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BBEJAEHUE

OpnuH U3 HETPAAUIMOHHBIX IIyTel MOMyUYeHNsS U pa3MHOXEHUSI HOBBIX (hOpM
U COPTOB pPacTeHUH — co3[aHNe 3KCIEePUMEHTAIBHBIX CUCTEM, O0ECIEUYNBAIOIIUX
BOCIIPOM3BOAMMBIE PE3YIBTATHI IPU CTPOTO ONpENIENEHHBIX yenoBusx. [Tepcnek-
TUBHBIM HaIlpaBJICHIEM B 9TOH 00JIaCTH SABISETCS pa3padboTKa OMOTEXHOIOTHIe-
CKHX IIOfIXO/IOB KYJIbTUBUPOBAHHUS N Vitro KaK BEreTaTUBHbBIX, TaK M Pa3IMIHbIX
reHepaTUBHbIX CTPYKTYP, TAKUX KaK IbUIBHUK, 3aBsI3b, CEMSI3a4aTOK, 3aPOJbILIL,
3HAIOCIEPM U JIp.

Bce uccnenoBanus, MpOBOANMBIE C UCHOJIL30BaHNEM T'€HEPATHUBHBIX CTPYK-
TYp B KyJbTYpE In Vitro, B YaCTHOCTH NBUIBHUKA, TECHO CBSI3aHbI C pEllIEHUEM
npobaeM Mopdorenesa. HecMOTpst Ha TO YTO BONpOCaMH HOJyYEHUs TaIlioun-
IOB-PEr€HEPAHTOB U3 NbUILHUKA U €70 OTAENIBHBIX 3JIEMEHTOB 3aHUMAIOTCA B Te-
YeHHE JECSITKOB JIET, IPOJOJIKAET OCTABATHCS AUCKYCCUOHHBIM, KaKO U3 Cyllie-
CTBYIOIIUX TEPMUHOB SBIseTcAd OoJiee KOPPEKTHBIM: “aHipOreHe3 in vitro”,
“aHpOreHHbIl aMOpHoreHe3”, “NblIbLEBON aMOpuoreHe3” u fp. B 3o0omoruu u
0OTaHUKE MOJ] IOHATUEM ““‘aHIpOreHe3” MOHUMAIOT MYXKCKOI TapTeHOTeHe3, Tak
K€ KakK MoJ] NOHSITHEM “‘THHOTeHe3” — 3KeHCKUil napteHoreHes (cM. [ITogayOnasi-
ApHsonbpu, 1976; Bateiruna u ap., 1978]). B Hacrosmeir padboTe MbI UCIIONB3Y-
eM TepMuH “‘aHgpokianHus’! (cM. [Xoxios, 1976]). [1og aTiM TEpMIHOM OHIMA-
eTcsl pa3BUTHE cIOpodUTa U3 MUKPOCTIOPHI U NBIIBIBI B KYIbType U30IMPOBaH-
HBIX NBUIBHUKOB. CyTh 3TOr0 (peHOMEHa COCTOUT B MEPEKITIOYEHUHN TIPOTrPaMMBbI
pa3BATHUS MOP(OTreHETHYECKH KOMIIETEHTHBIX FallIOMHBIX KIETOK NBIJIbHUKA C
OOBIYHOTO raMeTO(UTHOro NmyTu (0Opa3zoBaHUE NBUIBLEBOIO 3€pHA) HA WHOU
MyTh — CIOPO(UTHBIH, T.€. 00pa3oBaHUe ralIoufHOro pereHepanTa. [Ipu aTom
KJIETKH B YCIOBUSX KYJIBTYPHI in Vitro peaau3yroT CBOU MOTEHIUAN TOCPEACTBOM
pa3nuuHbIX nyTeit MopdoreHesa [baTeiruna u np., 1978; Batygina, 1989a].

lannmounasl mpefcTaBisiIOT OO0 KIIOHBI, COXPaHSIONME T€HOTHUI MCXOIHBIX
XO3SIICTBEHHO ILIEHHBIX MOHOPHBIX pacTeHuil. OCHOBHOE NPEUMYIIECTBO MX JHC-
MOJIb30BAHUSI COCTOUT B BO3MOXKHOCTH OBICTPOTO IOJYYEHUS] TOMO3UI'OTHBIX JIU-
HUM, YTO 00JIeryaeT CeIEKIUIO (DEHOTHUIIOB IO Ka4€CTBEHHBIM U KOIMYECTBEHHBIM
npu3HakaM. BakHO U TO, YTO HMCIOJIB30BaHUE AHAPOKIMHHBIX PEr€HEPAHTOB —
€IUHCTBEHHBII HA CETOMIHSAIIHUINA [IeHb CIIOCOO COXPAHUTh reTepO3UCHbINA 3(pPeKT
UCXOIHOY IIeHHOW ruOpufHoit muHun. Bee 310 nMeeT, 6€3ycIoBHO, O0NbIIOE 3Ha-
YEHNE B CEJIEKIMOHHO-TEHETHYECKUX UCCIENOBAHNSAX, B TOM YHUCIIE SIPOBOI MATKOM
TMIICHUIIBI — OCHOBHOT'O XJIEOHOTO 371aKa.

I C naweit Touku 3penus, TepMuH TPEGYET OOCYKIEHUS.
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J171s1 coBepIIeHCTBOBAHUSI OMOTEXHOIOT MY MOJTYYEHNUs ralIon 0B HE0OXOu-
MO MpHUBJIEYEHNE 3MOpHOJIOrnYeckoil nHgopMmanuu. [defictBUTENbHO, 3¢ Pek-
THBHOCTh TEXHOJIOTMM CTaOMJILHOTO MAacCOBOT'O TOJIYYEHHS] pacTEeHUN-pereHe-
PaHTOB ¥ BO3MOXKHOCTb YIIPaBIIEHNs OTAEJIbHBIMU 3TallaMU MX Pa3BUTHS HaXO-
[SITCS B IPSIMOI 3aBUCHMMOCTH OT MOJIHOTHI 3HAHUI 0 MOp(oreHeTuYecKux Mmpo-
1eccax B NMbIJIBHUKAX KaK B YCIOBUSX in Vivo, TaK U in Vitro.

IIbINBbHUK SIBISIETCSI MOJIENBIO 71l M3Y4YEHUs BaKHEWIIeN OGHOIOTrHYecKoin
po6yemMbl MOporeHesa — mpoliecca CTaHOBIEHNS (POPMbI Pa3JIMIHBIX OPTaHOB
U CTPYKTYpP B OHTOT€HE3€, COBEPIIAIOIIEr0Cs Ha CyOMOJIEKYISIPHOM, MOJIEKYJISIP-
HOM, HaJMOJIEKYJSIpPHOM, KJIETOYHOM, TKAaHEBOM M OpPraHM3MEHHOM YPOBHSX.
Kaxk npasuio, ncciaefpoBanust MopgoreHesa 3aTpy/JHEHbl HHTETPaTbHBIM Xapak-
TepOM MOP(OTreHETHYECKHX NMPOLECCOB, UX 3aBUCUMOCTHIO OT Pa3NYHbIX BHYT-
PEHHUX W BHEUIHUX (pakTOpoB. VIMEHHO NMO3TOMY HM3yYeHHE H30JIMPOBAHHBIX
NBIJIBHAKOB B CTPOrO KOHTPOJIMPYEMBIX YCIOBHUSAX i Vitro MOXKET CIOCOOCTBO-
BaTh BBISIBICHUIO (PYHAMEHTAJIbHBIX 3aKOHOMEpPHOCTE MOp(OreHeTHYeCKUX
MPOIIECCOB ¥ MEXaHM3MOB, JIEKAIllUX B UX OCHOBE, B YACTHOCTH JIeTePMUHAIINN
nyTeil Mopcorenesa. bonee Toro, IMEHHO NBUIBHUK HanOoOJee NEPCIEKTUBEH B
KayecTBe MOJENH JJIsl U3YUEHUs] pa3IMyYHbIX aclekToB Mopdorene3a [baTeiru-
Ha, 1983, 1994a; Batygina, 2002]. Bo-nepBbIX, B MOp(oresese nbljIbHUKa HaXO-
[T OTpakeHUEe OCHOBHBbIE MOP(OreHeTHYECKHE PoIlecchl, CBONCTBEHHbIE pac-
TEHMIO B IIEJIOM, HAIPUMEP YepefloBaHKe JUIUIOMIHOTO U raljonHOrO MOKOJIe-
HUH B >KU3HEHHOM I[UKJE. BO-BTOPBIX, MbUILHIK — HanboJee aMOPHOIOTHYECKH
U3y4yeHHas U3 FeHEePaTUBHBIX CTPYKTYp pacTeHuil. B-TpeThux, ¢ MeTogu4yecKoi
TOYKHU 3PEHUS], NBIJIBHUK SBISETCI OTHOCUTENLHO Oosiee NMpocToil (o cpaBHe-
HUIO C CEMSI3a4YaTKOM U JIPYTUMU F'eHepaTUBHBIMU CTPYKTYpaMy) HHTETPUPOBaH-
HOH CHCTEMOIi, 4TO B OIpEfieIEeHHONH Mepe o0JerdaeT 3ajjauyy MOJEIMpPOBaHus U
yIIpaBJIEHNUs OT/ENbHBIMH 3TaaMy ero pa3BuTus. Kcxons us atoro, pa3pabora-
Ha CTpaTerus MCCIeJOBaHNs, O3BOJISIONIAsl BCKPBITh KPUTHYECKNE MEPUObI B
Ppa3BUTHM NBIJIBHUKA, BBISIBUTH MOP(OTeHEeTHYECKNE MOTEHIUU €TO Pa3INYHbIX
KJIETOK, a TaKKe MyTH MOopgoreHes3a B KyJAbTYpe in Vitro: SMOPHOUOTeHE3, TEM-
MOPHU30T€HEe3 U TUCTOTEeHE3.

J171s1 MOHUMaHUs MPUPOJbl aHAPOKIMHNAN U €€ UCIOIb30BaHus B IpaKTUyec-
KUX IEeJsX HeoOXoAnma pa3paboTKa TEOPETHYECKUX OCHOB KYJIbTUBUPOBAHUSA
TeHEPATUBHBIX CTPYKTYP in Vitro, U B IEPBYIO oUepefb, n3yuyeHue MopgoreHesa
NBIIBHAKA C MO3UIMU KOMIUIEKCHOTO CHCTEMHOro mnoaxopa. [laHHBIA MOAXON
BKJIFOYAET AETAJILHBIN aHAIN3 BCEX 3TANOB €ro (h)OPMUPOBAHNUS (C TPUMEHEHUEM
CPaBHUTEJIBHOIO IUTO3MOPHOIOTMYECKOTO METOJa), BhISIBIEHNE KPUTHYECKUX
MIEPUOJIOB Pa3BUTHS, CBSI3aHHBIX C NMEPEKITIOUYEHUEM NPOrpaMMbl ¢ raMeTO(pHT-
HOTO NMyTH Ha CIOPO(UTHBINA U 00pa30BaHUEM TalIOMHBIX aHAPOKINHHBIX pac-
TEeHWI-pEereHepaHTOB MILIEHULbI B YCIOBUSX KYABTYpHI in vitro [baTsiruna, 1987,
1999; Batygina, 2002; Batygina, Vasilyeva, 2003]. Mcnonb30BaHne UMEHHO TaKO-
r'o NOAIXOfia MO3BOJISIET HE TOJIBKO pa3paboTaTh CXEMY CHITHUSI TaMeTO(UTHON fie-
TepPMHUHAIIMM B NMbUILHUKE MIIEHUIIbI, HO U BBISIBUTH Pa3IUYHbIE CIIOCOOBI MOIY-
YEHUs TaIUIOWOB HAa €€ OCHOBE M TEM CaMbIM CYIIECTBEHHO MOBBICUTH 3 peK-
TUBHOCTH OMOTEXHOJIOTMYECKUX PUEMOB MOTYYEHNUSI MAaCCOBOT'O KOJTMYECTBA aH-
APOKJIMHHBIX TalJIOUOB.

IIpencraBieHHbIe B aTiiace TEOPETUUYECKHE MOTOXKEHUSI pa3paboTaHbl B OT-
fesne 3MOPHOJIOTUU M PENPOAYKTUBHON OMosiorud BoTaHM4eckoro MHCTUTYTa
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um. B.JI. KomapoBa PAH (Cankt-IleTepOypr). OpurusaibHble JaHHbIE, IOJY-
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Y pumckoro HII PAH (Y da). Ilpu Hanrcanuy atiaca ObLIK UCIIONb30BAHBI MO-
HoTpacun u 0630phl BEAYIUX CIENNAINCTOB B 00JaCT! 3MOPHOJIOTHH U ONOTEX-
HOJIOTMHM pacTeHuil, B ToM uncie: Sunderland N. Pollen and anther culture [1973];
Plant tissue and cell culture / Ilog pen. H.E. Street [1973, 1977]; bamvieuna T.b.
OMmOpuonoruss nueHnnsl [1974] u Xne6noe 3epno [1987]; Raghavan V.
Experimental emryogenesis in vascular plants [1976] u Molecular embryology of
flowering plants [1997]; Experimental embryology of vascular plants / ITox pen.
B.M. Johri [1982]; Embryology of Angiosperms / Ilon pen. B.M. Johri [1984];
Haploids of higher plants in vitro / Ilon pen. H. Hu, H. Yang [1986]; 9mO0puoso-
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sspoBoit Msarkoil mienunnbl [2001]; Kpyeaosa H.H. Mopdorene3 B KyabType
NbUILHUKOB MIIEHUIIbI: aMOpuonorndyeckuil moaxon [2001]; bamvieuna T.5., Ba-
cunvesa B.E. Pazamuoxkenue pacrenuit [2002]; u ap.
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PREFACE

The one of the non-traditional ways of obtaining and propagating of the new
plant forms and breeds is making the experimental systems, providing the repro-
ducible results under strictly defined conditions. The promising trend in this field
is working-out the biotechnological approaches to cultivating in vitro the vegeta-
tive, as well as the various generative structures, such as the anther, ovary, ovule,
embryo, endosperm etc.

All investigations, carried out using the generative structures, particularly anthers,
in culture in vitro are closely dealing with solving the problem of morphogenesis.
Despite the fact that the work on obtaining of haploids-regenerants from the anther
and its separate elements continues during decades of years, the questions stay to be
disputable, which term among existing ones is more correct: “androgenesis in vitro”,
“androgenic embryogenesis”, “pollen embryogenesis” etc. In zoology and botany the
concept “androgenesis” is treated as male parthenogenesis, as well as the concept
“ginogenesis” is treated as female parthenogenesis [Poddubnaja-Arnoldi, 1976;
Batygina et al., 1978]. In the present work we use term “androcliny” (Khohlov, 1976).
This term is treated as the sporophyte developing from the microspore or pollen in cul-
ture of isolated anthers. The essence of this phenomenon is the switching of develop-
mental program of the morphogenetically competent haploid anther cells from the
usual gametophytic way (the pollen grain formation) to another, sporophytic way,
i.e. formation the haploid regenerant. Herewith, the cells under condition of culture in
vitro realize their potential by mean of different morphogenetic pathways [Batygina
et al., 1978; Batygina, 1989a].

The haploids are the clones maintaining the genotype of original economically
valuable donor plants. The main advantage of using them is the possibility to obtain
quickly the homozygous lines, facilitating the certain phenotypes selection basing
on the qualitative and quantitative signs. It is important also, that using of the andro-
clinic regenerants today is the only method to maintain the effect of heterosis of the
valuable original hybrid line. The all mentioned above doubtless has a big impor-
tance in breeding and genetical investigations, particularly those of spring soft
wheat — the main grain cereal.

The involving of the embryological information is necessary to improve the
biotechnological methods of haploids producing. Actually, the efficiency of the
technology of stable extensive regenerant plants producing and the possibility to
manage the separate stages of these plants development depend directly on the com-
pleteness of our knowledge about the morphogenetic processes in anthers under con-
ditions in vivo, as well as in vitro.



The anther is the model for investigation of the very important biological problem
of the morphogenesis — the process of establishing of the various organs and structures
shape in the ontogenesis, occurring at submolecular, molecular, supermolecular, cel-
lular, tissue and organismic level. As a rule, the morphogenesis investigations are
difficult due to the integral nature of the morphogenetic processes and their depend-
ence on the various internal and external factors. That’s why the investigation of the
isolated anthers under strictly controlled conditions in vitro could facilitate the revea-
ling of the fundamental regularities of the morphogenetic processes and their basic
mechanisms, particularly those of the morphogenetic pathways determination.
Moreover, namely the anther is the most perspective as a model for investigation of
the various aspects of morphogenesis [Batygina, 1983, 1994; Batygina, 2002]. First,
the anther morphogenesis reflects the main morphogenetic processes, characteristic
for whole plant, e.g. alternation of the diploid and haploid generations in life cycle.
Secondly, among the plant generative structures the anther is the most thoroughly
embryologically studied one. Thirdly, from the methodological point of view the
anther is the relatively simple (as compared with the ovule and other generative struc-
tures) integrated system, and this fact facilitates up to certain extent the modeling and
managing the separate stages of its development. Basing on all mentioned above the
strategy of investigation was worked out, allowing to uncover the critical periods in
anther development and to reveal the morphogenetic potencies of its various cells and
also the morphogenesis pathways in culture in vitro: the embryoidogenesis, gem-
morhizogenesis and histogenesis.

To understand the nature of the androcliny and use it in the practical purpose the
studying of the theoretical background of the generative structures cultivating
in vitro is necessary, and first of all the studying of anther morphogenesis on the
base of complex system approach. Such approach includes the detailed analysis of
all stages of anther formation (using comparative cyto-embryological methods), the
revealing of critical periods of development related with the triggering of program
from gametophytic pathway to sporophytic one and with the formation of the hap-
loid androclinic regenerant plants of the wheat upon the conditions of culture in vitro
[Batygina, 1987, 1999, 2002; Batygina, Vasilyeva, 2003]. Using namely this
approach allows not only to work out the scheme of removal the gametophytic deter-
mination in wheat anthers, but also to reveal various methods of haploids obtaining
and thus to improve significantly the efficiency of the biotechnological techniques
for obtaining large amounts of the androclinic haploids.

The theoretical principles presented in the atlas are worked out in the Department
of Embryology and Reproductive Biology of the Komarov Botanical Institute RAS
(Saint Petersburg). On the base of this theoretical work the original data obtained in
the same department and also in the Laboratory of Genetics and Cytology of Plants of
the Institute of Biology Ufa Scientific Center RAS (Ufa). During the working on Atlas
the monographs and reviews of leading specialists in field of plant embryology and
biotechnology were used, particularly: Sunderland N. Pollen and anther culture
[1973]; Plant tissue and cell culture / Ed. H.E. Street [1973, 1977]; Batygina T.B. The
embryology of wheat [1974] and The grain of cereals [1987]; Raghavan V.
Experimental embryogenesis in vascular plants [1976] and Molecular embryology of
flowering plants [1997]; Experimen-tal embryology of vascular plants / Ed. B.M. Johri
[1982]; Embryology of Angiosperms / Ed. B.M. Johri [1984]; Haploids of higher
plants in vitro / Ed. H. Hu, H. Yang [1986]; Embryology of flowering plants.
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Terminology and concepts. Vol. 1-3 / Ed. T.B. Batygina [1994-2000] (in English
translation — Embryology of flowering plants. Terminology and concepts
[2001-2005]); Gorbunova V.Yu. Genetical prerequisites of the sporophytic develop-
mental pathway of cereals microspores under conditions in vitro [1993]; Current
trends in the embryology of Angiosperms / Ed. S.S. Bhojwani, W.Y. Soh
[2001]; Batygina T.B., Kruglova N.N. Methodical recommendations on investigation
of morphogenetic potential of the anther of spring soft wheat [2001]; Kruglova N.N.
Morphogenesis in wheat anthers culture: the embryological approach [2001];
Batygina T.B., Vasilyeva V E. Plant propagation [2002]; etc.
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I'/TABA 1

TEOPETNYECKHE OCHOBbBI
KYJIAbTUBUPOBAHUA IIBIJIBHUKOB

IMTonydenue ramaouoB B KYJLTYPE i Vitro U3 MY>KCKUX U 3KEHCKHUX T'€He-
PAaTHUBHBIX CTPYKTYP, B YACTHOCTH NMBIJIBHUKA, AIMEET OTPOMHOE 3HAUYECHUE JIJIS
CO3/[aHNsI HOBBIX (POPM M COPTOB PaCTEHUl, B OCOOEHHOCTH XJIEOHBIX 3J1aKOB
[Haploids in higher plants..., 1986; baTtbiruna, 1987; ATtanacos, 1993; Paxum-
0aeB u ap., 1992; Palmer, Keller, 1997; TosipHoB, 1998; Hu, Guo, 1999; Datta,
2001]. OpgHako BBIXOJ| TalJIOUAHBIX PEreHEPaHTOB in Vitro y MHOTHX BHJOB
IIBETKOBBIX PACTEHUI KpallHe HU30K; IIPU 3TOM WX 3HAUNUTEJIbHAsI 9acTh IPef-
cTaBJieHa ATbOMHOCAMU. XOTSI Y HEKOTOPBIX 371aKOB BBIXOJ] TaINIONAOB JOCTa-
TOYHO BBICOK (Hampumep, y sumens [Korzun, 2004]), nyist 601bIINHCTBA BUOB
WX TIOJIyYeHHE MPECTABISET BECbMa TPYAOSMKHUI MPOIECC, COCTOSIINAN B HHO-
KYJISIUY ThICSY NBUTBHUKOB. HecMOTps Ha 00JbIIIOe KOTUYECTBO TanIOUIHbIX
KJIETOK B NbLIbHUKE (OT HECKOJLKUX THICSY JO MUAJLIMOHOB B 3aBUCUMOCTH OT
BHUJ]a W COPTa), BBIXOJ FAaIIONOB Y 3]IaKOB YaCTO MCUYUCISETCS HOJSIMU IIPO-
LEHTa WX HECKOJIBbKUMH IpoleHTaMu. COBEpIIIeHHO OYEBHUIHO, UTO yNnpasJie-
HHU€e NMPOLEeccOM MHAYKIHH U HOPMAJIHHOTO Pa3BUTHS TalUIOHAOB H, CJIEeJ0Ba-
TeJbHO, 3(PPEeKTHBHOCTh OHOTEXHOJIOTHIECKAX NMPHEMOB UX THPAKHPOBAHMS
HaNPSMYIO 3aBHCAT OT CTENeH! U IIIyOMHBI Pa3padoTKH TeOPeTHYeCKHX OCHOB
UX KyJIbTHBHPOBAHMSI.

