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IIpencraBieHbl pe3yabTaThl CPABHUTEIBHOTO SMOPHUOJIOTMYECKOTO MCCIEeI0BaHUS IBYX BUIOB U3 poja
Boechera (B. falcata v B. stricta), njisi KOTOPBIX XapaKTepeH IOJIOBOW CIIOCOO PETNpPOmyKIINU, U IPEBHETO
npupomHoro rudpuna (B. stricta X B. retrofracta) — nunuu M4B ¢ allOMUKTUYHBIM CIIOCOOOM PETIpOIyK-
. JlaHa netajibHasl XapaKTepUCTUKA Pa3BUTHS ceMsi3ayaTKa UCCeayeMbIX pACTEHUI, TTOKa3aHO 3HAYU-
TEJBLHOE CXOJCTBO 3TOTO Mpollecca, a Takke OOIINii TUIaH CTPOoeHUsI COOPMUPOBAHHOTO ceMsI3ayaTKa: op-
TO-KaMITUJIOTPOITHBIN, OUTErMaabHbIi, MENIUOHYLICJUIITHBIN. Pa3BuTHe 3apoapliiiieBoro Memkay B. falcata
U B. stricta cOOTBETCTBYeT MOHOCIIOpruYeckoMy Polygonum-Tuiy; B cemsizayaTkax pacTeHuii 1uHuu M4B
MPEeUMYIIECTBEHHO 00pa3yeTcsi alTOMUKTUIHBIM HepeaylIMPOBaHHBIN KEHCKUI raMeTOMUT B pe3yJibTaTe
nuruiocnopuu Taraxacum-turia. HeGombimiast yacTh ceMs13a4aTKOB y 3TOH JIMHUU (OPMUPYET PeayLIpO-
BaHHBII 3apOABIIIEBbIN MEIIOK C YJacTUEM Meiio3a, HO B oT/inume oT B. falcata v B. stricta mocjie BTOpOro
MeOTUYEeCKOro AesIeHNs] (hOPMUPYETCS TpUaaa MeTacrop, U3 KOTOPHIX (hYyHKIIMOHATBLHOM SIBJISIETCS Xayia-
3ajibHasl. B cemsizauaTkax artoMUKTUYHOMN TuHUM M4B yacto HabI01a10Ch HeTOpa3BUTHE BHYTPEHHETO
WHTETYMEHTa, YTO CKOPPEIMPOBAHO C OCTAHOBKOI Pa3BUTHSI METACTIOPOIIMTA M 3apOBIIIIEBOTO MEIIKa 1
UX mocyeaymleil nectpykiueii. BepositHo, 1aHHOe HapyllleHUe CBSI3aHO ¢ TMOPUIHOM MPUPOIOii TUHUM,
a He C allOMUKCUCOM. Y allOMUKTUYHON JuHuKu M4B 3apoasiin ¢hopMupyeTcs NapTeHOTeHETUIECKH, HO
IIJIsI €T0 Pa3BUTUSI HEOOXOIMM 3HIIOCTIEPM, KOTOPBIiA, MO-BUIMMOMY, pPa3BUBAETCS TOJIBKO MOCJIe TPOITHOTO
CIUsTHUS (OTUIONOTBOPEHMS CIIMBIIMXCS TIOJISIPHBIX SIAEp criepMueM). B oTcyTcTBUM 3HIOCIIepMa IpOuc-
XOJUT rMOesb 3apObIlla U OCTAHOBKA PAa3BUTUSI CEMEHMU.

Karouesnie crosa: Boechera, Brassicaceae, alloMuKCHC, TUITUIOCTIOPYSI, CEMSI3a4aTOK, TAPTEHOTEHE3
DOI: 10.31857/S0006813623120104, EDN: ZFORQW

Pox Boechera A. Love et D. Love (cem. Brassicaceae)
BkoudaeT 110 BUIOB, mpeAacTaBICHHBIX MHOTOJIETHUMMU
WIN OBYJETHUMM PACTCHUSIMU, PAaCIIPOCTPaHEHHBIMU
MPEerMYIIeCTBEHHO Ha TeppuTopuu CeBepHOI AMepH-
k1 (Kochetal., 1999, 2003; Kiefer et al., 2009; Osadtchiy
et al., 2017). OnuH 13 ABYX BUOOB, IIPOU3PACTAIONIMX HA
tepputopuu Poccuu — Boechera falcata (Turcz.) (= Ara-
bis turczaninowii Ledeb.), aBasiercsa sHaeMukoM Bo-
crouHoit Cubupu n JansHero BocToka; ero mpouc-
XOXIIEHHE, COIIACHO HAHHBIM II0 MOJEKYISIPHBIM
MapKepaMm, HEKOTOpble aBTOpPHI CBSI3bIBAIOT C BO3-
MOXHOM MUTpaleii mpeakoBhix (popm 13 CeBepHOI
Amepuku B Cubupp dyepe3 bepunros mponamn (Al-

Shehbaz, 2005; Kiefer et al., 2009; Alexander et al.,
2013). Panee npencraBuresneil pona Boechera oTHO-
cuiu K pony Arabis L. Ha OCHOBaHUM OJIM3KUX MOP-
¢dosornuyeckrx TPU3HAKOB;, OMHAKO KapuoJoruye-
CKMe MCCAeIOBaHUSI MOKa3aJiu pasjiuuusl B 4YMCIe
XxpoMocoM, uto rpusesio A. Léve u D. Love (1976) k
pazneneHuto poaa Arabis (s.1.) Ha Buasl HoBoro Cse-
Ta ¢ x = 7 (BelOeJeHHBIC B pon, Boechera) u Bunkl Cra-
poro cBeta ¢ x = 8 (ocraBiumecs B pone Arabis). I1oce-
IYIOIIE MOJIEKYISIPHO-(DMIOTeHETHYECKIE MCCIIEIO-
BaHWs TIOKA3aJii, YTO B3TW NIBa pOMAa OTHOCATCS K
Pas3IMIHBIM KiIagaM Ha (QIIOTeHeTHIECKOM JIpeBe ce-
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MelictBa Brassicaceae (Koch et al., 2000; Beilstein et al.,
2010; Nikolov et al., 2019; Hendriks et al., 2023).

B TakcoHOMMYeCKOM OTHOIIEHUM pon Boechera
OYEeHb CIOXKEH, TaK KaK €ro IpeIcTaBUTEIIN — IIpe-
MMYIIECTBEHHO aBTOraMHbI€ MEXBUIOBBIE THOPUIBI
(ayutoguIIOnabl), oOpa3yrolIe araMHble KOMILICK-
ChI, JUISI KOTOPBIX XapaKTEpHO KaK allOMUKTUYHOE,
Tak 1 mojoBoe BocipousBeacHue (Kantama et al.,
2007; Beck et al., 2012; Aliyu et al., 2013; Alexander et al.,
2015; Liet al., 2017; Brukhin, 2017; Brukhin et al., 2019).
B ommymMe OT allOMUKTOB OPYTUX ITOKPBITOCEMEHHBIX
pacTteHuii, sBJsolmuxcs noaurionnamMu (Asker, Jer-
ling, 1992), y npencraBuTtesieil pona Boechera anoMuK-
CHC BCTPEYAETCS HE TOJBKO Y MOJUIUIOUIHBIX (Yalle
BCEro TPUILIOUAHBIX 21 = 3x = 21) (bopm, HO U y 11~
mionaHbIX pacteHuii (Bocher, 1951; Alexander et al.,
2015; Li et al., 2017); pexe MoryT (popMHpOBATHCS
arloOMUKTUYHBIe TeTparionnsl (Schranz et al., 2005;
Aliyu et al., 2010).

Anomukcuc y TipencraButesieii poma Boechera
MpeACTaBJIEH, MIaBHBIM 00pa3oM, IUIIOCIIOpUEi
Taraxacum-Tura, MpU KOTOPOM MPOUCXOAUT HApY-
LIIEH1E TIEPBOTO IeJeHUS Melio3a 1 (popMUpyeTcs pe-
CTUTYLIMOHHOE SIIPO; BTOPOE NeJAeHUE Melio3a Ipur-
BOJUT K O0Opa3zoBaHUIO AMAaabl HEPEAyLUPOBAHHBIX
KJIeToK. JlanbHeiilnee pa3BUTHE Xala3aJIbHOM KISTKHI
IVanbl IIPUBOAUT K (POPMUPOBAHUIO 3aPOABIIIIEBOTO
MeIllKa TOW Xe TUIOMIHOCTU, YTO M MaTepUHCKOE
pactrenue (Bocher, 1951; Naumova et al.,, 2001;
Tagkin et al., 2004; Windham et al., 2015; Osadtchiy et
al., 2017; Brukhin et al., 2019; Mateo de Arias et al.,
2020). Y HeKOTOpBIX BUAOB OTMEUYEHA JUILJIOCIIOPUS
Antennaria-Turia, IIpyu KOTOPOI MPOUCXOTUT 3aMeHa
Meiio3a Ha MUTO3 U B pe3yJIbTaTe Mocje AeJICHUST Me-
racriopolura cpady opMupyeTcs 2-siaepHbIil 3apo-
JIBIIIEBBII MEIIOK, KOTOPbIM TaKxXKe MMEET Hepeay-
LIMPOBAHHOE YMCJIO XPOMOCOM, KaK U MaTepUHCKOE
pactreHue (Carman et al., 2019). Takxe Hapsay ¢ Au-
TJIOCIIOpueii y HEKOTOPBIX MpencraBuTeseii Boechera
HabI101aeTCsT alTOMUKCUC B (hOpMe altoCIIOPUHN: aro-
cIIopuYecKre MHULIMAIM W 00pa3ylolIrecs U3 HUX
ramMeTo(uUThl MOT'YT pacliojiaratbCs B HyLEIyCce psi-
JIOM C TeTpamaMu Meracriop wiu auagamMu (Carman
etal., 2019). HepenyuupoBaHHbIE SIUIIEKIETKU B
alIOMUKTUYECKUX 3apOIBIIIEeBBIX MEIIKaX, KakK IIpa-
BUJIO, (DOPMUPYIOT 3apOJIbIII MTapTeHOTEHETUYECKH.
DHpOociepM o0pasyeTcsl IIyTeM OILIOOOTBOPEHUS
(IceBmoraMusi), XOTs B HEKOTOPBIX CIIydasix OTMeda-
JIOCh aBTOHOMHO€ oOpa3oBaHue 3HAocrepma (Nau-
mova et al., 2001; Voigt et al., 2007).

B mpupomHbix Tonyaauusx, (QOPMUPYIOIINX
araMHbIe KOMITJIEKChI I UHTPOTPECCUBHbBIE TUOPUIBI,
YacToTa allOMUKCHCA MOXET BapbUpPOBaTh B 3aBUCHU-
MOCTH OT YCJIOBUI MPOU3PACTAHUS Y POJIU TTOJTOBBIX
BUIOB B TMOpUIM3alMK (MaTepUHCKOE WU OTLIOB-
ckoe pacteHue) (Li et al., 2017; Rushworth et al.,
2018; Rushworth, Mitchell-Olds, 2021). Boechera —
€IMHCTBEHHBIN pol B ceM. Brassicaceae, rie mposiB-
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JICHV€ alTOMUKCHCaA Y HEKOTOPBIX BUIOB W JIMHUM 1O-
cturaet 98% (Aliyu et al., 2010). Cpeau 1pyrux poaos
Brassicaceae eqMHWYHBIEC CIydald alTOMUKCHCA 3ape-
TUCTPUPOBAHBI Y HEOOJIBIIIOTO YK CJIa BUIOB U3 POIOB
Erysimum L. (Mulligan, 1966), Parrya R. Br. (Mosquin,
Hayley, 1966), Draba L. (Mulligan, Findlay, 1970; Jor-
don-Thaden et al., 2013), Phoenicaulis Nutt. ex Torr. et
A. Gray (Manddakova et al., 2021), Polyctenium Greene u
Sandbergia Greene (Mandakova et al., 2020).

