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AHanu3 COOCTBEHHBIX M MPUBEACHHBIX B JHTEpaType
JIAHHBIX MOCBSIIEH W3YYCHUIO MHTEPECHEHIIErO SIBICHHMS
(opMHpPOBaHUs B MBUIBHMKAX [BETKOBBIX PACTCHUI MPH
CTPECCOBBIX BO3JCHCTBHAX TaK Ha3bIBACMBIX «IBUIBIIE-
BEIX 3apONBIIEBBHIX MemKoB» (peHomeH Hemeka).
Ot1MeueHo, 9TO B 3TOH 00JACTH MCCIECIOBAaHUN HaKOILIe-
HBl OIpEICICHHBIE 3MIMPHYECKUE AAHHBIE W CHETaHBI
HEKOTOPbIE TEOPETHYECKHE OOOOIICHUs, OIHAKO Iepe-
KIIFOYCHHE MOP(OTEHETHYECKOH MNpOrpaMMbl Pa3BUTHS
KJIETKH IIBUIbHMKA CO CMEHOM MY>KCKOW IIOTEHLUU Ha
KEHCKYIO JI0 HACTOSILETO BPEMEHH He MOJyYHIIO OKOHYA-
TEJILHOTO 00BsicHeHus. [lomuepkuBaercsi, 4yTo 0a30BBIM
MOJXOJOM K MOHUMaHHI0 3TOoro ()eHOMEHa MIOJKHA
SIBUTbCSL JTAJIbHEHIIas pa3paboTka MpoOJIieMbl CBOMCTB
TOTHUIIOTEHTHOCTH U CTBOJIOBOCTH KJIETOK KaK CIIOCOOHO-
CTH K CaMOOOHOBJIEHHIO M TE€HEPHPOBAHUIO PA3ITMYHBIX
TUIOB KJIETOK, OOYCIIOBJICHHBIX, IO-BUANMOMY, NpH-
KpeIUIEHHBIM 00pa3oM XM3HH pacteHuid. Kpome Toro,
HEMAaJIOBaKHYIO pOJIb JOJDKHA CBHITpaTh W JaJbHEHIIas
pa3paboTKa KOHIENIWHU MbUIBHMKA KaK CJIOKHON HHTe-
IPUPOBAaHHOM  CHUCTEMBI, IIOCKOJIbKY (OpPMHUpOBaHHE
MOJIOOHBIX ~ CTPYKTYP HMHAYLMPYETCS  HapyUICHUSIMHU
LEJIOCTHOCTH TBUIBHUKA 0] JEHCTBUEM CTPECCOBBIX
¢axTopoB. JlaHHble, MOTyYEHHBIC PH U3Y4YEHUH (HOPMU-
POBaHMsI «IBUIBLEBBIX 3apOJBIIIEBBIX MEIIKOB» U3
KJIETOK TBUIBHUK MOTYT CIIOCOOCTBOBAaTh JaJIbHEUIIEMY
MIOHNUMAaHUIO (DYHIAMEHTAJIBHBIX HPUHIUIIOB CIOXKHEH-
Iero nporecca Mopdorenesa pacteHuii.
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The analysis of the literature and own data devoted to
the study of the most interesting phenomenon of the
formation in anthers of flowering plants under stress
effects the so-called «pollen embryo sacs» (Nemec
phenomenon). It is noted that certain empirical data have
been accumulated in this field of research and some
theoretical generalizations have been made, however, the
switching of the morphogenetic program of anther cell
development with the change of male to female potency
has not yet been definitively explained. It is emphasized
that the basic approach to understanding this phenomenon
should be the further development of the problem of the
totipotency and stemless cell properties as an ability to
self-renew and generate various types of cells, caused,
apparently, by the attached lifestyle of plants. In addition,
the further development of the concept of the anther as a
complex integrated system should play an important role,
since the formation of such structures is induced by
violations of the integrity of the anther under the
influence of stress factors. The data obtained during the
study of the formation of «pollen embryo sacs» from
anther cells can contribute to further understanding of the
fundamental principles of the most complex process of
plant morphogenesis.
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Crnoxseime (QyHIaMeHTaTbHON MPOOJIeMON OWOJOTUM DPAa3BUTHS PACTEHUH OCTaeTCA

MopdoreHe3 — MPOCTPAHCTBEHHOE M BPEMEHHOE Pa3BUTHE TKaHEH, OPraHOB U OPTaHU3MOB, KECTKO

KOHTPOJIUPYEMOEC CETHbIO T'CHHBIX CHUCTEM, ,ZIeI\/’ICTBYIOH_[I/IX nOoCJICA0OBAaTCIBbHO HJIM COIJIaCOBAHHO

[Ikeuchi et al., 2019].
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Ha mpumepe psima pacrenuii (rmaBasiM o0paszom, Arabidopsis thaliana) naentudurmpoBans!
KIJIIOUEBbIE TPAHCKPUIIIMOHHBIE (DAKTOPbl M TEHBbl, OTBETCTBEHHBIE 32 IOJUBAPUAHTHYIO
JNETEPMUHUPOBAHHOCTh PAa3BUTHS KIETOK U AU(QEepeHUranuio TKaHe B pa3iMYHBIX OpraHax.
Ycnexu, TOCTUTHYTBIE B M3YUYCHHM T'€HOB-TIEPEKIIIOYaTeIeid pa3BUTHUS, MMO3BOIHIN MPUOIU3UTHCA
K IOHUMAHUIO KaK B3aMMOJACWUCTBUS T'€HOB B IMPOCTPAHCTBEHHO-BPEMEHHOM  pa3BHUTHUH,
TaK ¥ peryJsiUl B3aMMOOTHOIICHWIH KIETOK M TKaHed B mporecce Mopdorenesa. brictpo
HakaruiBaeTcss MHGoOpMaIus 00 OpraHU3yIIIMX LEHTpax MopdoreHesa M TeHaX, MPOAYKTHI
KOTOPBIX MOTYT UTPaTh POJIb MHIYKTHBHBIX CUTHAJIOB, a TAK)XKE O €IMHCTBE MPOLECCOB aKTHUBAIIUU
Y MHAKTUBAllMM T€HOB, KOHTPOJIUPYIOIIUX MPOLECCH JeTepMUHAIUU U TuddepeHmanuu B xoe
mopdorenesa [Gordon-Kamm et al., 2019]. B To ke BpemMs HHTETpalbHBIA XapakTep
MOp(oreHeTHYecKux MPOIECCOB, UX 3aBUCUMOCTbh OT MHOTHX B3aWMOJEUCTBYIOIIMX BHYTPEHHUX
Y BHEMIHUX (AaKTOPOB, ydacThe B ITHX IMpOIEccax CHCTEM pPa3IMYHBIX TPaHCKPUIIIMOHHBIX
(GakTOpoB W TEHOB OOYCIOBIMBAIOT CJIOKHOCTb HM3y4YeHHS OHOIIOTHYEeCKOro (heHomeHa
Mopdorene3a pacteHnid. C 3THX MO3UIMN MEPCIEKTUBHBIMU MOJEIBHBIMU CUCTEMaMH B 00J1acTH
UCClieIoBaHusT MOp(oOreHe3a T'eHEPaTUBHBIX OPTraHOB PACTEHHUH MOTYT CIY)KUTh NBIIBHUKH,
XapaKTEPU3YIOIUECs OTHOCUTEIBHON IPOCTOTON CTPOCHMUS.