HecmoTpst Ha omnpefiesieHHbIE YCIIeXH, TOCTUTHYThIE B 3TON 06JIacTH 3a MO-
cnegaue roabl [Sunderland, 1980; Vasil, 1980; Maheshwari et al., 1982; Pe3nuko-
Ba, 1984; EpmakoB, MatBeeBa, 1986; barsiruna, 1987; lllampos u fp., 1988;
T. Opsauyk, I1. Oesiuyk, 1989; T'opbyHoBa, 1993; Cartaposa, 1994, 2001; Palmer,
Keller, 1997; Raghavan, 1997; Reynolds, 1997; Heberle-Bors, 1998; Goralski et al.,
1999; Wang et al., 2000; Kpyraosa, 2001; Huang, Wei, 2004; u ap.], npogokaeT
OCTaBaThCsl HE COBCEM SICHBIM, U3 KaKHX T'aINIOUIHBIX KIETOK 00pa3yloTcs pere-
HEPAHTBI: UMEIOIINX HOPMAJIbHOE CTPOEHUE WM aHOMANIBHBIX, ONpPEeJICHHbBIH
MPOIEHT KOTOPBIX B CWIIy HMonmMopdgu3Ma Bcerfa MPUCYTCTBYET B NBLIHHHUKE
(B 060UX cydasix MOJI ISUCTBAEM PA3IMIHbBIX (PaKTOPOB MPOUCXOAUT CMEHA IPO-
rpaMMbl pa3BUTHSI ¢ TaMeTO(UTHON Ha cnopocuTHyo). [Ipu aTOM HOoKa3aTesb-
CTBa TOTO, KaKie UMEHHO TaIllIONfIHbIe KJIeTKU (MUKPOCIOpa, BereTaTuBHasl, Te-
HEpaTHBHAS, CIIEPMIN) YIaCTBYIOT B 00pa30BaHNN PETEHEPAHTOB, KaK MPaBUIIO,
KOCBEeHHBIE. [IMCKYCCHOHHBIMY OCTAIOTCS BOMPOCHI O CTAJINA PAa3BUTHS MbUTHLHU-
Ka, ONTUMAJLHON IS MIEPEKITIOUCHHS] TPOTPaMMBbl Pa3BUTHUS TaIUIOWIHBIX KIle-
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Puc. 1. Teopernmueckn BO3MOXKHBIE CIOCOOBI U IIyTH MOJTYYSHNS paCTeHUN-PEeTeHEPaHTOB
U3 TOTUINOTEHTHBIX TaIUIOWAHBIX KIIETOK MbUIbHUKA B KyNnbType in vitro [Nitsch, 1969;
Sunderland, Wicks, 1969, 1971; Bernard, 1971; Clapham, 1971; Iyer, Raina, 1972; Norrell,
1973; Picard, 1973; Rashid, Street, 1973, 1974; Vasil, Nitsh, 1975; Shevchenko, 1977;
Narajanaswamy, George, 1982; Mitchell, Petolino, 1991; Caraposa, 1994; Palmer, Keller,
1997; Immonen, Antilla, 1998; Guo, Pulli, 2000; Testillano et al., 2000; u ap.] (o [baTsI-
ruHa, 1987] ¢ "3MEcHEHUSIMHU )

TOK Ha CIIOPO(UTHBIN MyTh MOP(OreHe3a in Vitro, a Tak:Ke O PONI Pa3INIHbIX
¢akTOpoB B 3TOM mnporecce (puc. 1, 2). OpHoil U3 KiI04YeBbIX 3a1a4 sBIIsIETCS
NMPOTHO3MPOBaHHe NMyTell Mop(orenesa, N0 KOTOPHIM NMOWUIET Pa3BUTHE TAIJION-
0B, a TAKXKe BHIXOJA FAIUIOUHBIX PACTEHUII-PereHePaHTOB HA KOHEYHOM 3Tame
3kcnepumMenTa. OTCYyTCTBYIOT JaHHBIE O MY TsIX MOpgorenes3a, Haubonee appex-
THUBHBIX [JISI TIOJyYEHUs! TalNIOU/IOB, XapaKTepe UX 3aBUCUMOCTU OT CTajinu pas-
BHUTHS NBIJIbHUKA (raMeTouTHasl WU cnopoduTHasl AeTEpPMHUHALNSA), a TaKkKe
MPUYMHAX CKJIOHHOCTU Pa3UYHBIX BUJIOB K ONPeAeIeHHbIM MyTIM MopgoreHe-
3a (MX TaKCOHOCTIEN(PUIHOCTB).

Cy11eCTBEHHBIM MTPENMATCTBUEM JIJIsl pELLICHUS 3TUX NPOOJIEM SBISETCS HEAO-
CTaTOYHasi U3YYEHHOCTh 3aKOHOMEPHOCTEH IPOXOXKAEHUS Pa3lIMYHBbIX IyTeH
MopdoreHe3a, 0COOEHHO UX paHHUX CTafuil (Hanmpumep, cnocoObl 0Opa30BaHUS
MOYKN ¥ 9MOPHUONIOB, WM COMATHUECKUX 3apofbliieir). B momasmnstomniemM 60b-
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Puc. 2. Bo3aMoxHbIe criocoObl MOTYyYEeHHS TalION0B

1 - U3 €CTECTBEHHBIX aHOMAaIUN (MI/IKpOCHOp " NbIIIBLEBBIX 3epeH); 2A — nu3 I/ICKyCCTBeHHO BbI-
3BaHHBIX aHOMaJIPIﬁ, 25 — U3 HOpMAaJIbHBIX MUKPOCIIOP, IBY- U TPEXKJIETOYHLIX IIbIIBIEBLIX 3€PEH
MyTeM CHSTHS AeTepMUHALUN HOPMallbHOTO pa3BuTud (no [bareiruna, 1987] ¢ uameHeHusIMn)

IIAHCTBE CJIYYAcB CO3JAHUE IKCHIECPUMECHTAJIBHBIX CUCTEM THPAXKUPOBAHUSA IICH-
HBIX T€HOTHIIOB in Vilro BefeTcsl 6e3 yuera NAHHBIX O reHe3lce reHepaTHBHBIX
CTPYKTYP, a TaKxke aHaan3a MopgoreHeTn4eckux u Mopgopun3nonoruieckKnx
KOppeJisiiuii, 00ycJIOBINBAIOIINX cnenu(uKy ux pasButus. Vcnomb3yst MeTon
KYJBTYpPBI KJIETOK, TKaHEN U OPraHOB, 9KCIEPUMEHTATOP-CETEKIIUOHEP HE JIOJ-
>KEH 3a0bIBaTh, YTO pabOTaET HE MPOCTO C KIIETKOW, TKAHBIO WA OPTaHOM, a C
3JIeMEHTaMH LIEJIOr0 OpPraHnu3Ma, T.€. CUCTEMON, Tie Bce MMOAUYMHEHO ONpefieNieH-
HBIM 3aKOHaM pa3BUTHSI.

IlepeuncieHHble BBINIE BOIPOCHI CBHAETENBLCTBYIOT O TOM, HACKOJBKO
CIIOXKHA NpOoOJEeMa yNpaBIEHUsI NMPOLECCOM IOJIYYEHUsl TalIoufoB, KOTOpasd,
SIBJISASICH BO MHOTOM MOP(po(u3H0I0rn4ecKoil, f0KHA PeliaThCsl COBMECTHHIMHU
YCIUIHSIMH SMOPHOJIOTOB M YYEeHbIX APYTHX CHEeNHAIbHOCTEMH.
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Puc. 3. YHUBepcanbHOCTh MyTed MOP(OreHe3a y IBETKOBBIX PACTEHHUN B €CTECTBEHHBIX
VCIIOBHSX W B KYJIbType in vitro (no [bareirnaa, Byrenko, 1981; Batygina, 1984] ¢ n3me-
HEHUSIMM )

B naGopaTopun amOpuosiornn u penpopyktusHoil 6monorun bBMUH PAH
pa3padoTaH cHCTeMHBIH KOMIUIEKCHBIN MOAX0/ K MpodJjieme MopdgoreHesa re-
HEPaTHBHBIX CTPYKTYP in vivo m in vitro [Batygina, 1987; bareiruna u ap.,
1978; batbirmua, 1983; barteiruna, BacunneBa, 1983; Batygina, Zakharova,
1997; Batygina, Vasilyeva, 2003]. B cooTBeTCTBUM C 9TUM MOAXOAOM, 3aKJIIO-
YaIOIIMMCSl B U3YUYEHUH NbIJIbHUKA KaK CIIOXXHOW MHTETPUPOBAHHON CUCTEMBI
NMpeNIoKeHa CTPAaTerns UCCJIeNOBAHNN M0 AHAPOKINHHON ramionmann: 1) usy-
YeHHe Pa3BUTHUS MBbUIBHUKA B €CTECTBEHHBIX YCIOBUSAX, C YUETOM OWOJIOTUH
pa3BUTHS BCETO pacTeHUsI 1 OCOOEHHO aHTAIKOJIOTUH, a TaKKe y BUJIOB, KOH-
TPacTUPYIOLIUX MO cocoOy OoNblLIeHus (HampuMep, Xa3MoraMus u Kiencrora-
MHs1); 2) cCONOCTaBIeHNE (PaKTOB, MOJYYEHHBIX IPU N3YUYEHUH Pa3BUTHS NbLIb-
HUKAa B €CTECTBEHHBIX YCJIOBUSIX U KYJIBTYpPE in Vitro, B AMHAMHKE C yY€TOM KH-
HETUKU (PU3NOJIOTO-OMOXUMUUYECKUX MPOLECCOB; 3) MOIEIMPOBaHUE YCIOBUMA
IJIsT KaXKAOH cTaiuy pa3BUTHUS NbIJIbHUKA Ha O0a3e JaHHBIX, IOJYYEHHBIX B pe-
3yJIbTaTe€ KOMIUJIEKCHBIX MOP(O(PU3NOTOTHYECKAX U TEHETUUECKUX UCCIEO-
BaHWUII.

Hcnonnb3oBanne pa3padoTaHHBIX MOAX0A U CTPATErul MCCIeNOBAHNS NM03-
BOJIJIO c(hOpPMYJIMPOBATH PSJi TE€OPETHIECKHX MOJTOKEHMI, KaCAIOUUXCcs BO-
NMpPOCOB KYJbTUBUPOBAHUS NBIVIBHUKOB C IEJIbI0 NOJYY€HUs ramionion [BaTbI—
ruHa, 1987]. YcraHoBieHa OTHOCHTEIbHASI YHHBEPCAIBLHOCTH MyTell Mopgore-
He3a KaK B eCTECTBEHHBIX YCIOBHSAX, TAK H B KyJabType in vitro (puc. 3). He3asu-
CHMO OT THNA KYJIbTHBHPYEMOM CTPYKTYpbI (T€HEpaTHBHON U BEreTaTUBHON),
cnocoda ee penpoayKuuu (IOJIOBOTO M araMHOI'0) M YCJIOBUI NPOU3PaCTaHMA
Mopdgorene3 MoXeT pealn3oBaThCsl YeThIPbMs MyTsIMH: SMOpHOrenes3, IMOpH-
OHJIOTeHe3, opranorene3 (reMMoOreHe3, pu30oreHes, FreMMOpU30TreHes3) U THCTore-
He3 (BKJIOYasl KajjycoreHes), He cuuTas aHoManuit Mopgorenesa. Penponyk-
ISl PACTEHMI B KYJIBTYPE in Vitro MOXKET UTH TOCPEICTBOM TPeX NmyTei — aM0-
puo-, 9MOPHONA0- ¥ TEMMOPU30TeHe3a, KOTOPhIE TaKkKe COIPOBOXKAAIOTCS 3Ta-
MaMM TUCTOT€He3a U OpraHoreHe3a M MOTYT OCYILECTBISITHCS pa3HbIMU CIIOCO-
6amu. Peanmzanusi KOHKpeTHOTo NyTH MOp¢goreHe3a Kak B €CTECTBEHHbIX YCIIO-
BHSIX, TaK M B KYJIBTYpE in Vitro JeTEpMUHUPOBAHA, T.€. B 3HAUUTEJILHON CTeTe-
HU OIpeAeNseTcss TeHETUUYECKUMU U (PU3UOIOTHYECKUMHU XapaKTEepUCTUKAMHU
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JTOHOPHOTO PacTeHUs], a TaKKe YCIOBUSMHU BBIPAIIMBAHUS, HAPAMEDP COOTHO-
IIEHNEeM [UTOKWHUH : ayKCHH.

B otnnune ot amopuorenesa, T.e. mpoliecca pa3BUTHS NTOJIOBOTO 3apOJbIIIa,
3MOpHONIOreHe3 NpefCTaBIseT co00 Mpolecc pa3BUTUSI IMOPHONAA — 3a4aTKa
UHAVBHUAYYMa, O0Opa3yIoIIerocss acekCyajlbHO B E€CTECTBEHHBIX YCIOBUSIX U B
KYJABTYpe in vitro (CHHOHUMBI: COMaTHMYECKUI 3apoOfblll, 3apOofbIIeNnofo0Has
CTPYKTYypa, aABEHTUBHBIN 3apopbliil) [bateiruna, 1987, 19976; Batygina, 1998].
Jnst sMOpuounsia xapakTepHO 0Opa3oBaHue COOCTBEHHO HOBOI OCH (110 OTHOIIIE-
HUIO K MaTEPUHCKOMY OPTaHU3MYy), COCAMHSIONIEH NOJISPHO (POPMHUPYIOIIHECS
anekcol odera u KopHs. Kak nmpasuio, oH He uMeeT oO01Iell BacKyIsIpHOH CHC-
TEeMbI C MATEPUHCKIM OPTaHU3MOM (3aKPBITHIN PAAUKYISPHBIN MOI0C). JIuib y
HEKOTOPBIX BUIOB OTMEYEHA KPATKOBPEMEHHAS CBSI3b C MATEPUHCKAM OPraHu3-
MoM. [1pofoKUTENFHOCT KOHTAKTA M CTa[Usl pa3BUTHUSI SMOPUON/Ia, HA KOTO-
pOIl 3TOT KOHTAKT OCYIIECTBISIETCS, pa3inyHbl. ['eHe3nc aMGpronyia, Kak u ero
¢opMa u pazMepsl, TakcoHOCTeN(pNIHbI. TakuM 00pa3omM, IOTOOHO MOJTIOBOMY
3apojplilly, SMOPHON] ABJISETCS. OUIOJAPHON CTPYKTYypoi. OaHako 3MOpHous
NpecTaBisieT cO00i eMEeHTAPHYIO CTPYKTYPHYIO eJMHHIY HE TOJIBKO ceMeH-
HOro, HO ¥ BET€TATHBHOTO Pa3MHOXEHHsI. DTO OTINYAET €ro OT APYroM CTPYK-
TYPHOIl eJHHHIbI BereTATHBHOIO Pa3MHOXKEHHUs — MOYKH, 0Opa3ylollelicd npu
reMMopu3oreHese: NM04YKa — MOHONOJISIPpHASI CTPYKTYpa, MMEIOIIAasi OTKPBITYIO
CBSI3b C MATEPUHCKUM pacTeHueM, (pOpMHUPOBAHNE U3 KOTOPOI HOBOTO WHMBH-
AyyMa MPOMCXOMUT JIMIIb TIOCIe HAPYIIEHNS 3TON CBSI3U W 0Opa30BaHUs aJBEH-
TUBHBIX KOPHEN.

O6pazoBanne 3MOpUOUAOB, WU SMOPUOUIOTEHNS, HAGIIOMAeTCsl Y pacTe-
HUI, OTHOCSIIIMXCS K Pa3HbIM TaKCOHAM M MMPOM3PACTAIONINX B Pa3HbIX 9KOJIOTH-
YecKUX 30Hax. Jmopuomnporenusi (rped. embryon — 3apofblill, oidos — BU,
genus — TIPOUCXOXJCHNE) — THI TOMO(a3HOIl PeNnpoOIYKIHN IBETKOBBIX pacre-
HI/Iﬁ, Kareropusi BereTaTuBHOrO pasMHOXKEHHsI B €CTECTBCHHBIX YCIOBMsIX M B
KyJbType in vitro. Pa3padorana konuenuus s3mopuonnorennn [Batygina, 1978,
1989a, b, 1999a; BaTteiruna, 19976, 2000], OCHOBHBIM TE3UCOM KOTOPOU SIBISET-
Csl YHHBEpPCAILHOCTH MOp(horeHe3a nmojaoBbIX 3apojbimeii 1 3Mopuonos. Ilpn
BbIjIeJIeHHH SMOPHOUIOTEeHHH B OCOOBII THUIT PEPOAYKINU U PA3MHOXEHUS ObI-
JIY MICTIONIH30BaHbI IBA KPATEPHs: OHTOreHeTH4YecKnil (romogasnas penpogyk-
I{sl, HE CONIPOBOXK/IAIOIAsICsl MEO30M 1 MPOILIECCOM CIMSHUS TaMeT, T.e. 6ecro-
JBIiA coco6 0O0pa30BaHMs HOBOT'O NMOKOJIEHUS, — YHUNApeHTAlIbHOe Hace10Ba-
Hie) 1 Mopdgoaornyeckuii (0Opa3oBaHue HOBOH MOJISIPHON och — “anekc noode-
ra — arnekc KOpHS~ W COOTBETCTBEHHO OHIOJISIPHASI OPraHH3aNusi SMOPUOHJA).
B aTOM cocTouT NpUHIUNUANBLHOE OTINYME SMOPHOUIOTEHUN OT IMOPHOTeHIH
(reTepocpaznas penpoaykuus), Ipu KOTOPOil 0O6pa3oBaHue HOBOW O0COOM MPOMC-
XOAUT Oiarofapsi MOJIOBOMY IIpolieccy, T.e. Me03y U CIIUSIHUIO raMeT (OunapeH-
TAallbHOE HAcJefoBanne). B 3aBUCHMOCTH OT MPOUCXOXKACHUS U TOJIOXKEHHS CO-
MaTHYECKHUX 3apOfbIIIeil HA MATEPUHCKOM PAaCTCHWH MOXKHO BBIICNIHTH JBe
OCHOBHbIe (DOPMBI IMOPHONAOTEHNN: PENPOAYKTHBHYIO, WK (hiopaibHyto (00-
pa3oBaHKe 3MOpPUOWMIOB B IBETKE W CEMEHH), U BereTaTMBHYI0 (0Opa3oBaHUe
aMOPHOUIOB Ha BEreTaTHBHBIX OpraHax — JIUCTe, cTe6e, KOpHe).

CXOIICTBO 1 pa3/inuus B pa3BuTuA mMoJjI0BOro, COMaTu1€CKoro 33[)0115]]11617[ Hn
NMOYKHN COCTABJISIIOT OfIHY M3 BasKHEWINUX mpobiiem MopdoreHesa. [1McKycCuoH-
HBIM OCTaeTCsl BONPOC, B KAKOH cTeneHn MOporeHe3 COMaTUIeCKOro 3apojibl-
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11a TOJYMHSETCS 3aKOHAM Pa3BUTHS MTOJIOBOTO 3apOfiblila — 3aKOHAM NPOUCXOXK-
[eHUs, YUACEJI, TIOJIOKEHHS M HA3HAUYEHMS U 3aKOHY 9KOHOMUH, a TaKKe 3aKOHaM
KJIETOYHOTO JleJIeHNs. BbISBIEH MOIMMOp(H3M NOJI0BOro H COMATHIECKOTO 3a-
poapIlIei, a TaKXKe NAPAJIJIe]N3M B UX Pa3BUTHH, POSIBIISIOIINANCS B OCHOBHBIX
3aKOHOMEPHOCTSIX MopdoreHesa: MoOJSIpHOCTUH ((POpPMHUPOBAHUM HOBOW OCH),
CUMMETpUH (paguaibHON U OuaTepaiabHOM, WU TOPCOBEHTPAIBHOI), KIETOU-
HOH ¥ TEcTOreHHoN AuddepeHnnannu, MoppOoreHeTHIeCKuX U Moppopu3nomo-
THYECKHUX KOPPEISIUIX, CHOCOOHOCTH K Mposndepalin; BbICKa3aHO MPEANONo-
SKeHHE O BO3MOKHBIX 3BOIIOLMOHHBIX TEHJEHIMSIX Mepexofia OT MOYKHU K Kiac-
CHYECKOMY II0JIOBOMY 3apOJbliTy (1/Uny 00paTHO) uepes3 “nepexopHble (popMbl”
[baTsiruna, 1987; Batygina, 1990a, b, 1991a, b, 1999b, 2004; baTsiruna, 3axapo-
Ba, 1997; Bareiruna, Bacunbena, 2002].