Bricokast yacToTra BCTpe4aeMOCTH allOMUKCHCA Y
npencraBureiieil pona Boechera, nMeronnx 6J1M3Koe
pPOICTBEHHOE ITOJIOXKEHUE K pony Arabidopsis Heynh.,
JTaeT BO3MOXHOCTb M3yUYEHUSI allOMUKCHCA C TOYKH
3PEHUSI MOJEKYISIPHO-TEHETUYECKOM  PEryJIsiiuu
(Schranz et al., 2006; Kantama et al., 2007; Sharbel et
al., 2009; 2010; Corral et al., 2013; Mau et al., 2013;
Schmidt et al., 2014; Kliver et al., 2018; Bakin et al.,
2022). YV Boechera naeHTUGULIPOBAHO HECKOIBKO
TreHOB, aCCOLIMMPOBaHHBIX ¢ anoMukcucoM (Corral et
al., 2013; Mau et al., 2013; Bakin et al., 2022). Kpome
TOTO, OTCEKBEHUPOBAHbI U COOpaHbI TEHOMBI JBYX
MMOJIOBBIX BUIOB B. stricta (Li et al., 2017) u B. retro-
fracta (Kliver et al., 2018), a Takoke reHOMBI IBYX IIPU-
pOIHBIX anioMukTUdeckux JuHuii, M4B (NCBI Bio-
project PRINA774175) nu ES517 (NCBI Bioproject
PRINA765627), npu 3toM reHoM M4B cobpaH no
JIUTIJIOUTHOTO YPOBHSI XpOMOCOM. TakuM oGpa3oM,
MOCJICAHNE IBA BUIA SIBIISIIOTCS IIEPBHIMU alIOMUKTa-
MU C IOJTHOCTBIO COOpaHHBIM I'€HOMOM M MpPEACTaB-
JISTIOT OCOOBIf MHTepec s usydyenus. Kapuosoru-
YyeCKMe MCCIIENOBAaHUSI BBISIBWIN CBSI3b allOMUKCHCA
1 TE€HOB, aCCOLIMMPOBAHHBIX C HUM, C HaIU4YUEM
abeppaHTHBIX T€TEPOXPOMATUHOBBIX XpoMocoM Het,
Het’n Del y HEKOTOPBIX alTOMUKTUYHBIX aHEYTIJIOMI -
HbIX JMHUN Boechera (Sharbel et al., 2004, 2005;
Kantama et al., 2007; Mandakova et al., 2015; 2020;
Mau et al., 2022).

M3yyeHne anoMuKcrca MoKas3ajio, YT0, HeCMOTPS
Ha BBICOKMI IIPOIICHT 00pa30BaHUSI allOMEoOTHIE-
CKMX 3apOJIbIIIEBBIX MEIIKOB, KOJIMYECTBO 3aBsI3aB-
IIUXCS CEMSTH Y allTOMUKTUYHBIX JIUHUI ObUIO 3HAYM -
TEJIbHO HIKE, M0 CPABHEHUIO C JIMHUSIMU, JIJIsI KOTO-
pBIX XapakTepeH IIOJIOBOM Ccroco0d penpoayKIIUu.
DTO MOXET OBITh CBI3aHO C TEM, UTO Y allOMUKTOB
Meii03 COMpPOBOXIAETCS AaHOMATUSIMU, TIPUBOISIIIIM -
MU K HapylleHUIo pa3BuTus ceMsiH (Mateo de Arias
et al., 2020). Kpome Toro, HapyllleH1e pPa3BUTUS CE-
MSIH MOXET OBITh OOYCJIIOBJICHO TMOPUIHON TIPUPO-
Jnoi MHorux anoMukToB (Rushworth, Mitchell-Olds,
2021), a Takzke pa3BUTHEM DHIOCIIEpPMa, 3aBUCSIIIIUM
BO MHOTOM OT IIJIOMIHOCTH HOJISIPHBIX SIIEP U CIiep-
mueB (Voigt-Zielinski et al., 2012; Mau et al., 2021).
OJHAaKo, 10 CUX TTIOp MPUYMHEI TUOENIN CeMsI3a4aTKOB
U CEMSTH Y alIOMUKTUYHBIX BUIOB Boechera B iponiec-
ce UX pa3BUTHUSI OCTAIOTCS ¢J1a00 U3YyYEeHHBIMU.

Hacrosiiiee ucciienoBaHue TOCBSIILIEHO U3y4ye-
HUIO Pa3BUTUSI XKEHCKUX PENPOAYKTUBHBIX CTPYKTYP Y
Tpex BUIOB Boechera, misi KOTOPBIX XapaKTePHO I10J10-
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BO€ M alTOMUKTUYHOE BOCITPOU3BEACHHNE, C LIEJIBIO BhI-
SIBJICHUSI HEKOTOPBIX (DaKTOPOB, OOYCIOBIMBAIOIINX
MOSBJIEHNE AaHOMAJIUIA B pa3BUTUM CEMSI3aUaTKOB.

MATEPUAJI U METOJbI NCCIIEJOBAHWA

Cemena Boechera falcata 6b111 cOOpaHBI ¢ pacTe-
Huit Bo3pacta 7—10 JIET B €CTECTBEHHBIX MeCTaxX 001~
TaHUS: IeTPO(UTHOE HECOMKHYTOE COOOIIECTBO U3
Artemisia gmelinii Weber ex Stechm. u B. falcata na
CKJIOHE I0XKHOM 39KCIO3ULIMU KpyTu3Hoit 45° (TeHb-
KMHCKUI1 paiioH MaramaHckoii ooiactu, B 10 KM K
IOTO-BOCTOKY OT ceja Oporyk — 62°0150.586” N,
148°38°46.591” E). Pacrenus B. falcata — TpaBsSIHU-
CThIe MHOTOJIETHUKHM BBLICOTOM 10 60 cM; cTeGIHn To-
JIbIe, 3€JIeHBIE C CH30BAaTBIM OTTEHKOM; CTeOJIeBbIE
JIUCThSI TIPOAOJITOBaThIe, LieJdbHbIE WJIM 3yO4daThle,
cTebieo0beMITIOLINE, JJIMHON 10 2 CM; HUXXHUE JIU-
CTbsI, COOpaHHbBIE B PO3ETKY, — IJIOCKHE, OBaJIbHO-
MIPOJIOJTOBaThIC, 3yOUaThie, INIMHOM 10 3.5 CM, T'yCTO
OnyIIeHBI ABypa3aeIbHBIMI BOJIOCKAMU; IIBETCHUE B
KOHIIE II€pBOIi AeKaabl MIOHS, IIBETKU B IITMTKOBU/I-
HBIX KUCTSX; JIETIECTKH PO30BO-(hUOJIETOBbIC, M-
HOM 10 9 MM; CTpyYKHM Yy3KHE€, CBHCAIOIIAE BHU3,
cJIeTKa CEpIIOBUIHO M3OTHYTHIEC, IUIMHOM 00 8 CM U
IIUPUHON 2—3 MM.

CemeHa B. stricta O COOpaHBI ¢ pacTeHUIA, TIPO-
U3pacTamllnMxXx B ropax Ha ceBepo-3amnage CIIA,
MopdoJiorus pacTeHuii onrcaHa paHee (Schranz et al.,
2007; Li et al., 2017 u np.). CemeHa NpuUpPOIHOTO
arlOMUKTUYHOTO Tudpuna B. stricta X B. retrofracta
(M4B) 6bu1H cOOpaHEBI C pacTeHUil, Mpou3pacTalo-
mux B ropax okpyra FOxnprit Jlemxaii, mrart Aiina-
x0, CIIA (Lemhi County, State of Idaho, USA),
44°36’07” N, 113°35” 07” E, k 3anany ot ruka ['yH-
caiit (Gunsight Peak), B monmHe TopHOI peku DHT-
taitM-Kpuk. CeMeHa B. stricta v Tubpuaa M4B obuH
JII00e3HO TIpenocTaBiieHbl IpodeccopoM T. Muruen-
noM-Omncom (T. Mitchell-Olds) u3 yHuMBepcuteTa
Hpioka (Duke University, Durham, North Carolina,
USA).

CeMeHa Bcex Tpex BUIOB MPOpPAIMBaIi COITIACHO
metoauke M.E. Schranz (Schranz et al., 2005; 2006).
CHayajia ceMeHa BbIIep>KMBAJIM Ha BIaXXHOM OUIIBTPO-
BaJIbHOI1 Oymare B TEeMHOTE B TeueHUe 3 HeleNlb C XO-
nonHoit ctpatndukaumeit (+4°C) s CHATUS TTOKOS.
3ateM vamku IleTpu ¢ ceMmeHaMU TIEPEHOCUIM B PO-
CTOBYIO KaMepy ¢ TeMreparypoii +21°C B ycioBus 16-
4yacoBOro cBeToBoro AHs. [Ipopociiire cemeHa nepeHo-
CWUJIU B TOYBEHHYIO cMech. LIBeTeHre pacTeHuid mpouc-
XOIIMJIO Yepe3 6 HelleTb Mocjie 00pabOTKU XOJIOIO0M.

ByToHBI, IIBETKM M 3aBSI3W Ha Pa3HBIX CTaIUSIX
pa3BuTHUs 6bUTH 3achukcupoBaHbl B FAA (opmanuH
: ledsTHast yKeycHas KucioTa : 70% 3TUIOBBIN CITMPT
B cooTHoieHuu 7 : 7 : 100) B TeueHue 7 mHE, mocie
Yero MaTepuaj 06T OTMBIT 70% 3THIIOBBIM CITUPTOM
¥ WICTIOIB30BAJICS JIMOO TSI TIPUTOTOBJICHUST TIOCTO-
STHHBIX TIpeTiapaToB M UX aHAJIM3a METOIOM CBETOBOM

BUHOI'PAIIOBA u ap.

Mmukpockormuu (CM), nubo miIst ucciaenoBaHUSI TO-
TaJIbHBIX CEMSI3aUYaTKOB C TIOMOIIbIO MeToAa Ipo-
CBETJICHHSI M ONITUKMN WHTepdepeHImaIbHO-a1udde-
penumonHoro kontpacra (DIC).