MHOTrouMCICHHbIE HCCIEIOBAaHUSL JIEMOHCTPUPYIOT HOpPMalbHOE pa3BUTHE MBUILHUKOB
pa3IUYHBIX I[BETKOBBIX pacTEHHI B MPUPOIHBIX ycioBusx in planta. B To e BpeMsi B HEKOTOPBIX
Clly4asix TOJ JEHCTBHEM CTPECCOBBIX (PAKTOPOB B MbUIBHUKAX (OPMHUPYIOTCS aHOMajbHbIE
CTpyKTypbl. OIHUM M3 TakKuUX CIy4aeB SBISIETCS OOpa3oBaHHE TAaK HA3BIBAEMBIX «IIBUIBIIEBBIX
3apOJBIIIEBEIX MEIKOBY. lccnenoBanme 53Toro (QeHoMEeHa MOXKET BHECTH CBOW BKJA
B JlaJIbHEHIIIEE pelieHre mpodiemMbl MopdoreHe3a pacTeHU, B YaCTHOCTH, IUIACTUYHOCTH HTOTO
mporiecca.

Ilenp pmaHHOW CTaThbu — Ha TpuUMepe JUTEPaTypHbIX M COOCTBEHHBIX JIAaHHBIX
MPOaHAIU3UPOBaTh MPOLECChl (POPMUPOBAHUS  «IBUIBLIEBBIX 3apOJBIIIEBBIX MEIIKOB»  Kak
pe3yibTaTa aHOMAJIbHOTO pa3BUTUS HEKOTOPBIX KIETOK (BO3MOXKHO, CTBOJIOBBIX) HbLIbHHMKA

IOIBCTKOBBIX paCTeHI/Iﬁ B CTPCCCOBLIX YCIIOBUSX.

®OPMHPOBAHUE U PA3BUTHE IMbJILHUKOB [IBETKOBBIX PACTEHHI B
[MPUPOJHBIX YCIIOBUAX IN PLANTA

XOopoIIo U3BECTHO, YTO MBUILHUK (HAMpPUMEp, MIIEHUIBL: puc. 1) — 310 (hepTHiIbHAS YacTh
TBIUMHKH, CTIEIHUATN3UPOBAHHBIN TeHEePaTUBHBIA OpraH CEMEHHOTO pacTeHUs, OCHOBHAs (PyHKIIHA
KOTOpOTO CBsi3aHa ¢ (POPMUPOBAHHUEM U PA3BUTHEM MYKCKUX T'aMETO(PUTOB — MBUIBIEBBIX 3€PEH,
COJIEpIKaIlMX MY)KCKHE TaMeThl — crepMuu. Kpome TOro, 3TO cHCTeMa CIelUaTn3upOBAHHBIX
TeTepOreHHBIX TKaHEH, TpeTHa3HAYCHHAS TS 3aIUThI, TUTAHUS W PACCCHBAHUS MBLUILIIEBBIX 3epeH
[Hafidh et al., 2016].

[epBbic MOpdoIOrnyecKre OMMCcanus MbIbHUKOB OTHOCSTCS K KoHIy XVII B. [Gomes et al.,
2015]. K HacrosimeMy BpEeMEHHM TMBUIBHUKH TPEJCTaBUTENEH pPa3HBIX CEMEHCTB IIBETKOBBIX
pacTeHuil M3y4eHbI JOCTATOYHO MOJPOOHO ¢ pasnumynbix nosunuii ([bareirmua, 2014; Halbritter
et al., 2018; Kpyrnosa, 2019, 2022, 20236; Chaban et al., 2020; 3unarymiuna, 2021; Ranjan et al.,
2022; Kruglova, Zinatullina, 2023; [llesuenko, Ky3pmuna, 2024; Zhao et al., 2024] u mMH. 1p.).
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Puc. 1. IIbI1bHUK MIIEHUIBI 10 MOP(}OJOrHYeCKNM AaHHbIM. X25.
®DoTO U3 OTKPHITHIX HCTOYHUKOB ceTu Internet.

YCTaHOBIIEHO YTO THUIBHUK COCTOUT W3 HEOOJBIIOrO YHCIIa BBICOKOCIEIIHATH3UPOBAHHBIX
TKaHeW (CIOporeHHas TKaHb C €¢ MPOW3BOJHBIMH W TKAaHU CTEHKH THE3/a), MMCIOIIHUX o0Iee
npoucxoxaenue. JuddepeHnuanus npUIbHUKAa MPOXOAUT HAa ThIYMHOYHOM Oyropke. [Ipu sTom
cHauana (OpMHUPYIOTCS NPUMOPIUU THIYMHOK Kak oOcCeBble CTPYKTyphl. [locnme 3amoxeHus
TBIYMHKAM TPOJODKUTEIFHOEC BpEMsI CBONCTBCHEH aNMUKAIBHBIA POCT, KOTOPBIA CMEHSICTCS
uHTepKATIpHBIM. C yBEIHUEHUEM pa3Mepa THIYMHOYHOTO Oyropka B HEM MTPOUCXOIUT 00Opa30oBaHHE
YeThIpex JomacTel MbLUIFHUKA OJTHOBPEMEHHO ¢ (DOPMHUPOBAHHEM CHEIUAIU3UPOBAHHONW TKaHU —
cBs3HMKA. Jlamee Kaxkmas JOMacTh mpeoOpazyeTcss B THE3A0 NbUIbHUKA (MHKPOCIIOPAHTHIA).
JlBa naTepaibHBIX THE3/Ia COCTABIIIOT TEKY; TEKH COSAMHEHBI MEXY COOOW CBA3HUKOM, B KOTOPOM
HauynHaeT (OPMUPOBATHCS CIMHCTBEHHBI COCYAMCTO-TTPOBOISIIMNA IMydoK. Yaie BCero MbUIBHUK
COJIEP>KUT YEThIPE MHUKPOCIIOPAHTHS, B OOJBIIMHCTBE CIIy4aeB, PACIIONIOKEHHBIX CUMMETPUYHO.
TakoBa B caMmbIX OOIIMX YepTax CXEeMa Pa3BUTHS U CTPOSHUS MBUIbHUKA IIBETKOBBIX PACTEHUMN
(mo [Kamenuna, 2009, 2011)).

