
CXOOHBIM 00pa3oM M 0e3 3HAYMMbBIX OTKJIOHEHMUIA.
B 10 ke BpeMs1 OTCyTCTBYE OILIOJOTBOPEHUS B OOJIb-
IIMHCTBE CJIy4aeB ITO3BOJISICT IIPEAIIONOXUTH, YTO
HU3Kasi CeMEHHas MpPOAyKTUBHOCTb, OTMEYCHHAas
paHee IS uCCAe0BaHHBIX 00pa3lioB, OIPEeAeIsIeTCS
CaMOHECOBMECTHUMOCTBIO 11 HApYIIEHUSIMU IIPH ITPO-
pacTaHUM ITbUIBIIEL.
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IN HELIANTHUS CILIARIS AND H. TUBEROSUS (ASTERACEAE)
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Two perennial wild species of sunflower, Helianthus tuberosus L. (2n = 102) and H. ciliaris DC. (2n = 68),
from different sections (Divaricati and Ciliares) were studied. The material was collected in the park of the
Komarov Botanical Institute (H. tuberosus) and at the Kuban Experimental Station of VIR (H. ciliaris).

The processes of reproductive structures formation are similar in H. ciliaris and H. tuberosus and are compa-
rable to those in cultivated sunflower.

The young ovule of sunflower is ortotropous, but one side of the integument is curved because of more inten-
sive growth. The mature ovule of sunflower is anatropous, unitegmic, with integumentary tapetum, or endo-
thelium, like in other Asteraceae. The ovule shows a zonal differentiation particularly visible in the central
part. The cells of the outer zone are elongated with thin cell wall, whereas the cells of the inner zone are dis-
integrated and have thick cell wall intensively stained with alcian blue. The vascular bundle passes through
chalaza and penetrates integument almost reaching the micropyle, like in some other Asteraceae species. The
megasporocyte develops directly from archesporial cell without any mitotical division. The meiotic divisions
of megasporocyte produce a linear tetrad of haploid megaspores. Three of them degenerate and Polygonum-
type embryo sac is formed from one chalazal megaspore. The embryo sac is completely developed by the time
of pollination. The mature embryo sac consists of the three-cellular egg apparatus, the central cell with big,
fused secondary nucleus, and antipodal cells. The egg apparatus consists of three pear-shaped cells: two syn-
ergids and the egg cell. The egg cell nucleus is rather large, with obvious nucleolus, and positioned in the api-
cal part of the cell. The synergids’ nuclei are barely distinguishable and positioned in the centers of the cells.
A synergid hook was found in the basal part of the cell. The large central cell’s nucleus is located near the api-
cal end of the egg cell. Antipodes are linear. Usually, there are only two antipodes in the mature embryo sac.
During the antipodes formation, cell walls are laid between the newly divided nuclei, but not between the nu-
clei of neighboring pairs. As a result, a uninuclear antipodal cell is formed at the bottom of the embryo sac,
and a binuclear cell is formed above it. Antipodal cells are strongly vacuolated. The antipodal complex as a
whole takes half of the general linear size of the embryo sac.

In some H. ciliaris ovules, aposporous embryo sacs were observed. Aposporous embryo sac included the same
elements as the main one: the egg cell, the synergids, the central cell with polar nuclei or secondary nucleus,
and the antipodes.

In H. tuberosus, a phenomenon of the total absence of embryo sac was recorded. All the ovule structures were
formed normally and phases of their development and relative positioning of elements corresponded to the
stages of flower development.

Though pollination took place, fertilization hardly was observed. If fertilization failed, the integumentary ta-
petum became multilayered and folded, and its cells were transparent with small and poorly visible nuclei.

The embryo formation with poor endosperm development was found. In this case the integumental tapetum
was quite massive and multilayered.

In our study, we were unable to trace in details all the way to the embryo formation. The available data indicate
that in the studied species of sunflower the endosperm is nuclear, cell formation begins at an early stage of
embryo development. The embryogenesis proceeds according to the Asterad-type (Senecio-variation).
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The present study and previous data (Babro, Voronova, 2018; Voronova, Babro, 2018) suggest that the initi-
ation and development of both male and female reproductive structures in H. ciliaris and H. tuberosus pass
similarly without significant deviations. At the same time, the absence of fertilization in most cases suggests
that the low seed productivity noted earlier for the studied samples is determined by self-incompatibility and

disturbances in pollen germination.

Keywords: ovary, ovule, seed, megagametogenesis, morphogenesis of reproductive structures, embryo sac,
apospory, embryo, endosperm, Helianthus tuberosus, Helianthus ciliaris
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