O6paboTka MaTepualia U IPUTOTOBJICHUE TIpera-
paToB TIPOBOJAMIMCH MO OOIIEHPUHSITON ITUTOIM-
opuonoruueckoit meronuke (Pausheva, 1980). Cpe-
3bl TOJIIMHOMK 8—10 MKM ObLIN cAelaHbl HA MUKPO-
tome Microm HM 325 (Carl Zeiss, Germany).
Okpacky npenaparoB NPpOBOAWIN TeMaTOKCUIMHOM
Mo DPKXY ¢ MOAKPACKOM alIlMaHOBbIM CUHUM. AHa-
JIU3 MpernapaToB MPOBOAUIN C TOMOIIbIO MUKPOCKO-
na Axio Imager Z1 (Carl Zeiss, Germany) LIKIT BUH
PAH; doTtorpaduu BeImoaHeHbI HU(PPOBOIt KaMepoit
Axiocam MRc5 u obpaboransl I1O Zen Blue Editor
(Carl Zeiss, Germany).

st IpoCBeT/IeHUsT ceMsI3auaTKOB 3aBsSI3U BbIIETISI-
JIV U3 OYTOHOB U LIBETKOB M TOMEIIATIN WX B TPOCBETIIS -
ToIyro Xunkoctb — 10% pacTBop XJIopajruapara Ha
Houb (Barykina et al., 2004). Haee ajist TIpUroToBJIe-
HUSI BPEMEHHBIX IPEIaparoB 3aBs3U TMOMEINAIN Ha
MpEeAMETHOE CTEKJIO B KaIUTIO IIAIEPUHA, BBIIEISIIN
ceMsI3a4aTKU U HAKPBIBAJIM UX TTOKPOBHBIM CTEKJIOM.
BoineneHue 3aBsi3eil 1 ceMsI3a4aTKOB IPOBOIMIIM IO
crepeomukpockonoMm Stemi 2000 (Carl Zeiss, Germa-
ny). IIpocBeTsieHHbIE ceMsi3ayaTK aHATU3UPOBAIM C
rnmomoliiblo Mukpockorna AxioPlan 2 (Carl Zeiss, Ger-
many) B pexxume DIC (muddepennmanibHo-uHTEPDE-
PEHLIMOHHLII KOHTPACT).

PE3VYJIBTATDI

PasButue cems3auarka y Bcex Tpex MCCielOBaH-
HBIX BUIOB IIPOMCXOAUT B ILIEJIOM E€IMHOOOpPa3HO.
Paznuuust mposiBAsIIOTCS B CNOCO0E peNpOayKIIMU: Y
Boechera falcata, naydeHHOI BiepBbI€ B HaIIIEM HC-
cJielloBaHWM, OTMEYEH TOJIBKO ITOJIOBOI CITOco0 pe-
MPOAYKIIMU, KaK U y B. stricta, 4TO B 11IeJIOM MOATBEP-
XKIaeT 0ojiee paHHUE MCCIEeNOBaHUS STOTO BUIA
(Aliyu et al., 2010: Rojek et al., 2018). Hus auHUU
M4B, Takxe paHee He MU3y4eHHOII 3MOpHOIIOTHYEC-
CKM, T0Ka3aHO MPEUMYIIECTBEHHO allOMUKTUYHOE
pa3BUTHE XXKEHCKOIo raMmeTodura.

Pazsumue sncenckux penpooyKkmueHsIX cCmpyKmyp
y Boechera falcata u B. stricta

B 3aBs3u gnuHoit okojo 0.5 MM Ha IUIalleHTE
WHULIMUpPYETCca oKojio 30 IpuMopaueB cemsizadaT-
koB. IIpu ymmnaenun 3aBsi3u 1o 0.7—1.0 MM B cems-
3ayaTKaX HauMHAeTCs MHULIMALIMS MHTETYMEHTOB 3a
CUeT JeJIEHUsI KJIETOK SMUACPMATLHOIO CJIOS, TIPU-
yeM 3aKJjaJKa BHYTPEHHEro MHTETYMEHTA ITPOUCXO-
JIUT paHbllle Hapy>KHOTO. B 3TO XXe BpeMs1 HaunHaeT-
ca muddepeHINALg apXeCITOpUaIbHOM KJIETKU B
anyuKaJabHOM 4YacTU CyOSMUIECPMAIbHOIO CIIOSI HY-
Hewtyca. I'panuiia 3aJoXXeHUSI MHTETYMEHTOB pac-
MOJIOXKEHA HIKE YPOBHS apXeCOpUaTbHOM KIIETKH,
BCJICACTBME TOTO, 4YTO W3HAYaJIbHO NPUMOPIAUIA
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Puc. 1. Pa3BuTue ceMsi3auaTka 1 XKeHCKOro rametodurta y Boechera falcata. 1—2 — (ppopMupoBaHKMe MEracIiopoliuTa B ceMsiza-
yaTke 0e3 mapreTaybHOU KJIeTKU (/) U ¢ mapueTalibHOM KJIeTKoi (2); 3 — oOpa3oBaHue IUanbl KJIIETOK MOCE MEPBOTo NeeHUs
Meito3a; 4 — TeTpana Meracrnop, cpopMupoBaHHasi mocjie Meito3a; 5 — TeTpania Meracrnop B XOZe pa3BUTHS ceMsi3auaTrka, pocT
XasiazajabHOM (hyHKIMOHAJIBHOM Meracropsl U JereHepanusi Tpex MUKPOTTUJISIPHBIX Meracrop; 6 — GyHKUMOHUPOBAaHUE HAPsI-
Iy C XaJla3aJibHOM MUKPOMMWJISIDHOM Meracrnopsl B TeTpane; 7 — oOpa3oBaHue ABYSACPHBIX KJIETOK U3 CyOMUKPONUISIPHOM U
3MMXaja3ajlbHON Meracnop TeTpanbl; § — YeThIpeXsiIePHBIN 3apOIbIIIeBbI MEIIOK (sipa yKa3aHbl CTPEJIKAMM, Ha Xajla3alib-
HOM TI0JII0OCE BTOPOE SIAPO HE MOKAa3aHO, TaK KaK pacroyIoXeHO Ha CJIeAYIoLEM cpese); 9 — cTpoeHre choOpMUPOBAHHOTIO 3a-
POABILIEBOTO MEIIKa Ha MUKPOITWJISIDHOM TTOJTIOCE: IBE CUHEPTUIbI, sIHLIEKIIeTKA, 3aHUMaloIIas JaTepaibHOE TTOJIOKEeHUE, U
MUKPONUJISIPHOE TIOJISIPHOE SIIPO LIEHTPAJIbHOM KJIETKH, 9a — Xala3ajibHblii MOJIIOC 3aPOJBIIIEBOr0 MEILIKa C TPEMsI aHTUITONA~
MM U XaJla3aJIbHBIM MOJISIPHBIM SIAPOM LIEHTPAJIbHOM KJIETKU. @ — aHTUIIONA, ch m — Xayla3aJbHasi Meracropa, e ¢ — siilexyeTKa,
[ i — BHYTPEHHUI UHTETYMEHT, M m — MUKPOIIWJISIpHAs. MEracriopa, mc — MeracrnopouuT, # — HYLEJJTYC, 0 [ — HAapy>XHbII UH-
TETYMEHT, p ¢ — TlapueTaibHasl KJIeTKa, p 1 — TOJISIPHOE SIIPO, pp — MTOCTAMEHTO-TIOANYM, § — CUHepruaa. MaciitaGHast TuHen -
Ka: 10 MKM.

Fig. 1. Development of the ovule and female gametophyte in Boechera falcata. 1—2 — development of the megasporocyte in the
ovule without a parietal cell (/) and with a parietal cell (2); 3 — dyad of cells after the first meiotic division; 4 — tetrad of mega-
spores after the second meiotic division; 5 — growth of the chalazal functional megaspore and degeneration of three micropylar
megaspores of tetrad during development of the ovule; 6 — functioning of micropylar along with the chalazal megaspore in the
tetrad; 7 — development of binucleate cells from submicropylar and epichalazal megaspores of the tetrad; § — four-nucleate em-
bryo sac (nuclei are indicated by arrows, the second nucleus at the chalazal pole is not shown since it is located in the next sec-
tion); 9 — structure of the formed embryo sac at the micropylar pole: two synergids, the egg cell occupying a lateral position, and
the micropylar polar nucleus of the central cell, 9a — chalazal pole of the embryo sac with three antipodals and the chalazal polar
nucleus of the central cell. a — antipodals, ¢4 m — chalazal megaspore, e ¢ — egg cell, i i — inner integument, m m — micropylar
megaspore, mc — megasporocyte, n — nucellus, o i — outer integument, p ¢ — parietal cell, p n — polar nucleus, pp — postamento-
podium, s — synergid. Scale bar: 10 um.

MPECTaBIsSIeT COOO! CUJIBHO BBITSHYTBIII OYTOpOK.
ApxecriopuajibHasli KJeTKa B IIpoliecce pa3BUTHUS
TpaHchOPMUPYETCI B METAcCIIOPOIUT, KOTOPBIi
OBICTPO yBeIUYMBAETCS B pa3mepax. B cems3zauarke,
T7Ie MTHTETYMEHTBI TOJTbKO MHULIMHUPYIOTCSI, METacIio-
POLIUT TIPENCTaBJIeH KPYITHOU BBITSHYTOH B TPO-
JIOJIbHOM HaIpaBJIeHUU KJETKOM, SIAPO B KOTOPOIi
3aHUMAET TPEUMYIIECTBEHHO LEHTPaJIbHOE I10JIO-
JKeHVe; IIMTOoIIa3Ma TIJI0THasl, 6€3 BUIMMBIX BaKyo-
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neit (puc. 1, I; 2, 1). B etMHUYHBIX clIy4yasiX y 000mux
BUJIOB (DOPMUPYIOTCS IBA MEracropoliMTa B OJHOM
ceMsizagaTke. Takoke M3pelnKa OTMEYeHO oOpa3oBa-
HHE MNapUeTabHOM KJIETKU, PaCIIOJOXEHHOI Han
MeracriopouuToM (puc. 1, 2).

Ilpu panbpHeillleM pocTe 3aBsI3U €€ ILIalleHTa
npoaorKaeT (GOPMUPOBATh CEMSI3aYaTKU: B 3aBSI3SIX
manHoi 1.5—2.0 MM mx KoiamdecTBO mocturaet 50.
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CeMs13a4aTKM HECKOJIBLKO YBEJIMUYUBAIOTCS B pa3Me-
pe, MpeuMyIlIeCTBEHHO 3a CUeT pocTa uX 0a3ajibHOI
YaCcTH; HAaYMHAETCS HeOONbIIOI N3rubd cemMszadyaTka.
MHTEryMeHTHI CTAHOBSTCS 2-CIIOMHBIMU, BHYTPEH-
HUI 1 HapYy>XHbIA MHTETYMEHThI MPUMEPHO PaBHBI
10 JJIMHE W JOCTUTAIOT IOJIOBUHBI JJIMHBI HYLIEJTyca
y B. falcata (puc. 1, 3, 4), y B. stricta OH1 OCTaIOTCS
KOpOTKUMHU (puc. 2, 2, 3). Ha 310ii ctanuu pa3Butus
ceMsizayaTKa y 000MX BUIOB MEracropOLUT HPUCTY-
HaeT K MeTracIioporeHesy.

MeracioporeHe3 W pa3BUTHE 3apOIBIIIEBOTO
MeIlIKa COOTBETCTBYeT MOHocIopudeckomy Polygo-
NuM-TUITY, MPU KOTOPOM JBa MOCIEA0BATEIbHBIX Je-
JICHUST Meio3a M CONPOBOXMAIOIINX WX ITPOIIECCOB
IIMTOKWHE3a ITPUBOIAT K 00pa30BAHMIO TETPAILI pe-
IyuupoBaHHBIX Meracniop (puc. 1, 3, 4; 2, 2, 3).