dopMupoBaHHE CTEHKH TBUIBHUKA TIPOTEKaeT OBICTPO, OJHAKO OKOHYATENbHAs
muddepeHManus KakaI0i TKaHW JOCTaTOYHO AMUTENbHA. KieTku KakJod TKaHU TMPOXOMAST
B JJATILHEUIIIEM COBEPIICHHO pa3IUYHbIE MyTH pPa3BUTHS W JOCTUTAIOT PAa3HOTO YpPOBHS

crrienguajan3any, 4TO CBA3aHO C BBIIMOJHACMBIMU HMHU (bYHKHI/ISIMI/I B IIponeccax MHKPOCIIOPO-
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U MHKporameroresesza. B To xe Bpewms, kak nosaraioT psan aBtopoB [bateiruna, 2014; Kpyrnosa,
3unarynnuna, 2018; Kpyrnosa, 2022, 20236], nuddeperinuanuio TkaHel CTEHKH MMbUIbHUKA HEITb3s
CBOAMUTH TOJILKO K IpOLIecCaM, MPOTEKAIOIIUM Ha KJIETOYHOM YpOBHE. Pa3BuTHE MUKpPOCIIOpAHTHUS
clelyeT paccMaTpuBaTh KaK pa3BUTUE ONPEIEICHHOM IEJIOCTHOM CTPYKTYpbl (CHUCTEMBI),
oOnazaroieii CBOMM pPEryJsITOPHBIM MEXaHH3MOM U HMEIIeld CBOW O0COObIl PUTM pa3BUTHUS
B I'paHUIaX MbUIbHUKA B 1esoM. [IpuHsATO paznuyarh cHopMUpPOBAHHBIN MBUILHUK, CTEHKA THE3/1a
KOTOPOTO TPEJICTaBICHA KOHEYHBIM YHCIOM CJIO€B, CHEMU(UYHBIM [UIS KaKIOTO TAaKCOHA,
Y 3peJblii MBUIBHUK — B MOMEHT BCKpBIBaHUsS. B 1ieoMm, pa3BuBasch, Kaxk/as U3 TKaHEW CTEHKU
rHe37la MbUIbHUKA M CIIOPOT€HHAs TKaHb MOPQOJIOTHYECKH U CTPYKTYPHO IOCTUTAIOT BBICOKOMN
CrelHaNn3alliy, CBI3aHHOM C BBIIIOJIHEHHEM OCHOBHBIX WX (QYHKIHI. BMecTe ¢ TeM KiIeTku TKaHeil
CTCHKM TBUIBHUKA W KIETKU CIOPOTCHHON TKAaHM, TMPOHUCXOMANINE OT OOIMIMX WHUIUAICH,
Pa3BUBAIOTCS B3aMMOCBSI3aHO M COMNPSDKEHHO B TpeaeiiaX €IMHOW HMHTETPUPOBAHHOW CHUCTEMBI,
Y HOPMAJIbHBIN XOJ Pa3BUTHS MBUIBIEBBIX 3€pEH 3aBHCUT OT HOPMAIbHOTO (PYHKIIMOHHUPOBAHUS
BCEX TKaHeH CTeHKU IHe3/a MbUIbHUKA.

[Mpennoxennsie Hamu -1V cramum GopmupoBaHus W pa3BUTHS THUIBHHKA W IMBUILIIEBOTO

3€pHAa NMNIICHUIBI CXEMATUYIHO OTPaXCHBI HA pHUC. 2.

3epHA

Puc. 2. Cxema d¢opMupoBaHusi M Ppa3BUTUS NbUIBHMKA W MbUIBLEBOT0 3€pHa IMIIEHULBI.

Cramust |1 — Beigenenue kietku apxecnopus. Cramus |2 — ¢dopmMupoBaHHE CHOPOI€HHOM KIIETKH.
Cramus 1l; — popmupoBanne mukpocnoporura. Craaus |l — meiio3 mMukpocnoponumra, GopMHUpoBaHUE
manel uo Terpagpl Mukpocnop. Cramust Iy — dopmupoBanne HeBaKyoOJIM3WPOBAHHON MHKPOCIIOPHI.

Cramus Il — dopmupoBanue cnaboBakyonuszupoBanHoi mukpocnopsl. Cramus Il — dopmuposanue
CHIILHOBaKyoIM3upoBaHHOW Mukpocnopbl. Cramus Ills — dopmupoBanue NBYKIETOYHOTO MBLIHIIEBOTO
3epHa, IPEJCTABICHHOIO BEreTaTHMBHOM U TeHepaTmBHOW kietkamu. Cramus IV — dopmupoBanne
TPEXKIETOYHOIO MBUIBIEBOTO 3€pHA, INPEACTaBICHHONO TIE€HEPATUBHOW KIETKOM W ABYMS KIETKaMU-
cnepMHAMHU. YcinosHvle o0003Hauenus: Apx — Kierka apxecmopusi, M — 1omaga  MHUKpOCIIOp,
Mcn - wmumkpocnopouut, HBM -  HeBakyonmsupoBaHHass  Mukpocmopa, CB —  CBS3HUK,
CBM - cunpHOBakyonu3upoBaHHas Mukpocnopa, CnKn — cnoporennas knetka, CpCn — cpenHuil cioi,
Tan — Tanerym, TM — Terpaga MHKpOCIOp, DK3 — IK30TEUUN, DHI — 3HIOTEHUH, DN — SMNUAEPMUC,
2KnlI3 — nBykierounoe meuiblieBoe 3epHO, 3Knll3 —  TpéxkmerouyHoe MBUIBIEBOE  3€pPHO.
JlaHHBIE CBETOBOM MUKPOCKOINH, ITONIEpeYHbIe cpe3bl. OpUrHHAIbHBIE TaHHBIE.
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Takum o0pazom, 3penble MBUIBHUKH COJEPKaT MbUIBLIEBBIE 3€pHA — MUKPOTaMeTO(PUTHI.
B xone HOpManbHOTO MUKporameTo(puTorenesa neuiblieBoe 3epHO (hopMHUpYETCS U3 MUKPOCIOPHI,
KOTOpasi, B CBOIO OYepe/ib, OEpeT Hayalo OT apXeclOpHaTbHOM KIETKH Ha CaMbIX paHHUX dTamax

Pa3BUTHA IIbLJIBHHUKA.