Eme opun nyTs MopdoreHe3a — rucToreHe3 — MOXKeT pPeai30BbIBAThHCS HE
TOJIBKO B Ipolecce aMOpHO-, SMOPHUOUNIO- ¥ TEMMOPU30TeHe3a, HO M MOCPENCT-
BOM 0Opa3oBaHms Kajlyca (Kammycorenesa). Kannyc — rereporennas crpykrypa
(cucrema), oGpa3zyromasics B pe3yibrare npoandepanin KjIeToK Ha OBEPXHOC-
TH OT/JEJIbHBIX CTPYKTYP PACTHTENLHOro oprann3ma. Kaxk npasuno, OH COCTOUT
13 HEOHOPOJHBIX KJIETOK, TOTHNOTEHTHOCTh KOTOPBIX MOXKET ObITh Pa3jindHa,
4YTO U 00YCJIOB/IHBaET UX pa3Hble NyTH Mop(orene3a. MopdoreneTnueckue mno-
TeHIMM KaJlyca BUfocneupuyHbI 1 MOTYT MEHSThHCS B IIPOIecce reHe3uca, 4To
B OIpEfIeIEHHON CTeNeHW 3aBUCUT OT pa3IUYHbIX (PaKTOpPOB (TeMmmeparypa,
BIIa3KHOCTh, BpeMsI KyJIbTUBUPOBAHUS U T.JI.), @ TAKXKe XapakTepa CB3el MeXJy
rpynnaMu KJIETOK B KaJulyce, 4TO, B CBOIO O4Yepefb, OOyCIOBIEHO uX opMoii,
pa3MepoM (KpUTHYECKOI Maccoil) U T.1.

OnHoli 13 0OCHOBHBIX NPO0JIeM Mop(d orene3a NPoI0IKAET OCTABATHCS HIEH-
TH(PUKANNS THANNATBHBIX KJIIETOK COMATHIECKHX 3apoablmei (puc. 4), Tak Kak
B OOJIBIIIMHCTBE CITy4YaeB 3KCIUIAHT MO CTPYKTYpE TeTEPOreHHbIN. DTH NHUIMATb-
HbI€ KIJIETKM B YCIOBHSIX KYJABTYPHI in vitro ejecooopa3Hee BCEro CpaBHUBATD C
WHUIMATBHBIMU KJIETKAaMU KaK MOJIOBOT0 3apOJibIIIa, TaK U COMaTHYECKUX 3apo-
AbIIIEN B ceMeHH (KIMBasKHbIE, HYLEJUISIPHbIEC, MHTETYMEHTANIbHbIC) U Ha BereTa-
THUBHBIX Opranax (onuapHble, KayJIureHHbIe, pU30TE€HHbIE) B €CTECTBEHHBIX YC-
noBusax [bateiruna, 1987; Batygina, 1990a, b, 1991a, b, 2004; baTeirnna, 3axa-
poBa, 1997]. ITonydenne OGOJBIIOTO KOJUYECTBA COMATHYECKUX 3apOJbIIICH U
pereHepaHTOB y pa3HbIX TAKCOHOB B KYJIBLTYPE N Vitro 3aBUCUT OT MOJIHOTHI Ha-
IINX 3HAHWI O Te€HEe3UCe NHUIUATBHBIX KIIETOK M MX OCHOBHBIX XapaKTEepPUCTHKAX
(o mepuoae MUTOTUYECKOTO LIUKJA, CTPOEHUU O0OIOYKH, COCTOSTHUM IIUTOILIA3-
MBI, KOJIMYECTBE U paclpe/eJIeHuu OpraHesul u T.J1.). B cBg3u ¢ aTuM nepBooye-
PEAHBIM MpECTABISETCS PEIIeHNe CIEeYIOIUX BOMPOCOB: 1) KaKylo KIIETKY B
3apOofIbIIIIEBOM MEIIIKEe MOXKHO paccMaTpHUBaTh KakK aHaJIOr MHUIMATBHOHN KIEeTKH
COMaTUYECKOT0 3apOfiblllia — ARLEKIETKY (TaMeTy) WIN 3UroTy (cnopodur); 2) B
KaKOM NEePHOjie MUTOTUYECKOTO IIMKJIa HAXONSITCS 9TH KIETKH, KAKOB TEMII MPO-
XO3KJICHUS] UKJIIa (B YaCTHOCTHU, MHTEp(a3bl).

B cucreme “siiniekiieTka—3urota’ UMeeT MECTO YepeJOBaHNE MPOIIECCOB: Me-
pucremaTusanys, AudgepeHnnanys, coeguamusanys, AenuddepeHnuanis u
CHOBa MepucTeMaTu3anus. BeposiTHO, SfIeKIeTKy 1 3UTOTY MOXKHO CpPaBHUBATh
C MHUIMAJIBIO COMAaTHYECKOTO 3apofiblllla TOJIBKO Ha T€X 3Tamax e€e pa3BUTHs,
KOTOpbIE XapaKTepHU3yITCSd TOTUIOTEHTHOCTBIO U CHOCOOHOCTBIO K Iponude-
paunu (cM. puc. 4). OgHaKO 10 CUX HOP IOCTOBEPHO HE YCTAaHOBIIEHO, IIPOUCXO-
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Puc. 4. Bo3MoxHbIe yTH 00pa30BaHMsl HHUNMAIBHBIX KJIETOK IOJIOBOTO M COMaTHUIec-
KHUX 3apOABIIIEH B €CTECTBEHHBIX YCIOBHSX U KYIbType in vitro (mo [bateiruna, 3axapo-
Ba, 1997] c ”3BMEHEHUSIMM )

OST U MOfOOHBbIE MPOLECCHl B KIIETKAaX, HAIOIIUX COMAaTHYECKHE 3apOJIbILIN.
MOo>HO nojiaraTh, YTO HMeeTcs onpefe/ieHHas YHUBEePCATIbHOCTh CTPOEeHHs BeexX
MHHLIUAJBHBIX KJIETOK, O0Pa3yIOIMXCsl B €CTECTBEHHBIX YCIOBUSIX U B KyJIbType
in vitro u 1al0IUX HOBbIE€ OPTraHU3MBbI.

B KynbType TKaHH CyLIECTBYIOT JIB€ MOJIENIbHbIE CUCTEMBI, Pa3INYarOLIecs
IO XapaKTepy B3anMOJEHCTBHS KIETOK: KAJIIIyCHAs M CYCIIEH3MOHHAs! KYJIbTYPbI.
B o6enx cucremax 3amyck nporueccoB nponudgepanun, auddepeHuuauy 1 cre-
IUaTN3alui THAMUATBHBIX KJIETOK B 3HAYNTEILHON CTETICHU ONpefessieTcs] Kpu-
THYECKON Maccoil KJIETOK U CTPYKTYP.

JIro6b1e TeopeTndeckre pa3pabOTKN HEBO3MOXKHBI O6e3 yeTKoi nuddepeH-
OUALUH MOHSITUHA U TEPMUHOB, TOCKOJIBKY ‘“3TO HE MPOCTO UT'pa CIOBaMH, HO CO-
BEPIICHHO HEOOXOUMOE ycloBHE, YTOOBI pa3oOpaThces B pupope Beugeir” [Pijl
van der., 1969]. IToaToMy A7151 KOPpPEKTHOrO NOAXOAA K PELIEHUIO IPOOJIEMBI NTO-
Jy4EeHH FalIoN/IOB CIEAYET TaKKE YTOYHUTD PSJi BAXKHBIX MOHATHH, TAKUX KaK
“muKpocnopa” u “OplIbleBoe 3epHO”. MHKpocnopa — KJIeTKa C ranjiongHbIM Ha-
GopoM XpoMocoM, BO3HUKAIOIIUM B pe3yibraTte Meio3a. Ctagusi MEKpOCIOpbI
AJIMTeIbHA U MPOAoJDKaeTcsi A0 nepsoro muto3a. C HayaloM fejleHNs MHKPO-
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CIOpa MePexoauT K cTafun ()opMHPOBAHNS NLLIBLEBOro 3epHa (“mpopacranue”

MHKPOCHOPBI H 00pa3oBaHne MyXcKoro ramerogura). B Hopme neuiblieBoe 3ep-
HO 3JIaKOB IIPOXOAUT ABE CTA N Pa3BUTHUS — IBYKJIETOYHYIO U TPEXKIETOYHYIO,
a He “IBYySJEpHYIO” U “TpexXbsflepHYIO”, KaK 4acTO NMUIIYT. DTOT MOMEHT NPHH-
UINATBHO Ba’keH, MOCKOJBKY IPHU PACCMOTPEHHH BO3MOXKHOCTH IMOJYYEHUs
TanjoujoB U3 JIBYKJIETOYHOTO M 3PEJIOro TPEXKIETOYHOr'O MBIIbLEBOrO 3epHa
UCCIIef]oBaTeNb JOJKEH NMPEACTaBIATh, UTO MMEET JIeNI0 He ¢ OJHOH KJIeTKO,
a CO CJIOXKHOI CHCTEeMON KJIeTOK NBIIBIEBOro 3epHa.

CrnenyeT Takke oOpaTUTh BHUMaHUE Ha TO, YTO CTafilU Pa3BUTHUS NMbUILHU-
Ka, UCMOIb3yeMbIE JIsl TOJy4YeHNs TaluIouAoB (CM. puc. 1, 2), y pa3nuyHbIX BET-
KOBBIX BUocnenuuyHbl. [IpnunHaMu BupoCIennpUIHOCTH SBISTFOTCSI pa3HbI
THI 00Pa30BAHMSI CTEHKH NBbUIBHUKA (Pa3JINYHOE YUCIIO €€ CJIOEB, UX IPOUCXOXK-
[ieHNe U T.[I.), @ OTCIOfla pa3HOE ee CTPOEHUE Y pPa3HbIX BUIOB HA OTHOM M TOM 3Ke
CTain! pa3BUTHS MbUILIEBOrO 3€pHA; pa3Hble THNHI ()OPMHPOBAHHUS (CYKIECCHB-
HBIil, CAMYJIbTaHHBI) U CTPOeHus (M300uIaTepalbHblil, TETPA3IpUYECKIil) TeT-
PanbI MEKpOCHOPp U T.1.

Cy1iecTByeT TeHHbII KOHTPOJIb, OOYCIOBIMBAIOIINN BHAOCTIEIM(PUIHOCTD
pa3Butus cnopogura u ramerodura. B moms3y 3TOro roBopsT 3KCHEpUMEH-
TaJlbHBbIE IAHHbIE O CIIOPO(MPUTHON AETepMHMHAIMKA — CIIOCOOHOCTH MHUKPOCHOP
B KYJIBTYpE in vitro K pa3BUTHUIO 110 ONpEfieIeHHOMY IyTH MopdgoreHesa.

MHOrouYnCIeHHBIMU UCCIIEJOBAHUSMI TOKa3aHa BO3MOXHOCTb W3MEHEHUs
Xofila (OpPMHUpPOBAHMS pACTEHHS] NyTeM pPa3JIUYHbIX BO3JEHCTBUIl, NMpPUYEM
a(peKkT BO3AENCTBUS 3aBUCHT OT CTAUN Pa3BUTUS T'€HEPATHUBHBIX CTPYKTYP
(mogpoGuee cM. [batwirun u fip., 1975; bateirun, 1986; bateiruna, 1987]). Hau-
0oJiee YyBCTBUTEJIBHON y OOJIBIIMHCTBA BUJIOB OKa3allach crajus meio3a. Ha-
MpUMEpP, B MBIJIBHUKAX PAcTEHUH MIIEHUIbI, OOJTYYEHHBIX PEHTIEHOM Ha 3TOM
CTajind, HaGII0faJIOCh PE3KOE CHIMKEHME MPOIIEHTa HOPMAaTbHOHN MbUTBIBI.

B cBsA31 ¢ TeM 4TO BO3HHKHOBEHHeE TalIonHoil ()a3bl NPH YepeoBaHuM NO-
Konenuii (cnopogur-rameropur—cnopodur) B XKN3HEHHOM LHUKJIE€ PACTEHHI
TaKXKe CBSI3aHO C MPOLECCOM Meli03a, ero H3yYeHHIo yaelsieTcsi 0co00e BHIMA-
HHe. BoifieneHbl KIitoueBble 3Talbl Me03a, B OTHOIIEHNN KOTOPBIX YCTaHOBJIEH
TE€HHBIN KOHTPOJIb; PACCMOTPEHbI PAHTM MENOTUYECKUX I'€HOB; BBISIBIIEH NPUH-
LUI “epapXuu AeUCTBUS TEHOB B Xofe Mero3a [["ony6oBckasi, 1985, 1994, 1997].
MHorue ecrecTBeHHblE aHOMAJIMM Pa3BUTHS TBLUIBLEBBIX 3€PEH, COINIacHO
W.H. 'ony6oBckoit [1985], mpencTaBisitoT co60il (pukcupoBaHHbBIE MeHOTHYEC-
Kue MyTalun (Mefd-MyTalun), TpOosIBISIOLIUECS B 9KCIIEPUMEHTE B BUJE (PeHOKO-
nuil. DTH UCCIIeJOBaHUS AETAlOT BO3MOXKHBIMU PETYIISALNIO XapaKTepa MATO3a B
MHUKpOCTIOpe, TPUBOJSILET0 K 0Opa30BaHUIO MYXKCKOI'0 rameToduTa (IBYy- WIH
TPEXKJIETOYHOTO MBIJIBIEBOTO 3€pHA), @ TaK>Ke IKCIEPUMEHTAIBHOE MOJTyUYEeHNE
MHOX€ECTBa aHOMAJILHBIX CTPYKTYP.

Y abTpacTpyKTypHbIE U OMOXMMUYECKHE JAHHbIE CBUJIETENLCTBYIOT 00 UCKITIO-
YUTEJIbHON WHTEHCH(PUKALMH IHEPreTHYECKHUX IPOIECCOB B MHUKPOCIOPOLUTAX
nepey MeH030M, YTO, BEPOSATHO, HEOOXOIUMO JIJIs1 OCYILIECTBIIEHUS €T0 JIBYX OBICT-
PO clenyroumx Apyr 3a Apyrom fAeneHuit [Pe3nnkona, 1984]. B Hux npoucxopar
3HAYNTENIbHbIE N3MEHEHNs] 00beMa sfiep, AuddepeHnuanys IacTui 1 MUTOXOH-
Apuil, BOCCTaHOBIIEHUE MOMyNsauuu pudbocoM. B ornuume ot mpodassl MUTO32a B
npodase Meiio3a cuntesupytorcs PHK n 6enku, HeoOXoanMble Kak AJs MPOX0XK-
JIeHUsl caMoro Meno3a, Tak W JiJIsl pa3BUTUSI MHUKpocnop. BeposTHo, GMocuHTE3
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6eJika B MUKPOCIIOpax Ha PaHHUX CTAAUSX Pa3BUTHS 00eCIeYNBaeTCs IIIaBHBIM 00-
pa3oMm pubocoMaMu, oOpasyroluMICId B MUKPOCIOPOLUTAX B NEPHOA MO3HEH
npodasbl MepBoro jieJeHus: Meiio3a. Bece aTo obecneunBaeT HOpMalbHOE MOCT-
MefioTndeckoe hopMupoBanue MuKpocnop. JIroObie Hapymenust Mopgogu3noio-
rHYecKNX KOppeJssiuuil B pa3BHTHH KAK CTEHKH NbUILHUKA, TAK H CAMHX MHKPOCIIO-
POLMTOB HA 3TUX 3TANAX MOTYT MPUBECTU K AHOMAJIHHOMY Pa3BHTHIO MUKPOCIIOP
WM mpexkpaiuieHnio pa3Butusa. Takoil a¢dekT HabmrofgaeTcs, B YaCTHOCTH, MPH
pa3HbBIX THUMaX MYXCKOW crepuiabHOCTH (cM. [barteirmna, 1974; CumoHEHKO,
1994]). Takum oopa3om, Meiio3, a BO3MOKHO, H G0jiee paHHHE CTAUH PAa3BUTHS
NBUIBHAKA SBJISIOTCA KPUTHIECKUMH CTAMsIMH, BO3[eICTBYS HA KOTOPble KAKNM-
1160 ¢akTopoM, B TOM YHCIIE YEPE3 COCTAB CPE/bl, MOXKHO H3MEHSATH leTepPMHHA-
IO alIbHeNlIero pa3BuTHs CHOPOTeHHON TKAHM.

BrisiBieHne KpUTHYECKOH CTaiuu Pa3BUTHUS TalJIOUHON KIIETKY NbUIHHUKA,
ONTUMAJILHOM ISl MEepeKIIIoYeHus: MopgoreHe3a ¢ raMeTo(pUTHON MPOrpaMMBbI
Ha ajJbTePHATUBHYIO CIOPO(UTHYIO MPOTPAMMY in Vitro — OAWH U3 OCHOBHBIX
(hpakTOpPOB, ONPENENSIONINX YCIeX KyJIbTUBUPOBAHNS U MONYYEHUE aHAPOKIIUH-
HBIX TalUIOUJIHBIX pereHepaHToB. COINIAaCHO COBPEMEHHBIM IPEJCTABICHUSM,
pa3BUTHE FeHEPATUBHBIX CTPYKTYP BKIIIOYAET PSAA KPUTUUECKUX IEPUOJIOB U CTa-
IWii, XapaKTePU3YIOMIUXCSA TEM, UTO B 9TH BpEMEHHBIE TPOMEKYTKH MPOUCXOJST
CTyNIEeHYaThble NMPONECCh] IETEPMUHALINY U NEPEKIIOUYEHUs POrpaMM pa3BUTHS
[Batygina, 2002; Batygina, Vasilyeva, 2003]. B pa3BuTuu nblIbHUKA BBIIEIEHBI
TPU KPUTHYECKUX NIEPUOfia — IPEMEROTUYECKUI, MEHOTUYECKUT, IOCTMENOTHYE-
CKMi1, KaXKAbI M3 KOTOPBIX BKJIOYAET ONpefesIeHHble KPUTHYECKUE CTauu
(puc. 5). I3yueHue feiicTBUS BCEro KoMIuIeKca (paKTOPOB Ha KYJIbTUBAPYEMbIE
NBITBHUKY BO BPEMsI pa3iInYHbIX KPUTHUYECKUX CTAMi Pa3BUTHS MO3BOJINT BbI-
SIBUTh KaK MOP(OreHeTHYECKNEe MOTEHIIMU Pa3IMYHbIX KJIE€TOK NbIJIbHUKA, TaK U
TPUTTEPHI Pa3INYHbIX MyTell MOpgoreHes3a, Mo KOTOPHIM MONJET UX pa3BUTHE
(aMOpuouioreHes3, OpraHoreHes, FTHCTOreHes3 — puc. 6).

IMOpHoNI0Tene3, HECOMHEHHO, sIBsIeTcs 0oJiee 3P (PeKTHBHBIM H BBITOHBIM
NMyTeM NOJIyYeHHs FaljIou/ioB MO CPABHEHHIO C TeMMOPH30TeHe30M, NOCKOJIbKY He
CBSI3aH C IPOXOKAEHNEM CIOXKHOTO U MHOTOCTYIIEHYATOT O Npoliecca 00pa3oBaHUs
TeHEeTUYEeCKH HEOHOPOJHOTO Kaijyca W He TpeOyeT TPYAOeMKOH Hpoueaypbl
MHOTOKPAaTHBIX MEepecajok Ha cpefibl pasHoro cocraBa. OfHAKO HE MCKIIOYEHO,
4yTO A Oonee 3(pheKTUBHOTO MONYYEHHUsT PETeHEPAHTOB ClIeyeT couyeTaTh 00a
NyTH, T.€. CHaYaJla 13 MUKPOCHOPHI WU KJIETOK MbUIBIIEBOr0 3€pHa NOJIyYaTh Kaj-
Jyc, a 3aTeM BbI3bIBaTh 00pa30BaHUE HA HEM MAacCOBOTO KOJINYECTBA MEPBUYHBIX
U BTOpUyHbIX aMOpuonsos [lllampos u fip., 1988; Kynapos u ap., 1988; Kudarov
et al., 1992; Shamrov et al., 1992].

AHanu3 OpUrMHAIBHBIX U INTEPATYPHBIX TaHHBIX OKAa3bIBAET, YTO AJISI MO-
Jly4eHHsI TalJIONI0B B KyJbType NbLIGHUKOB N Vitro MOXHO HCIOJIb30BaTh cie-
AyIole BO3MOKHbIE MYyTH.