ITocne 3aBepiieHus1 Meito3a 1 00pa3oBaHUST Mera-
cnop (B 3aBSI3sIX IUIMHOI 2.4—3.5 MM) ceMsi3a4aTOK Ha-
Y HAeT aKTUBHO PaCcTH, U3rn0aeTcsi, CTAaHOBUTCSI TEMU-
KaMmImuiaoTponHeiM, no tunusauuu W.M. Illamposa
(Shamrov, 2008; 2017). ITo Mepe pocTta ceMsi3auaTKa
METacIIOphl IIPeTepIIeBAlOT U3MEHECHMSI — XaJla3allb-
Hasl KJIeTKa TeTpabl yBEJIMYMBACTCS B pa3Mepe U CTa-
HOBUTCS (PYHKIIMOHAILHOM MEraclopoii, Torma Kak
MEracIiopbl, pacHoJIOXXEHHbIE Haa Heil, HAYMHAIOT
nereHepupoBath (puc. 1, 5; 2, 4). Y B. falcata yacto
caMasl alMKajbHasl KJIETKa TeTPalbl JOJTO0 OCTACTCS
KU3HECHOCOOHOM (puc. 1, 6) U, BO3MOXHO, MOXET
pa3BUBaThCS gajibliie. B omHOM cilyyae OTMEUEeHO 00-
pa3oBaHMe ABYX 2-SIIEPHBIX 3apOIBIIIEBEIX MEIIKOB
M3 COCEMHMX MEraciiop omHoii terpanmbl (puc. 1, 7).
OpnHako, Kak MpaBUJIO, pa3BUTHE TamMeToduTa Mpo-
MCXOIUT U3 XaJla3aJIbHOM MEracIiophl, B LIMTOIIa3Me
KOTOPOM MOSBIISIIOTCSI BaKyoJd, B JaJbHEHIIIEM 3Ta
KJIETKa TpeTepIieBacT TPU MUTOTUYECKUX NeJeHUS,
KOTODPHIE IIPUBOIIT K (DOPMUPOBAHUIO LIECHOLIMTHOTO
3apOIBIIIEBOIO MEIIKa — IIOC/Ie IEePBOTO IEICHUS
2-aaepHoro (puc. 2, 5), 3ateM 4-siaepHoro (puc. 1, §).

Ko BpeMeHu popmupoBaHus 2-sIepHOTO 3apPOabI-
IIEBOTO MEIIKA B ceMsi3ayaTKe 3HAYUTETbHO YBETNIM-
BaeTcs xajiasza u 6a3ajibHasl YacThb HylleJITyca, 00pasyro-
11asi TMHYIO CTPYKTYPY ITOCTAMEHTO-TIOAMYMA, KJIIETK!
JIaTepajibHOTO CJIOsI HyLIeJUTyca HaYMHAIOT IeTeHEPUPO-
BaTb. BHyTpeHHUI1 UHTETYMEHT, KaK NpaBUIo, TTOJIHO-
CTBIO 00OpacTaeT HyLIeJUTyC, TIpY 9TOM CTAaHOBUTCST 2—3-
CJIOMHBIM, @ B MUKPOITWISIDHOM YacTu 3—4-CJIOMHBIM.
HapyxHblii MHTETYMEHT OcCTaeTcsl 2-CJIOHHBIM, HO B
MUKPOITWISIDHOM 4acTW YTOJIIACTCS 10 5—6 CJIOeB.
Mukponuie chopMUpPOBaHO 0OOMMU MHTETYMEHTAMU
(3K30-3HIOCTOM) (pUC. 2, 5).

Tpetuii, TOCIETHMIT, MUTO3 B 3aPOIBIIIIEBOM METII-
K& COIIPOBOXKIACTCS KIIETKOOOpa3oBaHMeM. B pesyib-
Tare opMmupyeTrcss 3 KIETKU SIIIEBOTO armnapara
(2 cuHepruapl U SileKIeTKa) Ha MUKPOIIMJISIPHOM
noJrroce; 3 KJIETKU aHTUTION Ha Xajla3aIbHOM IOJII0Cce
U LCHTpaJIbHASI KJIETKA C ABYMSI MMOJISIPHBIMU SIApaMU,
CHayvaJjia pacrojlokeHHbIMU y MoJtocoB (puc. 1, 9, 9a).
B mportecce co3peBaHUS 3apOABIIIEBOTO MeIIKa

BUHOI'PAIIOBA u ap.

KJIETKU SII1IEBOTO aIlnapara IIpruoopeTaloT criendu-
YyeCKMe YEePThI, XapaKTepHbIe IjIsI CUHEPTUI U sIiilie-
kiteTkr. CUHEpryuabl y U3y4eHHBIX BUIOB KPYITHBIE, C
0a3ajJbHO PACHOJIO0XKEHHBIM SIIPOM M BaKyOJIbIO, 3a-
HUMaIOIIel anuKaabHOE ITOJIOXKEHHE, B 0a3aibHOI
YyacTU TakKXKe IIPUCYTCTBYET HUTYATBLIA arapar
(puc. 1, 9; 2, 6). SliinekieTka UMeeT XOPOIIO BbIpa-
KEHHYIO MOJISIPHOCTD C alIMKAJILHO PaCIIOJIOXEHHBIM
SIIPOM M KPYITHO BaKyoOJIbIO B 0a3ajbHOM YacTh. Sii-
LICKJIeTKa, KaK IIpaBUIo, 3aHMMAaeT JIaTepaibHOE MO~
JIOXXEHHUE T10 OTHOIIECHMIO K cuHepruaaM (puc. 1, 9;
2, 6). [lonsipHbIE siApa B IPOLIECCE CO3PEBAHUS 3aPO-
JBIIIIEBOTO MEIITKa COMMXKAIOTCS U CIMBAIOTCS BOJIM3U
SIIIEBOTO amrmapara, oopasys KpyImHOE BTOPUYHOE
SIIPO LUEHTPAJIbHOM KJIeTKU (pHcC. 2, 6). AHTUIIONHI Y
M3yYeHHBIX BUAOB MEJIKHE, C IJIOTHOM IIMTOILIa3MOM
1 HEOOJIBIINM SIAPOM, PACITIOJNIaTalOTCs, KaK IIPaBUJIo,
psiaoM Apyr ¢ apyrom (puc. 1, 9a; 2, 6). YV B. falcata
AHTUITIOABI MOT'YT COXPaHATBHCA JO ITEPBBIX )le.HGHI/Iﬁ B
sHOoCHepMe, Vv B. stricta aHTUIIOAbBI YaCTO AeTeHEPU-
PYIOT IO OTUIOIOTBOPEHMUSI.

Ha ctanuu 3pesoro 3apoabliiieBoro Melika, roro-
BOTO K OIUIOOOTBOPEHUIO (3aBsi3u 4.4—6.3 MM B 1T -
Hy), ceMmsi3adyaTKM ellle OOoJbllle yBEJIWYMBAIOTCS B
pa3Mepax, CTaHOBSITCS elle 0oJiee U30THYThIMU (Op-
TO-KaMITWJIOTPOIMHbIMIK). Ha 3T0i cTanuu Hyleanyc
MPaKTUYECKU TTOJTHOCTHIO Pa3pylliaeTcsl B MUKPOITU-
JIIPHOW M JaTepajibHBbIX 4YacTsIX, HO 3HAYUTEbHO
yBeJu4YMBaeTcs B 0Oa3zajibHON 00jacTy, MpUYeM B
9TOI 30HE €ro KJIETKU CTAaHOBSITCS O60Jjiee KPYITHBIMUA,
BBITSIHYTBIMM M COAEPXaT TIJIOTHYIO HUTOIIa3My
U KpynHble sapa. HapyXHbIif ”THTETYMEHT OCTaeTCs
2-CJIOHBIM (32 UCKJIIOUEHUEM €TI0 MUKPOITUIISIPHOM
o0Ji1acTn), a BHYTPEHHUU — CTAHOBUTCSI MACCUBHBIM,
5—6-CTIOMHBIM; B KJIETKaX €0 BHYTPpEHHEI SIUIepMbl
HayuHaeTcss Mopdonornueckass auddepeHIanuys,
CBSI3aHHAsl C YBEJIMYEHMEM TUIOTHOCTU LIMTOILIa3MBbl
3TUX KJIETOK, a TAKXKE UX PACTSKEHUEM B paalaJIbHOM
HaIpaBJieHUH, YTO TIO3BOJIIET MPEATIOI0XUTh TPUOO-
peTeHue 3TUMU KieTKaMu (YHKUIMU WHTETyMeH-
TaJILHOTO TaleTyMa U UX aKTUBHOE yyacTue B TpaHC-
rnopTe BelecTB. Mopdonoruueckas nuddepeHumna-
1IMS 3TUX KJIETOK YCWIMBAETCS Ha MOCIEAYIOLINX
aTanax pa3BUTUS ceMeHM (B MEpPUOJ paHHEro M-
OpuoreHe3a 1 3HIOCIIepMOTeHe3a).

MBI He TIPOBOIMIIN CITEIUATBLHBIX UCCIeIOBaHU
10 IIPOLECCYy OmmIogoTBopeHusI. OOHAKO B 3aBI3SIX
PacKpBITHIX IIBETKOB B. falcata Bo Bcex ceMsI3ayaTKax
yXe HaOJII0A4ajI0Ch Pa3BUTHUE 3UTOThI UM 2-KJIETOY-
HOTO 3apofbIllia U MPUCYTCTBOBAIN 2—4 si/ipa dHIO-
crepMa, 4To yKa3biBaeT Ha HOPMAJIbHOE IIPOTEKaHUE
Mpoliecca oIIoA0TBOpeHus y aToro Buaa. K coxaie-
HUIO, Y B. stricta cTagyii pa3sBUTUS 3apOAbIIIA U SHIO-
criepMa He ObLIO OOHapyXXeHO, 10 MPUYMHE MaJIoTo
KOJIMYeCcTBa 3a(pUKCUPOBAHHOIO MaTepualia B Iepu-
OJI LIBETCHUSI.
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Puc. 2. PazButre cemsizauaTka 1 XeHCKOTo rameTodura y Boechera stricta. I—6 — cTpoeHUe ceMsi3ayaTKa Ha CTaaui Meracro-
pouuTta (/); inanasl KjeToK, chopMUPOBAHHBIX TTOCIE MepBoro Meito3a (2); terpansl Meracrop (3); nuddepeHumnanum xana-
3aJIbHOM MeTacIiopsl (4); IBysiIEPHOTO 3apOIBIIIEBOr0O MelKa (5), BUIHBI JeTeHEPUPYIOLINE MUKPOITUISPHbIE KIETKH TeTpa-
ITbI; 3PEJIOTO 3aPOJIBIIIEBOTO MellKa (6), Ha MUKPOITUJISIPHOM TIOJIIOCE KOTOPOTO PACTIONOXEH STMIIEBOIA ammapar ¢ IByMsI CH-
HepruaaMu 1 SIEeKIETKOM, a TaKKe BTOPUYHOE SIAPO LEHTPAIbHOM KJIETKH, Ha XajJa3aJbHOM — TpU aHTHIoAbl. [—5 — DIC,
6 — CM. a — anTHumIoNna, ch m — xanaszajibHas Meracriopa, d m — eTeHepUPYIOIINe METACIIOPHI, e ¢ — SIUIEKIIeTKa, e S — 3apOo-
IBIIIEBBII MEIIOK, f— QYHUKYIYC, A — TMIIOCTa3a, [ | — BHYyTPEHHUI MHTETYMEHT, MC — MEraclopoIuT, # — HYLIEJUTYC, 0 [ —
HapyXXHBIN UHTETYMEHT, p # — TIOJIIPHOE SIIPO, pp — TIOCTAMEHTO-TIOIUYM, § — CUHepruaa. MacimtabHas TuHeiika: 10 MKM.
Fig. 2. Development of the ovule and female gametophyte in Boechera stricta. 1—6 — structure of the ovule at the stage of me-
gasporocyte (/); dyad of cells resulted from the first meiotic division (2); tetrad of megaspores (3); differentiation of the chalazal
megaspore (4); binucleate embryo sac (5), degenerating micropylar cells of the tetrad are visible; mature embryo sac (6), on the
micropilar pole there is an egg apparatus with two synergids and an egg cell, as well as a secondary polar nucleus of the central
cell, on the chalazal pole there are three antipodals. /—5 — DIC, 6 — LM. a — antipodals, ch m — chalazal megaspore, d m — de-
generating megaspores, e ¢ — egg cell, e s — embryo sac, f— funiculus, # — hypostase, i i — inner integument, mc — megasporocyte,
n — nucellus, o i — outer integument, p n — polar nucleus, pp — postamento-podium, s — synergid. Scale bar: 10 um.
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Pazeumue dxcenckux penpooyKkmueHblX CMpyKmyp
y aunuu M4B