®EHOMEH HEMEKA: PA3BBUTHE «3APOJBIIIEBBIX MEIIKOB» B IIbIJIbHUKAX
IBETKOBLIX PACTEHUU

B 1898 r. B. Nemec BriepBsle onucail 00pa3oBaHUE BOCBMUSJIEPHBIX CTPYKTYP B IBLIBLEBBIX
3epHax psa coptoB Hyacinthus orientalis mpu yckopeHHO# BBITOHKE pacTEHUi 0] BO3ICHCTBHEM
CTPECCOBBIX TEMIIEPATypHBIX (PaKTOPOB HA JYKOBHUIEI 3TOro pacreHus (mo [Alves, 2013]). Takue
CTPYKTYpbl OBbLTH Ha3BaHBI MCCIIEOBATENEM «IIbUIBLIEBHIMU 3apOABIIIEBBIMUA MeEIIKamMu». MHbIMU
cioBamu, B. Nemec BrnepBbie BBISIBIII SKCIIEPUMEHTAILHOE H3MEHEHHE CEKCYaTH3alui MbLIbIIEBBIX
3epeH (C MY>KCKOW Ha >KEHCKYI0) B CTPECCOBBIX IKCIEPUMEHTAIbHBIX YCIOBHUSX; TaKOE SBIICHUE
B PYCCKOSI3BIYHOM JIUTEpAaType TMONyunsao Ha3zBaHue ¢(eHomeH Hemeka, B aHTJIOS3BIYHOM
nuteparype — Nemec phenomenon.

[To3mHee aHanOrM4YHOE sIBICHHWE HAOMIOJATM B MbUIBHHKAX Apyrux coproB Hyacinthus
orientalis, xoropeie Takke OBUTH TMOABEPTHYTHI TEM HWJIM HHBIM CTPECCOBBIM BO3CHCTBHIM
[De Mol, 1923; Stow, 1930, 1934; Naithani, 1937]. BaxxHO MOJYEepKHYTh, YTO CPABHHUTEIHLHOE
MOP(OJIOTHYECKOE HCCICOBAHUE «3apOJBIIIEBBIX MEIIKOBY», Pa3BUBAIOUIMXCS B IBUIBIIEBBIX
3epHaX, 1 HOPMAJIBHBIX 3aPOJIBIIICBBIX MEIIKOB, 00Pa3yIOIINXCs B MPUPOIHBIX yciaoBusx in planta
B cemsi3adatke Hyacinthus orientalis, BesiBHIIO MX 0OJIBIIIOE CXOJACTBO; OOJIee TOrO, Y 3TOr0 BHUjA
«3apOJIBIIIEBBIE MEIIKM» YCIIENIHO OIUIOIOTBOPSIINCH COOCTBEHHBIMH ITBUTBIIEBBIMU TPYOKaMH,
c(OPMUPOBAHHBIMH HOPMAJIBLHBIMH  IBUTBIIEBEIMU  3epHamu  [Stow, 1930], uro cioyxwur
MTOATBEPKICHUEM X HOPMAJIBHOM <«GKEHCKOW ITOTEHIIAN.

K HacrosimieMy BpeMEHHM HW3MEHEHHE CEeKCyalIHM3allid TBUIBLIEBOTO 3€pHa YCTAHOBIICHO
u y Takux BUnoB, kak Ornithogalum nutans, Leptomeria billardieri, Hechera micrantha, Hordeum
vulgare, Triticum aestivum (mo [bareiruua, 2014]). BbIsiBIeHO, YTO B MBUIBIIEBBIX 3€PHAX ITHUX
BUJIOB pACTeHHMH, B 3aBUCUMOCTH OT 4YHCIa JENEeHUM U XapakTepa pacHpeAeieHHs sep
B IIEHOIMTAX, (OPMHUPYIOTCS «3apobliieBbie Memku» Polygonum-, Plumbago- nnu Penaea-tunos
(cornmacHo KiaccH(MKalMK THUIIOB 3apOJIBIIIEBBIX MEIIKOB IIBETKOBBIX pacTeHuid mo [PomaHos,
1994]). Kak npaBuio, Takue «3apofblIIeBble MELIKNY» XapaKTePU3YIOTCs HOPMAIbHONW CTPYKTYpOH,
OJTHAKO B OTACIBHBIX CIy4asX B UX CTPOCHUU OTMEUEHBl aHOMAJIMH B BUJIE€ OTCYTCTBHUS 3aJI0KEHHS
MIEPETOPOJIOK.

AHOManbHBIE «3apOBIIIEBBIE MEUIKM» PaHHUX CTaauil pa3Butus mo tumy Polygonum
OTMEYEHbl W HaMM TP MCCIEJOBAHUU PA3BUTUS CHIIBHOBAKYOJIM3UPOBAHHBIX MHUKPOIIOP
B U30JIMPOBAHHBIX MBUILHUKAX MIICHUIBI Triticum aestivum Ha 3 CyT CTpeccoBOTO XOJIOJ0BOTO
Bo3eiicTBus (4°C) mepea MHOKYIISIMEH B yCIOBHUS KYJIbTYpHI IN Vitro (puc. 3).

Tot ¢akTt, 9TO «IBUIBIIEBBIE 3apPOABIIIEBEIE MEIIKW» BBISIBICHBI Y TPEACTABUTEICH pa3HBIX
CEMEMCTB  IOKPHITOCEMEHHBIX  pacTeHUd,  Mo3BoisieT  oTHecTH  ¢eHomeH  Hemeka

K 0011€0MOJIOTHUECKUM SIBIICHUSIM.
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Puc. 3. Hauano ¢opMupoBaHusi «3apoabilieBoro Memka» Polygonum-tuna
(0TMeYeH CTPeJIKOii) B CHJIbHOBAKYOJHM3HPOBAHHOW MHKPOCIHOpe MIIeHHIbI
Ha 3 CyT CTPeccoBOro Xo0JI0A0BOro Bo3JeiicTBusi. CBeToBas  MHKPOCKOIHS,
npononbHbIi cpe3. X250. OpuruHaabHbIE TaHHBIE.