I. Ilonyyenne ramjou0oB W3 eCTECTBEHHBIX aHoOMammil (cM. puc. 2, /).
B nbuibHEKE IBETKOBBIX pacTeHMIl Bcerfia MPUCYTCTBYIOT pa3IMyHble aHOMAaTNK
B pa3BUTUN MUKPOCHOPOLIMTOB, MUKPOCHIOP M MBIIBLEBBIX 3epeH. X xapakTep,
KOJIMYECTBO M BpEMsI IPOSIBJICHUS] T€HETUYECKU JIETEPMUHIPOBAHbI U BUOCIIE-
(UYLl AHOMAJIUU MOTYT MPOSIBIATHCS B HAPYILIEHUH MOJISPHOCTH MHUKPO-
CIOp M NBIIBLIEBOTO 3€pHA, XapakTepa MUTO3a (paBHbI BMECTO HEPABHOTO, WIH
mudepeHIupPYIONIEro), OpUeHTal NbIIBLEBOrO 3€pHA IO OTHOWICHHWIO K
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Puc. 5. PazBuTue nbinbHUKa 371aKOB

A — apxecrnopuil (archesporium); C — Kamnosa
(callose); EN — snporenuil (endothecium); EP — anugepmuc
(epidermis); GC — reHepaTuBHas KiieTka (generative cell);
ML — cpepnmii cnoit (middle layer); Ms — mukpocnopa
(microspore); O — opbukyna (orbicule); PT — napueTanabHast
TKaHb (parietal tissue); SP — ciepmuii (sperm cell); ST — cro-
poreHHas TKaHb (Sporogenous tissue); TP — TaneTyM (tape-
tum); V — Bakyoas (vacuole); VC — BereraTHBHas KJeTKa
(vegetative cell); VN — siipo BereTaTUBHOU KIIETKH (vegeta-
tive nucleus) (mo [Batygina, Vasilyeva, 2003])

CTeHKe THe3J|a MbUTbHNKA, 00pa30BaHUN MHOTO-
SIIEPHBIX WJIA MHOTOKJIETOUYHBIX CTPYKTYp pas-
HOM IUIOWTHOCTH, M3MEHEHWHW CeKCyaTu3alin
MBUTBIEBOTO 3epHa (0O6pa3oBaHWs B HEM 3apo-
ABIIIeBOro Melka — cM. [barteirmuaa, 19946])
U T.II

115t 31aKoOB, HapUMEp, XapaKTePHO CHEIH-
¢rueckoe OIHOCIONHOE PACHONIOKEHNEe MUK-
pOCHOp ¥ MBUIBIBI B THE3/[e NHIILHUKA, OPUEH-
THPOBAHHBIX TOPaMU B CTOPOHY TameTyma. Ha
CTausIX pacrajia TeTpaji Ha OTIeIbHbIe MAKPO-
cnopsl 1 auddepeHIranuy ThLUTBIEBOTO 3epHA
HapsAy C HOPMaJIbHBIMH OTYETIINBO BBISBIISIIOT-
csl aHOMAaJIbHbIE CTPYKTYPhI, KOTOpPBIE UYaCTO
pacmojararoTcs B IEHTPE NbIIBIEBOTO THE3/Ia 1
HE UMEIOT KOHTAaKTa CO CTEHKOM NbUTLHMKA. He-
KOTOpBIE U3 HUX B YCIOBUSX KYIbTYPHI in Vitro
HAUYMHAFOT aKTUBU3MPOBATHCS ¢ 0Opa30BaHUEM
rariouyioB.

Tak, pspom wuccaepoBanuii [J. Nitsch,
C. Nitsch, 1969; Maheshwari et al., 1982;
Ouyang, 1986; lllampos u ap., 1988] nogTBEepXK-
IIE€HO, YTO OMpeNieICHHBIN MPOIEHT raIlIONIOB Y
OTHETbHBIX BUJIOB IIBETKOBBIX PACTCHUI CBSI3aH
WMEHHO C ONpeNieIeHHBIM IIPOIIEHTOM aHOMAJTh-
HON “IBIIBIBI’, WMEIOIelics B NbIILHUKE.
B wactHOCTH, fleTaTbHO W3yYeHa 3aBUCHMOCTH
o6pa3oBaHNUs TalJIONOB y MIIEHUIBI OT CTANN
pa3BUTHS WHOKYJINPOBAHHBIX MBUIBHUKOB — Ha-
YHAS OT IPEMENOTHIECKO IO TPEXKIETOUHO-
r'o MBIIBIEBOTO 3epHAa. [ToKa3aHo, UTO B MBLIb-
HUKaX, BBICAXKEHHBIX Ha CTa UM 3peiIOd Tpex-
KJIETOYHOH NbLIbIEI (6onee 15000 1rT.), rammo-
UIbI pa3BUBAIOTCA TOJBKO W3 aHOMAJbHOM
nelblbl [Ouyang, 1986]. Takum oOpa3soM, wuc-
MOJTB3YsI MBITLHUKY 3J1aKOB HA YKa3aHHBIX CTa-
nusiX pa3BUTHs (6€3 MOMOTHUTEIBHOTO BO3/IEH-
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Puc. 6. Bo3amoxHble myTn MopdoreHesa B KyJIbTYpe in Vitro TbUIBHIKOB IIBETKOBBIX pac-
TeHuil (cxema) (o [Batygina, 1984] ¢ usmenenusimm)

CTBHUSI, HE CUMTAs! IOCAAKY B KYJIBTYPY i1 Vitro), 3KCIepPUMEHTATOP MOJIy4yaeT Tram-
JIOUJHbIEC PACTEHUSI, BEPOSITHEE BCETO, M3 aHOMAJIbHOM NbUIbLEIL. [logTBEepKIeHN-
€M 3TOrO SBISETCS TakXe W TOT (PakT, YTO OCTAJIbHbIE, HOPMAIbHbIE, MUKPO-
CIIOPBI U NMBUIBLEBBIE 3€pHA B KYJIbTUBHPYEMOM IbUIBLHUAKE Y OONBIINHCTBA BH-
OB OOBIYHO TUOHYT.

II. ITonyyeHne ranyioui0B U3 HCKYCCTBEHHO BBI3BAHHBIX aHOMAJM (puc. 2, 2A).
[laHHBI cI0COO COCTOUT B MHOKYJISIIUK NBIJILHUKOB, HA KOTOpbIE ObLJIO OKa3a-
HO BO3[CHCTBHE Pa3INYHBIMH (paKTOpaMH Ha PaHHUX CTAfiMAX Pa3BUTHS — IpS-
MO€ MM KOCBEHHOE, Yepe3 JOHOpHOE pacTeHue. O4eBUHO, B 3THX CIy4asiX MPo-
UCXOIWT HapyUIeHHE AECTEPMHHALMN HOPMAJIBHOTO XOfla MHKPOCIIOpPOreHe3a H
00pa30BaHMs NbLIbLbI, B PE3YyJIbTaTe — CYLIECTBEHHOE YBEIMYEHHUE NPOIECHTA
Pa3IMYHBIX AaHOMAJIHNI Pa3BUTHS.

JJ1s1 mosrydeHust aHoMasuil U3 ICXOHO HOPMAJIBHOY CHOPOT€HHON TKaHU MO-
I'YT OBITH UCHOJIB30BaHbI TaKue (PaKTOphl, KAK TeMIlepaTypa, OMOJIOTUIECKU aK-
THUBHBIE BEIIECTBA, MATHUTHBIE OIS, 00ny4ueHne u T.1. Tak, Bo3aeiicreue He-na-
3epOM WM KOHIEHTPUPOBAHHBIM HUMIYJILCHBIM O€JBbIM CBETOM Ha MbIIBHUKU
NIICHALBI B IIpolecce (POPMUPOBAHNUS MUKPOCIIOPBI IO3BOIIIIO YBEIUUUTD BbI-
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Xof ramiousioB. CXofHble pe3yiabTaThl ObLINM MOJNYYEHBb! IPHU BO3/EHCTBUM Ha
NBUTBHAKY HEKOTOPBIX PACTEHMI BHICOKON TeMIIepaTypoil.

JJist m3MeHeHNs! CIOPOMUTHON U raMeTO(UTHOM JleTePMUHAILIMNA BO3MOXKHBI
cleflyrolue BapuaHThl: 1) BO3JENCTBHE Ha JJOHOPHOE pacTEeHUEe B IIEJIOM, IpH
3TOM MEPHUOJ] BO3ACHCTBUS MOXKET OBbITh PA3IUYHBIM: KPATKOBPEMEHHBIM —
Ha OfINH U3 3TaloB Pa3BUTHUSl pacTeHMs (BBIXOJ B TPYOKy, cTeOjeBaHue U T.J.)
WM UIATENbHBIM (IPOJIOHTUPOBAHHBIM), UTO B 3HAYUTEILHOM CTENIEHU 3aBUCUT
OT (pakTOpa BO3AENUCTBHUS, a TaKXKe OT BUA pacTeHUs; 2) JOKaJIbHOE BO3/IECHCT-
BH€ — Ha COL[BETHE, NbILHNUK WJIM N30JIMPOBAaHHBIN CIOPOTeHHbIN KoMIuiekc. He-
3aBUCUMO OT croco0a BO3/IEICTBHUS BO BCEX CIy4asiX, BEPOSITHO, CHUMAaeTc fie-
TepPMHUHAIMS HOPMAJIBHOTO XOJla MHUKPOCHOpPOreHe3a U Pa3BUTHS NbUIBIEBOTO
3epHa. B pe3ynbraTe cnoporeHHasl TKaHb, flatonjas B HOpMe (T.€. B €CTEeCTBEH-
HBIX YCIIOBHSX) (pepTUIBHYIO (CHOCOOHYIO K OIUIOJOTBOPEHUIO) MbUIBIY, IPH
BO3JICHICTBIM CTAHOBUTCS ICTOYHUKOM aHOMAJbHBIX CTPYKTYP.

Knaccndukanus anomanuii feTalbHo He pa3padoTaHa, OHAKO 3aCIyKHBa-
eT CHenuaJIbHOr0 PAcCCMOTPEHHsI, TOCKOIBLKY HEKOTOPBIE U3 HUX, BO3MOXKHO, SB-
JAI0TCS MHMIMAIBHBIME KJIeTKaMH TFanjionoB, U UX XapaKkTep, BEPOsITHO, 00yc-
JIOBIIMBAET MyTh MOp(oreHesa, N0 KOTOPOMY HAET MX AaJIbHElIIee pa3BUTHE.

B cBsi31 ¢ OTCyTCTBHEM JleTaTbHbIX MCCIEOBAHMIA 1O BBISIBICHUIO MEXaHU3-
Ma 0Opa30BaHMs €CTECTBEHHBIX U MHAYIMPOBAHHBIX aHOMAJWi, a TaKXe M UX
kiaccudukaluil B HaCTosIIIee BpeMsi TPYIHO cKa3aTh, Ha KaKOW 3Tal Merno3a Iie-
snecooOpa3Hee BO3[ECTBOBATh, YTOOBI NMOJYYUTh MaKCHMaJIbHOE KOJIMYECTBO
ranjaoujoB. MI3BeCTHO, 4YTO y HEKOTOPBIX BUJIOB Pa3Hble I'PYNIbl FT€HOB O0YCIOB-
JIMBAIOT pa3ianyHble popMbl aHOManuit. OfHAKO JalbHENIINN XapaKkTep pa3Bu-
TUSI aHOMAJILHBIX CTPYKTYP (MHOTOSIIEPHBIX, MHOTOKJIETOUHBIX W JIp.) HESICEH,
MO3TOMY OCTaeTCs HEONpeAeJEHHbIM U MyTh MopgoreHe3a (3MOPUOMOTEHES
UM TeMMOPH30TreHe3 yepe3 Kallyc), T.e. NyTh BOCHPOU3BEAECHUS TallJIONHBIX
pacTeHui.

Hamm npepncrasienust o Meiio3e Kak ONTUMAJIbHON CTa M Pa3BUTHUS MbLIb-
HUKa, BO3/IEHICTBYS Ha KOTOPYIO MOKHO YBEJIMYNTH BBIXOJ FalJIOW/OB, B OIIpefie-
JIEHHOW CTEINEeHU COTJIacylOTCs C JTUTepaTypHbIMHU AaHHBIMU. [Toka3aHo, Hanpu-
Mep, 4YTO 4eM Ooliee paHHss CTaus pa3BUTHUS NbIJIbHUKA MIIEHUIbI OepeTcs s
WHOKYJISIUH, TEM BbIIIE MPOLEHT 0Opa30BaHUS B HEM aHOMAaJbHOW MbIIBLBI C
paBHBIM JIEJICHHEM W, CJIeloBaTeJIbHO, Bbixop raminounoB [Haploids in higher
plants..., 1986]. IIpu 3TOM "YacTOTa PaBHOTO JEJICHUS B MBLILLE i Vitro HAMHOTO
Ooubllle, YeM B TAKOBOH B €CTECTBEHHBIX YCIOBUSAX. KpoMe Toro, Kak yKa3bIBa-
eTcs B INTepaType, KYJIbTUBUPOBAHUE i1 Vitro BUIBHUKOB Ha CTa K MEN03a BbI-
3pIBaeT 00pa30BaHNE aHOMAJbHBIX MHOTOSIEPHBIX KIIETOK, T.€., IO-BUANMOMY,
U3MEHEHNE XapaKTepa Te4YeHMs Meio3a. 3aciy>KMBaeT BHUMaHUS U TOT (PakT,
YTO CYIIECTBYET 3aBHCUMOCTb MEXAY CTajuell pa3BUTHS NbIIBHNUKA, BBIXOIOM
Kajjyca 1 06pa30BaHUEM 3€JIEHBIX TallNIOUIOB.

I1I. ITonyyeHne ranmiouAOB M3 MUKPOCIIOP U NMBIIBLEBBIX 3epeH (puc. 2, 25).
B aTOoM cnydae nonydeHne ranjgioujoB CBSI3aHO CO CIOKHBIM ITporieccoM fudde-
peHIMalMy TaKuX BBICOKOCIENMANIU3UPOBAHHBIX KJIETOK, KaK MHKpPOCIOpa Ha
MO3/IHUX CTAJIusIX pa3BUTHS, BEereTaTHBHAs, F€HEPATUBHASl KJIETKH W TaMeTbl-
cnepmun. HaubGonee OmaronpusiTHON AJsl MHAYKUUHU TaIUIOMAOB B KYJbType
NBUTBHUKOB HEKOTOPBIX 371aKOB M IPEJCTAaBUTENIEN APYTUX CEMECTB [BETKOBBIX
oKazajach cTaams Mukpocnopbl [Narayanaswamy, George, 1982; I'opOyHoBa,
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Kpyrnosa, 1988, 1997; Shimada et al., 1995; Gonzales-Melendi et al., 1996;
Reynolds, Crawford, 1997; Palmer, Keller, 1997; Raghavan, 1997; Guo, Pulli, 2000;
Immonen, Robinson, 2000; Testillano et al., 2000; bateiruna, Kpyraosa, 2001;
Kpyrnosa, 2001; Kpyrnosa, batsiruna, 2002]. B To ke BpeMs Ji711 HEKOTOPBIX
3JIaKOB ¥ KPECTOIBETHBIX TAKOW CTaueN sIBUIIOCH ABYKJIeToYHOe [Narayanaswa-
my, George, 1982; Cartaposa, 1994; Ilic-Grubor et al., 1998; u ap.] unu Tpexkie-
TouHoe [Immonen, Antilla, 1998; u np.] nbLIBLIEBOE 3€PHO.

[Ipu mony4YeHUn rarionsioB U3 JIBY- WIM TPEXKIETOUYHOTO MBIILIEBOTO 3ep-
Ha B MX (POPMHUPOBAHNH MOTYT y4acTBOBATh TMOO BEreTaTHBHAS U TeHEPATUBHAS
KJIETKH OJHOBPEMEHHO, 00 OfHAa M3 HUX, MO0 TONBKO rameThl. OJHAKO BO
MHOT'OM 3TO MOKa JIUIIb TEOPETUUECKUE MTOCHUIKH, TOCKOJIBKY JleTallbHbIE MCCIIe-
JIOBaHUS MO TEHE3NUCY CTPYKTYP, 0Opa3yIoImuXxcsl B KYJIbType in vitro, OTCyTCTBY-
1oT. KpoMe Toro, mepBoe u faxe BTOpOE JIEJICHHE TeHEPATUBHOM KIIETKU WIIH
CIIepMUEB B ILUIBIIEBOM 3€pHE €llle He TOBOPUT O TOM, UTO UX IPOU3BOIHbBIE OY-
YT 00s13aTENIBLHO y4acTBOBAaTh B 0Opa30BaHUM TallJIOWIOB-pereHepanToB. Kaxk
M3BECTHO, BO3MOXHA UX 3JMMHHALMS Ha Pa3HbIX 9Talax Pa3BUTHS Tarjionfa.

J1st mosy4YeHus! TanjJoONgHBIX PACTEHUI U3 UCXOJHO HOPMATbHBIX MHKPO-
CIIOp ¥ TBIIBIEBBIX 3€pHA MOCIE BO3ICHCTBUS HA HUX Pa3lIMYHbIMU (paKTOpa-
MU HeoOXoiuMa pa3paboTKa cleuadIbHbIX METOIMK WX M30JSIUU U3 MbUTHLHY-
Ka, YTO JaeT BO3MOKHOCTbH MOJIYUEHUS TAIUNIOWIHBIX PACTEHUI “B YUCTOM BH-
ne”. OcoOeHHO LEHHOM sABisieTCsl pa3paboTKa MeTofla U30JSAINNA CIEPMUEB U3
3penoil nbbnbl. [Ipu nocajgke ke MUKPOCIOP M NbUTBIEBBIX 3€pPEH BMECTE C
TKaHSIMH MaTePUHCKOTO OpraHum3Ma (CTEHKON NBbUIbHUKA) HApsly C TaIluionf-
HBIMH MOTYT BO3HMKHYTh W HETaNJIONJHbIE PereHEePaHThl, YTO CO3JaeT JJONOJI-
HUTEINIbHBIE TPYTHOCTH.

[Mony4yeHune ranaonaoB TpeMsl YKa3aHHBIMHA BBIIIE MYTSIMH TPEACTABISIET CO-
0Oi1 CIIOXHBII MHOTOCTYNEHYATHIN MpOolecc M3MEHEHUs! AeTepPMUHAINU XOfa
pa3BUTHUSI MUKPOCIIOPHI U BUTBIIEBOTO 3€PHA, CBSA3aHHbIN C poueccaMu aenud-
depennuanyu u guddepeHnuanm.

BakHbIM HampaBieHHEM HUCCIEJOBAaHUI SIBIsETCS pa3paboTKa MeTogudec-
KHX ACHEKTOB HAEHTH(WKANMH CTATHH PA3BUTHS NBUILHAKA, HCIOJb3yeMOro
IJIsl OJTyYeHHs1 TalIonoB. BhIsiBlieHNe cTainy pa3BUTHS NbUILHUKA U XapaKTe-
PHUCTHKA COIep>KAIIMXCS B HEM MUKPOCIIOP 1 MBUTBIEBLIX 3epeH Nepey NHOKYJIS-
el OOBIYHO OCYIIECTBISIETCS alleTOKAPMUHOBBIM MeTofioM. OnHako oGHapy-
KATh 3THM YCKOPEHHBIM METOJOM MajbIil MPOUEHT aHOMAJWN, NPHUCYTCTBYIO-
IIUX B 001IIel Macce KIIETOK, TOBOJILHO CIOKHO. BMecTe ¢ TeM OTCyTCTBHUE CTPO-
roii, IMOPHOIOrNYEeCKN KOPPEKTHOM (C NCTIOIH30BAHUEM KITACCHUECKHUX [IUTOIM-
OpHMONOTNYECKUX METONK) HAEHTH(PHKANNA CTPOEHHs KJIETOK U CTauH X pas-
BHTHSI MOXET NPUBECTU K HETOYHOCTH BBIBOJIOB B OTHOLIECHUH IPOUCXOKICHHUS
ramiouioB. Tak, GONBIIMHCTBO aBTOPOB MOJIATAIOT, YTO MOAYUYAIOT FalIOUIbl U3
MCXOMHO HOPMAaJbHBIX MHKPOCIOP W TBUIBLBI (MOCHe BO3ACHCTBHS Ha HUX
B KYJbTYpE in Vitro), cChljlasch Ha pa3jNyHble MyTU OOpa30BaHUS TaIlNIOUIOB
(A, B, C, D) B OCHOBHOM TOJIBKO M3 HOPMaJIbHO pa3BMUBAOIIEIICS MbUIBIIBI.

B Hacrosiiee BpeMst KaX[blil 13 TPEX PACCMOTPEHHBIX TEOPETUIYECKH BO3-
MOKHBIX TyTEe# MOJYYEHUs TarIou0B MOJy4Yui NoATBepxkaeHune. OpHako, He-
CMOTpS Ha 9T JJaHHbIC, MHOTHE U3 MOCTABJIEHHBIX BOMPOCOB HE CHSTHI C MOBECT-
KU JIHSI, TPEOYIOT JIONOJHUTEILHBIX JJOKA3aTENICTB U CO3JJal0T ONpe/eieHHbIE
TPYAHOCTH B YIIPABJICHUH MPOIECCOM aHAPOKIINHUY,
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W3noxeHHbIE BBIIIE TeOpeTHYECKHe Pa3padoTKH B 00,1aCTH KyJIbTHUBHPOBA-
HHUs1 TeHEePATHBHBIX CTPYKTYP in vifro yXe HALLIH yCHelIHOe NpUMeHeHHe B
NPAKTHKE IeHeTHKO-CeJIeKIHOHHBIX pador. B 4YacTHOCTH, MX HCIIONb30BAHUE
MO3BOJIWIIO BBISIBUTH P KPUTUYECKUX IEPUOMIOB B Pa3BUTUH NBIJILHUKA HEKOTO-
PBIX CEIBCKOXO3AMCTBEHHBIX KYIbTYP, YCTAHOBUTH ONTUMAJIBHYIO CTAUIO MJIS
UHAYKIAU TAlJIOUINU U CO3[aTh BbICOKO3(P(PEKTUBHYIO CUCTEMY UX THPAXKUPO-
BaHUs NIOCPEJCTBOM OIIpefieNIeHHbIX yTedl MopdoreHe3a. Ha ocHoBe 3THX Teo-
peTHYecKHX pa3padoTok ceneknuoHepamu Poccun co3nan psiy HeHHBIX COPTOB U
JIMHUIA Pa3/IMYHBIX KYJIbTYpP, HallpuMep copTa stumensi — Payman, Paxar u buoc-1,
a TaKxke JeCATKH JUralJIONAHbIX AHIPOK/INHHBIX JIMHUI APOBOI MSTKOM NIeHN-
el (HWMM CX llentpanbHbIx pafioHoB HedepHo3eMHOI 30HBI, MHCTUTYT
ounonorun Y ¢pumckoro HII PAH, Bamxkupckuii rocygapcTBEHHBIN Nefjarornye-
CKHIl YHUBEPCHUTET), B TOM uuciae PoToc — MOAEIbHBIN OOBEKT sl U3y4YEHUs
MOP(OreHeTUYECKUX TIPOLECCOB, JeKalllUX B OCHOBE IIOJyYEHUs TralJIoOnfioB U3
NBIJIBHAKOB U NPOMJLIIOCTPUPOBAHHBIX B HACTOSIIIEM aTiace.