PasButie cTpykTyp cemssadarka y quHun M4B
IMIPOMCXOAUT TaKUM K€ 00pa3oM, Kak y B. falcata n
B. stricta. OTNIAYNTEILHOM OCOOEHHOCTBIO SIBJISICTCS
npeobilagaHre alOMUKTUYHOTO CIIoco6a penpoayK-
LIMH, 4TO CBSI3aHO ¢ 0Opa30BaHUEM JAUTLIOCIIOpUYE-
CKOT0 HEpeayLUPOBAaHHOTO 3apOIbIIIEBOrO MEIIKa 1
MapTEeHOTEHETUUECKUM pa3BUTHEM 3apoibliia (4To
Tak>Ke ObLIO IMTOKA3aHO IIPU aHAIM3€e CEMSIH METOIOM
IIPOTOYHOI LIUTOMETPUM — HEOMYOJI. JaHHBIE).

BcTynieHue meracnopoliidra B Meiio3 y 3Toi Jiu-
HHMU IIPOMCXOIMUT TaK XKe paHo, KaKk U y B. falcata n
B. stricta, xorna B ceMsi3ayaTKe TOJILKO HAaYMHAETCS
pa3zBuTHe MHTEryMeHTOB (puc. 3, /, 2). HopmanbHoe
MpoTekaHue Meiio3a U oOpa3oBaHUe PeAYLIMPOBAH-
HBIX MeTacrop B cemsi3adyaTkax JuHuu M4B Habo-
JaJI0Ch OTHOCUTETBLHO peako (6.7%) 1 IMIPOUCXOINIO
c 00pa3oBaHUEM TpUAJbl METACIIOP B pe3yJibTaTe OT-
CYTCTBUSI BTOPOTO ACJICHUSI Meiio3a B MUKPOTIUIISIP-
Hoii KjeTke auanbl (puc. 3, 3). HapymeHue Meiiosa,
nposipisionieecs B (OpMUPOBAHUU PECTUTYLIUOH-
HOTO SIIpa B MEPBOM €ro JeJeHUU U 0Opa3oBaHUU
IUaabl HEpeAyLMPOBAHHBIX KJIETOK IOCE BTOPOIO
neneHus (Taraxacum-TUIT UIDIOCIIOPUM) OTMEUYEHO
6osee gacto (35.6%) (puc. 3, 4). Takke ciieayeT oT-
METHUTh, YTO OOJIbIIASL YACTh MEraCIOPOLIMTOB y M-
HuUu M4B He 3aBepinana Mmeiio3 (57.7% Bcex uccie-
JIOBAaHHBIX MeracrnopouuToB) (puc. 3, 5). Kpome To-
ro, B HEKOTOPBIX ceMs3adyaTKax MeracriopolMT, a
TakXe A1ajibl UMeJU MPpU3HAKU AECTPYKIMHU (TTMKHO3
siAep, cKaTue LMTOIIa3Mbl, Jedopmanus KIETKU)
(puc. 3, 6). KoarnyecTBEeHHOE COOTHOIIEHHE TIPUCYT-
CTBYIOIIMX Ha JAaHHOW CTaaiuMyd MEracriopolUuTOB,
Ivan v Tpyuamd Ioka3aHo B Tabauiie 1.

IIpouncxoxneHue 3apoabilieBoro Memka y M4B
(13 xana3aJIbHOM KJIETKU TpUaabl, C(DOPMUPOBAHHOMI
IMyTeM HOPMAaJbHOIO Meio3a, WM Xaja3allbHOi
KJIeTKM OUaabl, o0pa3oBaBlleiicss B pe3ylbTaTe Iu-
IUIOCIIOPUYECKOTO pa3BUTHsI) HAa LEHOLUTHOM CTa-
JIWU TPYIHO OTIPEIeNINTh, TAK KaK pacroaraloiecs
Haj 2-siIepHbIM 3apOAbIIICBOM MEIIKOM OCTaTKHU
MEracIiop HeBO3MOXHO ITOICYMTATh M3-3a UX IIPaK-
TUYECKOM MOMHOM AecTpykuuu (puc. 3, 7). OmHako,
YUUTHIBas MaJlylo J0JI0 (pOpMUPOBAHUS B CeMs3a-
YaTKax TpHUaJ MeracIiop Iocjie Meio3a y 3Toi TUHUN,
MOXHO MPEAINOJI0KUTD, YTO GOJIBIIMHCTBO Pa3BUBa-
IOIINUXCS 3apOJBIIIEBbIX MEIIKOB HWMEIOT arOMUK-
TUYHYIO IIPUPOLY.

Crenyet momuyepkKHyTb, UTO B HallleM MaTepuase
3aBsi3u JIUHUU M4B xapakTepu3oBaiucCh BbICOKOI
CTETIEHbI0 OCTAHOBKHM Pa3BUTUS >KEHCKOIO rameTo-
¢duTaHa cTaAusIX MEracropouuTa, IMaabl Wiu 2-siaep-
HOTO 3apoabiiieBoro meika (tadi. 1). Hampumep, B
3aBSI3U1 JUTMHOM 2.4 MM HaOII00AJIOCh TPUMEPHO paB-
HO€ KOJIMYECTBO 2-SIIEPHBIX 3apOABIIIEBbIX MEIIIKOB
(21) m muan (20), ocTaBHIMECs ceMsI3adyaTKy U3 55 nc-
CJIeIOBAaHHBIX coAepKalu MmeracrnopouuTbl (14),

BUHOI'PAIIOBA u ap.

OCTaHOBUBIIINECS B pa3BUTHUHU, U3 KOTOPHIX 11 nmenu
sIBHbIE TIPU3HAKU AecTpyKuuu. B 3aBs3u 3.0 MM u3
23 ucciaemoBaHHBLIX ceMsi3adaTKoB 17 copep:kanu
2-0epHBIN 3apOIBIIIEBEIN MEIIOK, 3 — 4-sgaepHbIi
3apOJBIIIEBbIi MEIIOK, 2 — IeTeHEPUPYIONIYIO TUATY
KJIeTOK, 1 — mereHepupymolunii Meracrmopouut. He-
CMOTpSI Ha IIPUCYTCTBUE B ceMsI3a4aTKaxX pa3HbIX CTa-
IWi pa3BUTUSI TameTo(pUTa, BHEIIHE CeMs3ayaTKU
OBLIM OAMHAKOBEIMU 1 HE YCTYHAJIU APYT APYTY B CTE-
neHu pas3sutus (puc. 3, 7, §). OgHako, cieayeT oTMe-
TUTb, YTO YACTh CEMSI3a4aTKOB C OTCTAIOIINMMU B pa3-
BUTUM METacIIOPOLUTaMU WX AUadaMU OTJINYajlach
OT Apyrux 0OoJjiee KOPOTKUM BHYTPEHHUM MHTETY-
MEHTOM, KOTOPBIIi oOpacTaja HYLEIyC He TIOJHO-
cThlo (puc. 3, 9). Bo3MOXHO, 3TO CBSI3aHO C Hapylle-
HUSIMU B pa3BUTUU rameTodura (OCTaHOBKOI pa3BuU-
THS U TIocjenyrolleil nereHepauueii). B HekoTopbix
cITyJasiX Heopa3BUTHE BHYTPEHHETO MHTETYMEHTA CO-
MPSDKEHO ¢ HApPYHICHUSIMU TIOJSIPHOCTU  2-SIIEPHOTO
3apOJIBIIIIEBOrO MeIIKa, KOTOPBI pa3pacTajicsl B MUK-
POMWISIPHOM YaCTU ceMsI3avaTKa J0 Hapy>KHOIO MHTEe-
rymeHTa (puc. 3, 10). Ilo-Bunumomy, 4actass OCTAaHOB-
Ka pa3BUTHS raMeTo(uTa, TIPUBOISIIAS K €0 JeTeHe-
pauym (puc. 3, 1[), 3HAYMTEIHLHO CHIDKAET YMCIIO
KM3HECITOCOOHBIX CEMsI3a4aTKOB HAa paHHMX 3Tallax X
pa3BUTHSL.