WHTepeceH BOMPOC O KIETOYHBIX MEXaHU3MaX (POPMHPOBAHUS «IBUIBLIEBHIX 3apPOJIBIIIEBBIX
memkoB». CormacHo B. Nemec (1898, mo [Alves, 2013]), Takue CTPyKTYpbl 00pa3yrTCs
B PE3yJIbTAaTE TPEX IOBTOPSIOLIUXCS ACJIEHUN BETreTaTUBHOIO s/ipa MbUIBLIEBOIO 3€pHA (TOYHEE:
sJlpa BEr€TaTUBHOM KJIETKH IbUIBLIEBOIO 3€pHA. — A6m.), B TO BpeMs Kak I'€HEpaTUBHOE SApO
(TouHee: SaPO TEHEpaTHBHOW KIIETKH TBUIBIEBOrO 3epHa. — Aem.) nerenepupyer. W. De Mol
[1923] o0OBSACHANA NPOUCXOXKJEHUE AHOMAJIBHBIX «3apOJBIIIEBBIX MEIIKOB»  JYIJIMKaluen
TeHEPaTHBHOTO si/ipa (TOuHee: s/ipa TeHEePATHBHOW KJIETKH MBUIHIIEBOTO 3epHA. — A6m.).

HerampHo 3TOT Bompoc Obi1 um3yden |. Stow [1930]. WccrmenoBarens BBISBHI, 4YTO
K 00pa30BaHUIO «IBUIBLIEBOTO 3apOABIIIEBOTO MEMIKa» NPUBOJAT JEJNEHUS SApa MHKPOCHOPHI.
CHayala  MHKpocHiopa  yBEJIMYMBAaeTcss B pa3Mepax, 3aTeM  sIpo  IpeTepreBaeT
TPH MOCTIEIOBATEIBHBIX JAeTeHHs, 00pasys 8 mouepHux sjep. M3 Hux 3 HaXoasATCsl HA TOM KOHIIE,
I7Ie 3K3MHAa MUKpPOCIOpbl HE TMOBpexJeHa (Ipu 3ToM | Aapo COOTBETCTBYIOT A1py Oynyluen
«IALEKIIETKI», a 2 — siApaM OyAyIInuX «KIETOK-CHHEPTUI»), 3 — Ha TPOTHUBOIOJIOKHOM KOHIIE
(COOTBETCTBYIOT OYAYIIMM «KJIETKaM-aHTHIIONaM»), U 2 — IOcepenuHe; aajee 6 smep Ha IBYX
MOJIFOCAX OOBEOUHSIOTCS B KIETKHM, B TO BpeMs KakK OCTaBIIMECS JBa CIMBAIOTCS B LIEHTpE.
B cnenyromieii cBoeit padote |. Stow [1934] omucan BeisBiaennsie y Hyacinthus orientalis tumsr
«TIBUTBLIEBBIX 3apOABINIEBBIX MeHIKOB»: (1) 8 saep, oOpasyromux sSlIeKIeTKy, 1Ba MOJI0ca U MATh
AQHTUTIONAIBHBIX KJIETOK; (2) 4 sapa, oOpa3syromiue SUIEKIeTKy, JBa ToJoca W OJHY
AHTUTIOAAIbHYIO KIETKY; (3) 4 snmpa, oOpasyiomye TMOJSIPHYIO W TPU AHTUIIOAAIBHBIE KIIETKH,
HO 0e3 sifnexneTky; (4) 16 saep, oOpa3yronmx sirekaeTky u3 5-10 KIeTok, OIMH WIH JIBa TOJIF0ca
Y HECKOJIBKO KJIETOK-aHTUIIO; (5) 6omee 16 simep 6€3 4eTKOro pactoIoKEHUSI.

Takum oOpa3om, B3IJIAAbl Ha KJIETOYHBIH MEXaHHU3M MPOUCXOXKIEHHUS «IbUIbLIEBBIX
3apOJBIIIEBBIX MEIIKOB» JOBOJBHO MpPOTHBOpeunBhl. Tem He Mmenee, T.b. bareirunoin [2014]
clenaHo ciuenyomiee 0000ILIeHHe: TaKhue CTPYKTypbl MOTYT 0Opa3oBaThbCsl YEThIPbMS
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MOp(OreHeTHYeCKUMHU MyTSAMU: B  pe3yibTare JeJIeHUs MHKPOCHOPOLUTA, MUKPOCHOPHI,
BEreTaTUBHOW M T'€HEPATUBHOW KIIETOK IMbUIBIIEBOIO 3€PHA; TAaKUM «3apOJBIIIEBBIM MEIIKAM))
MPEIIECTBYIOT I[CHOLUUTHBIE CTPYKTYpBI, MPU 3TOM HEOOXOIUMBI JOIMOJHUTEIbHBIE (DAKTOPHI,
00yCIIOBIMBAIOIINE OPraHU3alUI0 MOP(POreHETUYECKON OCH MOJISPHOCTH OYAYIIETrO «IbUILEBOTO
3apOJIBIILIEBOTO MEILIKAY.

B uenom, Henb3s He cornacuthes ¢ MHeHueM E.H. I'epacumoBoii-HaBammnoit [1958],
roJiaraBIied, YTO TMPHU PAa3BUTUU «3aPOJBILIEBOTO MEIIKa» W3 MHUKPOCIOPHI MbUIBHUKA Ba)KHO
HE BHEIIHEE CXOJCTBO C pPa3BUTHEM «HOPMAJILHOTO» 3apOJBIIIEBOrO MEIIKa M3 MeEracropbl
B ceMsi3ayaTKe, a MPUHIMIIHAIBLHOE TOXAECTBO O0OMX MPOIECCOB KaK pe3yibTara OAMHAKOBOIO
MIPOSIBJICHUSI OCHOBHBIX 3aKOHOB KJIETOUHOT'O Pa3BUTHS B CXOJIHBIX YCIOBHSIX.

