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B 0030pHOii cTaThe NaH KpaTKUi aHaIu3 MOpQOreHe3a MbUIbHUKOB IIBETKOBBIX PACTEHHH KaK CJI0XHBIX
HMHTETPUPOBAHHBIX CHCTEM, COCTOSIIMX K3 B3aWMOJICHCTBYIOIIMX 3JIEMEHTOB (CIIOPOTeHHAs TKaHb M TKaHH
CTeHKHM I'He3la). B kauecTBe spKoro mprumepa NposiBICHHs MBUIBHUKA KaK CHCTEMBI PACCMOTPEHBI NTepEeMeEIeHUs
S7iep U KIETOK B MUKPOCTIOpaxX M MBUIBLIEBBIX 3¢pHAaX B Pa3BUBAIOLIUXCS MBUIbHUKAX 371aKkoB. IloquépkuBaercs,
YTO CHCTEMHBIH MOJIXO0J K MOp(OreHe3y NbUIbHUKA BaKEH B MCCIIEAOBAHUAX HE TOJIBKO in Vivo, HO U in Vitro.
Cratpst mocBsmeHa mnamsatu ui.-kopp. PAH Taresusl bopucons! bateirmnoit (1927-2015), BHecmeit
3HAYUTENbHBIA BKIIAJ B CHCTEMHOE MU3Y4YE€HHUE MBUIbHUKOB PA3JIMYHBIX [IBETKOBBIX PACTEHH.

KnioueBble ci10Ba: nolibHuk; Mopghozenes, cucmemHulii N0OX00, KYabmypd in Vitro NelibHUKOS.

K 95-nemuio co ons posicoenus unena-koppecnonoenma PAH
Tamwvsnwvr bopucoenvr bamwvieunou (1927-2015)

Beenenue

Crnoxzeliiel pyHIaMeHTanbHOM npoGiieMoil OMOIOTUN Pa3BUTHS PACTEHHH OCTaeTCs
Mopdorene3 kKak (GopmMooOpa3oBaTEIbHBINA MPOIECC PATMYHBIX CTPYKTYP, COBEPIIAOIIUNACS
Ha CyOMOJIEKYJISIPHOM, MOJIEKYJISPHOM, HaJMOJIEKYJISPHOM, KJIETOYHOM, TKaHEBOM
(rucToreHe3) U OpraHU3MEHHOM (3MOpHOreHe3, SMOPUOUIOTEHE3, TEMMOPHU30I€HE3) YPOBHIX
(barbiruna, 1987; 2014). Brickazano MHEHHE, YTO HHIWBUIYaIbHOE Pa3BUTHE PACTEHHI, UX
MHUKpO- U MaKpO3BOJIIOLMIO CIEAYET paccMaTpUBaTh Kak peaau3aluio MOp(OreHeTHyecKkoro
noreHnuana kinerok (JKypaie, Omenbko, 2008). Xopomro H3BECTHO, YTO XapaKTepHas
yepra MopdoreHesa pacTeHUH — DBOJIOIMOHHO OOYCIIOBJIEHHAss CIIOCOOHOCTh K
IUTACTUYHOCTH (MOJIMBAPHUAHTHOCTH) PAa3BUTHUS, BO MHOIOM OOYCIIOBJIEHHOW NMPHUKPETIIEHHBIM
obOpaszom xku3HM (Gaillochet, Lohmann, 2015). Takas mIacTUYHOCTH BbIpaXxaercs B
IPOJOJDKEHUH MOp(OreHe3a B XO0Jle BCEr0 OHTOreHe3a 0coOM (MPUHIMIT HETPEephIBHOCTU
Mop¢orenesa) (bateiruna, 2014).

Ha nmpumepe psna pacrenuil (rmaBHBIM — oOpasoM, Arabidopsis  thaliana)
UACHTU(DUIIMPOBAHBI KIIFOUEBbIE TPAaHCKPUIIMOHHBIE (DAKTOPHI U T'€HbI, OTBETCTBEHHbIE 3a
MOJIMBAPUAHTHYIO JI€TEPMUHUPOBAHHOCTh Pa3BUTHs KIETOK, Iu(QepeHranno TKaHeil B
pa3IMYHbIX OpraHax. YCIEeXH, TIOCTUTHYTble B M3YYEHHMH T'€HOB-IIEpeKIItouaTesiell pa3BUTHS,
NO3BOJIMIIM TNPHUOAM3UTBCA K TOHUMAaHUIO Kak B3aWMOJICHCTBHS TE€HOB pa3BUTHS U
MIPOCTPAHCTBEHHO-BPEMEHHOM pEeryisiiiuy pa3BUTHs, TaK U PETYJSLUU HA YPOBHE IKCIIPECCUH
IeHOB B3aMMOOTHOUIEHHWH KIETOK M TKaHed B mpouecce Mopdoreneza. brictpo
HaKaIIMBaeTcsl MHPopMalus 00 OpraHU3yIOUIMX LEHTpax MopdoreHesa U reHax, MpOAYKThI
KOTOPBIX MOTYT UI'PaTh POJb MHAYKTUBHBIX CUTHAJIOB; O €AMHCTBE IPOLIECCOB aKTUBALMU U
MHAKTUBALMU T'€HOB, KOHTPOJIMPYIOMIUX JeTepMuHanuio U auddepenuumanuto (Greb, 2016;
Gordon-Camm et al., 2019).
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B To ’xe Bpemsi HHTErpalibHbIIl XapakTep MOP(OreHeTHYEeCKUX IMPOILECCOB, HX
3aBHCUMOCTh OT MHOTHX B3aMMOJICHCTBYIOUINX BHYTPEHHUX U BHEUIHHX (PAKTOPOB, a TaKKe
y4acTHUE€ CHCTEM pa3jMYHbIX TPAHCKPUMIIMOHHBIX (PAKTOPOB U TEHOB OOYCIOBIMBAIOT
CJIOKHOCTb U3y4eHHS OMOI0rnyeckoro peHoMeHa Mop(oreHesa y pacTeHUH.