CdopMUpoBaHHBIN U 3peiblii 3apObIIIEBBII Me-
oK y JuHuru M4B mMmeeT Takyio Xe CTPYKTYPHYIO
opraHmzanmio, Kak y B. falcata n B. stricta. B xaue-
CTBE OTJIMYUTEJbHOU OCOOEHHOCTU MOXHO BbIIC-
JINTB JIAIIh OYEHb pAaHHIOIO IeTeHEPpallIo aHTUNO (B
3pEJIOM 3apOMBIIIEBOM MEIIKE HAOJIOOAI0TCS JIUIIb
OCTaTKU 3TUX KJIeTOK). Takke cliemyeT OTMETUTh, UTO
B HEKOTOPHBIX C(hOPMUPOBAHHBIX ceMsI3adaTKax OT-
MEYaJIMCh 3apOMAbIIIEBbIE MEIIKW, PaCIIMPEeHHBIE B
CBOEM MUKPOIUJISPHON 4YacTU M HaXOIsIIUEeCs B
3TOM 00JIACTH B KOHTAKTe C HAPY>KHBIM MHTETYMEHTOM
(HyLIeJUTyC K 9TOMY BPEMEHHU pa3pylleH) 0 NPpUINHE
HeIopa3BUTHSI BHYTPEHHETo MHTeryMeHTa. B xomne co-
3peBaHus yxke COOPMUPOBAHHEIE 3apOIbIIIEBbIC MEIII-
KU B psIAe CeMsI3a4aTKOB MOIBEPIarOTCs AECTPYKIINH,
YTO CHIKAET OOIIYIO YMCIICHHOCTb XXNU3HECITOCOOHBIX
ceMs13a4aTKoB. TakK, B 3aBS3SIX U3 PACKPHITHIX IIBETKOB
u3 148 nccnenoBaHHBIX CEMSI3a4aTKOB TOJIBKO y 79 Ha-
OJ1I01JICH 3pEJIble 3apOJIbIIIEBbIe MEIIIKH, B OCTaJlb-
HBIX HAOMIOJaNMCh ACTreHepUupylolue raMeTo(UTh
Ha LIEHOLIMTHOI CTamuu, AUaAabl 1 MEraclOpOLUTHI
(taba. 1). KpoMe Toro, B 5 ceMsizauarkax HaOItoaa-
cg 2-KJIETOUHBIM 3apOAbIll U 4—6-sIepHbI 3HI0-
CIiepM; B OTHOM Ce€Ms3a4aTKe — 3apOJbIII B OTCYT-
CTBUM 3HJOCTIepMa (ITPUCYTCTBOBAJIO BTOPUYHOE I/~
PO LIEHTPAJIbHOM KJIETKM ), YTO, BEPOSITHO, YKa3bIBaeT
Ha €ro MapTeHOI€HETUYECKOe MPOUCXOXIAECHUE, IO~
CKOJIbKY MpPY HOPMAJIbHOM Pa3BUTUM CEMEHM MOcCe
OIUIOOOTBOPEHMUSI SHAOCHEPM BCErIa pa3BUBACTCS
panbine 3apogapiiia (Poddubnaya-Arnoldi, 1976;
Shishkinskaya et al., 2004). DHgocnepMm, BEPOSITHO,
¢dopMupoBajics B pe3yiabTaTe OIUIOAOTBOPEHMS, TaK
KakK 3aBsI31 TaHHOI IJIMHBI ObLIM BBIAEJIEHBI U3 pac-
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Puc. 3. BapuaHTbl pa3BuUTHS 3apOABILLIEBOrO MellKa y aloOMUKTUYHON TuHUU Boechera—M4B. 1—4 — cTpoeHue cemsizayaTka
Ha ctaguu Meracrioponura (/); quambl KIeTOK, ChOpMUPOBAHHBIX TTOCIE NeJIeHUsT MeracnoponuTa (2); Tpuaabl Meracrop,
c(opMUPOBAaHHBIX MOCIe Meito3a (3); ananbl KJIETOK, ChOPMUPOBAHHBIX IOCIIE anioMeiios3a (4); 5 — ocTaHOBKa pa3BUTHSI Me-
racropoluTa MpU MPOIOJIKAIOIIEMCS POCTE ceMsi3auaTKa; 6 — IereHepupylolue KJIeTKU TUaabl B ceMsizauaTke; 7 — cemsiza-
YaToK Ha CTaJuU ABYSIAEPHOIO 3apOAbILIEBOro MeIlIKa; & — OCTAaHOBKA Pa3BUTUS TaMeToduUTa Ha CTaaAUM AUaIbl TIPY MPOAOT-
JKaKoIIeMCcsl pOCTe ceMsizauarka; 9 — nuanaa KJaeToK B ceMsi3ayaTKe ¢ KOPOTKUM BHYTPEHHUM UHTErYMeHTOM; 10 — ABysiAEpHBIN
3apOJBILIEBbII MEIIIOK ¢ HAPYIIEHHOI MOJISIPHOCTBIO B ceMsI3a4aTKe ¢ KOPOTKUM BHYTPEHHUM UHTETYyMEHTOM; /] — nereHe-
pauus rameToduTa (IToKa3aH CTPEIKOil) B IpOooJIKaroleM pa3BuTue cemsizadarke. /— 11 — DIC. e s — 3aponpliieBbIii MEIIOK,
f— dyHukynyc, A — runoctasa, i i — BHyTpeHHUI UHTETYMEHT, MC — METracrlopoOLIUT, # — HYLIEJUTYC, 0 i — Hapy>KHbII UHTETY-
MEHT, pp — NoCTaMeHTo-TtonuyM. MaciutabHas auHelika: 10 Mkm.

Fig. 3. Variants of embryo sac development in the apomictic accession Boechera—M4B. 1—4 — structure of the ovule at the stage
of megasporocyte (/); dyad of cells formed after the megasporocyte division (2); triad of megaspores formed after meiosis (3);
diplosporous dyad formed after apomeiosis (4); 5 — arrest of megasporocyte development with continuing growth of the ovule;
6 — degenerating cells of the dyad in the ovule; 7 — ovule at the stage of binucleate embryo sac; 8 — arrest of gametophyte devel-
opment at the dyad stage with continuing growth of the ovule; 9 — dyad of cells in the ovule with a short inner integument; /0 —
binucleate embryo sac with disturbed polarity in the ovule with a short inner integument; // — degeneration of the gametophyte
(indicated by the arrow) in the ovule continuing development. /—71 — DIC. e s — embryo sac, f— funiculus, # — hypostase, i i
— inner integument, mc — megasporocyte, n — nucellus, o i — outer integument, pp — postamento-podium. Scale bar: 10 um.

1107

KPBIBIIMXCS IIBETKOB, B KOTOPBIX IMBIIHUKHA OBUTH
YaCTUYHO BCKPBITHI. [IpoucxoxnaeHue 3aponbiiia B
CeMeHaxX C JHIOCIIEPMOM YCTAaHOBMUTH CJIOXHO, TTO-
CKOJIbKY OH MOXET pa3BUBAThCS M ITapTEHOTCHETH-
yecku (B ciiydyae pa3BUTUSI AUTUIOCTIOPUYECKOTO 3a-
POMOBIIIEBOIO MEIlIKa ) WJIY MOCJIE OTLUIONOTBOPEHUS (B
cirydae (popMHpPOBaHMS PEIYITMPOBAHHOTO 3apOIbIIIIe-
BOTO MelIKa rnocie Meito3a). CreluanbHbIX UCCIen0-
BaHWI pa3BUTHSI CEMsSIH He IMPOBOMWIOCH. B orcyT-
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CTBUHM 3HAOCIIEpMA CEMEHA He 3aBEPIIAIOT CBOE Pa3BU-
THE: 3apOIBII JIeTeHepUpyeT M ceMeHa TIpeKpaliamT
CBOI POCT, BHYTPEHHME W HapyXXHbIE TKAHU CEMEHU
TaKXe IoABepraroTcs aectpykuuu. Iporecc oruomo-
TBOPEHUS TIONSIPHBIX SIAEP 3apOIBIIIEBOrO MEIKa K
JanbHeilee pa3sBUTHE HOOCIIEPMA, BEPOSITHO, B 1ie-
JIOM, SIBJISIETCSI TPUITEPOM [UTSI pa3BUTHSI CEMEHU, TT0-
CKOJIbKY CeMSI3a4aTKi, B KOTOPBIX 3apONBIIIEBEIiA
MEILIOK HE TIEPEXOINT K (POPMUPOBAHUIO 3apOAbIIIA 1
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PASBUTHUE XKEHCKHMX PEIMMPOAYKTHUBHbLIX CTPYKTYP

SHIOCTIEpMa, TMPeKpaIaloT CBoil pocT. Tak, B rromax
(ctpyukax) mmHoi 8.3—12.0 MM, HaOmMoIaIach OOIb-
mast mons (86.8%) He 3aBsI3aBIIMXCS CEMSTH, KOTOPBIE
HE comepxKaiu 3apoplieii (Tao. 1).

OBCYXIEHHNE

I[IpoBeneHHOE HCCaEeMOBaHNME ITOKA3AaJI0, YTO B IIe-
JIOM pa3BUTHE ceMsi3adyaTka y BUmoB Boechera ripouic-
XOJIUT CXOOHO C TAKOBBLIM Y APYTUX N3yYEHHBIX BUIOB
Brassicaceae (Iljina, 1962; Rodionova, 1966, 1979;
Shamrov, 2002a), u cchopMUpOBaHHBII CeMsI3a4aTOK
MMeeT OQHOTUITHOE CTPOSHHUE, 3a UCKITIOUESHUEM 00~
Jiee MAaCCUBHOTO T10 TOJIIIIMHE BHYTPEHHETO UHTEry-
MEHTa Y HEKOTOpbIX ponoB (Lunaria L., Eruca Mill.,
Hesperis L. — Belyaeva, Rodionova, 1983). Copmu-
pOBaHHBIM CceM3a4aTOK y MCCIIeTOBAaHHBIX BUIOB
OpPTO-KAMITWJIOTPOITHBIN, MEeIUOHYLEJUIITHBINA, Ou-
TerMaiibHbIil (Mo Tunuzanuu WM.M. IlampoBa —
Shamrov, 2008; 2017). B 6onee paHHUX KCCIIeTOBa-
HUSIX ceMsi3adaTkKu y BUIOB Brassicaceae (Brassica
campestris L. — Ahuia, Bhaduri, 1956; Brassica juncea
Czern et Coss. — Sulbha, 1957; Diplotaxis tenuifolia
DC. — Belyaeva et al., 1978; Berteroa incana (L.) DC. —
Belyaeva, Fursa, 1979) oTHOCUIM K TEHYMHYLEISIT-
Homy tuny. Opnako, W.M. IIlampoB (Shamrov,
2002a, b) Ha npumepe Capsella bursa-pastoris TIoKa-
3aJl, YTO ceMsi3ayaTokK y TpencraBuTesieil Brassicaceae
OTHOCHUTCSI K MEIMOHYIE/UIITHOMY THUITY, TaK KakK y
HETO MPUCYTCTBYET 6OJiee OAHOTO CJIOsI KJIETOK B Jia-
TepaJbHOI YaCcTU HyIleJTyca U pa3BUBaeTCsI OTHOCH-
TEeJIbLHO MacCUBHas 0a3ajibHasl 4acTh (KaK y KpacCH-
HYLEJUIATHBIX CEMsI3a4aTKOB), IMpeoOpa3yroliasics B
MOCTaAMEHTO-TIOAUYM; IS TEHYUHYUESJUIATHBIX Ce-
MsI3a4aTKOB, KaK IIPaBUJIO, XapaKTePHO HAIMYME OJI-
HOCJIOMHOTO HYILIEJTyCa, OKPYXKaIOIIEero 3apobIiie-
BhII Me1nokK (Shamrov, 2008).

HexkoTopble aBTOpbI YKa3bIBalOT Ha HAJIMYME TeH-
JIEeHLNU K KpaCCUHYLICJUIITHOMY TUITY ceMsi3auyaTKa B
Tpube Boechereae (Manddakova et al., 2020), Tak Kak
Yy pPacTeHU 3TOl TPpUOblI HA paHHUX CTAaAUSIX PA3BU-
THsI ceMmsidadaTka (Bo Bpems nuddepeHInanm Me-
racropolunTa) HWHOTZAa oOpa3yeTcsl mnapueTaabHas
KJIeTKa. ABTOPBI MOAYEPKMBAIOT, UTO MapueTaabHast
KJIeTKa (popMUpYyeTCsI He BO BCEX ceMsI3ayaTKax v 4a-
CTOTa ee TIOSIBJICHUSI MOXET BapbupoBaTh. Harpu-
Mep, Yy BUnoB Phoenicaulis mapuetanibHas KjeTKa Obl-
na otmedeHa y 70% cems3auatkoB (Mandakova et al.,
2021), a y BunoB Boechera 3Ta KjieTKa BCTpeyaeTcs y
MmeHee, yeM 50% cemszauatkoB (Naumova et al.,
2001; Carman et al., 2019). ¥ uccienoBaHHbBIX HAMU
BUIOB Boechera Taxzke MTHOTIA TIPOMCXOIMIIO 00pa3o-
BaHUe MapueTaTbHOM KIIETKH (MeHee, yeM y 5% uc-
CJIeIOBAHHBIX CEMSI3aU4aTKOB).