[Tpuunnel nHAYIUpOBaHUs (heHomeHa Hemeka 0 KOHIIa HE BBISICHEHBI, OJJHAKO MPAKTUYECKU
BCE HCCJIeIOBATENM, U3YYaBIINE 3TOT BOMPOC, CUUTAIOT, YTO 0Opa30OBaHUE TAKUX «3apOJIbIIIEBHIX
MEIIKOBY» MPOUCXOANUT BCIEACTBUE HAPYIICHUN B PA3BUTUM CTCHKHU THE3JIA MBUIBHUKA U B TIEPBYIO
ouepenp TameTyma. BakHOCTh TameTymMa B HOPMaJbHOM MPOXOXJICHUU T'eHE3UCa MbUIBIEBOTO
3epHa MoJ4YepKUBAETCS BO MHOTUX 0030pax [Kpyriosa, 3unarysuiuna, 2018; Bai et al., 2019; Lei,
Liu, 2019; Che et al., 2022; Cross et al., 2022; Kpyrnosa, 20236; Kruglova, Zinatullina, 2023; Tariq
et al., 2023]. Bbomee TOro, UMEOTCS CBeAEHUS 00 00Opa30BaHUHM «3APOJBIIICBBIX MEIIKOB)»
U3 OT/ICbHBIX TalleTaIbHBIX KJICTOK CTEHKH rHe3na nbuibHuKa Calotus lappulacea mox aeiictBuem
pa3nuuHBIX cTpeccoBbiX (akropoB [Davis, 1968]. Msbl mosaraem, OIHAKO, YTO B CHIY
MHTErPaNbHOCTH CUCTEMbI IbUIbHUKA B (POPMHUPOBAHUE «3APOMABIIIEBBIX MEIIKOB» B IMBUIBHUKAX
BHOCST BKJIa/I aHOMAJIUU U IPYTHX TKaHEH CTEHKH THEe3/1a, HEe TOJIBKO TareTymMa.

[IpyHIMNMAaTBPHO  BaXKEH, Ha  HAIl  B3[JIsA, BOMNPOC O  CTaAHMM  MHUKPOCIOPO-
U MUKporaMeTo(huTorenesa, BO BpEeMs KOTOPOH MOXKET MPOU30MTH HMHIYKIUS (OPMUPOBAHUS
«TIBUTBIIEBBIX 3apOJIBIIIEBHIX MEIIKOB» B OTBET Ha cTpeccoBoe BozaeicTBue. Kak cooOmiaror
B. Nemec (1898, mo [Alves, 2013]) u I. Stow [1930, 1934], meiio3 (Mukpocmopouuta. — Aem.)
WM MUTO3 (MHKDOCTIOPBI. — A6m.) SIBIAIOTCS TEMH CTAaIHsIMH, BO BPEMS KOTOPBIX BO3MOYKHO
3TO MHAYIMPOBaHWE Yy HU3ydeHHbIX coptoB Hyacinthus orientalis. 3Otu  HabmomeHus
MOJTBEPKAAIOTCS M HAIIMMH SKCIIEPUMEHTAIBHBIMA JaHHBIMU MO MIeHuie Triticum aestivum,
MTOCKOJIbKY «3apOJIBIIIIEBbIE MEIIKW» B H30JMPOBAHHBIX MBUIBHUKAX 3TOTO PACTEHUs, MO Bcel
BUJIUMOCTH, SIBIISIOTCS pe3ybTaToOM aHOMaJIbHBIX MHUTOTHYECKUX pi (&) (91217171
CHJIbHOBAKYOIIM3UPOBAHHOW MHKpPOCHOPHI (cM. puc. 3). MOoXHO monaraTh, 4YTO MHUTO3 B JaHHOM
clly4yae SIBISETCS KPUTUYECKOW cTagueill pa3BUTHUS MBUIBIEBOTO 3€pHA, BO BpeMs KOTOpPOM
BO3MOXXHO TEPEKTI0YeHHEe MOP(OTeHEeTHYECKHX MPOrpaMM MHKpPOCHIOpPO- U rameTo(uToreHesa
Ha 00pa30BaHME «3apOJIBIINIEBOTO Melikay. OTMETHUM, UYTO CTaausl CUIIbHOBAKYOJIHM3WPOBAHHOM
MUKPOCTIOPHI TIICHUIIBI SBJISETCS KPUTHYECKON U JJIsl TIEPEKIIOUEHUS] TPOTpaMMbl Pa3BUTHUS ITON
KICTKH TI0 TMyTH (OPMHUPOBAHUS paCTEHHsI-pEreHepaHTa B YCIOBHUAX IN Vitro (moapoOHee
cM [Kpyriosa, 2019)).

OOpazoBaHue «3apOMBIIIEBBIX MEIIKOB» CBS3aHO CO 3HAUUTENBHOW JIereHeparueit
OCTaJbHBIX MUKPOCIIOP B THE3/I€ MBUIHbHHUKA MIIEHULIBI (CM. pHC. 3). DTU JaHHBIE CBUIETEIHCTBYIOT
B mojib3y runote3sl |. Stow [1934] o Hanuuuu B MBUIBHHUKE CHEIU(PUIECKOTO0 HEKPOTHYECKOTO
TOPMOHA, MHAYIUPYIOUIETO (GOPMUPOBAHUE M PA3BUTHE «IIBUIBLIEBBIX 3apPOJIBIIIEBLIX MEIIKOBY.
OpnHako maHHas TUTIOTE3a HE MOMyYHnIIa MOJHOTO YKCIEPUMEHTAIBHOTO TTOITBEPKICHHUS.

H3MmeHeHne cekcyalu3aluy [OJaraloT W IPOSBICHUEM  PA3IUYHBIX TE€HETHYECKHX
OTKJIOHEHWH B pa3BUTHU IBIIBLEBBIX 3epeH [baTeiruna, 2014].
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®OPMHPOBAHHUE «IIbIJIBLEBbIX 3APOJIBIIIEBBIX MEHIKOB» KAK ITPOSIBJIEHUE
CBOUCTB TOTUITIOTEHTHOCTHU U CTBOJIOBOCTHU KJIETOK B YCIIOBUAX CTPECCA

E.H. T'epacumoBoii-HaBammuoit [1958] BbickazaHO MHEHHE O TOM, 4YTO MPHUIUCHIBATH
MHUKPOCHOPOLIUTY, MHUKPOCIIOpE HJIM KJIETKaM IBUIBLIEBOTO 3€pHA KaKUE-THOO «MY>KCKUE» WIH
(OKEHCKHE» TOTEHIIUU HE COBCEM KOPPEKTHO, MOCKOJIBKY Y JII000# KIETKH €CTh OJJHA «ITOTSHIIHS -
pa3BuBatbcs U 1udhepeHIpoBaTHCS B COOTBETCTBYIOMIMX yCIOBUSAX. Eciu U3MEHSI0TCS yCIOBUS,
TO HEM30EKHO MEHSETCS U XapaKTep pa3BUTHUS KIETKU. JTO MHEHHUE, Ha HaIll B3IJIsJ, TECHEHIINM
00pa3oM CBsI3aHO C TAKUM CBOMCTBOM KJIETOK, KAK TOTUIIOTEHTHOCTb.