Jns  uccnepoBaHus — 3aKOHOMEpHOcTed U ocoOeHHocTe — MopdoreHesa
pa3palaThIBalOTCSl PaA3IUYHbIE METOJ0JIOIMYECKHE IOAXOJbl, CPEOu KOTOPBIX MOXKHO
BBIJICJIUTH CTPYKTYPHBIIA, (bu3H0I0ro-6MOXUMHUECKUH, O6ronHGpOpMalMOHHBIH,
UCTIOJIb30BAaHUE BUPTYAJIBHBIX pacTeHuil in silico. bonpimioe BHUMaHuE yaeseTcs
CUCTEMHOMY TOJXOAY, IO3BOJISIIOIIEMY MOHSTh (YHKIIMOHUPOBAHHWE OPraHU3MOB Kak
LEJIOCTHBIX U JUHAMHYECKHUX CUCTEM, HE CBOJMMBIX K IIPOCTOM CyMME CBOMX 3JIEMEHTOB
(bateiruna, 2014). PazBuBaeTcs MOACIBHBIN ITOX0/I, JAFOIITHUH BO3MOXKHOCTh M3y4aTh JACTAIH
CIIO)KHBIX ~ MOP(OTCHETHYECKUX  IPOLECCOB M  MEXaHM3MOB HMX  PErysiiud B
SKCHEPUMEHTAIBHBIX MOJENIBbHBIX cucTeMax. (OCHOBaHMEM I MCHOJIb30BAHUS TAaKUX
MOJICJIBHBIX CHCTEM CIIY)KUT HPUHIMII YHUBEPCATBHOCTH MyTe Mop¢oreHe3a pacTeHuil in
vivo, in situ u in vitro (bateiruna, 2014).

3HauuTENbHBIA BKJIaJ B pa3pabOTKy CHUCTEMHOrO IOAXO0/Ja K HCCIEIOBaHUIO
npobaeMbl MopdoreHne3a pacteHuil BHeciaa wi.-kopp. PAH T.b. bareirnaa. B mukiie padot
(barpirmaa, 1987; Batygina, 2012; barteirmna, 2014) ero moka3aHa IEpCIEKTUBHOCTD
UCIIONIb30BAaHUsl TaKOro IMOAXO0Ja K U3y4eHHI0 MopdoreHe3a TIeHEPAaTUBHBIX OPraHoB
pacreHuii in vivo, in situ W in vitro. Ilpu 3TOM HccnenoBaresieM INPEUIOKEHO MPOBOIAUTH:
(barbiruna, 1974) (1) nogbop MoIEIbHBIX 0OBEKTOB — BHJIOB PACTEHUI, KOHTPACTHPYIOIIUX
0 JKU3HEHHBIM (popMam, criocoOy perpoAyKIUU U TUITY Pa3BUTHSI T€HEPATHBHBIX CTPYKTYP;
(barbiruna, 1987) cpaBHUTENBHBINA aHATIU3 PA3BUTHSI T€HEPATUBHBIX CTPYKTYp in Situ, in vivo
U in vitro B JMHAMHMKE M BO B3aUMOCBSI3U C TKAHSIMM MaTepuHCKOro opranusma (barbiruna,
1987) comocTtaBieHHEe KHUHETUKH MOPQOJIOTHYECKHMX H  (U3UOIOT0-OMOXUMHYECKUX
npouecco; (barbirmna, 1994) monenupoBaHue yCIOBHM in Vifro i Pa3HbBIX CTaauil
pa3BuTusa (C y4eTOM JaHHBIX MOP(OIOTUYECKOTO U OHOXUMHUYECKOTO HCCIETOBAHUS
CTPYKTYp in Vvivo). ABTOp MOJYEpKHBaja 3aBUCHUMOCTh MOP(OreHETHUYECKOTo MOTEeHIIHMaja
KJIETOK Pa3JIMYHbIX BUJIOB B YCJIOBMSX i1 Vitro OT IPUPOJHOTO NMOTEHIIHAJA, 3aJI0)KEHHOTO B
reHotune ocodeil. Takol KOMITJIEKCHBINM MOAXO, JEKaIIHil B OCHOBE COBPEMEHHON TEOpUU
penpoaykuuu pacrenuit (bareiruna, 2014), no3Bosser NpuOIN3UTHCS K MOHUMAHUIO TPUYMH
CKJIOHHOCTH Da3HbIX BHUJOB paCTEHUH K OIpeNe’IeHHbIM CcIoco0aM BOCHPOU3BEICHUS,
pPasMHOXKEHUST M MX peajlu3allMd IOCPEACTBOM KOHKPETHBIX MyTed MopdoreHesa
(aMOpuOrenes, SMOPHONIOreHE3, FTEMMOPU30T€HE3).

[lepcnekTHBHBIE MOJEIBHBIE CUCTEMbI B 0O0JAaCTH HCCieIOBaHUS MopdoreHesa
TECHEPAaTUBHBIX OPraHOB pAacTEHUHl — TBUIBHUKH, XapaKTEPU3YIOUIUMECS OTHOCHUTEIbHON
IIPOCTOTON CTPOEHHUs B CpaBHEHMM ¢ cemsizadarkamu. T.b. baTeirmna npupasana 6osbiioe
BHUMaHHME M3YYEHUIO TBUIBHUKOB Yy TNpEACTaBUTENCH pPa3NUYHBIX CEMEHCTB M OCOOEHHO
x71e0nbIX 31akoB (bareiruna, 1974; 1987; 2014).

Ilenp naHHOM cTaTh — HaA TNpUMEpe JIUTEPAaTYpHBIX U COOCTBEHHBIX JAHHBIX
MpOaHAIU3UPOBAaTh  MOPQOreHe3 NbUIbHUKA IIBETKOBBIX pPAaCTEHHM Kak  CII0XKHOMN
MHTETPUPOBAHHOU CUCTEMBI.