I'/IABA 2

MATEPHUAI N METO/bI
NCCIEJOBAHUA

OOBeKTaMy KCCIENOBAHUS SIBIIIUCH Pa3IMyHble cOpTa U T'MOPHUAbI SIPOBOM
MATKOM mueHuupl — Triticum aestivum L.: copra — Bamkupckasa 4, bamkup-
ckas 9, bamkupckas 24, [IlnamanT, Epmosckas 32, 2Kuanma, Mockosckas 35, Capa-
toBckas 29, CaparoBckas 55, Cum6upka, Ckana, Najach, Sonalika; ru6puasr —
I'u6pup 21, Jlnaus ®oroc, Jluang 35, JTuans 38.

B atnace paHHble IO yKa3aHHBIM BbIIIE COPTaM U TUOpHUAAM HMPHUBOASITCS B
3aBHCUMOCTH OT IIOCTABJICHHON Lieu uccaenopanusi. Hangonee npegnoururesib-
HOI MOJeNbI0 1JIs1 H3y4eHHns1 MOp(orene3a NbIIbHUKA B €CTECTBEHHBIX YCJIOBH-
sIX ¥ B KYJbTYype in vitro ssujach Junaust Poroc; npu 3TOM B KadyecTBe KOHTPO-
51 OBLT WCHONB30BaH copT AMaMaHT — KilaccHIecKnil 00'eKT 3MOpHoIorniec-
KHX HCClIeloBaHuil A 31akoB. JInHug POTOC XapakTepu3yeTcs KaK BbICOKON
OT3bIBUMBOCTBHIO IIbUIBHUKOB Ha YCIIOBUSI KYJIbTUBUPOBAaHMUS, TaK U BbICOKOH Ya-
CTOTO 00pa30BaHusl PaCTCHUI-PEreHEPAHTOB. [laHHbIE IO TOPMOHAIBHOM pery-
IALUY IyTed MopgoreHesa in vifro MUKpOCHOPbI IPUBEAEHBI I OOJIBUIMHCTBA
HEPEeYNCICHHbIX COPTOB U I'MOPUAOB, NBUILHUKU KOTOPBIX 3HAUUTENBHO Pa3yiu-
YaIOTCS 110 COAEP>KaHUIO 9HAOT€HHBIX (PUTOITOPMOHOB (CM. IIaBy 6).

B paGoTe ObLM HCIOIB30BaHbl METOJ] KYJABTYPBI i1 Vitro IBIILHUKOB SIPOBOM
Mmsirkoit neHuns! [['op6yHosa, Kpyriosa, 1988], MopuuuupoBaHHblil ¢ yue-
TOM 3MOpHonorndeckux ganubix [bareiruna, Kpyrnosa, 2001; Kpyriosa, batel-
ruHa, 2002]; metoapl ceeToBoii [[Taymesa, 1988; Kamenuna u gp., 1992], Tpanc-
MUCCHOHHOII [MuponoB u ap., 1992] u ckanupyroweii [Titova, Batygina, 1996]
9JIEKTPOHHON MUKPOCKOIHUH; THCTOXUMHUUecKue MeTofbl [[IkeHceH, 1965]; me-
TOJl UMMYHO(epMeHTHOro aHanu3a [Kynosiposa u fip., 1986]; meTopn ¢enonoru-
yeckux HaOnropenuit [Kynepman, 1977].

CraTtuctrueckyo 00pabOTKy HOJNyUYEHHBIX PE3yJIbTaTOB BEJIH C IPUMEHEHH-
eM nporpammel Excel.



I'/TIABA 3

MOP®OI'EHE3 IIbUIbBHUKA ITINEHNIbI

$opMHpPOBAHNE THIYMHKH — €MHBINA MPOIECC PA3BUTHS CIOKHON MHTETPH-
POBAHHOM CUCTEMBI, BCE JIEMEHTHI KOTOPOI Pa3BUBAIOTCS CONPIKEHHO. Y IIIe-
HUIIBI copTa [lMamMaHT Ha paHHMUX CTAAMIX Pa3BUTHUS IBETKA 3aKIalbIBA€TCS OKO-
nouseTHUK. [lepBoil hopMupyeTcsl Hapy>KHasl IIBETKOBAsl 4Yellys, 3aTeéM BHYT-
PEHHsIs, ¥ IOYTH OJHOBPEMEHHO C MOCIEAHEN 3aKIIabIBAIOTC THIYNHKYI B HUXK-
HUX [[BETKaX KOJOCKOB (puc. 7). B BEpXHUX IBETKaX KOJIOCKA 3aJI0KEHUE THIYHU-
HOYHBIX OYrOPKOB HAa4YMHAETCS MO3[HEE, KOITla B ThIYMHKAX HIKHHUX KOJIOCKOB
MPOUCXOAUT MENO03.

Ha nepBpIX 3Tanax ThIYMHOYHBIA OYyTOPOK COCTOUT U3 MEPUCTEMATHIYECKUX
kJeToxk (puc. 8, 7). [1o Mepe pa3BuTus NpOUCXOANT ero fudpdepeHnuanus Ha Thl-
YUHOYHYIO HATh U NBIJIBHUK; IPH 3TOM NOCIEHUI TpHOoOpeTaeT YeThIpexiomna-
CTHOI BUJ BCIIEACTBUE (POPMUPOBAHMS B HEM THE3[] IbUIBHIKA (MUKPOCIIOPAHTH-
eB). 'He3[a nbIIbHIKA TONTApHO OO BEUHEHB] B TEKH, MEXKAY KOTOPBIMHA 00pa3y-
€TCs CIeIMANIN3NPOBAaHHAs TKAaHb — CBI3HUK C MPOBOMSAIINAM IYYKOM B IIEHTpE
(puc. 8, 2-8).

[IbInbHUK — cHenuaau3upoOBaHHAs TeHepaTHBHAs CTPYKTypa, OCHOBHad
(pyHKIIUSA KOTOPOI COCTOUT B (POPMHUPOBAHUN MY3KCKHX raMeT — ciepMueB. B ero
Pa3BUTHUH NPUHATO Pa3IMyaTh TPH NEPHUOAA: MPpeMeHoTHYeCKHi, MeloTHIeCKHi
U nocrmenornvyeckui [Pe3nukosa, 1984; Bateiruna, 1987]. B npemeitornueckuit
NEPUOJ] NBIJIBHAK XapaKTEPU3YETCS BBICOKO MUTOTHYECKON aKTUBHOCTBIO KJle-
TOK, (POPMUPOBAHUEM CTEHKHM MUKPOCIOPAHIMEB U CHOPOreHHO TKaHU. B meii-
OTUYECKUI NEPUOJ MPOUCXOAUT MEN03 B MUKPOCTIOPOLUTAX (MAaTEePUHCKUX KIIET-
Kax MUKpPOCIIOp) ¢ 0Opa3oBaHUEM TeTpajl TalNIONIHBIX MEKPOCIIOp, a TaKXe CIie-
[Aaanu3anysl KJIETOK CJIOEB CTEHKHU NBIJIbHIKA, CBSI3aHHAS C BBINIOJIHIEMbBIMU NMU
(pYHKIUSAMH B ITPOIECCE MEKPOCIOPO- M MEUKpOraMeTorenesa. B mocrmeriornye-
CKHIl Ilepuojf] ocyllecTBiseTcss (POPMUPOBAHUE NBLIBLEBOIO 3€pHA (MY>KCKOIO
rameTouTa), CONPOBOXKJArOIeecsd AECTPYKIMEH ONHUX CIOEB NbUILHNKA Ha
¢oHe npopoaKeHns (PYHKIMOHUPOBAHUS JPYIHX.

Paznuyaror copMuHpOBaHHYI0 CTEHKY rHe3[a NbLIBHMKA, XapaKTEePU3YHo-
ILI[YIOCS] ONPEAETIEHHBIM, TAKCOHOCIENU(PUIHBIM YHUCIOM CIOEB KIIETOK, U CTEHKY
rHe3/a 3pesioro NbIIBHAKA — B MOMEHT €T0 BckpbiBaHmd [bateirnua, Illampos,
1981; bareirnuaa, 1987].

IIpemeliomuyueckuii nepuod. B cyGanmepMaabHOM CII0€ MEPUCTEMBI KasKJI0-
o THe3/ja NbUIbHUKA AU pepeHIupyIOTCs KIETKU apXeCcIopusl, pacloI0XXeHHbIe
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Puc. 7. CtpoeHne KOI0OCKa MIIIEHUIIbI, COCTOSIIETO U3 8 BETKOB, HA PA3JIMYHBIX CTaIH-
SIX pa3BUTHS (KPYKKH — MECTOIIOJIOXKEHNE KIETOK OOKJIAKN — MePeNaTOIHBIX KIIETOK)
Ha NpofoJIbLHOM cpe3se (1o [barbiruna, 1987])
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B OIMH cJoil (puc. 8, 2—6). DTH KIETKHN B NMpOIecce pa3BUTHS IPETEPIEBAIOT aH-
TUKJIMHAJIbHbBIE [EJIEHNs], YTO BEleT K YBEJIUYEHUIO UX YUCIIA 110 JIUHE NbLIbHU-
ka. Kaxpasi kjeTka apxecnopus [eNHUTCs NEPHUKIUHAIBHO, OTAENsAs HapyXKy
KJIETKY IIapUETAJIBHOTO CNIOs, a K LIEHTPY THe3/1a IbUIBHUKA — CHOPOT€HHYIO KIIeT-
Ky (puc. 8, 5). IlapannenbHo cO CTOPOHBI CBA3HUKA KJIETKH €r0 MEPUCTEMBI TaK-
Ke [udepeHnupyoTcs B IapueTanbHblil c10ii. B pe3ynbTaTe BOKpYr ClIOporeH-
HOI1 TKaH! (pOpMUPYETCS KOJNBLIO TIApUETATIbHON TKaH!, IMEIOIIE JBOMHOE NpOo-
ucxoxpenue. KneTku napueTanbHOro cjaosd TaKXKe J[EJSATCs NEPUKIMHAIBHO,
¢popMupyst 1Ba cos: HapyXKHbIH, KOTOPBI B IIpoliecce pa3BUTHUs Ipeodpasyercs
B 9HJIOTELUN, U BHYTpeHHUI. KieTku nocnegHero B CBOX O4epeb NpeTepresa-
IOT €lle OIHO NEPHUKJIMHAJIBHOE JEJIEHUE, OTHENSAsl CPeHUHl CIOH U TameTym
(puc. 8, 7, 8). KneTku ucXofHOro TsKa CHOPOT€HHON TKaHU K 3TOMY MOMEHTY Jie-
JSTCS ¢ 00pa30BaHUEM HECKOJIBKHX TKEH.

Takum 00pa3oM, cTeHKA rHe3/a NbUILHAKA MIIEeHANbI copTa [InamanT xapak-
Tepu3yeTcsl HeHTPOCTPEMUTE/IbHBIM THIIOM Pa3BHTHs (TAllETyM OTAENSIETCs IO-
CIIEJHUM U SIBJISICTCS IPOU3BOAHBIM HapHeTanabHOro cios). Cdopmuposannas
CTEHKA NMBUIbHAKA COCTOMT U3 YeThIpex c10eB (IK30Teuuii, IJHAOTEN, cCpeTHMil
CJIOH U TaneTyM — puc. 8, §), KJIeTKU KOTOPBIX 10 CBOMM XapaKTEpUCTHKAM OJIn3-
KU K MepucteMatuyeckuM. K MOMEHTY ee BO3HUKHOBEHHSI MUTO3bI B CIIOPOI€H-
HBIX KJIETKaX IOJHOCTBIO IPEKPAIAFOTCS.

Meiiomuyeckuii nepuod. B nponecce pa3BuTusi KJIETKU CIOPOT€HHON TKaHU
MOCTENEHHO MPeoOpa3yroTcs B MUKpOCHOpouuThl (puc. 8, 9-11). [lna uccneno-
BAaHHOTO COpTa IIIEHUIbl, KaK U [JIs BCEX 3JIaKOB, XapaKTEpHO CBOeOOpa3HOe
OJHOCJIOHHOE (B BHJIe KOJIbIA) PACIOIOXEHNEe MUKPOCIOPOLUTOB, a B JalbHEl-
1IeM TeTpaji MEKPOCIOP, MUKPOCIOP U NBIIBLEBLIX 3€PEH, B FHE3/le IbLIBHUKA;
IIPU 3TOM JI KaXKA0TO BUJa KOJIUYECTBO MUKPOCIOPOLUTOB B THE3/I€ TAKCOHO-
cnenucpuyno [Pomanos, 1966, 1970a, 6].

Meito3 nmpoTekaeT oObIYHBIM O00pa3oM: ¢ ero HadaioM (paHHss npodasa |
MENOTUYECKOrO eJIeHNs]) HA BHYTPEHHUX CTEHKaX MUKPOCIOPOLUTOB, IIpuobpe-
TarOIIUX KJIMHOBUIHYIO (DOPMY, OTKJIAIbIBAIOTCS XapaKTEePHBIE [IJIS 3J1aKOB KaJl-
JI03HbIE TpeOHM, OOpallleHHbIE B TOJIOCTh THE3/la MbuIbHUKA. B pesynpraTe I u 11
AeJNeHuil Mefio3a MOcIefoBaTeNbHO (DOPMUPYIOTCA AMAAbl U TETpafbl MHUKpPO-
crnop (cyKieccuBHbI THII 00pa3oBaHus TeTpaj — puc. 9, /-8). UeTslpe rannous-
HbIE KJIETKU TeTPajbl H300UIaTEPaIbHOTO THIIA PACIIONOXEHbBI B OTHOH IIIOCKO-
CTH TaKUM 00pa3oM, UTO Kaxjas U3 MUKPOCIIOp, a B AalbHEHIIeM 00pa3yrony-
€Csl U3 HUX NBbLIbIEBbIE 3€PHA, IPUJIEraloT K TaleTaJIbHOMY CI0X0. B OTenbHbIX
CllydasiX B IEHTpPe rHe3/a NbLJIbHIKA HHOTJIa BCTPEYa0TCs. MUKPOCIOPbI, HE KOH-
TaKTHUpYIOIIUE ¢ TaneTyMoM. [lanbHeias cygp0a TaKuX MEKPOCIIOP HESICHA.

Bo Bpems Meiio3a NPOUCXOAAT 3HAUUTENIbHbIE U3MEHEHUS B KJIETKAaX CIIOEB
CTEHKHM IblNbHMKA. KileTKM 3K30Tenust U 3HAOTELUsI CTAHOBATCS BaKyOJIU3UPO-
BaHHbIMHU. Ha Hapy>XHBIX 000/lOYKaxX KJIETOK 3K30TElUsl HAUMHAETCS OTJIOXKE-
HHe KyTHUKYJbl. KieTku cpeiHero ciios, a Tak>Ke UX sifjpa U SiiPBIIIKYA CUIIBHO Y-
JUHSIOTCA U yIUIomaoTcsd. TaneTyM npuoOpeTaeT NIpU3HAKU CTPOEHHUS, Xapak-
TEpHBIE JIJIs1 TalleTyMa CEKPETOPHOIO THIA: HAOJIOfaeTcsd 3HAUUTENbHBINA POCT
€ro KJIETOK, YBEJINUEHNUE YHCla UX AepP, KOTOPble CTAHOBSITCS. KPYIHBIMU U CO-
AepxkaT HeCKOJbKO AApbIIeK (puc. 8, 9—12).

Ilocmmeiiomuyueckuii nepuod. B nauane storo nepuoga NpoUCXOAUT “‘pac-
TBOpEHME” KaJJIO3HON OOOJOYKM BOKPYI TETpaj MHUKpOCHOp (B pe3yabTaTe
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10 Mkv
—

Puc. 8. IlocnepgoBarenbHble cTagud (POPMUPOBAHUS NBUIBHAKA MIICHAIBI COpTa
NMuamaHT

1-8 — npemeiiotnyecknii nepuof; 9-12 — mefioTnyeckuii nepuox; /3—18 — nocTMenoTHYECKHIA
nepuoyp, (no [bareiruna, 1987] c usmeHneHusiMn)

OO BsICHEHUS CM. TEKCT
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Puc. 8 (okonuanne)

(pepMeHTATHBHOTO THPONN3A IO ICUCTBUEM KallJIa3bl) U UX pacrnaj Ha OTHeIb-
Hble MuKpocnopsl. [locie aToro Mukpocnopa BcTynaeT B JJIMTEIbHBINA (O He-
CKOJIBKMX JHEl) nHTep(a3Hblil MEPUO], B TeUEHNE KOTOPOTO €€ pa3Mephbl CHIIb-
HO YBEJIMYUBAIOTCA. SIApO TaKoOil MUKPOCIOPHI OOBIYHO COAEPKUT HECKOIBKO
SIAPBIIIEK ¥ PACHOJIOXKEHO B UEHTpE KIIETKHU, €e NUTOIuIa3Ma cliaboBaKyoIn3u-
poBaHa (cTagus cIadoBaKyOJIM3HPOBAHHON MHUKpocnopsl — puc. 9, 8, 9; 10, [).
B xope aT0#l cTagum NPOUCXONUT MOCTENEHHOE yCUICHNE CTENEHN BaKyOlIn3alun
MHUKpOCIIOPbl W YBEJNIWYEHHE Pa3MEPOB BaKyoJell. V3MeHeHusi BO BHYTpEHHEMH
CTPYKTYPE CONPSKEHBI C YCIOKHEHUEM CTPOESHMST 000I0UKI MUKPOCIIOPBI — 00pa-
30BaHMEM 3K3MHbI, HHTHHBI, a Tak:Ke OyAylledl Mopbl NMPOpPACTaHUS MbUIbLEBOM
TPYOKH — ONEpKylyMmMa, (POPMHUPYIOLIETOCS B OONACTH KOHTaKTa C TaleTyMOM
(puc. 9, 10, 11; 10, 2). B pe3ynbTaTe Ha 3TOi CTajiil Pa3BUTUSI MUKPOCIIOpa Xapak-
TEPHU3YETCS CTAHOBJICHHUEM JIBYX MOJFOCOB — HAPY>KHOT'O, 0OpalieHHOTO TOPO K Ta-
NETYMY, ¥ BHYyTPEHHETO, HAIIPaBJIEHHOI'O B MOJIOCTh THE3/a NbIIbHUKA (puc. 8, 13).

B xonue nHTEepa3bl MeJIKKME BaKyolld B HUTOIIa3Me MUKPOCIOPHI CIUBA-
FOTCSI B OJIHY KPYIIHYIO BaKyoOllb, a €€ SIIpO (BCIEACTBUE €r0 HANPaBIESHHOTO JBU-
>KEHHS B IPUCTEHHOM CJIO€ IMTOIUIA3Mbl) IEpeMeNIaeTcsl Ha CTOPOHY, IPOTHUBO-
MOJIOXKHYIO TTOpe IMpopacTaHus (CTagus CHIHLHOBAKYOJIH3HPOBAHHON MHKPOCHO-
pbl. MuUKpocnopa npuodperaer 4eTKO BbIpakeHHOE MOJISIPHOE CTPOEHHe, Mpo-
SIBJISIFOIIEECS] HE TONBKO BO BHEIIHEM, HO U BO BHYTPEHHEM CTPOEHUU: OIpefie-
JIEHHOM TIOJIOXKEHUH BaKyOJIH — CO CTOPOHBI HAPY>KHOTO MOIOCA, OOPaLEeHHOTO
K TaeTyMy, 1 siipa — CO CTOPOHBI BHYTPEHHETO MOJI0CA, CYyIPOTUBHO MOPE MPO-
pacranus (puc. 8, 14; 9, 12; 10, 3, 4). 10 oTpaxKaeTcs U B 3aKOHOMEPHOM pac-
MpefieIEeHN B MUKPOCIOPE IUTOIJIAa3Mbl €€ OpraHesul u BKiIroueHuil. [lomsp-
HOCTb MHUKPOCIOPBI OOYCJIOBJIEHA LIENBbIM KOMIUIEKCOM (PaKTOPOB, B NEPBYIO
odepenb ee IMOJOXKEHUEM 10 OTHOLICHHIO K TKaHSIM CTEHKH NbUILHUKA U CO3Jia-
Ba€MbIM VMU FPaIu€HTOM NMUTATEIbHBIX BEIIECTB.