Eme B 1902 r. G. Haberlandt (mo [Kutschera, Ray, 2022]) npemsoxusi KOHIEHIIHIO
TOTUIIOTEHTHOCTH COMAaTHYECKOH pPacCTHTENbHOH KIIETKH KaK CIIOCOOHOCTH (HhOpMHUPOBATH HOBBIN
opranuszM. CoBpeMeHHasl TPAKTOBKA 3TOW KOHLENIMM NpeACTaBleHa, Hampumep, B pabdore [Su
etal., 2020]. [IpeanoxeHsl 1 pa3pabOTaHbl TAK)KE TaKUE KOHLEMIINH, KaK ILTFOPU-, MYJIbTH-, YHH-,
OMHH-, OJIMTOIIOTEHTHOCTh KJIETOK pacTeHuil (moapobuee cm. [lIstiagq, Ohta, 2021; Miiller-Xing,
Xing, 2022; Kpyrmosa, 2023a; Kruglova, Zinatullina, 2024]). B To ’xe Bpems, MO-BUAMMOMY,
MMEHHO CBOMCTBO TOTHUIOTEHTHOCTH KaK CIOCOOHOCTH KOMIIETEHTHBIX KJIETOK IMbUIbHUKA
IIPH CTPECCOBBIX BO3JICHCTBUAX K (OPMHUPOBAHUIO 3aPO/BIIIEBBIX MEIIKOB, KJIIETKH KOTOPHIX Jlajee,
B COOTBETCTBYIOIUX YCIOBHSX, YYaCTBYIOT B 00pa3oBaHHHM HOBOI'O OpPraHM3Ma, CIEAyeT CUHTATh
0a30BbIM IIpH uccienoBanny peHomeHa Hemexa.

B 10 ’xe BpeMs 110 OTHOIICHHIO K TaKOW KJIETKE MBUIBHUKA, KaK MUKPOCIIOpA, Ha HAIII B3TJISI,
BO3MOKHO IPUMEHHE U TIOHSTHE «CTBOJIOBOCTHY.

JIMCKYCCHOHHBIN BOTIPOC O HAJIWYHH Y PACTEHUH CTBOJOBBIX KJIETOK, 0COOCHHO B CpaBHEHHH
C CYUICCTBOBAHMEM AaHAJIOTUYHBIX KJIETOK VY JKMBOTHBIX, MPHUBIEKAET OOJBIIOC BHHUMAaHUE
uccrnenosareneit (Hanpumep, 0030psl [bareiruna, 2014; 3y6os, 2016a,6; Boponuna, ITimennukosa,
2020; Umeda et al., 2021; Kutschera, Ray, 2022; Kpyrnosa, 2023a; Kruglova et al., 2023;
Kruglova, Zinatullina, 2024]). TpemanoxeHusle B IUTEpaType ACHUHUIMM CTBOJOBBIX KJIETOK
B IIEJIOM HE IPOTHBOpEYAT APYr APYTy: 3TO HeaupdepeHnnpoBaHHBIE KIETKH MHOTOKIETOYHBIX
OpTaHU3MOB, CIIOCOOHBIE JeTTUTHCS MOCPENICTBOM MHTO3a, CaMOOOHOBIISITHCS
u aupdepeHurpoBatbcs B cleuuaiausupoBaHHble  kinetku  [[omyeBa u gp.,  2016];
3T0 HeU(pEepEeHIINPOBAHHBIE KIETKH, CIIOCOOHBIE K CHMMETPUYHOMY U aCCUMETPUYHOMY
JICNIEHUI0, JTUTEIIbHOMY CaMOOOHOBIEHHIO M auddepeHnranud B OJUH HIW HECKOIBKO
CHEIHMATM3UPOBAHHBIX KJIETOYHBIX THUMOB [3y0oB, 2016a]; 5TO KIETKH MHOTOKIETOYHBIX
OpPraHU3MOB, KOTOpblE 00J1aal0T CHOCOOHOCTBIO K CAaMOOOHOBJIEHHIO U TMPOTYyLHUPOBAHUIO
muddepentmpoBannbix kireTok [Ishikawa, Hasebe, 2022]; sto kimetku, obnafaroimne yHUKaIbHOM
CTIIOCOOHOCTBIO K CAMOBOCCTAaHOBJICHHIO M BBICTYIIAIONINE B KAYECTBE MCXOMAHBIX KJIETOK JIsi pOCTa
W DPa3BUTHS MHOTOKJIETOUYHbIX opranu3moB [Hong, Fletcher, 2023]. Haubomee obGobmaroriee
OIpezieJICHUue CTBOJIOBBIX KJIETOK, IO HAllleMy MHEHHIO, puBeieHo B pabore B. Goncalves [2020]:
3TO0 HeAu(epeHIUPOBaHHbIE KJIETKM C HEOTPAHWYEHHOW CIOCOOHOCTBIO K CaMOOOHOBIIEHUIO
Y TCHEPUPOBAHUIO Pa3UYHBIX THUIOB KJIETOK, COCTaBJSIONIMX OpraHu3M. [lo OTHOIIEHHUIO
K PACTEHHMSIM CTBOJIOBBIC KJIETKH pPACICHMBAIOTCS KaK HCTOYHHUK BCEX MOCTIMOPHUOHAIBHBIX
OpPraHOB M B 3TOM CMBICJIC — KaK MCTOYHHK KH3HecrocoOHocTH pactenmii [Hayashi et al., 2023].
Bce otu neduHMIMM Tak WIM WHA4Ye OTPAXKAOT BHYTPEHHUE «IOTEHIUH» MHKPOCHIOPHI
K (popMHpPOBaHUIO KaK MYXKCKUX (B HOPMAaJIbHBIX YCIOBUSX), TaK U KEHCKUX (B YCIOBHUAX CTpecca)
rameTo(uToB.