Pe3yabTaThl M 00Cy:KI€HUE
Mop¢orenes nbLIbHUKA KaK CI10KHOH HHTETPHUPOBAHHOM CHCTEMBI
[TpTbHUK — (epTUIbHAS YaCTh THIYMHKY, CTICIIUATN3UPOBAHHBIN T€eHEPAaTUBHBIN OpraH
CEMEHHOI'0 PacTeHUsI, OCHOBHAsI (PYHKIIHMSI KOTOPOTO CBsA3aHa ¢ POPMUPOBAHUEM U PA3BUTHEM
MY>KCKHX TaMeTO(UTOB — TBUIBIEBBIX 3€PEH, COJEPKAIINX MYKCKHE TaMEThl — CIEPMUHU.
Kpome Toro, 3To cucrema crnenualn3MpoOBaHHBIX I'€TEPOreHHBIX KIIETOK, MpelHa3HaueHHas
JUIS 3alUThI, MUTaHUs U paccenBanus nbUiblbl (Kynyes u ap., 2017).
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[TepBbie MOpdonornyecKkre OMMCaHWs MbLILHUKA OTHOCATCS K koHmy XVII B. (1o
(Gomes et al., 2015)). K Hacrosimemy BpeMeHH MBUIBHUK U €TI0 Pa3BUTHE y MPEACTaBUTEINCH
pa3IMYHBIX CEMEHCTB IBETKOBBIX PACTEHHUH H3Y4YeHbl JOCTATOYHO MOAPOOHO (0030pbI
nocneaanx jet (Gomes et al., 2015; Hafidh et al., 2016; Halbritter et al., 2018). [Toxy4uennbie
pe3yJbTaThl UCHOJB3YIOTCS JJI1 M3YUYECHUS psiAa OOLIeOHOIOrHYecKUX MpobiieM, TaKMX Kak
muddepeHIranus KIeToK, anonTo3, ctBojoBocTh (bareiruna, 2016; Gordon-Camm, 2019), a
TaKkKe AN pa3pabOTKH Pa3IMYHbIX MPHUKIATHBIX BOMPOCOB, HampuMep, OUOTEXHOJOTHUI
IIOJIyYEHUS MTOJIHOLICHHBIX PET€HEPAHTOB LIEHHBIX XJIEOHBIX 3JIaKOB B KYJIbTYPE MbIILHUKOB i1
vitro (Kpyrnosa u ap., 2005; bateiruna u ap., 2010; Kynyes, 2017; Kpyriosa, 2019).

Xopomo  yCTaHOBJICHO, YTO NBUIBHUK COCTOMT W3  HEOONBIIOrO  YHCIIa
BBICOKOCIICIIUAIU3UPOBAHHBIX TKaHEH (CIIOPOreHHON TKaHU C €€ MPOU3BOJHBIMU U TKaHEH
CTEHKM THe3Ja), HMMeIIuX oluee npoucxoxaeHue. CrHOporeHHas 4acTh IbUIBHHUKA
pacuieHuBaeTcs Kak MukpocrnopaHruid. Juddepennumanus nbUlbHHKA MPOXOIUT Ha
TBIYMMHOYHOM Oyropke. I[lpuMopauu TBIYMHOK — oOceBble CTPYKTypbl. Ilocne 3amoxeHHs
THIUMHKAM MPOJOJIKUTEIFHOE BPEMSI CBOWCTBEHEH alMKaIbHBIA POCT, KOTOPBIM CMEHSETCS
uHTEepKATApHbIM. C yBeTMYEHHEM pa3Mepa THIYMHOYHOTO Oyropka B HEM IPOUCXOIUT
oOpa3oBaHMEe YeThIpeX JiomacTed IMbUIBHUKA OJHOBPEMEHHO ¢  (opmHupoBaHUEM
CHelUaIn3UpOBAaHHON TKaHU — CBsI3HUKA. Jlajee kaxkaas jomacTh IpeodpasyeTcsl B THE3/N0
NBUTbHUKA (MUKpOCTIOpaHruil). J{Ba naTepaibHbIX THE3/1a COCTABIISIIOT TEKY; TEKU COCIUHEHBI
MEXJly cOOOM CBSI3HMKOM, B KOTOPOM HauMHAaeT (OPMHUPOBATHCS €IUHCTBEHHBIM COCYAMCTO-
OPOBOASIIMKA MMydoK. Yamie BCero MbUIBHUK COJEPKUT YEThIpEe MHUKPOCIOpPAHTHs, B
OOJBIIMHCTBE CIIYy4aeB pACHOJIOKEHHBIX CUMMETPUYHO (OMOPHOJIOrUS  I[BETKOBBIX
pacteHui..., 1994). TakoBa B cambIX OOIIMX YEpTax CXEMa PA3BUTHS U CTPOCHHUS 3PEIOro
NbUIbHUKA. B TO e Bpems fAeTajbHBIA aHaIu3 JUTEPATypHBIX U COOCTBEHHBIX JaHHBIX
CBUJIETENLCTBYET O CJIOKHOCTH MPOLIECCOB MOPQOreHe3a 3TOro I'eHepaTHUBHOIO OpraHa y
Pa3IUYHbBIX LIBETKOBBIX PACTEHUH.

Tak, ¢dopmupoBaHHe CTEHKH TMBUIBHUKA MPOTEKAET JOBOJIBHO OBICTPO, OIHAKO
OKOHYaTeNbHas nuddepeHnnanus Kaxaoro cjios A0CTaTOYHO JnuTeNbHa. KieTku kaxmaoro
CJIOSl MIPOXOAST B NaJbHEMILIEM COBEPILIEHHO PAa3HbIE IMYTH Pa3BUTHSA M JOCTUTAIOT Pa3HOTO
YpOBHSl CHEIHMAlM3alliM, YTO CBS3aHO C BBINOJHAEMBIMH MMM (DYHKIMSIMHU B Ipoliecce
MHUKpPOCIIOpO- W MuKporameroreHe3a. Kak momarana T.b. bareiruna  (1987),
mubdepeHIMalui0 TKaHEeH CTEHKM INbUIbHUKA HEJIb3sl CBOAWUTH TOJBKO K TpPOIECCaM,
IIPOTEKAIOIMM Ha KJIETOYHOM ypOBHE. Pa3BUTHE MHKPOCIOpPAHIHS CIENyeT paccMaTpHUBaTh
KaK pa3BUTUE ONPEJCICHHON IIeJIOCTHOM CTPYKTYpbl (CHCTEMBbI), OOJaarouieil CBOMM
PETYJATOPHBIM MEXAaHH3MOM M HUMEIoIed CBOM OCOOBI PUTM pa3BUTUS B TpaHUIAX
IIBUIBHUKA B LIEJIOM.