IMosiBeHne mapueTaabHOM KJIETKU B OTAEIbHBIX
ceMsizayaTKax 3aBs3M XapaKTepPHO U IJIsl APYTUX PO-
noB Brassicaceae — Lunaria, Eruca, Hesperis, Macro-
podium R. Br. (Rodionova, 1966a, b, 1971a, ¢, 1976),
Alliaria Kuntze (Belyaeva, Fursa, 1982), Brassica L.
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(Sulbha, 1957, Iljina, 1962), npuueM aBTOPHI TaKXe
MOATBEPXKAAIOT HEIOCTOSIHCTBO €€ 00pa3oBaHMS.
I'b. PoguonoBa (Rodionova, 1966a, 1971a, 1978)
Mpearoarajga, YTo HaJudne MapueTaIbHON KIIeTKU
CBSI3aHO C BBIOOPOYHOCTHIO mUdpdepeHIINALINU CITO-
POTreHHOI KJIETKM (MEraclopoluTa) B HylleJUIyce Ha
CaMbIX paHHUX CTaaMsIX €€ pa3BUTHsI, TO €CTh AeJie-
HYE CyORIUAESPMAJIbLHOM KJIETKU B HEKOTOPBIX CIIy-
Yasix IIPUBOMMIO K OOpa3soBaHUIO ITapUETAILHOM
KJIETKM M pacHoJOXEHHOM MOoJ HE CIIOPOreHHOI,
1160, HA0OOPOT, TIOCJE ASJIEHUS pacIloJOoXKeHHast
IO/, AMUIEPMOI KJIETKA CTAHOBUJIACH CIIOPOTeHHOM,
a HIDKe JiexKalllas CTaHOBWJIACH KJIETKOM HYLIEJLIyca;
B IOCJeAHEM BapuhaHTe NapueTajbHas KJeTKa, Kak
TakoBasi, He (popMmupoBanachk. Takoe IIPEIITOJIOXKE-
HUe ObLIO CAEJIAHO Ha OCHOBAHMM JAHHBIX 10 Pa3BU-
TUIO ceMsizauatka y Hesperis steveniana DC, y KoTo-
pOTro B HEKOTOPHKIX CIIy4YasX pa3BUBaJINUCh IBa MeTra-
CIIOPOLINTA, JIEXKAIIIe He PSIOM IPYT C APYyroM (Kak
y Ipyrux npeacraBuTesieii Brassicaceae), a onyMH Hal
JIIPYTUM.

CloXHO cKa3aTb, HACKOJIbKO BEpHO JaHHOe
npenmnonoxenue. Bo3MoxkHO, 3a mapHeTaIbHYIO
KJIETKY MOXXHO MPUHSITH MUKPOMNWISIPHYIO KIIETKY
IHaabl, c(opMHUPOBAHHYIO TTOCJIE TIEPBOTO aCUMMET-
pu4yHOro AcjeHMs Meio3a. Kak moka3bsiBaloT HaIId
JIaHHbBIE 10 Pa3BUTHIO ceMsi3adaTka, y Boechera mera-
CIOPOTreHe3 HAUMHAETCSl OYEHb PaHO, KOTra UHTETY-
MEHTBI TOJIbKO HaYMHAaIOT (POPMUPOBATHCS U €IlIe He
IOXOOST IO CepeauHbI Hyneyca. IlepBoe menenue
Mei03a, KaK MU3BECTHO, ITPOXOAUT OYeHb OBICTPO, U,
Kak OBLIO moKa3aHo HamMu y Boechera falcata, cTpyK-
Typa ceMsizadyaTKa IIpaKTU4eCKU He MEHSIETCSI CO Bpe-
MEHM MPUCYTCTBUSI B HEM Meracrnopoinura 10 odpa-
30BaHUS TeTpanabl Meraciop. KieTku Hyneiyca Ha
9TOI CTaAVM JOBOJBHO KPYITHBIE, B pE3Yy/IbTaTe YEeTO
BBICOKA BEPOSITHOCTb CIYTaTh KJIETKU IUAAbI (KJIET-
KM, PacIlOJIOXKEHHEIE OQHA MO APYroii) ¢ Meracio-
pOLIMTOM M HaxOISIIecs Haa HUM ITapheTaIbHOK
kieTkoit. MUneHTudukaius ¢ IoMoIbio OKpacku Ha
KaJJIO3y, OKPY:KAIOIIyI0 MEracIiOpOLUT U MPOIYKThI
Meii03a, BO3BMOXHO, Oy/IeT HE COBCEM TOYHA, TaK KaK
CJIOM KaJIJI03bl YaCTO UMEET MPEPHIBUCTYIO CTPYKTYPY
U €€ OTJIOXKEHE MOXKET BapbMPOBAaTh Y Pa3HbIX MeTa-
CITOPOIIMTOB, YTO OBIJIO TTOKa3aHoO y Boechera stricta
(Rojek et al., 2018). [ToaToMy, OJHO3HAYHBIIA OTBET
Ha BOIIPOC O MNPHUCYTCTBUM MapueTaIbHOI KIIETKU
HaJ METaclmopoOINTOM y BUIOB Boechera W Opyrux
Brassicaceae MoxkeT 1aTh TOJbKO MPUMEHEHUE Map-
KEpOB, TOYHO MACHTU(PULMPYIOIINX CIIOPOTreHHEIC
KJIETKW, KOTOPBIX B HACTOSIIIIEE BPEeMsI €111e OYeHb Ma-
Jo (Tucker et al., 2012; Lora et al., 2017) 1, Bo3MOX-
HO, OHU He OYAyT YHUBEPCAJILHBIMU JJIsl BCEX BUIOB.

OOpa3zoBaHue ABYX MEracropolMTOB OTMeYa-
JIOCh, KaK B HaIlleM MaTepuajie, Tak U y IpYTUX BUIOB
Boechera (Carman et al., 2019). ITo-BugumMomMy, 310
CBOMCTBEHHO OOJIBIIMHCTBY MpeACTaBUTENIei ceMeii-
ctBa Brassicaceae, Tak kak popMupoBaHue 2—3 cro-
POTEHHBIX KJIETOK OTMEUYEHO IIJIST psiia BUIOB Brassica
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(Iljina, 1962) n Hesperis (Rodionova, 1966), a mwrs He-
KOTOpbIX ponoB (Cardamine L., Sysimbrium Pall.,
Erysimum L..) omicaH MHOTOKJIETOUHBIIA apXeCTOPUIA
(Vandendries, 1909, 1912; Rodionova, 1971b). B pen-
KUX cllydasix OTMeYanoch (popMrUpoBaHUE IBYX 3apO-
IBIIIEBBIX MEILIKOB, HAIIPUMED, Y psila BUIAOB Arabis
(Czapik, 1974), mpoMcxoXIeHNE KOTOPBIX OCTaJIOCh
HeycTaHOBJIeHHBIM. [1o npeanonoxeHno aBTopa, OHU
MOTYT OBbITb MPOU3BOAHBIMU JTOTIOTHUTEILHBIX Mera-
CIIOPOLIMTOB WJIM PE3YJIbTATOM Pa3BUTUSI HECKOIbKUX
Meracnop. Y Boechera pa3BUTHE HECKOJIBKIX MEracriop
TOXe BO3MOXHO, Y B. falcata Hamu ObLIO OTMEUYEHO
JUTUTEJIBHOE COXpaHEHME ONHON W3 MUKPOMUJISPHBIX
MeEracriop, a Takxxe HaJIMuue 2-siIepHbIX KJIETOK B TET-
pane Meracnop. JIByX 3peJibIX 3apOJbIIIEBbIX MEIIIKOB
MbI He HaOJII01aJId B HalllEeM MCCIIeIOBaHUM, HO HEJTb3s1
UCKJTIOYaTh BOBMOXHOCTb UX PA3BUTUSI.

3apoabileBblii MEIIOK Yy UCCAEAOBAaHHBIX BUIOB
Boechera pa3zBuBaeTcs, Kak U y ApYrMx UCCIEA0BaH-
HbIX BUIOB Brassicaceae corsacHo MoOHocHopuue-
ckomy Polygonum-Tuity. 3pesblii 3apoabIIeBbIi Me-
110K 7-KJIETOYHBIN, 7-SA€pHbIiA, TATUYHOTO CTPOEe-
HM g MHormx Brassicaceae. OmHako ciemyer
00paTUTh BHUMaHNE Ha HEKOTOPbIE pa3inyusl B TTOBe-
JNIEHUW aHTUIO Yy UCCIeNOBAaHHBIX HAMM BUIIOB: TOTA
Kak y B. stricta n B. falcata aHTUTIONBI COXPaHSIIOTCS OT-
HocuTesibHO 10iro (Y B. falcata oHu ellie mpucyTCTBYIOT
Ha cTanuu 2—4-sIepHOro SHA0CIIEpMa), Y aTOMUKTIY -
HoM TmHUM M4B anTUITONEI pa3pylIaloTcs e 10 CTa-
N1 3peJIoro 3apoJbIlIeBOro Melika. BodaMoxHo, 310
CBSI3aHO C TUOPUIHOM MPUPOIOOI TOM JIMHUN VI T~
TUIOCTIOPUYECKHUM PA3BUTUEM OOJIBIIMHCTBA Pa3BHBa-
FOIIMXCST 3aPOIBIIIEBBIX MEIITKOB.

i HopMabHOTO (hOPMUPOBAHUS 3aPOABIIIEBO-
ro MellIKa OYeHb BaXKHa CKOPPEIUPOBAHHOCTD MPO-
LIECCOB €ro Pa3BUTUS C OKPYXKAIOIIMMU TKaHSIMHU
cnopogura (Gerassimova-Navashina, 1958; Batygi-
na, 2002). O6 3TOM CBUIETEILCTBYIOT IIOJIyYeHHBIE
JaHHbIE TI0 Pa3BUTUIO KEHCKUX PENpPOIYKTUBHBIX
CcTpyKTYp y Boechera. Hanbomnee BuIpakeHHBIE KOppe-
JISILIAY MOXKHO HaOII0AaTh Ha CIEOYIOIINX CTaasIX:

1) Cragus MeracroporeHesa, 3aKaHUYMBaIOIIAsICS
obpa3oBaHMEM TeTpanbl (TpUambl), MPOXOIUT OYEHB
OBLICTPO M COOTBETCTBYET, KaK IIPAaBUIJIO, HE3HAYUTEIb-
HOMY POCTY ceMsi3adyaTka (6a3ajibHast YacThb eIlle He U3-
rubaeTcs, UHTETYMEHThI HE JOCTUTaloT CEPEIUHBI Hy-
Heiyca). Hammure y anoMUKTUYHOM JTMHUY Ha 3TOM
cTaiuy Avanbl KJISTOK HEe BCerga O3HauyaeT, YTO OHa
copmupoBaHa 0e3 peIyKIIMOHHOTO ACICHMSI.