Crnenyronjas ctagus — cragus )opMHPOBaHUS ABYKJIETOYHOIO NbLIBLEBOT0
3epHa — HAUMHAETCSI C MUTOTAYECKOTO JIEJIEHNS MONSIPHOI, CHIIBHOBAKYOIN3UpPO-
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BaHHOHM MUKPOCIOPBI, MPUBOMISIIETO K BOSHUKHOBEHUIO CUCTEMBI U3 IBYX rarjio-
UJHBIX KJIETOK — FeHEpPaTUBHON 1 BEreTaTHBHON. BcrencTBue monspHOCTH MUK-
POCTIOPHI €€ IeNICHNE SIBISIETCS] ACHMMETPUYHBIM, HEPABHBIM 1 A depeHIupy-
IOIIMM: oOpasyloluecs reHepaTUBHAs M BereTaTUBHAs KIETKU OKa3bIBAIOTCA
pa3nuYHBIMU MO pa3MepaM, a TakKXkKe XapaKTepy UX JajbHEHIIero pa3BUTHS.
Tonbko yTO OOpa3oBaBIIasics, MEHbIIAs MO pa3MepaM T'eHepaTHBHAs KJeTKa
TECHO MpHiieraeT K 000J0YKe MbUIBLEBOrO 3€pHA CO CTOPOHBI, MPOTUBOJIEXKA-
el nope, 1 UMeeT B Npoduilb XapaKTEepHYIO JUH30BUAHYIO ¢dopMmy (puc. 9,
13-16; 10, 5-7).

DIeKTPOHHO-MUKPOCKONMYECKOE MCCIEeJOBaHNE TNpolecca AeIEeHUs MUKPO-
CIOpBI MOKAa3aJI0, YTO KJIETOYHAsl CTEHKa MEX/y BETr€TaTUBHON U FreHEepaTUBHOM
KJIETKaMH TIOYTH IIEJTMKOM COCTOUT M3 KallJIO3bl, KOTOPasi COXPaHIETCsl OYEHb
Hepodaro. Ilocie mcye3HOBEHMsT Kajjlo3bl TeHEpaTHBHAsSI KJETKa OKa3bIBaeTcd
OrpaHMYEHHON ABYMS IJIa3MajeMMaM#i — COOCTBEHHOM Ijla3MalieMMOi U Tas3-
MaJIEMMOW BET€TATUBHOM KJIeTKU. BHayane siipa BereTaTUBHON U F'€HEPaTUBHOI
KJIETOK He OTJIMYAloOTCsA APYT OT Apyra o pa3MepaMm, XOTd OObeM SfipblIIlKa B
Spe BEreTaTUBHON KJIETKM HECKONBbKO OoJbllle. B fmanbHeleM NpouCXORnuT
yBeJIM4eHne o0beMa sfApa BereTaTHUBHON KJIETKHU, COMPOBOXJaroleecs ee Mo-
CTENIEHHON JieBaKyoJu3anueil. 9To MpUBOAUT K BOSHUKHOBEHHIO CYIIIE€CTBEHHBIX
pa3nuunii B SAEPHO-TIIIa3MEHHOM OTHOIIEHUH IBYX KJIETOK: OCHOBHOI OOHEM Ie-
HEePaTUBHON KJIETKHU 3aHUMAET SIIPO, TOT7Ia KaK CIION €€ MUTOIIa3Mbl O4YeHb TOH-
KHil; HA060POT, GOJBIIYIO YaCTh BEr€ TATHBHOM KJIETKHU COCTABIISIET IIUTOILIAa3Ma.
I1Ipu aTOM reHepaTuBHas KJIETKA OTAEISETCS OT 000JT0UYKY MBIILIEBOTO 3¢pHA U
nepeMeIiaeTcs BHyTPh BET€TaTUBHOM KJIETKU, U3MEHSISI IPU 3TOM CBOIO (hOpMy
(puc. 9, 17-21; 10, 7-10).

Bo3uukimmit B mporiecce 3BOJIONUN HHTEpPecHelmmii peHOMEeH MocieioBa-
TEJIbHOT0 3aKOHOMEPHOT0 NBIKEHHsI SAPa BHYTPH MAKPOCIOPBI, a TAKXKe nepe-
MelleHHs] FTeHePATHBHOM KJIeTKH BHYTPH BereTaTHBHOI B NbUILIEBOM 3€pHe, He-
COMHEHHO, OOYCIIOBJIEH aKTHUBHBLIM METaOOJU3MOM 3TUX KJIETOK U CHUCTEMON
MEXKIIETOUHBIX B3aUMOJICHCTBHI, B IEPBYIO OUepeb C KIETKAMH OKPY>KAIOIIHX
TKaHell CTeHKHU NbuibHKKA [Bbateiruna, 1974, 1987; bateiruna, Kpyrinosa, 1994].

Tonbko moce ocylIecTBIEHUS Tana NepeMeleHus] TeHepaTUBHON KIIETKH
BHYTPb BEreTaTHBHON BO3MOXCEH MEpexof] K Cleayloliell CcTagun pa3sBUTHS
NBUIBIEBOr0 3epHa — MpoLeccy raMeTorenesa (cnepMmorene3a). MutoTnieckoe
JeJieHue TeHepaTUBHON KJIETKHM MPHUBOAUT K 0Opa30BaHUIO CHCTEMBI TpeXKJe-
TOYHOTO NMBUIBIEBOTO 3€PHA, COCTOSAIEH U3 BET€TaTUBHON KIIETKH U [IBYX CIEp-
MUEB, pacnoararomxcs B ee nutonnasme (puc. 8, 16; 9, 22-317). Kak u Berera-
THUBHAS KJIETKa, CIEPMUH OIPaHUYEHbBI ABYMS TIa3MalieMMaMi — COOCTBEHHOM 1
nJa3MajJeMMONl BEreTaTUBHON KJIETKU. XapaKTepHO, YTO CIEPMUHM, JIOKAJIN30-
BaHHBIE B IUTOIUIa3Me BETE€TaTUBHON KJIETKH, CBSI3aHbI JIPYT C APYTOM, a OJMH 13
HUX U C SAPOM BEreTaTUBHON KJIETKH, 00pa3ys TaK Ha3bIBAEMYIO MYXKCKYIO OII-
JofoTBOpstolIyto cuctemy (“male germ unit” [Russell, 1997]). C nayanom ciepmuo-
reHe3a COBNAJjaeT MHTEHCUBHOE OOpa30BaHME 3allacHbIX MUTATENbHBIX BELIECTB
B IMTOIJIa3Me€ BEreTaTUBHOHN KIETKHU, KOTOpasi K 3TOMY BPEMEHHU 3alOJIHSET
IIOYTH BECh €€ OOBEM.

B nocrmeifioTnyeckuii neproj 3K30TEUUN CTAHOBUTCS BbICOKOCIIEINANIN3H-
POBaHHOI MOKPOBHOM TKaHbIO. O00JI0YKHM €ro KIETOK yTOJIIA0TCS, CIION KyTH-
KYJIbI, MOKPBIBAIOIIUI MX C BHEIIHEN CTOPOHBI, yBennunBaeTcs. Ha craguu crna-
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60BaKyOJIN3UPOBAHHON MUKPOCIOPHI KJIETKH SHAOTENHUS] BHITATUBAIOTCS B TaH-
reTaqbHOM HalPaBJICHUU U COJIep3KaT KPYIHbIE Siipa, B HUX MOSIBIISIIOTCS IEPBhIe
npusHaku popMupoBaHus (puOPO3HBIX yTOJIEHU 000104ueK (puc. 8, 13), cra-
HOBSIIIMXCS eile Oojiee OTUYETAMBLIMU Ha CTaUM CUILHOBAKYOJIU3UPOBAHHOM
MUKpocnops! (puc. 8, /4). Ha craguu [ByKJIETOYHOIO HBLIBIEBOIO 3€pHA OT-
IeNbHbIE KIETKH CPETHETO CII0Sl HAUYMHAIOT MPOSIBISTH NPU3HAKY [eTeHepanu,
HO B [I€JIOM COXPAHSIIOT CBOIO >KM3HENIESITENIBHOCTh AOCTATOYHO fA0Jro. CunTaeT-
Ccsl, UTO TIEPBOHAYAILHO 3Ta TKaHb BBITIONHSAET (DYHKIUIO aKKYMYJISIUM 3amac-
HBIX BEIIECTB, a 3aTE€M TPAHCHOPTa ACHMMUIISITOB K TAlleTyMy M NBLIBLEBOMY
3epHy.

Oco6eHHOCTb pa3BUTHUSl TAalleTyMa BO BpeMs pacrnajia TeTpaj Ha MUKPOCIIO-
PbI — AECTPYKIUSI HEPBUYHON EIITIONIO3HON 0O0JI0UKHM ero KIETOK U 06pa3oBa-
HHEe BOKPYT HUX HOBOI, CIIOPONIOJUIEHHHOBOM, 0GO0JI0UKH, CBSI3AHHON C CEKpEIy-
ell CIOPOIOJNIEHHHA — OJJHOT'O U3 KOMIIOHEHTOB IIOCTPOCHUSI HAPYKHOM 0607104-
KM MUKPOCIHOPHI 1 MBIIBLEBOr0 3epHa (3K3MHBI) HA 6oJiee MO3MHUAX CTAIUsIX pas-
BuTHd [["abapaesa, 1994]. OgHOBpEeMEHHO ¢ 00pa30BaHNUEM CIIOPOIOJIIEHHHOBOM
000JI0YKM Ha BHYTPEHHUX U YaCTHYHO HA PaJMallbHBIX CTEHKAX KIJIETOK TameTy-
Ma OTMeyvaeTcs MOsIBJIEHne opOuKyn (puc. 8, 13), ciuyXalux, Mo-BUAUMOMY, IS
NPUKPEIUICHNSI K HEMY MEKPOCIIOP U TBUIBIEBBIX 3¢€PEH HA PAHHUX CTAJIUSIX pa3-
BuTHUsl. [ToMUMO BHYTpEeHHEH TaneTaabHON CIOPONOJUIEHHHOBOM MIICHKH (1eH-
KOM OKpY>Karollen Kaskayro KIEeTKY), I TaeTyMa TaksKe XapaKTepHO HaIndue
HaApY>XHOM, NEepUTaNeTaTLHON CHOPONOIITIEHUHOBOH, TNIEHKH, OrpaHNYNBAIOIICH
BCE €T0 KIIETKU CO CTOPOHBI CpeHeTro cinosl. PYHKIUN TaneTalnbHON U TIepuTane-
TaJbHON IIEHOK OKOHYATEbHO He BhIsICHEHBI. [lomararor, yTo nepBasi obecre-
YMBaeT KOHTAKT MbUIBLIEBBIX 3€PEH C TANeTYMOM (B pe3yibTare “npuiunaHus’
UIMIAKOB 3K3MHBI K IIMIUKaM OpOWKYJ) M UX OJHOCIONHOE PacCIoJOXKeHHE B
rHE3/le, BTOpasi — BBICTHJIAET THE3/I0 NMBUIbHUKA, CO3/1aBasi CBOEOOPa3HbIN Me-
IIOK, B KOTOPOM COXPAaHSFOTCSl M PA3BUBAIOTCSI MUKPOCIOPHI U BUIBIEBBIE 3€P-
Ha [Heslop-Harrison, Dickinson, 1969; Pomanos, 1970a; Oroponnukosa, 1994].

MakcuMyM aKTHBHOCTH TaleTyMa, CBSI3aHHOH C ceKpenueil HeoOXOAMMBIX
nist GOPMUPOBAHUS MBUIBIEBOTO 3epHA META0OINTOB, IPUXOANTCS HA CTAIUIO
cn1aboBaKyoJM3UPOBaHHON MUKpocniopbl. K aToMy BpeMmeHu 3aBepiaercs Gop-
MHUPOBaHME CIIOPOIMOJNICHHHOBOH 000JIOUKHI BOKPYT €ro KJIETOK, KOTOPhIE MPO-
JOJKAIOT OCTAaBAaThCS B TECHOM KOHTaKTE C MbUILLEBLIMU 3€pHAMH MOYTH O
CTaIuU UX 3peJIOCTU. JIUIIbL Ha caMbIX MO3THUX CTagusIX pa3putus (puc. 8, 15, 16)
MPOUCXOANT pa3pylIeHUE KIETOK TaleTyMa U OTTOPKEHNE NbUTbIEBBIX 3€PEH OT

-
Puc. 10. OcHoBHBIE (pa3bl pa3BUTHS NHUIBIEBOrO 3€PHA MIIEHUIBI (110 HAOIIOAEeHUSIM Ha
knuBOM Matepuaie) (nmo [Pomanos, 19706], Open, opur. JaHHbIE)

1 — MuKpocnopa ¢ HeBaKyOJM3UPOBAHHON LUTOIUIa3MOM; 2 — Havyano (pa3bl BaKyOIH3aLIH:
00pa3oBaHNEe METIKHX BaKyOllel; 3, 4 — KoHel (pa3bl BAKYONN3AIUN: PO PACIOIOXKEHO Y BHYTPEH-
HEro KOHL]Aa MHUKPOCIIOpBI, @ BaKyollb — y BHEIIHEro; MHKPOCIOpa B KOHIE (ha3bl pocTa; SApo
HaXOJUTCS y BHYTPEHHEr0 KOHI[A NbUIBLEBOro 3epHa, IIPOTUB NOPbI; 5, 7 — MbIIBIEBOE 3€6PHO Cpa-
3y IocJIe 3aBepIIeHns IEPBOT0 MUTO3a: SI[PO BET€TaTHBHON KJIIETKU B CBOEM IIEPBOHAYAILHOM II0-
JIO3KCHUH OKOJIO TeHEPATHBHOI KIIETKH; 6 — KaJjllo3a B CTeHKE FeHePaTUBHOMN KIETKH (IIOf] yIbTpa-
(puoNEeTOBBIM CBETOM); 8§ — KOHell (pa3bl ABMKEHUS Aipa BETeTaTUBHON KIIETKHU, PACIONIOKEHHOTO
0KoJ10 nopsl; 9, /0 — KoHel, ¢a3bl [BUXKEHNUS T€HEPAaTUBHON KJIETKHU, HAXOMSIIENHCS B KOHTAKTe
C SIAPOM BETeTaTHBHOI KJIETKH: B IUTOIUIa3ME BEreTaTHBHON KJIETKH — KpaxMallbHbIE 3€pHa.
Ha Bcex ¢poTorpagusix xopouio BuHa nopa ¢ onepkyiaymom. O603HadyeHus CM. Ha puc. 9
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Puc. 11. ITocnenoBaTenbHbIe cTauu (hOPMUPOBAHNS MBUTLHAKA MINEHUIBI THHIA POoTOC
1—4 — npemeiioTnyeckuil nepuop; 5—6 — mMeforuyeckuil nepuop; 7—/0 — mocTMeRoTUYEeCKUI
nepuof]. OO BSICHEHHST CM. TEKCT
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Puc. 11 (oxkonuanne)

€ro MOBEPXHOCTU, KOTOPOMY, IO-BUAUMOMY, TaKXKe CIIOCOOCTBYIOT OpPOMKYJIbI
[Heslop-Harrison, Dickinson, 1969; Oropomgaunkosa, 1994]. OnnoBpemeHHOE 00-
pa3oBaHKE CIIOPOIOJNIEHUHOBOH OOOJIOUKH ¢ OPOMKYJIaMHi BOKPYI TaleTyma u
3K3HMHbI Y MUKPOCIIOP, a TaK¥Ke UJCHTUYHOCTb UX XMUMUUYECKOH NPUPOAbI SBIIS-
IOTCSl TNIPUMEPOM COIPSKEHHOI'O pa3BUTHUSL CTEHKM NbUIBHHMKA, CIOPOTE€HHBIX
CTPYKTYP U IBLIBLEBbIX 3€PEH.

3penoe npLIBLEBOE 3€PHO, TOTOBOE K IIPOLECCaM OIIbIJIEHUS U OIJIOfOTBO-
pEeHUsl, TPEXKIeTOYHOe, COCTOUT U3 KPYIIHON BEreTaTUBHON KJIETKHU, UTOIJIA3-
Ma KOTOpPOIi COEeP>KUT OOJIbILIOE KOJIMYECTBO Kpaxmaa u spo JoNnacTHOH (op-
MBI, U JIBYX CEpIIOBUAHBIX KJeTOK-crepmuen (puc. 9, 32-34). Crenka 3peoro
NBUIBHAKA NPEJCTABICHA CJIOSMH 3K30Telusi, SHAOTeNnus], AereHepupyoInMu
OCTATKaMM CpPeIHero cJiosi u Taneryma (puc. 8, /7, 18). k3oTenuil CUIbHO KyTH-
HU3WPOBAH C MOBEPXHOCTH. JHIOTEIWI COAEPXKUT (PUOPO3HbIE YTOIIIEHUS, 0-
CTHUraoIe MaKCUMAJIBHOIO Pa3BUTHS U CIOCOOCTBYIOIME BCKPBIBAHUIO THE3]
NbUIbHUKA. TaneTyM npepcrasiieH, INaBHbIM 00pa30M, TalleTANBHOU IUIEHKOH ¢
OpOuKyJIaMu.

IIposenennoe geTanbHOE CPABHUTEIBHOE HCC/IEJOBAHNE PA3BUTHSI IBLIHHHU-
Ka nmueHnns! copra quamant u auaun ®@oroc yoeaureabHo NOKa3ano, YTO OHO
OCYIIECTBJISAETCS] B I€JI0OM CXOHO M XapakTepHu3yeTcsi aHAJOTHYHOH CHCTeMOM
Mop(oreHeTHIeCKHX KOpPpeJsiiuii B Pa3BHTHH €r0 OCHOBHBIX CTPYKTYP
(puc. 11, 1-10; 12, 1-9). OgHako ciefyeT OTMETHATH, YTO MOp(gOoreHe3 NbIJIbHA-
Ka y nuHuu PoToc oTim4aercs fojiee yCKOPEHHBIMH TEMIAMH 110 CPAaBHEHUIO C
Mop¢orese3oM IblIbHIKA copTa [InamaHT. DTO 00ycnoBieHo 6ojee ObICTPhI-
MU CPOKaMHU IIPOXOKAEHUS BeeX peHoas pa3BUTUS KaK IPOSIBIEHUS CKOPOCIIe-
JIOCTH, UMEIOIIEHl BaXXHOE 3HAUYEHUE B 3aCYLUIUBBIX KIUMATHUECKHUX YCIOBUSIX
IOxHOrO Ypama [barteiruna, Kpyranosa, 2001].

Takum obpa3om, ¢opMupoBanne NHUIBHAKA Yy SPOBOH MATKOH MIIEHHIBI
copra [Inamant u auaun PoToc xapakTepusyercsi HeHTPOCTPEMHUTEIbHBIM TH-
NOM Pa3BHTHSI CTEHKH MHKPOCHOPAHIHs, OJHOCTOIHBIM PACIOI0XKeHHeM MHK-
POCIIOP U NBUILIEBBIX 3€PEH B rHE3/ie, NOJISPHOCTHIO HX CTPOEHNS B ONpe/esieH-
HOW CTaguy, O0YCIOBJIEeHHON crnenn(uKOil KOHTAKTa ¢ KIEeTKAMH TameTymMa H
rpajueHTa TPAHCHOPTA NUTATENbHBIX BemecTB oT HuX. Kaxnoi crapun pa3su-
THSI CBOVICTBEHHA ONpefieIeHHas cucTeMa Mop(horeHeTHYeCKNX Koppessigui B
¢ropMupOBaHIH CHOPOTreHHON TKAHHU, MHKPOCIOP, NbLILIEBBIX 3ePEeH U OKPYKa-
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Puc. 12. Mukpocnoporeses u pa3BUTHE NbUIBIEBOrO 3epHA y MIIEHULb! JUHAU PoTOC
OOBICHEHUS CM. TEKCT

OIMX TKaHEeH NbUIbHHKA. XapaKTep 3THX KOppeisnmil o0ecnedynBaeT CMeHY
NPOrpaMMbl Pa3BUTHS NBIJIBHUKA €O CIOPO(MTHON HA raMeTO()MTHYI0, KOHeY-
HBIM Pe3yJbTaTOM KOTOPONl fABIsIETCsS (DOPMHPOBAHME NBLIbIEBBIX 3€PeH HOP-
MAaJIBHOTO CTPOeHMsI (C BereTaTHBHOM KJIETKOM U IBYMs1 MYKCKHMH raMeTamMu —
CHepMHusIMH) H UX Y4acTHe B Ipoleccax OnbUIeHUsI i on1ogoTBopenusi. Mopgo-
reHeTHYecKne KOPPeJsiiui TaKxkKe 00yCI0BINBAIOT JOCTHXKEHNe TKAHSIMHU CTeH-
KH NbUIBHHKA YPOBHSI CHENHAIN3ALNH, HEOOX0UMOM 1JIs1 BHINOJHEHHs CBONICT-
BeHHbIX UM (pyHKuuil. BoisiBieHHbIle MOp(goreHeTnYecKue Koppessiqui no3Bo-
JIIH BBIEJNTH B Npouecce Pa3BUTHA NbUIBHUKA MIIEHUIbI PSI KPUTHYECKHX
NEPHONOB M CTATUIA PAa3BHTHSI, KAXKIOH U3 KOTOPBIX COOTBETCTBYET ONpe/esieH-
Has ¢enocasza passurus pacrenusi [barbiruna, 1974, 1987; Batygina, 2002;
Batygina, Vasilyeva, 2003].