Ha ocHoBaHMM LHUTOJOTMYECKUX, @ TAK)K€ HEKOTOPBIX (PHU3HOIOr0-OMOXUMHUYECKUX
coObITHIl BO BpeMsi pa3BuTus mnblUibHHKa JuieiHbix C.A. Pe3nukoBa (1984) mpemioxuna
BBIIETISITH B MOP(OreHe3€e 3TOM T'eHepaTUBHON CUCTEMBI TPU MEpHOa — MPEMEHOTHUECKUH,
MEUOTHUYECKUN U IOCTMENOTUYECKU .

Ilpemetiomuueckuti  nepuod  XapaKTepu3yeTcs  YCHICHHOM  MHTOTHYECKOH
aKTUBHOCTBIO, B pe3yJIbTaTe KOTOPOH (hOPMUPYIOTCS CTEHKA MBUTbHUKA U CIIOPOr'€HHAs TKaHb,
T.€. MPOUCXOIUT 0Opa3oBaHHE MUKpocmopaHrueB. IIpu 3ToM B cyOsnuaepManibHOM ClO€
MEpPHUCTEMBI Ka)KJI0T0 Pa3BUBAIOIIErOCs THE3/1a MbUIbHUKA AU((epeHInpyoTCs KIeTKU OTHO-
WM MHOTOCJIOWHOTO apXecHopHsi, OTIMYAIOLIUECS OT OKPYXAIOUIMX KIETOK 0ojee IIIOTHON
LUTOIJIA3MOM M KPYHNHBIM SAPOM C sApBIIKOM. KileTku apxecnopusi NpeTepreBaroT
AQHTUKJIMHAJIbHBIE JI€JICHHS], YTO BEJET K YBEIMUEHHUIO UX KOJMYECTBA IO JJIMHE MbUIbHUKA. B
XO0Jle JANBHEHIIEr0 pa3BUTHSA KIETKH apXeclopus AENATCS NEpPUKIMHAIbHO, OTIENSS B
CTOPOHY 3MHJIEPMHCA KIETKH MapUETAIbHOTO CJIOS, a K IIEHTPY THe3Ja MbIJIbHUKA — KIIETKU
CIIOpOreHHOW TKaHW. [lapannenbHO cO CTOPOHBI CBSA3HHMKA HEKOTOPBIE KIETKH MEPHCTEMBbI
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nudGepeHIUPYIOTCS B TapUETATBHBIN CJIOH, OKpPYKas CIIOPOTEHHYIO TKaHb. B 11emom, B xoe
pasBUTHS TBUIBHUKA B KaXAOH ero jonactu (OPMHUPYETCS TSK CIIOPOT€HHBIX KIIETOK,
OKPYKE€HHBI KOJBLIOM HapUETANBHBIX KIETOK JBOMCTBEHHOIO IPOUCXOXKIACHUA. OTOT
[IEPUOJ 3aBEPIIACTCS C IPEKPALICHUEM MUTOTUYECKUX JECJIECHUM CIOPOrCHHBIX KIETOK H
npeoOpa3oBaHWEM  HUX  MHUKPOCIOPOUUTHI  (MaTepUHCKHE  KJIETKH  MHUKPOCIIOp),
XapaKTEPU3YIOIUXCS OOJIBIINMH pa3MepaMu, IUIOTHON UTOIIIa3MON M KPYITHBIMU SIAPAMH.

B xome wmeuiomuueckoco nepuoda TPOUCXOTUT MEHO3 MHUKPOCIOPOIUTOB,
NPUBOAALINKA K 00pa30BaHUIO CHayaja JUabl, a 3aT€M TETPaJbl TAIUIOUJAHBIX MHKpPOCIIOP,
NEPBBIX KJIETOK ramerodurHoro mokoiseHusi. Bo Bpems | melioTnueckoro nenenus Qopma
MHUKPOCIIOPOIIUTOB 3HAYUTEIBHO MEHSAETCS: KJIETKM CTAaHOBATCS Ooyiee IIUPOKHUMH U
IUIOCKUMH, TPUOIIIKAsACh MO OYEPTAHUSIM K TPEXOCHBIM JIJUTUIICOUAM, CIUTIOCHYTHIM B
panuansHOM HampaBieHuH. [logo6HbIe n3MeHeHust HOpMbI MUKPOCTIOPOIIUTOB O00YCIIOBIICHBI
POCTOM MUKPOCIIOPAHTUEB U YBEITMYECHUEM ILIOMIATN UX CTEHKU. TakuM 00pa3oM, B TeUECHUE
I wmeitotnueckoro pgeneHust ¢opmMa MPOTOIUIACTOB MHKPOCIIOPOIMTOB MEHSETCS OT
KJIMHOBUJTHOM JI0 CILTFOCHYTO-3JUTUIICOMAAIBHOM, IPU 3TOM HaUMEHbIIasi OCb OPUEHTUPOBaHa
B THE3/1ax NbUIBHUKA paauajibHO. BepeTeHo neneHuss OpPHUEHTHPYETCs IO HAIPABICHHUIO
HauOOoJbIIeH OCH MUKPOCIIOPOIINTA, a MIepBasi eperopoakKa oopazyeTcs NepueHAUKYIIpPHO K
Heil. B pesynbprare B THe3le MBUIBHUKA (HOPMUPYIOTCS IUAIbl MHUKPOCIOpP XapaKTepHOH
(bOpMBI: CO CTOPOHBI TEPErOPOJIKM HUX MPOTOIUIACTHI, KaKk M OOOJOYKH, HpsIMbIE, a C
IIPOTUBOIIOJIOKHON CTOPOHBI — BBIIYKJIBIE, TAK YTO B AUAJAE KJIETKH PacCIOIaraloTcs B BUIE
JIBYX TIONyNyHHH, oOOpalleHHbIX JApyr K JApyry nOpsMmoi cropoHoil. Beperena I
MEHOTHYECKOTO JIEJICHUs OPUEHTHUPYIOTCS NapajIeIbHO IIEPBOM IEPErOpoJKe, BTOPBIE
KJIETOYHbIE IEPEropoAKH — NEPHEeHAUKYIsipHO K Hed. Kak mnpaBwio, Terpaga u camu
MHUKPOCIIOPBI BHYTPH HEE€ OKPYKEHBI ITOJIMCAXapuOM KaJUIO30M, CIIYKAIIEH IS U30JIALHH
MHUKPOCIIOp APYr OT Apyra U OT OKPYKaroLIMX COMaTUYECKUX KIETOK. B xoxe nanpHeiero
reHe3nca TEeTpaJ TPOUCXOAUT HWCYE3HOBEHHE KaJUIO3HOW O0O0OJIOYKH B  pe3ysbTare
(bepMEeHTaTUBHOTO THIPOJM3a MOJA JeHcTBUEM (epMeHTa Kaljlasbl, U MHUKPOCIOpPHI
OTACNAIOTCS Jpyr OT Jpyra. B 1memoM, B MEHOTHYECKUH TEPHOJ TMPOUCXOAAT
muddepeHManus U Clenualn3alus KIEeTOK BCeX CJI0eB (TKaHei) CTeHKM NbUIbHHUKA Kak
€IUHON CHUCTEMEI.