2) Cragust TeTpanbl SBIISIETCS AOCTAaTOYHO IIPO-
JOJDKUTETBHOM W COTTPOBOXIAETCS 3HAUYMTETbHBIMU
CTPYKTYPHBIMM TIpeoOpa3oBaHUSIMU B ceMsi3ayaTke,
CBSI3aHHBIMHU C POCTOM HYIIEJTyca 1 MHTETYMEHTOB.
Tonbpko Ha 3TOI cTaguM, KOTJa MHTETYMEHTHI TOJI-
HOCTBIO 00pacTaroT HYLETYC, MOXHO OINpPEacianTh,
KaKoM 3apOIbIIIEBbIil MEIIOK OyIeT pa3BUBAThCT —
JUTIOCTIOPUYECKUI (€CI Ha 3TOM CTAIWUM TTPUCYT-

BUHOI'PAIIOBA u ap.

CTBYeT Auana KJIETOK) W II0JI0BOI (eciu (popMupy-
eTcsl TeTpaja/Tpuaaa Meracrop).

OueHb BaXKHOI 0COOEHHOCTBIO Pa3BUTUS CeMsI3a-
YaTKa SBJISIETCSI CONPSIKEHHOE Pa3BUTUE MHTETYMEH -
TOB 1 ramerodura. Hapyiienust B pa3BUTUU BHYT-
PEHHErO0 MHTETYMEHTA, BBISIBJIEHHbIE Y allOMUKTHY -
Hol ymHMU M4B, no-BuguMoMy, HOPUBOIAT K
OCTaHOBKE Pa3BUTHUS METaCHOPOIINTa, TaK KaK B ce-
MsI3ayaTKe ¢ KOpOTKMM MHTETYMEHTOM 4Yallle HabJIo-
JIajach AereHepalysl MeTaclIopOoIMTa, XOTSI OCTaIb-
HBIE TKAHU ceMs3adaTKa (HyLIeJLUIyC M Hapy>KHBII MH-
TEryMeHT) TIpOJOJLKaJIM pacTu, U B ILEJIOM He
OTJIMYAJINCH TI0 pa3MepaM OT APYTUX CeMsI3a4aTKOB
3aBs3M. B HEKOTOpBIX cems3adyaTkax C KOPOTKHUM
BHYTPEHHUM WHTETYMEHTOM pa3BUTUE TamMeToduTa
MOXXET MNpPOIOJDKAThCS, B TaKUX CeMs3adyaTKax Ha-
OJIIoaINCh MUAIbl KIETOK (JacTO TOXKE C IIpHU3HaKa-
MU AereHepalyu), WIA 2-sSIepHbIC 3apOAbIllIeBbie
MEIIKX C HapylIeHHeM pa3MEpOB U IIOJISIPHOCTU
saep, WK JaXKe 3peible 3apObIIIIeBbIe MEIIIKH C pa3-
pociieiicss MUKPOTTWJISIPHOM YaCThIO U KJIETKAMU ST -
LeBOro amiapaTa aHOMaJIbHOM ()OpMEI M TOIOTrpa-
¢un. O CKOppPEIMPOBAHHOCTU 3TUX IIPOLIECCOB U
Ba>KHOCTU Pa3BUTUSI BHYTPEHHETO MHTETYMEHTA IS
pa3BUTUSL KEHCKOIO TaMeTO(GUTa CBUIETEIHLCTBYIOT
U JaHHbIe Mo MyTaHTaM Arabidopsis thaliana (L.)
Heynh. bel, ino, ant, sin 1, KoTophle MOKa3aJIu, 4TO Ie-
HBI, YYACTBYIOIIME B PETYISIUN Pa3BUTHUS WHTETY-
MEHTOB, OKa3bIBAIOT BJIMSIHIE HA Pa3BUTHE MEracIio-
poLuTa, KOTOPBIM Yy JaHHBIX MyTaHTOB HE CIIOCOOEH
pa3BUBAThCS M BCTyHaTh B MeracrnoporeHe3 (Ray et
al., 1996; Sieber et al., 2004; Wang et al., 2008). Ce-
JIyeT MOAYEPKHYTh, YTO CPEIU UCCIIeJOBAHHBIX HAMU
BUIOB Boechera Takue HapylIeHUSI OBLIM OTMEYCHBI
TONBKO Y alTOMUKTUYHOM TMOpUIOHOM JTMHNN M4B,
YTO, BEPOSITHO, MOXKET YKa3blBaTh Ha CONpPSIKEH-
HOCTb allOMMKCHCa (OTCYTCTBMSI Mei03a) U IIpoLec-
coB (DOpPMUPOBAHMS CeMI3adaTKa, B YaCTHOCTH, Pa3-
BUTUSI BHYTPEHHETO MHTETYMEHTA.

Juniocriopyyeckoe pa3BUTHE 3apOAbIIIEBOrO
MelllKa (AaOMUKCHUC) CPean UCCASAYyEMbIX HAMW BU-
JIOB OBIJIO OTMEUEHO TOJIBKO Y JUHUM M4B ¢ gacTto-
Toit 35.6%), y BunoB B. falcata v B. stricta napyie-
HUI B Meilo3e U pa3BUTUH 3apPOALIIIEBOrO MEIIKa He
OTMEYa0Ch. XOTSI HEKOTOPbIE aBTOPHI I10JIATAIOT,
YTO Jaxe y MOJOBbIX BUIOB (HallpuMep, B. stricta) B
PEOKHX CIydasix MOTYT MPOSIBIISITECS MPU3HAKH aTlo-
MUKCHCA: OUIUIOCIIOpUS W mapTeHoreHe3 (Aliyu
et al., 2010; Rojek et al., 2018).

Xots y iuHuu M4B nipeo6ianaet raMeToMUTHBI
alloOMUKCHUC B (DOpMe IUIUIOCHOPHUHU, MOJOBOI CITO-
Cco0 pernpoayKIIMKU TakKKe IPUCYTCTBYET (B HEKOTO-
pBIX cemsizayaTKax MPOUCXOAUT PEAYKIIMOHHOE Jie-
JIEHHE), YTO CBUIACTEIBCTBYET O HEIIOJHOM IICHe-
TPAaHTHOCTU allOMUKCHUca B 3Toit JuHuu. Kpome
TOro, OblJla OTMEYeHa YacTasi OCTaHOBKa Pa3BUTHUS
rameTouTa, 4T0, BO3MOXHO, CBSI3aHO HE C allOMUK-
TUYHBIM CITOCOOOM PEIPOAYKINU, a ¢ TUOPUIHOMN
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IPpUPOAON 3TOI TMHNN. TakKe IJIST 3TOM JTMHUM Xa-
pakTepHa HU3Kasl 3aBSI3bIBAEMOCTb CEMSIH, UTO CBSI-
3aHO HE TOJILKO C OOJIBIIMM MPOIEHTOM JAereHepa-
ouu ramMerodura B Xone pa3BUTHs (OCOOEHHO Ha
PaHHUX CTaaUsIX), HO, TTO-BUIMMOMY, 1 C OTCYTCTBU-
eM DHIOCIIEpMa, IJIsk pa3BUTHUSI KOTOPOTO HeoOXOoa1-
MO OILUIOOOTBOPEHME IOJSIPHBIX smep (IceBmora-
MUsI). XOTs HEKOTOpbIE HMCCIENOBATEIM OTMedaau
BO3MOXHOCTh aBTOHOMHOI'O Pa3BUTHUS SHAOCIIEpMA Y
alIOMUKTUYHBIX JTUHUN Boechera (Naumova et al.,
2001; Voigt et al., 2007; Aliyu et al., 2010), y amaun
M4B Ttakoro He HaoOmomaigochk. OTHAKO, IS OTHO-
3HAYHOTIO OTBETA O HE3aBUCHMMOM OT OILIOAOTBOpE-
HUSI pa3BUTUM dHAOCIIEpMa HEOOXOAUMO CHelaIb-
HOE WHCClIeAOBaHMe, HaIIpaBJICHHOE Ha M3y4YeHUE
IIPOLIECCOB Pa3BUTHSI CEMEHHM IIPU HAJTUIMM U OTCYT-
CTBUM OITBLJICHUSI/OTLJIONOTBOPEHUSI.

3AKJIIOYEHHME

Takum oOpa3om, uccieqoBaHMUE IT0OKa3ajao, YTO
HU3Kasl 3aBSI3bIBAEMOCTb CEMSH y alOMUKTUYHOI
muHU M4B MoxkeT OBITh CBsI3aHa C pSaoM (PakTo-
pOB, IeICTBYIOIINX ITPU PA3BUTUU ceMsI3ayaTKa U ce-
MeHu. Hanbosee BaxkHbBIe U3 HUX cenyolue: 1) He-
CIIOCOOHOCTH HEKOTOPBIX METracIIOpOLUTOB BCTYIIATh
WJIM 3aBepliaTh Meiio3 (UTO, BEpPOSITHO, KOPPEIUPYeT
C HapylIeHUSIMU B pa3BUTUM BHYTPECHHETO MHTETY-
MEHTA); 2) HECIIOCOOHOCTh HEKOTOPHIX alIOMUKTHYI-
HBIX IMad MeTacIiop MpoaoJKaTh pa3BuTue; 3) Hapy-
LIEHUE TTOJISIPHOM MUTPALIVHU SIACP B LIECHOLIUTHOM ra-
MeTo(UTE M 3aKOHOMEPHOCTeil ux nejaeHuii; 4)
OTCYTCTBUE TPOMHOTO CIUSIHUSI U1 00pa3oBaHUsl DH-
JIoCIiepMa B CeMEHax.
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The results of comparative embryological study of the two species from the genus Boechera (B. falcata and
B. stricta), which are characterized by a sexual mode of reproduction, and the apomictic M4B accession, an
ancient natural hybrid of B. stricta X B. retrofracta, are presented. A detailed description of the ovule devel-
opment of the studied plants is described. A significant similarity of the ovule development has been shown;
a general plan of the ovules structure is ortho-campylotropic, bitegmal, medionucellate. The development of
the embryo sac in B. falcata and B. stricta corresponds to the monosporic Polygonum type; in the ovules of
the M4B accession, an apomictic unreduced female gametophyte is predominantly formed as a result of Ta-
raxacum-type diplospory. However, in this accession apomixis is facultative, since a small amount of the
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ovules in the ovary forms a reduced embryo sac with participation of meiosis, but unlike B. falcata and B. stric-
ta, after the second meiotic division, a triad of megaspores is formed, of which the chalazal one is functional.
In the ovules of the apomictic M4B accession, underdevelopment of the inner integument was often ob-
served, which, apparently, correlates with arrest of the megasporocyte and embryo sac development, since
destruction was often observed in ovules with a short inner integument. This abnormality is likely due to the
hybrid nature of the M4B accession rather than apomixis. In this accession, the embryo is formed partheno-
genetically, but its development requires endosperm, which apparently develops by pseudogamy, only after
triple fusion (fertilization of the fused polar nuclei by sperm). In the absence of endosperm, the embryo per-

ishes, and seed development is arrested.

Keywords: Boechera, Brassicaceae, apomixis, diplospory, ovule, parthenogenesis
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