I'/TABA 4

KPUTUNYECKAA CTAIUA PA3ZBUTHUSA IIBIIIBHUKA,
OIITUMAJIBHAA A NHAYKIANU MOP®OTI'EHE3A
IN VITRO TIO CIIOPO®PUTHOMY IIYTH

ITony4yeHHBbIE 3KCIEPUMEHTAIbHBIE AAHHBIE O MHAYKLIUU CHOPO(MUTHOM
MPOTPaMMBbI Pa3BUTHS Y UCCIAEAOBAHHBIX COPTOB U THOPHU/IOB MIIIEHUIIBI MOATBEP-
MMM OIMH U3 TeopeTHYecKN BO3MOKHBIX NyTell NoIyYeHNs ranjionioB, a NMeH-
HO — U3 MCXOHO HOPMAJBHBIX MHKpocnop (cM. puc. 1, 2). YcraHnoBieHa onTu-
MaJlbHas CTAgusA JJIsl CMEeHbl NPOrpaMMbI Pa3BUTHSI ¢ raMeTO(UTHON HA CIOPO-
¢utHyI0 — cTagus CHIBHOBAKYOJIH3MPOBAaHHOW MHKpoOcnopsl. VMHOKymsanus
NBIJILHUKOB UMEHHO Ha 3TOM CTaJJuyl P BCEX PABHBIX YCIOBUAX (CIOCOO cTpec-
COBOT'O BO3JIENICTBHUS, COCTaB MHAYKIMOHHON MUTATEIBHON Cpebl) NPUBOAUIA K
MUHYKIUU CIOPO(UTHOrO MyTH MOporeHe3a n 00pa3oBaHMIO FalIOMHBIX pac-
TEHUII-PETEHEPAHTOB.

ITpoBeneHHBII TUTOIMOPHONIOTNYECKUI aHAIN3 MO3BOJIMI OXapaKTepu3o-
BaTh CTalUI0 CIJILHOBAKYOJIU3HPOBAHHON MUKPOCIOPSHI Yy MileHANs] Juann Po-
TOC € NO3UIMNA KOHI eI KPUTHYECKHX IePHOJIOB B Pa3BUTHH NbLILHNKA. Cno-
COGHOCTH K NMePEKTI0YeHHI0 IPOTPaMMBI Pa3BUTHSI ONpeeisieTcsl, H0-BUANMO-
MY, 0COOEHHOCTSIMI CTPYKTYPHO! OPraHu3alHu 3Tol KJIE€TKH, B IEPBYIO 04Yepeb
ee XOpoII0 BbIPaKeHHOM NOJISIPHOCTBIO: HAIMYNEM KPYITHON BaKyOJId CO CTOPO-
HbI MOpHI (ONEpKysiymMa) U sApa, PacHoIOXKEHHOTO CTPOro MPOTHUBOMOIOXHO
aroii nope (puc. 13, 1-3).

Y npTpacTpyKTypHBIN aHAJIN3 CBUAETEIBCTBYET, YTO OCHOBHAs 4acTh IIH-
TOIIa3Mbl C OpraHesjlaMi B MUKPOCIIOPE CKOHIIEHTPUpPOBaHa BOKPYT sifipa H
JIMIIb HE3HAYUTEJIbHAsl — MPUCTEHHO, BOKPYT KPYIHO! 3JIEKTPOHOIpPO3pay-
HOH BaKyoju. MuKpocrnopa Ha 3TOH CTaJiid pa3BUTHUSL XapaKTEPU3YETCs aK-
THBHBIMH IIpolieccaMu MeTabon3Ma. [JOMUHUPYIOMUMEI CTPYKTypaMu UTO-
IIJ1a3Mbl MUKPOCIIOPBI SIBJISIIOTCA IACTEPHBI OP 1 MHOrouuciaeHHuble TyOyIsp-
Hble OOpa3oBaHMd. MHUTOXOHIpUM MENKHUE U, CyAs IO CTENEeHH Pa3BUTOCTU
KPUCT, IPUHUMAIOT aKTUBHOE y4yacTUe B KJIETOYHOM MeTabosu3Me. Anmnapar
TlNonbpxu axkTuBHbIA. IIpucyTCTBYIOT nunugHble OOpa30BaHUs, PUOOCOMBI,
BKJIFOYAsl IOJIMCOMBI, Pa3Hbl€ [10 pa3Mepy U 3J1eKTPOHHOH INIOTHOCTU chepo-
COMBI ¥ MHOTOYHCIIEHHbIE BE3UKYJIbl pa3HOOOPA3HON CTPYKTYpPhI, 0Opa3yro-
1ue MyJIbTUBE3UKYJsApHble Tejla. PopMa IIacTHj OKpyrilas Wi amMeOous-
Has, uX pasMep He npesbimiaeT 2 MkM. CTpoma macTuji MeNIKO3€pHHUCTa
(puc. 14, 1-5).
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Puc. 13. Crpoenue nBetka (/) m CTEeHKHM NbUTbHHKA (2, 3) mmeHunbl nuHun PoToc
B KPUTHYECKOM CTaluM pPa3BUTHS
1, 2 — no [Kpyrnoga, 2001]; 3 — no [['opbyHoBa, 1993]

CregyeT OTMETUTD, YTO 1O PSly IPU3HAKOB (HaIW4Ke KPYIHOTO SIipa, XOpo-
IO Pa3BUTON LEHTPAIBHON BaKyoJU M aNMKaJIbHO-0a3ajbHOW OpraHu3aliu
KJIETKM) CHIILHOBaKYyOJIU3MPOBaHHAsi MUKPOCIIOpa CTPYKTYPHO CXOfIHA CO 3peoi
SALEKIeTKON OGONBIINHCTBA IBETKOBBIX PACTEHMA. DTO MOATBEPKAAET TEOpPeTH-
YecKoe NMOJIOXKEeHHe 0 CyleCTBOBAHNM NMPUHINNHAILHOIO CXOJCTBA B OPraHu3a-
IUH WHAMUATHHBIX KJI€TOK HOBOrO MHAMBHA NMPH Pa3IMYHBIX CHCTEMax penpo-
AYKIMH B €CTECTBEHHBIX YCIOBHAX U B KYJbType in vitro (cM. rnasy 1, puc. 4).

Bcesi cOBOKYMHOCTH OTMEYEHHBIX 0COOEHHOCTEll CTPYKTYPHOI OpraHu3anum
CHIIbHOBAKYOJIM3MPOBAHHBIX MHKPOCHOP MO3BOJIsIET ONEHNBATh MX KAK KJIETKH,
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Puc. 14. CtpoeHre cuIbHOBAaKYOIN3UPOBAHHON MIUKPOCHIOPHI B 00JaCTH onepKyayma (1, 2)
u sapa (3—5) B ecTecTBEeHHBIX ycioBusax (TOM); BusieH KOHTaKT MUKPOCIIOPHI C KIIEeTKAMU
TaneTyMma IOCpeICTBOM ONEPKyJIyMa 1 opouky (1, 2)
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Puc. 14 (okonuanne)

Mop¢oreHeTHYECKH KOMIETEHTHbIe K NMEepPeKII0YeHHI0 MPOrpaMMbl pPa3BUTHS
¢ raMeTo()UTHOI HA ATHTEPHATHBHYIO CIOPO(UTHYIO in Vitro.

CreHka rHe3Jja NbUIbHUKA Ha CTA[M CUILHOBAKYOJINU3UPOBAHHONI MHUKPOCIO-
PBI XapaKTepHu3yeTcs KyTHHU3alell 000J1049eK KIETOK 3K30TelHs, HadajioM ¢dop-
MUPOBaHKs (pOPO3HBIX YTONILEHUI B 000I0YKaX KJIETOK IHOTELH, a TAK>XKE Ha-
YyaJioM IECTPYKIMHU KIJIETOK CPEeiHero cios u Taneryma (puc. 13, 2, 3; 15, ). Bax-
HO NMOYEPKHYTh, YTO BCE MUKPOCIIOPBI IPH 3TOM HaXOJSITCS B TECHOM KOHTAKTeE C
000JI0YKaMH KJIETOK TaneTyma, OCYIIECTBISIONIMMCS B 3HAUUTEJIBHON CTEIEHH
MOCPENCTBOM NOp 1 opouKy (puc. 14, 1, 2; 15, 1, 2). Takoit KOHTakT obecreynBa-
€T MOCTYIUIEHNE MUTATEIbHBIX BEHIECTB OT €r0 KIIETOK K MEUKPOCIOpPaM U B TO K€
BpeMsl OINpEfieNIIeT MONSIPHOCTh MOCIEAHUX — 3a CYET CO3AaBAaEMOrO TpajiueHTa
TpaHCIoOpTa MeTa0OIUTOB.
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Puc. 15. Crpoenue crteHku rHe3ga (/) u op6bukyn (2) NbUIbHUKA Ha CTafuu

CIJIBHOBAKYOJIN3MPOBAHHON MUKPOCIIOPHI
1-TOM; 2 - CoM

BaxHoe quarHocTuiyeckoe 3HaYeHne HMeeT BbISIBIIEHHAS] KOPPeJsius MexX-
ay HavanoM ¢opmupoBanusi (pUOPO3HBIX YTONINEHHA B 00OJOYKAX KIETOK
SHJOTENHs B NHUIBHAKE W yBellMYeHHEeM KOJMYecTBA CHIIbHOBAKYOJIM3NPOBAaH-
HbIX MuKpocnop (6onee 70%) B ero raesne. [loaTomy nosiBnenune puOGpPO3HBIX
YTOJIIEHNH B SHAOTELMH CIYXXUT YETKIM MOP(GOTOrH4ecKNM MapKepoM MbLTb-
HUKAa MUIICHAILbI B KPUTHYECKOW CTa K CUILHOBAKYOIN3MPOBAHHON MUKPOCIIO-
pbl. @eHoTHNNYECKHE MPU3HAKA pacTeHnil mueHnnbl Juanu Poroc, cogepxa-
IAX NbUIbHAKH HA 9TOH CTAMA Pa3BUTHS, TAKKE HMEIOT JUATHOCTHIECKOE 3HA-
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YeHHe: KOHUMK KOJIOca, HaxOfsIIerocs B JIMCTOBOW OOepTKe, pacmosaraercs
CTpOro Ha !/, pacCTOsTHHSI OT OCHOBaHUS (PIaroBOro JIUCTA 10 OCHOBAHMS NpPEf-
nocnepHero cau3y aucra (VII stan opranorenesa).

CaefieHHs O CTaiu MUKPOCTIOPHI KaK ONTUMAaTbHOH ISl CMEHBI IPOTPaMMBbl
¢ TaMeTO(UTHOI Ha CIOPO(PUTHYIO NMPUBEAEHBI B psifie MCCIEeIOBAHMIA, OTHAKO
CBOJATCS TNIaBHBIM 00pa3oM K KOHcTaTauuu ¢akTa, 0e3 ydyeTa NepHogu3aliu
pa3BUTUS 3TOH KJIETKU U OKpYyXKalolUX TKaHel nbliapHUKa (Shimada et al., 1995;
Reynolds, Crawford, 1997; Immonen, Antilla, 1998; u ap.). B oTnenbHbIX paboTax
MpEANPUHSITA TONBITKA (OCHOBAHHAS MPEUMYIIIECTBEHHO HA TaHHBIX CTATUCTHYE-
CKOT'O aHaln3a) WMHTEePIPEeTUPOBATh JaHHYIO CTaJHI0 Kak CBOoeoOpa3zHoe
“MOp(OreHHOe OKHO™ JiJIsl IEPEKIIOUEHUs IPOrpaMMbl Pa3BUTUS HA CIIOPOUT-
Hyio [AHoxuH, CemoBa, 1991]. IMeHHO npuBleYeHne KOHIENINA KPUTHYECKUX
NEepPHOJIOB 1 OLIEHKA CTPYKTYPHOI OPraHM3anui NbUIbHAKA C O3 CHCTEMHO-
ro NOAX0/1a MO3BOJMJIN OXapaKTepPH30BaTh CUJIbHOBAKYOJIHM3HPOBAHHYI0 MUKPO-
CHOpYy KaK KJIeTKY, Mop(oreneTH4ecK KOMIETEHTHYIO K NePeKII0YeHUI0 Mpo-
rpaMMBbl Pa3BUTHS ¢ TaMeTO(UTHON HA CNOPO(PUTHYIO, 2 TAKKe BBIIBUTH MOP-
¢onornueckue Mapkepsl sl ee IKCIpecc-AMarHOCTHKN H TeM CaMbIM ONTHMH-
3MPOBATH MPOLECC MOJyYeHNsI MAKCHMAIILHOTO KOJIMYeCTBa ranjionos.



I'/TABA 5

MOP®OI'EHE3 MUKPOCIIOPBI ITPM MHAYKIINN
CIIOPO®UTHOUN ITPOTPAMMABI

Mupykuust nepexkITroyeHust IporpaMMbl pa3BUTUSI MUKPOCTIOP, HAXONSIIAXCS
B KPUTHYECKO CHIIbHOBAKYOIM3UPOBAHHOI CTainH, C TaMEeTO(UTHON HA CIOPO-
(PUTHYIO B YCIOBUSIX i Vitro OCTUTaeTCsl BO3[IEICTBUEM Ha NMbUTLHUKY MEPef UX
HHOKYJISIIUEN pa3INIHbIMU CTPECCOBBIMU (pakTOpaMu ((pU3NIEeCKUMH, XUMHUYIEC-
KUMH, OMOXUMIYECKNMHI). B OMOTEXHOJIIOTHYECKO MpaKTHUKe Hanbojee ynoOeH
1 MIPEANIOUYTHUTENECH CIIOCOO BO3[IEHCTBYUS HA MBIILHUKH, HAXOASIIUECS B M30JIHPO-
BaHHBIX COLBETHUSIX, XOJIOIOM B OIPEICICHHOM PEKIME — TaK Ha3bIBaeMasi X0JI0-
moBasl nmpefoOpaboTka, unu cold pretreatment [Narayanaswamy, George, 1982;
Huang, 1986; Caraposa, 1997; Heberle-Bors, 1998; Immonen, Robinson, 2000;
Wang et al., 2000; Bai, Qu, 2001; u np.]. B nHacrosmeit pabote Takxke ObLI HC-
MOJIB30BaH JAHHBIA METOAMYECKHUH NIPUEM — NMpeBAPUTEIbHOE CTPECCOBOE BO3-
AeficTBHEe HA MbUIBHUKH MIIEHUIbI, HAXOASINHMECS B H30JMPOBAHHBIX KOJIOCHIX,
X0J1070M B cieayomem pexnme: 4 + 1°C B Teuenne 7 cyT.

CrpeccoBoe BO3[IEHCTBHE XOJIOOM HMPHUBOAUT K HApPYIICHHWIO IEJTOCTHOCTH
MBUTBHAKA KaK €IUHOIN WHTEIPUPOBAHHON CUCTEMBI, MPOSBIISIIOLIEECS B “OTpPHI-
B€” MUKPOCIOpP OT CTEHKH NMbLIbHIKA. COTIIACHO JJaHHBIM CBETOBOI M TPAHCMUC-
CHOHHO 3JIEKTPOHHOI MUKPOCKOIINY, TTIOCTE 3 CYT CTPECCOBOTO BO3ACHCTBUS XO-
JIO[IOM Ha4MHaEeTCs IOCTEIICHHOE HapylleHe KOHTaKTa MEKPOCIOpP € KJIeTKaMu
tTanetyMa (puc. 16, 17). Ha 7-e cyT atot nponecc gocruraet Mmakcumyma — 100%
OTpBIBa MUKPOCIIOp OT TaleTyMa.

Hapymenne mopdgorenernyeckux u Moppogu3n0oNOrHUYecKuX KOppensanuil
MeX/y TKaHSIMHU CTEHKHU IbUIbHUKA U MUKPOCIOpaMH, CBSI3aHHOE C NIEPEXOIOM Ha
COpO(UTHBIN NyTh pa3BUTHS, UMEET CIEACTBUEM U3MEHEHHUE CTPYKTYpPHOI opra-
HHU3AIMU MUKPOCHOPHI (IIPOLeCC MOCTENEHHOH AEeBAKYOIU3ald M CHHTE3 LHUTO-
IU1a3Mbl, IepeMeleHre pa U3 MPUCTEHHOTO MONOKEHNUS K IEHTPaIbHOMY, U3Me-
HEHME TOISIPHOCTH — M. HIKe). OTHOBPEMEHHO HAaOIIOfaeTCs IeTeHepaLysl CIIOEB
CTEHKH TMbUIbHUKA, IPOSABISAIOMIASICS B CXKATHH KJIETOK, OTCTaBaHUU MPOTOIJIACTOB
OT KJIETOYHO! 000JIOYKH, U3MEHEHNH CTPYKTYPbI HUTOIIA3MbI U T.4. (puc. 18).

PesynbTaT BCex aTUX M3MEHEHUI — HApYIIEHUE NPOLecca HOPMAIBLHOTO (hop-
MHUPOBaHUS bUIBLIEBOTO 3epHa (MYXKCKOTO raMeTo(uTa) U NepeKItoueHue Ipo-
IpaMMBbI €T0 pa3BUTHS C FaMeTO(MUTHON Ha cHOPOUTHYIO. B yca0BUsIX KyIbTYpbI
in vitro MUKpOCHOPBI, TUIICHHbIE KOHTAKTa CO CTEHKO! NbUILHIKA, BMECTO HEPAB-
HOTO JICJIEHUS] ¥ IIOCIEA0BATENBHOTO IPOXOXK/ECHHUS CTA[ U IBY- U TPEXKIETOYHO-
ro TBUIBLEBOTO 3€pPHA NEPEXOASAT K OTHOCHUTEIHHO PAaBHOMY CUMMETPUYHOMY fie-
nenuto. [lanpHelllee pa3BuTHE MPOAYKTOB PABHOTO JENEHMS MOXKET OCYIECTB-
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Puc. 16. Crpoenue rues3fa NbUIbHUKA HIIeHUIB! JuHEHM POTOC mOcie cTpeccoBOro

BO3JMIENCTBUS XOJIOIOM
HaG6ntogaeTcs OTphIB CHIIBHOBAKYOJIU3UPOBAHHBIX MUKPOCIIOP OT CTEHKH NblIbHIKA (CM)

Puc. 17. dparMeHT NOBEPXHOCTH MHKPOCIOPHI M KIETOK TaleTyMa BO BpeMs
CTPECCOBOTrO BO3MICHCTBUS XOJIOMOM, WLTFOCTPUPYIOIIHI HApPYIIEHNEe KOHTAKTa MEX/Y
Humu (TOM)
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Puc. 18. ®parmMeHT CTeHKH THe3/la MBUIBHAKA C MMPU3HAKAMH JIeTeHEPAuu KIIETOK MpH
cTpeccoBoM Bo3zaercTBur xonogoM (TOM)

JAThCA B COOTBETCTBHMU C PAa3lMYHBIMU NYTAMU MopdoreHe3a (3MOpUOHIOTEHE3
WM OPTaHOTEHE3 — Yepe3 KAITyCOreHes), YTO 3aBUCUT OT YCIIOBUI KyJIbTUBIPOBA-
HUSI, B IEPBYIO OYepefib OT TOPMOHAIBHOT'O COCTaBa MUTATEILHON CPEfbI.

CnepyeT OTMETHTh, YTO HapylIeHME KOHTAaKTa MHUKPOCIOP €O CTEHKOM
NBIJIbHIKA HAOIIONAETCS ¥ B €CTECTBEHHBIX YCIOBUSIX, HO B OTJIMYUE OT YCIOBUM
in vitro IpuBOAUT K BOBHUKHOBEHUIO (peHOMEHA UTOIIIa3MaTHIECKON MY3KCKOM
CTEPWJIBHOCTH ¥ MOSIBJIEHUIO CTEPHJIBHON NbLIBIBI.