B nocmmetiomuuecxuii nepuoo pa3BuBaloTCA U CO3PEBAIOT MBUIbLIEBLIE 3epHA HAa (OHE
COOTBETCTBYIOIIMX U3MEHEHUHN B CTEHKE MUKpOCIOpaHrues. 1Ipu aTom pazBuTre MUKpPOCIIOP
CBA3aHO C HMX MUTOTHMYECKUMU JCIICHHUAMU, NAOIIMMH HA4Yaja0 CHUCTEME JBYKJIETOYHOIO
NBUIBLEBOTO  3epHAa. TakuM  0o0pa3oM, B  NBUIBHUKE  3aKaHYMBACTCS  IIPOLECC
MHUKPOCIIOPOT€He3a M HauyMHaeTcs mpolecc Mukporamerodurorenesa. Ilepoe nenenue
MUKPOCTIOPBl OOBIYHO HA3BIBAIOT AU((HEpeHIUPYIOMUM (aCHMMETPUYHBIM, HEPABHBIM), TaK
KaKk o0pa3oBaBIIMECS TEHEpaTUBHAasi M BEreTaTHBHAs KIETKHU B HOPME OKa3bIBAOTCS
pasIMyHBIMM 10 JajbHEHlIeMy TeHe3ucy. B pesynprare MHUTOTHYECKOTO JCIICHUS
TEHEPAaTUBHOM KJIETKHM (OPMUPYIOTCS TPEXKIETOYHOE IMbUIBLIEBOE 3€pPHO, IOMHMO
BEre€TaTUBHOM KIIETKH COJEpPIKALLEe JBE MYKCKHUE FaMEThI-CIIEPMHUH.

[Ipennoxeno pasznuyath CGOPMUPOBAHHBIN MBUIBHUK, CTEHKA THE3/1a KOTOPOIo
IpeJCTaBjIeHa KOHEYHBIM YHUCIIOM CJIOEB, CHEIU(PHUUHBIM JJIs KaKJO0TO0 TaKCOHA, U 3pebli
MBUTBHUK — B MOMEHT BCKpbiBaHus (bateiruna, 1987; Kpyrmosa, 1999).

CdopmupoBanHas CTeHKa T'He37a MbUIbHUKA Yy OOJBIIMHCTBA IBETKOBBIX pPaCcTEHUI
COCTOUT M3 TaKMX TKaHEH, KaK TameTyM, CPEIHUHN CIIOM, SHIOTEINH, dMUAepMHUC (IK30TEIHH),
uMeromux ooiiee npoucxoxaeHre. CTpoeHrne KIETOK pa3IMYHbIX TKAHEH CTEHKH IbUIbHUKA
crenupUYHO U TECHO CBSI3aHO C BHIMOIHSAEMBIMUA UMU (QYHKIUSMHU.

Ocob6oe BHUMaHME NIPHUBIIEKALT manemym — MOJN(yHKIIMOHATbHAS OJHOCIONHAS HITH
MHOT'OCJIOMHasi BHYTPEHHSS TKaHb CTEHKHM NBbUIBHHWKA, HAXOJALIAsCSd B TECHOM KOHTAKTE C
MUKpPOCTIOPAMH U TBUIBLIEBEIMU 3epHaMu. [J1aBHas (QyHKIUS 5TOM TKaHU — CHaOKeHue
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Pa3BUBAIOIIMXCS MBUIBLEBBIX 3€PEH MHUTATEIBHBIMU BELIECTBAMU. TameTajabHbIE KIETKU C
CaMoro Hayaja CBOETO Pa3BUTHS PE3KO OTIMYAIOTCS OT KJIETOK OCTAIbHBIX CJIOEB CTEHKU
IbIJIBHUKA 110 COCTaBY KJIETOYHBIX KOMIOHEHTOB. Tak, muTomIasmMa KIeToK TarneryMa yke Ha
pPaHHUX CTagUsIX pa3BUTHA Oorata puOOCOMaMHM, MHUTOXOHIPUSMH, COACPIKUT IUIACTHIBI,
annapat ['oJIb/pKH, MOIIIHO Pa3BUTYIO HIOIIA3MaTUUYECKYIO CETh, C(DEpOCOMBI, JIU30COMHBIE
o0Opa3oBaHus U Ipyrue CTpykrypbl. Hapymenus B quddepeHumanum tamneryma IpuBOIsT K
pasInYHbIM (OpMaM CTEPUIbHOCTH MbUIbIBI. KieTku TameTyma NpUHMMAKOT ydyacTHE U B
TaKMX TpOLECCcax, KakK, HalpuMep, CeKpelus QepMeHTa Kajula3bl JJIsl pPacTBOPEHHUS
KaJUJIO3HBIX O0OJIOYEK TEeTpajJ MHKpPOCHIOp; OOpa3oBaHHE NPEALIECTBEHHUKOB HK3MHBI —
BHEIIHEH O00O0JOYKHM MBUIBIEBOrO 3€pHa; oOpasoBaHue opOukyn (tenen Youma). Kierku
TaneTyMa, XapaKTepU3yIOIUecs paHHEeW creuuanu3anuedl, He BXOAAT B COCTAaB CTEHKH
3pesoro NbUIbHUKA (OMOPHUOIOTrHs LIBETKOBBIX PACTEHUH ..., 1994).