OTMeTuM, 9TO BOIPOC O HATMYHH Y MHUKPOCIIOPEI CBOHCTBA CTBOJIOBOCTH BIIEPBBIE MTOJIPOOHO
npoananusupoBad T.b. bareirunoit [2014]. ABTOp mnoayepKHBaeT, YTO JJS MHUKPOCHOPHI

29



Okobuotex, 2025, Tom 8, Ne 1, C. 22-33 Kpyrnoea H.H. «®eHomeH Hemeka B NbinbHKax LiBETKOBbIX PACTEHMIA MPW CTPECCOBBIX YCIOBUSX»

XapaKTEPHBI TaKUE€ OCOOCHHOCTH CTBOJIOBBIX KJIETOK, Kak (1) camomommepikanue (co3gaHue Imyja
KJIETOK B OCHOBHOM 32 CYET CHUMMETPUYHBIX JEIEHHH W CHCTEMBl MEKKJIETOYHBIX
B3aMMOJICHCTBHIA); (2) cHOCOOHOCTH MPONTU(EpUpPOBaTh U 00PA30BBIBATH KIETKU-TIPEIICCTBEHHUKN
Pa3IUYHBIX THIIOB OPTaHOB (KHUIID») 32 CYET ACUMMETPUYHBIX JICJICHUI B OTBET Ha OINPE/ICICHHBIC
curHayiel, (3) MyJbCUPYIOUIMM W MHOTOCTYNEHYAThIl Xapakrep (opmupoBanus oprana; (4)
CIOCOOHOCTh MEPEKNII0YaTh MPOTrpaMMy CBOErO pa3BUTHUA. DTH OCOOCHHOCTH BBISBICHBI HaMU
B pe3yJIbTaTe MCCICOBAHMUSI TaKOW OSKCIEPUMEHTAIBHON CHUCTEMBbl Pa3MHOXKEHHUS MIIEHUIIbI
B YCJIOBHSX IN VIitr0, Kak aHIPOKIMHHS, B OCHOBE KOTOPOH JISKHUT CIIOCOOHOCTH CTpecc-
00pabOTaHHOM MUKPOCIOPbl K TMEpPEKIIOYEHUIO MporpaMMbl pPa3BUTUS Ha (QOpMHUpPOBaHUE
pereHepaHTa BMecTo (hopMUpOBaHMS MbLIbIICBOTO 3epHa [Kpyriosa, 3unatysunna, 2018; Kruglova
etal., 2018; Kpyrmoga, 2019].

B TO e Bpems pganeko He Kaxkaas KIETKa IbUIBHUMKA, HECMOTpPsT Ha CBOMWCTBa
TOTUIIOTEHTHOCTH U, BO3MO>KHO, CTBOJIOBOCTH B COOTBETCTBYIOILIUX CTPECCOBBIX YCIOBUSAX CTAHET
WHUIMANBHON M JacT HAyajo «IbUIBIEBOMY 3apOJBIIIEBOMY MEMIKy». MOXXHO Tmojararsb,
YTO B TAKOM OTPHIIATEIFHOM OTBETE CBOIO POJIb JOJIKHBI CHITpaTh M SMUTCHETUYECKas MPHUPOAa
WHUIMANIBHON KJIETKH, U «HEemoAxoAsmas» ¢a3a ee KIETOYHOro IUKJIa, B KOTOPOH XpOMaTHH
He cnocoOeH BOCHPUHUMATH CUTHAJ, U HU3KUH YPOBEHb CIEHU(DUYHOCTH CaMOIO CTPECCOBOTO
CHTHAJIa-HHYKTOPA.

B nenom, B obmactu uccienoBanus Gpenomena Hemeka k HacTosimeMy BpeMEHU HAKOIUICHBI
OTIpeIeIeHHbIC IMITUPHUECKUE TaHHBIC M ClIEIaHbl HEKOTOPBIE TEOPETHUECKUE 0000IIEHNS, OJTHAKO
JMCKYCCHOHHAsI MpoOiieMa TepeKIroueHUus] MOP(OTreHEeTHYECKOH MPOrpaMMBbl Pa3BUTHUSL KIIETKH
MBUTBHUKA CO CMEHOW MY>KCKOHM MOTEHIIMH Ha JKEHCKYIO B OTBET HA CTPECCOBBIE BO3/IECUCTBUS €Ille
HE pelieHa MOoJAHOCThI0. [lo HamemMy MHEHHIO, OCHOBHBIM METOAOJOTHYECKHM IOIXO0JA0M
K IOHUMaHHUIO 3TOro ()eHOMEHa B MEPBYI OYepelb JODKHA SBUTHCSA JalibHEHInas pa3paboTka
KOHIIETIMI TOTUIIOTEHTHOCTH M CTBOJIOBOCTH KJIETOK KaK CIOCOOHOCTH K CaMOOOHOBJIEHHUIO
Y TEHEPUPOBAHUIO PA3JIMYHBIX TUIOB KJIETOK, OOYCJIOBJIEHHBIX, MO-BUJUMOMY, MPHUKPEIIIEHHBIM
o0Opa3oM xu3HM pacTeHuil. Kpome TOro, HemajloBa)XHYIO pOJib JOJDKHA CHITpaTh M JanbHEWInas
pa3paboTKa KOHLIEMIUHU MbUIbHUKA KaK MHTETPUPOBAHHOW CHCTEMBI, TOCKOJIBbKY (popMHpOBaHUE
MOJMOOHBIX AHOMAIBHBIX CTPYKTYp MHAYIUPYETCS HAPYIICHUSIMH IIE€JIOCTHOCTH TIBUIbHUKA
MOJ1 ICMICTBHEM CTPECCOBBIX (haKTOPOB.

JlaHHBIE, TOJTyYEeHHbIE NPH U3YYEeHUH (DOPMUPOBAHMS «IIBUIBLEBBIX 3apPOJBIIIEBBIX MEIIKOBY
U3 KJIETOK NbUIbHHKA, MOTYT CIIOCOOCTBOBATh JajibHEHIIEeMy HNOHMMaHMIO (DyHIaMEHTaJIbHbBIX
MPUHIUIIOB CIOXHEHIIEero mnpouecca MOpporeHe3a pacTeHui, B YaCTHOCTH, IJIACTUYHOCTU 3TOTO
OM0JIOrNYeCKOro (peHOMEHa.
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