Bosbuioit nHTEpEC ¢ TOUKHM 3peHUs MOP(OPHU3UOIOIUH BBI3BIBAIOT KIETKU CpeoHe2o
€051, PACIOJIOKEHHOI0 MEX]y TalmeTyMoM M 3HaoTenueM. KonnuecTBO cpeiaHMX CIOEB B
CTEHKE MMKpOCIIOpaHTUsi BapbUpyeT OT 1 10 7; B penkux clydasx CpeiHuil cioi
orcyrcTByeT. Ha panHem »stame MopdoreHe3a NBUIBHHKA KIETKA OSTOTO CJOS XOPOIIO
BBIP@)KEHBI, COJEpXKAT KpPYNHbIE T'yCTOOKpAILlCHHbIE s/pa, OJAHAKO MHUTO3bl B HHUX YkKe
npekpamensl. Jlamee (B MeHOTHYECKHMH TeEpHOJ pa3BUTHS TBUIBHUKA) KIETKHA CHIBHO
YIUIMHSAIOTCS, YIUIOILAIOTCS, CTAHOBATCS aMOP(HBIMU U IOCTENEHHO pa3pymatoTcs. OHaKko B
[EJIOM KJIETKH STOW TKaHHW COXPAHSIOT CBOIO JKH3HEICSTEIBHOCTh B TCUCHHE JITUTEIHHOTO
BPEMEHH, JETeHEepUpys JMIIb K MEpUody 3pesoro IbUIbHHMKA. BbICKa3aHO MHEHHE, YTO
KJIETKH CPEIHETO CJIOS MEPBOHAYAIBHO BBIMOIHIIOT (PYHKIMIO 3amacaroliuX KJIETOK (Zeno
KpaxMajla ¥ JpYI'MX NHTaTeNIbHBIX BELIECTB), a 3aT€M HIPAIOT IMOCPEIHUYECKYIO pOJb B
nepeaaye acCHMUIISITOB, a Takke B (DOPMUPOBAHHM KJIETOYHOW OOOJOYKHM MHUKPOCIOPHI
(OMOpuonorus BETKOBBIX PacTeHUH ..., 1994).

Onoomeyuti — HAPYXHS OJIHOCJIOWHAsT WM MHOTOCIIOWHAs TKaHb CTEHKH
MHUKPOCIIOPAHTHsI, PACIOJIOKEHHAs IOJl 3MUIEpMUCOM. B Mo0I010M NBUIBHUKE KIETKU
DHJIOTEHS, BBITSHYTHIE B TAHT€HTAILHOM HAINPaBJICHUU W COJEpIKAINe KPYITHBIE sIIpa, Majio
OTJMYAIOTCS OT KIJIETOK JnuaepMuca U cpeaHero cios. [lo3aHo0 1Mo CcpaBHEHHIO C
OCTAIBHBIMHA  CJIOSIMH ~ CT€HKM TBUIBHHKA  TUQQPEPEHIHANNI0  KIETOK  SHAOTEIHs
C.A. Pe3nukoBa (1984) o0bsicHssIa HHTHOMPOBAHNUEM HX CO CTOPOHBI IPYTUX TKAHEH CTEHKU
NbUTbHUKA. B mMocTMeHOTHYeCKHi Tepuos pa3BUTHSA IBUTbHUKA HAPACTACT BAaKyOJIM3AIIHs
KJIETOK HJIOTEIMs], HA aHTUKJIMHAIBHBIX M BHYTPEHHUX TAHTE€HTAJIbHBIX CTEHKAaX KOTOPBIX
pa3BuBalOTCS GUOPO3HBIC YTONIIECHUS (TTOSICKH), TIPEICTABIICHHBIE 1EJUTI0I0301, TEKTHHOM U
aurHuHoM. PuOpO3HbIE YTOJNIIEHUS, TOCTUTass MaKCUMAaJIbHOTO Pa3BUTHUS K 3Taly 3pejoro
IbIIBHHUKA, CIOCOOCTBYIOT PACKPBITUIO THE3/T MBIILHUKA TP IIOMOLIH MPOAOIbHOM TPEeIuHbI
— CTOMHYMa W BBITAJIKWBAaHUIO MBUIBIBI 33 TPENeNbl MbUTbHUKA. TakuM 00pa3oM, KIIETKH
SHJIOTELUS BXOIAT B COCTaB CTEHKHU 3pEJIOro MbUIbHUKA (OMOPHOIOTHs IIBETKOBBIX PACTCHUN
.., 1994).

Ha panHux sTamax pa3BUTHUS NbUIBHUKA (BIUIOTH /IO BBIJIEJIEHUS KJIETOK apXecropus)
KJIETKH 9K30meyuss (AMHUIEPMHUCA) — TMOKPOBHOW TKaHH, OKPYKAaIOIIed BeCh MBUIBHUK — BO
MHOT'OM CXOJIHBI C MEPHCTEMaTHYECKUMHU KJIeTKaMU. B nanpHelIeM 3K30Telnii CTaHOBUTCS
BBICOKOCTICITHATU3NPOBAHHON TIOKPOBHOH TKaHBbIO. OOOJIOYKM STHX KIETOK YTOJIIAFOTCS,
CJIOM KYTHMHBI, TOKPBIBAIOIIMI KX C BHEIIHEW CTOPOHBI, YyBeIW4MBaeTcs. B  KyTuHe
MOSIBIISTEOTCST IIUTIO00Pa3HBIE BBIPOCTHI, CITOCOOCTBYIOIINE YCHIICHHIO TIPOYHOCTH KIIETOK U
TEM CaMbIM TIOBBIIIEHUIO HAJEKHOCTH 3allMTHl MBUIBHMKA. B memom sk3oTenui
XapaKTepU3yeTcs, BO-TIEPBBIX, HAHOOJee JITUTEIHHBIM, TI0 CPABHEHUIO C JAPYTHMH TKaHSIMHA
CTEHKH TNBUIbHUKA, Pa3BUTHEM, BO-BTOPBIX, OBICTPHIM M3MEHEHHEM MOP(OJIOTHH KJIETOK IO
Mepe pa3BUTHs TBUIbHHKA. JleJeHWe KIETOK OSK30TeIHs 3aKaHUYMBAeTCs pPaHO, YTO
CHOCOOCTBYET CHUJIBHOMY DACTSDKEHHIO MX B JUIMHY 10 Mepe pocTa MbUIBHUKA B IIEJIOM.

11
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DK30TeMi KaK MOKPOBHAS TKaHb BBIMONHACT (PYHKIUIO 3allIUTHI MOBEPXHOCTH MBLUILHUKA U
CIIY’)KUT, COBMECTHO C DHJIOTEIMEM, BCKPBIBAHUIO IMBUIbHUKA TOCJIE CO3PEBaHUs IbUIBLLI. B
CTEHKE 3pEJIOTO MBUIbHUKA 3K30TEIUI MPEICTaBICH MOIIHBIM THIIEPTPOPHPOBAHHBIM CIIOEM
(OMOpuosorus HBETKOBBIX PACTEHUH ..., 1994).

B uenom, pa3BuBasch, Kaxaas M3 TKaHEW CTEHKH NbUIBHUKA U CIIOPOTEHHAs TKaHb
MOP(OJOTHYECKH ¥ CTPYKTYpPHO JOCTUTAIOT BBICOKOW CIEIMATU3alMM, CBSA3aHHOW C
BBIITOJIHEHUEM OCHOBHBIX MX (yHKIMWA. BMecTe ¢ TeM KJIETKM TKaHEH CTCHKH NbUIBHUKA W
KJIETKH CIIOPOT€HHOW TKaHW, NPOHMCXOJAIIME OT OOIMX WHHUIMANCH, pa3BUBAIOTCS
B3aMMOCBSI3aHO U COIPSDKEHHO B TMIpelesiaX CIUHOW WHTETPUPOBAHHOW CHUCTEMBI, W
HOPMAaJIbHBIN X0/ Pa3BUTHS MBUIBIEBBIX 36PEH 3aBUCUT OT HOPMAJIBHOTO (DYHKIIMOHHUPOBAHUS
TKaHEH CTEHKH MBUTbHHUKA.

OnHuM ®3  SIPKUX TPOSBICHUN TBUIBHUKA KaK HWHTETPUPOBAHHON CHCTEMBbI
B3aMMO/ICHCTBYIOIINX 3JIEMCHTOB (CHOPOTCHHAs TKAaHb M TKaHW CTCHKH THE3/1a) SIBJISIOTCS
3aKOHOMEpPHBIEC MEPEMEIIECHUS SIIep U KIETOK B MUKPOCIIOpAX M IMBUIBIEBBIX 3epHAX 3JaKOB.
JleTanbHbIMH [IUTOJIOTHYECKUMHU HUCCIETOBAHUSAMU (DOMOPHUOIOTHS IIBETKOBBIX PACTEHUH ...,
1994; Kpyrnosa, 2002) ycTaHOBIEHO, 4YTO SJIPO Pa3BUBAIOMICHCS MHUKPOCIOPHI, SIPO
BEreTaTHMBHOM KJICTKUM W I€HEpaTHBHAs KJIETKAa B Pa3BUBAIOIIEMCS MBUIBLIEBOM 3€pHE 3JIAKOB
HEOJHOKPATHO MEHSIOT CBOE IOJIOKEHHUE 110 OTHOIICHUIO K TIOpe MpopacTanus (puc.).
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Puc. lnnamuka TpaHcopMaLiu C10€B CTEHKH NbLIbHAKA (A) M 0CO0CHHOCTH NepeMeleHu i
KJIETOK H fi/iep B X0/1¢ Pa3BUTHSA MUKPOCHIOPHI H (hOPMHPOBaHNS NBLILLEBOro 3epHa (B) 3i1akoB.
Yenosnvie o603nauenun: A — crenka nbLUIbHAKA, B — cioporennas Kkierka (a—B — MHKpOCIopa, r-M —
NbLIbIEBOE 3¢pHO); 1 — 3K30Tenuil, 2 — IHAOTeN NN, 3 — cpegHuii o, 4 — Tanerym. CTpesikaMu
0003Ha4YeHO HANIPaBJICHHE NepeMellleHN I KJIeToK U aaep [4]

Fig. Dynamics of transformation of the layers of the anther wall (A) and features of cell and
nucleus movements during the development of microspores and the formation of pollen grains (Bb) of
cereals. Symbols: A — anther wall, b — sporogenic cell (a—b — microspore, g—m — pollen grain); 1 —
exothecium, 2 — endothecium, 3 — middle layer, 4 — tapetum. Arrows indicate the direction of movement of
cells and nuclei. By [4]
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Pacnionoxenue spa B 11000 KJIETKE Aajieko He ciydaiHo. [lo Bcelt BUAMMOCTH, Ha
JIOKQJIM3aLMIO Spa BIUSAIOT KaK BHYTPUKJIETOUYHbBIE ITPOLIECCHI, TAK U BO3JEHCTBUS HA KIIETKY
u3BHE. B dacTHOCTH, JIOKanu3auuss M IEpEeMEUICHHME SIep M KIETOK B MHUKDPOCIOpax H
IBUIBIIEBBIX 3€pHAX 371akoB, Ha Haml B3rJsiA (Kpyrmosa, 2002), 00yciioBiIeHbl KOMIUIEKCHBIM
BO3/ECHCTBUEM Ha 3TH IPOLIECCHl BHYTPEHHUX («IMHAMHUYECKUI LEHTP» KJIETKU; MOJIIPHOCTD
€e MPOTOIIacTa) U BHEIIHUX (ApXMTEKTOHWKA TKAHEW CTEHKH THe3/1a MbUIbHHMKA) (haKTOPOB.
K Takum nepememieHusiM MOTyT MMETb OTHOILIEHHE pa3HOOOpa3zue IOJIOKEHUs (GUrypbl
JIeNICHUsI B MHUKPOCIIOpE, HEOJHOBPEMEHHOE O0Opa30BaHUE KIETOYHOM CTEHKH MEXIY
TCHEPAaTUBHOM M BEreTaTUBHOM KJIETKAMM M KPAaTKOBPEMEHHOCTb €€ CyILecTBOBaHUSA. B
LIEJIOM, B 32aKOHOMEPHBIX IEPEMELICHUSX SJEP U KIETOK B Pa3BUBAIOIIMXCS MUKPOCIIOpaxX U
IBUIBLEBBIX 36pHAX 3J1aKOB HAXOAUT CBOE OTPaKCHUE CONPSIKEHHOCTH MPOLIECCOB Pa3BUTHS
ITUX CTPYKTYP U TKAHEH CTEHKH B CIOKHOM MHTEIPUPOBAHHOM CUCTEME — IIBUIBHUKE.

Bbime paccMOTpeH CHCTEMHBIN 1OAX0J K MOP(OreHe3y NblIbHUKA B €CTECTBEHHBIX
YCIOBHAX in Vivo. DTOT MOJAXOJA 3KCTPANoJIMpyeTcs HaMd U Ha MOp(OreHe3 NbUIbHUKA B
yenoBusix in vitro (Kpyrmosa, 2002; 2019). JlelicTBUTENbHO, KYAbTUBUPYEMBIH in Vitro
IBUIBHUK — 3TO TaK)K€ CHUCTEMA, COCTOSIIAs U3 ONPEIEIECHHBIX CTPYKTYPHBIX AJIEMEHTOB
(TKaHel CTEHKM THe3/la M KIJIETOK CIIOPOI€HHOW TKaHHW), MEXIY KOTOPBIMHM CYIIECTBYIOT
CTporo ompezaereHHble Mopdodu3noIornuecKkue Koppemsuuu. bonee Toro, ycmex
OMOTEXHOJIOIMH KYJIbTUBUPOBAHUSA in Vitro, BbIpaXaroluiics B GOpMUPOBAHUH MTOJTHOLEHHBIX
pPacTEeHUI-PEreHEPAHTOB ex Vifro, BO MHOIOM OIPEIENAETCS HapyLIEHHUEM LEeJIOCTHOCTH
UHTETPUPOBAHHOM CHCTEMbl NbUIbHMKA (KaK MpaBWIO, MOJ JAECHCTBUEM CTPECCOBOM
npeno0paboTKy in situ), MHIYIUPYIOMIUM TEePEKII0YeHUE MPOrPaMMBbl PAa3BUTHUSI MHKPOCIIOP
U Jajee NbUIbLEBBIX 3€PEH C TPaJAULMOHHOTO raMeTO(QHUTHOTO IYTH Pa3BUTUA in Vivo Ha
IPUHLMIIAAIBHO HHOUW — CIOPOMUTHBIN NyTh in Vitro.

BrIBOaBI

CucteMHBIH 0aX0A K MOP(OreHe3y NbUIBHUKA B €CTECTBEHHBIX YCIOBHSX in Vivo,
OCYIIECTBUMBIN TNPU YCJIOBHUU COYETAHMS OMMCATENbHBIX U DKCHEPUMEHTAIBHBIX METOJOB
HMOPHUOIOTUYECKOTO HCCIEeIOBaHUs, NOJDKeH, kak monarana T.b. bareiruna (1987; 2014;
Batygina, 2012), Bxiro4ats psiJi NpUHIUIHAIBHBIX MOMEHTOB, TAKMX KaK U3y4yeHHUE IeHe3uca
ObUJIbHUKA B JIUHAMMKE, M3ydyeHHE (POPMUPOBAHUS M Pa3BUTHS CIIOPOTE€HHBIX KIETOK BO
B3aMMOCBS3M C OKPY)KAIOIIMMM TKAaHSAMU CTEHKU THe3/la NbUIbHHKA. BakHO, MO MHEHHIO
UCCIIeIOBaTeNs], YUUTHIBATh U TO 0OCTOATENbCTBO, YTO AU(QepeHnnalus NbUIbHUKA in Vivo
IIPOTEKAET B CUCTEME «IIBUILHUK — OKpYXKaroIiasi cpeaay.

CucteMHBIH 01X0a K MOp(oreHe3y NblJIbHUKA B YCIOBUAX in ViVo SKCTPANIOIUPYETCS
HaMM M Ha Mop(oreHes MblJIbHUKA B YCIOBUAX KyIbTypsl in vitro (Kpyrmnosa, 2002; 2019). B
JAHHOM Cllydae MMEHHO HapyLIeHHE LEIOCTHOCTH HHTETPUPOBAHHON CHCTEMBbl NbLIbHUKA
UHAYLHPYET TEepeKIIoYeHUe TMPOrpaMMbl pa3BUTUS MHUKPOCHODP/TBUIBLEBBIX 3EPEH ¢
TPaZULMOHHOTO raMeTO(UTHOTO MYTH i1 Vivo Ha IPUHIUIHNAIBHO UHON, OMOTEXHOJIOTUYECKU
ONTUMAJIbHBIN, CIOPOPUTHBIN MYTh in Vitro U ex vitro.

Paboma evinonnena 6 pamkax eocyoapcmeennoco sadamus Munobpnayku Poccuu Ne
075-00326-19-00 no meme Ne AAAA-A18-118022190099-6.
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Kruglova N.N. System approach to morphogenesis of anthers of flowering plants // Plant Biology
and Horticulture: theory, innovation. 2023. Ne 1(166) P. 7-15

The review provides the brief analysis of the anther morphogenesis of flowering plants as the complex
integrated system consisting of interacting elements (sporogenous tissue and wall loculus tissues). As the
striking example of the manifestation of the anther as the system, the movements of nuclei and cells in
microspores and pollen grains in developing cereal anthers are considered. It is emphasized that the system
approach to anther morphogenesis is important in studies not only in vivo, but also in vitro. The article is devoted
to the memory of the RAS corresponding member Tatiana Borisovna Batygina (1927-2015), who made a
significant contribution to the system study of anthers of various flowering plants.

Key words: anther; morphogenesis; system approach, anther culture in vitro.
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