B nuTeparype BbicKa3aHbl IPOTHBOIOJIOXKHbBIE MHEHHUSI O POJIU CTPECCOBOTO
BO3JICHCTBYSI HAa IBUIBHUKN XOJIOJIOM, HHAYLUPYIOIINAM CIIOPO(MUTHYIO IPOTrPaMMy
MoporeHe3a MHUKPOCIOP i1 Vitro: XOJOj aKTHBU3UPYET AEreHEpalyi0 MUKPO-
CIIOP, U UMEHHO NPOAYKTHI AeTEHEPALUH SIBISIIOTCS HHAYKTOPAMU CIOPO(UTHOTO
MyTH pa3BUTUd “BbIKUBIIMX MuKpocnop [Wang et al., 2000]; xonon npuBoguT K
3afepKKe JereHepaluyd MHUKPOCHOp M IPOLECCOB JAECTPYKLMHU KIETOK CTEHKH
NBUIBHUKA, a MHAYKTOPAaMHU CIIy>KaT KOMIIOHEHTbI NMUTaTeJIbHON cpeabl [Liang,
Fang, 1986]. B Hacrosiiei paboTe BnepBble MOKA3aHO, YTO CTPECCOBOE BO3AEHCT-
BHE X0JIOI0M B BbISIBJIEHHOM pPeXXHMe BbI3bIBAET HapylIeHne MopgoreHeTHIeCKuX
KoppeJsiil B pa3BUTHH MHKPOCIIOP M TKaHel CTEHKH NbIIHbHHKA U, KaK CJIefCT-
BHeE, — HapylLIeHHe [eJOCTHOCTH NbIIbHAKA KaK HHTerpHpoBaHHoil cucrembl. Hc-
XOJisl H3 3TOr0, OYEBHAHO, YTO CAMO CTPECCOBOE BO3/AEHCTBHE XOJOAOM (HH3KHe
NOJIOXKHTEJIbHbIE TEMIEPATYPHI) ABIISIETCS BO3MOXKHBIM TPUITEPOM (HHIYKTOPOM)
cnopoguTHOro myTH MOp(oreHesa B KyJbType in vitro MUKpPOCIIOP, HAXONSIIHAXCS
B KPUTHYECKOI CHIIbHOBAKYOIN3HPOBAHHON CTATHH Pa3BUTHSI.
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IJIABA 6

TOPMOHAJIbHAS PErYJAINA IIYTEU
MOP®OTEHE3A MUKPOCIIOPBI
MO0 CIIOPO®UTHOM IPOTPAMME IN VITRO

BaskHOCTb BKITFOUEHUSI (DUTOTOPMOHOB B COCTaB MHAYKIIMOHHON MUTATETh-
HOM cpefibl ISl KyJIbTUBUPOBaHNUS TUIBHUKOB Pa3JIMYHbIX PACTEHUH MOKa3aHa
MHOTMMH 3KcniepuMeHTaMu [Shimada et al., 1995; Moieni, Sarrafi, 1996; Bai, Qu,
2001; Huang, Wei, 2004; u np.]. OcoGeHHO, 3TO KacaeTcs 371aKOB, OTHOCAIIIUXCS
K TpyIIe TOPMOH3aBIUCUMBIX 00'beKTOB. [103TOMY OH U3 KIFOUEBBIX STAMOB B
paboTe ¢ KyJAbTYpOIi in vitro MbUTFHUKOB MIIICHAIBI 3aKI0YaeTCs B TOIdope Om-
THMaJIbHOTO TOPMOHAJILHOTO COCTaBa CPEMbI JIJISI MHOKYJISIIUN THITEHUKOB.

st KyIbTUBUPOBAaHMS NbUIBHUKOB MIIEHWIBI HaMU OblIa KCIOJIb30BaHA
cpega Potato II [Chuang, Quyang, 1978]. YcraHOBIEHO, YTO ONpPEAENSIOMINM
(pakTOpOM MHAYKIMY PAa3BUTHS CIUIBHOBAKYOJIN3UPOBAHHBIX MEKPOCIOP MO CIHO-
poduUTHON MpOoTpaMMe SBISIETCS BBEIEHNE B COCTAB WHAYKIMOHHON NMUTATENh-
HOM CpeJibl CHHTETHUECKOTO TOPMOHA ayKCMHOBOTO THIIA TEHCTBUS — 2,4-TUXITOP-
(peHOKCHyKCycHON KUCAOTHI (2,4-11). BaxkHast ponb 3TOro aykCMHa B MHAYKIMH
CopoUTHOH IporpaMMbl MOpdoreHesa IbUIbHUKA in Vitro Obllla IOKa3aHa U
apyruMu ucciepoBaTensmu [Paxumbae u fp., 1992; Hocosa, 1993; Moieni,
Sarrafi, 1996; u ap.].

Kak npaBuito, BeISIBIEHUE ONITUMAIIBHON KOHIIEHTPAIIMA TOPMOHOB 1 UIX COOT-
HOIIICHHSI B COCTaBE MUTATEIBLHON Cpefbl Ik MHAYKIWA, HallpuMep, SMOPHOUJIO-
reHe3a JIOCTUTAeTCs YACTO dMIUpHIeckuM nytem. [jisi onpegesieHns: ONTHMAJb-
HOHl KoHHeHTpaumun 2,4-J/1 B cocraBe MHAYKUHOHHON MHTATEIBHON Cpefbl ObLI
pa3padoTaH OpUTHHANLHBIN MeToqMYecKuil moaxon ['opOyHoBa, 1993; I'opOyHo-
Ba U JIp., 2001], ocHOBaHHBII Ha peIBAPUTEIBHOM ONPECTICHUN COlEPKAHUS IH-
moreHHoro aykcnmHa MYK B mbITbHAIKAX MIIEHANBI B KPUTHIECKON CTa NN Pa3Bu-
THS B €CTECTBEHHBIX YCIIOBUSX METOJOM TBEepHo(a3HOr0 MMMYHO(EPMEHTHOTO
ananu3a [Kyposiposa u ap., 1986]. Ha npuMepe konnexkuuu copToB U THOPUIHBIX
JUHAN SPOBOM MSTKOW MIIEHUIBI OBIJIO YCTAHOBIEHO, YTO JMANa30H MCKOMBIX
KOHIIEHTpAIMil 3K30TeHHOT0 aykcuHa 2,4-]1 B cpefie i KyJIbTUBHPOBAHUS OIpe-
fensieTcs cofepKannueM sHgoreHHoro aykcuia MYK B nbiibHuKax (Tadm. 1).

OTMeuena cienyomasi TEHAEHIHM: COPTAM W THOPUIHBIM JIHHUSIM SIPOBOI
MSITKOIl NIIIEHANb], NHUIHUKA KOTOPBIX XaPAKTEPH30BAINCH OTHOCUTEIHHO BbI-
cokuM copepxannem YK, nis uagykuuu sMopuongorenesa in vitro tpedona-
JIUCh OTHOCUTEJIBHO HEBBICOKHE KOHIIe]-[Tpal[I/II/I IK30Ir€HHOI 0 achnHa 2,4-]1 B
cpene, 1 HA00OPOT.
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Tab6mmma 1

3aBHCHMOCTB YaCTOTHI 00PA30BAHNs IMOPUOHAOB in Vilro
OT cofiepxkanusi 3HR0reHnoro aykcnia MYK B neuibHHKax
B KPUTHYECKON CTaNH Pa3BATHS W KOHIEHTPANN
3K30TeHHOro aykcnHa 2,4-J1 B MHIyKIIHOHHOI cpefe

DHJIOreHHoe copep- Yacrora o6pa3oBanust sMOpuonsioB (B %),

Copr, murus xanne MYK (B HI/T) npu KoHneHTpanun 2,4-11 (B Mr/m)

NYK 0,25 1,0
Sonalika 502,4 + 64" 82,8 6,2
dotoc 432,1 £2,8" 73,1 5,8
Ckana 401,2 +2,2™ 41,6 21,1
Bamkupckas 4 282,9 +3,9™ 12,7 8,6
Cum6upKa 248,6 3,9 10,8 0,4
Najach 174,1+24 31,4 12,5
Juuus 35 1044 +1,2* 14,0 71,7
Tu6pun 21 93,6 +2,8" 9,5 11,9
MockoBckast 35 71,1 £1,3 9,8 12,4
Kunma 62,9+ 1,5 1,6 3,8
Epmosckas 32 61,7+ 1,1 0,49 1,6
CapartoBckas 29 438+ 14 0,5 2,12
Jlunus 38 312 +2.3" 0 0
Bamkupckas 9 21,9 +3,1% 4.5 13,0

* ek
3HauyuMo Ha 5%-M ypoBHE; = 3Ha4uuMO Ha 1%-M ypoBHe.
IIpume vyanue. Yacrory o6pa3oBaHuss 3MOPHOMMIOB in Vitro ONPERENsaNIN KaK OTHOIIEHHE
KOJIMYeCTBa 00pa30BaBIIMXCsl SMOPHOUIOB K OOILIEMY KOJNMYECTBY HHOKYJIN-POBAHHBIX NBUILHAKOB, %.

DTOT BBIBOJ] OATBEPXKAAETCS JAHHBIMU MO BIUSHUIO KOHIEHTPAINU 3K30-
reHHOro aykcuHa 2,4-J1 Ha HHAYKIMIO MOp(poreses3a MUKpOCHIOPbI 10 CIOPO(UT-
HOH mporpamMme in vitro, Beayliedl K (opMupoBaHuio 1100 3MOpUOUAOB, JUOO
MOp(OreHHbIX KaJIIycoB (flajiee — KamiycoB) (Tabd. 2).

CornacHo NpUBEIeHHBIM JIaHHBIM (cM. Tabu. 1, 2), 4eM Bblllle coiepKaHue IH-
porenHoro aykcuHa MYK B NbIIbHMKAX B KPUTHYECKOH CTaiMU Pa3BUTHs, TEM
MeHbIIas KOHIEHTpalys 9K30T€HHOro ayKCcuHa HeoOXOofuMa JIJIsl Havyalla peajusa-
MU Pa3BUTUSL MUKPOCIIOP in Vitro no cnopoUTHOM nporpamme. Tak, y MIICHUIbI
coproB Sonalika, Ckana u nuHuu PoToC, XapaKTepU3YIOUIUXCS MOBBIIIEHHBIM CO-
JepkaHHeM B NMbUTbHUKAX 3HAOreHHOro aykcuHa MY K, unnykuumst aMOpuonsiorexe-
3a oTMeveHa yxke npu KonueHtpanun 0,1 mr/n 2,4-J1 B muTaTenbHOM cpefie.

Pa3paGoTannbiii MeTOANIECKHN MOAXO[ O0ecneYnBaeT yNpaBjieHne Mmpo-
neccoM Mopg)oreHe3a CHIbHOBAKYOJIM3HPOBAHHBIX MUKPOCIIOP iR Vitro: cTpo-
ruil Tog6op KOHIEHTPAIN 9K30T€HHOTO aykcuHa 2,4-J1 B MHAYKIMOHHON TH-
TaTeNbHON CpeJle, OCHOBAHHBIN HAa TOYHON UIeHTU(UKAIUHN COiep>KaHUs IHIO-
T€HHBIX ayKCHMHOB B NBIJIBHUKAX KOHKPETHOrO COpPTa WJIM JIMHUU MIICHUIILI B
KPUTHYECKOH CTaiu Pa3BUTHUS, MO3BOJISIET HE TOJHKO HANMPABUTH Pa3BHTHE
MHKPOCIIOpP MO ONpefeIeHHOMY NyTH Mop¢orene3a (IMOpHOUAOreHe3y HIIH
opraHorenesy), HO M JOOMTHCS pereHepanuy pacTeHuii HOPMAJILHOTO CTpoe-
HUSL
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JlaHHBIA TOAXOJ] CIOCOOCTBYET YCKOPEHHIO TEXHOJIOTHH AHAPOKJIMHHON ram-
JIOUNN, a TakXe 3HAYUTEIbHOMY MOBBIIIEHHIO €€ PeHTA0eIbHOCTH 32 CYeT:
a) NMPUMEHEHMS CPAaBHHUTEJIBHO JEHIEBOTO M AOCTAaTOYHO PacCHpOCTPaHEHHOTO
npenapara — 2,4-1; 6) ynpaBieHHs] IPOLeCCOM TUPAKMPOBAHUS PEreHEPAHTOB
MIOCPEACTBOM 3MOpHONOTeHe3a Kak Hanbosee “3KOHOMUYECKH BbITOJHOTO 1Iy-
T MOp(oreHesa, He TpPeOYIOIIETO MHOIOKPATHBIX NPOLEAYpP Nepecajok U cMe-
HbI NMUTaTENbHBIX cpefl. Ob6a (akTopa SBISIOTCS BEChbMa CYIECTBEHHBIMU IPH
MacCOBOM XapaKTepe FeHETUKO-CEeIEKIIMOHHOI O Ipolecca.



IJIABA 7

IMBPUONIOIEHE3 KAK IIYTDH
MOP®OTEHE3A MUKPOCIIOPBI
MO0 CIIOPO®UTHOM IPOTPAMME IN VITRO

K HacrosimeMy BpeMeHU aMOpHOUIoreHe3 in vitro (B TOM YHCIe TP aHIPOK-
JINHHOW TaIuIOWJINK) M3yYeH Yy MHOTUX BUIOB IIBETKOBBIX PACTCHUU U3 pa3iny-
Hbix ceMelicTB [Plant tissue and cell culture, 1973, 1977; Raghavan, 1976;
Experimental embryology..., 1982; Palmer, Keller, 1997; Reynolds, 1997; Heberle-
Bors, 1998; u ap.]. OpHako geTanabHble JaHHBIE O (POPMUPOBAHUM SMOPUOUIOB —
OT WHUIMAIBHON KIIETKH 0 chOPMUPOBAHHOTO MMPOPOCTKA, OCOOEHHO O PaHHUX
CTafiusIX UX Pa3BUTHSI, OCTAIOTCS MaJOYHMCIEHHBIMUA. BMecTe ¢ TeM cBefieHus o
3aKOHOMEPHOCTSIX 3TOTO MPOIlecca B COUETaHNH C JTAHHBIMEA CPABHUTEIBHOTO U~
TOIMOPHOJIOTHYECKOTO aHajim3a 3MOpHOreHe3a HeOoOXOMUMBbI JjIsl TIOHUMAaHUS
MeXaHU3MOB Mopdgorene3za 3MOpPHUOUOB, OOECHeUnBaIOMMX (POPMUPOBAHHE
HOPMAaJILHBIX TaIUIOUIHBIX aHJPOKJIMHHBIX PEreHEPAHTOB.

ITpoBeneHHbIl CPABHUTEIBHBIN IUTOAMOPHOJIOTHYECKH AHAJIN3 PA3BH-
THSI MUKPOCIIOPHAJIBHOTO SMOPHONJA iR Vilro M MOJIOBOTO 3apoJbIlAa NIeHN-
bl copra [{namMant u Jmann ®oToc BRISIBII HAIMYNE O0UINX 3aKOHOMEPHOC-
Tell B MPOXOXKIEHUH OCHOBHBIX (pa3 (GiacToMepu3alud W OpraHOreHe3a, 1o
[baTeiruna, 1974, 1987]) n crapuii ©X pa3BUTHA HAPsIAy C ONpeeIeHHON cle-
HUu(PUKOI.

Pa3BuTHe M0JI0BOro 3apoipiia y mueHnnbl copta [IuaManTt ocyIiecTBisieT-
cs B coorBercTBuM ¢ Graminad-tunmom smopuorene3a [bateiruna, 1974, 1987,
1997a], xapakTepu3yromumMcs CenuruIecKuM HAKJIOHHBIM MOJIOKEHUEM Iep-
BBIX KJIETOUHBIX ITIEPETOPOJIOK B 3aPOJIbIIIIE, BO3HUKAIOIINM B PE3yJIbTaTe acuM-
METPUIHOTO HEPABHOTO JISIIEHHS] 3UTOTHI ¥ OOYCIOBIMBAOIINM TOPCOBEHTPAIIB-
HOCTH €ro CTPOEHHs C CAMBIX MEPBHIX ITANOB PA3BUTHS.

®a3za GmacroMepu3anmuu. 3UTOTAa XapaKTEPU3yeTCS YETKO BBIPAKEHHOMN
MOJISIPHOCTHIO M IOPCOBEHTPAIIBHBIM CTPOSHNEM. BeneacTeue 2Toro, a Takxke
€e HepaBHOMEPHOI BaKyoju3anuu (purypa mepBOro JIeJECHHS pacroiaraeTcs
HaKJIOHHO K ITPOAOJBHOI OCH 3UTOTHI M CABUHYTA K allMKATBHOMY KOHITY KJIEeT-
ku (1 cyT nocne onwlneHus — puc. 19, /). B pesyapraTre acMMMETPUYHOTO He-
PABHOTO NIeJIEHNs], SIBJISIIOIIETOCS CJIEICTBHEM NOJISIPHOCTH U IOPCOBEHTPAJIb-
HOCTH CTPOEHHs 3UroThl, OOpa3ylOTCS ABE HEpaBHbIE KJIETKH — cad |
cb (puc. 19, 2, 2a). Bropas neperopojka (iejeHue KIeTKu cb) TakkKe pacrnoina-
raeTcs HaKJIOHHO, OOBIYHO B INIOCKOCTH, NEPIIEHAUKYISIPHON NEPBO Nepero-
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Puc. 19. Pa3suTne 3apoppiiia NIeHANbI copra [naMaHdT (cXeMaTH3UPOBaHO)

1-19 — cTpoeHue 3apofplilla Ha IPOJOJIBEHOM CPe3€ B IOPCOBEHTPANbHOM cedeHun (Ha [4—19
TOYKaMH OOO3HaueHa 30HA MHTOTHYECKOH aKTHBHOCTH), 2a—6a — O0O0'beMHOe H300paskeHHe
3apoppiia, 20 — cxeMaTuieckoe n300paskeHne 3apojiblIia, WITIOCTPUPYIOIIee MPOLECC Pa3BUTHS
JNOPCOBEHTPAIILHOCTHU ero cTpoeHus (o [barsiruna, 1987] ¢ usmeHeHUAMU)
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ponke (puc. 19, 3, 3a). Takoil cBoeoOpa3HbIil XapaKTep 3aJ0KEHUs MEePBBIX
KJIETOYHBIX NEPETOPOAOK NPUBOAUT K (POPMUPOBAHUIO TETPAAbI KIETOK OCO-
6oro Tuma: B OmiaTepalbHON IIIOCKOCTH OHAa MMeeT TUnudHoe T-oOpasHoe
CTpOEHUE, OHAKO NPU IPOCMOTPE B NPO(UIIb NPOSIBISETCS €€ HICTUHHOE, TOP-
COBEHTpallbHOE, cTpoeHue (puc. 19, 4, 4a). B pe3ynbpraTe cepuu nocaeayommx
KJIETOYHBIX JleJIEHU 00pa3yeTcsi MHOTOKJIETOYHBIN 3apOfbIII C XOPOIIO BbI-
Pa*kEHHBIM CyCIIEH30POM, XapaKTEePU3YIOIUICS JOPCOBEHTPAIBHOCTBIO CTPO-
€HHS ¥ YeTKOH MOJSIPHOM, alMKallbHO-0a3allbHOM, opranu3anueit (3—4 cyt no-
cie onbuieHus — puc. 19, 5-8). [JJopcoBeHTpaTbHOCTL CTPOEHUS 3apOABIIIA CO-
XpaHsieTcsl Ha BCEM IPOTSKEHUM €TO falbHenero pa3sutus. OnpeneaeHHyo
pOJIb B €€ CTAaHOBJIEHUU UT'PAET aCUMMETPUYHOCTh OKPYKAIOIIUX CTPYKTYpP —
3apOABIIIIEBOrO MEIIKa, ceMsi3avyaTka, ceMeHu (puc. 20).

®a3a opranorene3a. B xofe aToii ¢asbl popMupoBaHus 3apojblllla HAUNHA-
eTcsl pa3pacTaHle ero aluKalbHO-JIaTepalbHON 00JaCTH CO CTOPOHBI ITalleHTO-
XaJjla3bl BCIEACTBUE aKTUBHBIX KJIETOYHBIX AEJICHUN, IPUBOASIIUX K oOpa3oBa-
HUIO CeMSJO0JIU, UK IIUTKA; OJHOBPEMEHHO C 3TUM IIPOLIECCOM IIPOUCXOAUT 3a-
JIOXKEHHEe 3MUAEePMbl, KOTOPOE OCYILECTBIAETCS B Oa3UIeTaJIbHOM HallpaBIECHUN
(5—6 cyT nocne onbuteHus — puc. 19, 9-13). C npoTUBONOIOKHON CTOPOHBI (hOp-
MUpYeTcsi Touka pocTa noodera (puc. 19, 14).

B npouecce opranoresesa B 3apojblllle IPOUCXOSAT CIOXKHbIE TpeoOpa3oBa-
HUsl, B pe3ylbTaTe KOTOPBIX HIUTOK CMELIAeTCsl U3 1aTepaIbHOrO IOJIOXKEHUS B
TepMUHAIbHOE, a TOYKa pocTa nobera — U3 TEPMUHAIBHOIO B JlaTepallbHOE
(7-9 cyt nocne onbuienus — puc. 19, //-14). Cnenyroias cTafgus — yBeJInyeHue
yyicjla MUTO30B B 30He 00pa30BaHus TOUKM pOCTa — anekca nobera, a Takxke 000-
coOJieHre KOJICONTHIIs, BO3HUKAIOIIETO KaK BbIPOCT OCHOBaHMS IIUTKa. 3aio-
>KeHHe KOJIEONTWIISI COBIalaeT Mo BpeMeHu ¢ AndepeHnuanueir mpokaMmonaib-
HOTO TsiXKa B 3apojblllle U OOpa30BaHUEM WHUIMANIEH MEPHUCTEMBI IJIABHOIO
3apoppbliieBoro KopHs (10-12 cyt nocne onsuienus — puc. 19, 15, 16). Kopenb
3aKJafbIBaeTCs HOICHHO, B 0a3aJIbHO YacTy 3apofpblila — B 00J1acTU OKOHYa-
HUSI TPOKaMOUaNbHOTO TsKa, B COOTBETCTBUU C 3aKPBITHIM THIOM. [Ipu atom
XapakTepHO oOpa3oBaHKUE KOJIEOPU3bl, KOTOPAasi BO3HUKAET KaK eAUHOEe 00pa3o-
BaHUE C YEXJIMKOM KOpHsI.

B xope nocnepyromyx craguil pa3BUTHs KOJIEONTHIIb IOCTEIIEHHO ITproOpe-
TaeT BUJ, KOHycoOOpa3HOH TpyOKU C OTBEPCTUEM Ha BeplIUHe; HaOIogaeTcs 3a-
JI0XKeHHe 3MubsacTa co CTOPOHbI, IPOTUBOIIOJIOKHON HUTKY, B BUJE YEIIyeBU/-
HOTO BBIPOCTa U 3a4aTKa IIEpBOro JucTa Ha amekce noodera (13-15 cyr nocie
onblIeHus — puc. 19, 16—-18).

Ha nmo3pgHux cragusx smOpuoreHes3a HaOmrofaeTcs (popMUpOBaHHE B alu-
KaJIbHO! YacCTH IIUTKa 0COO0T0 BBIPOCTA — JINTYJbI (OPIOIIHON Yellyn), a Ha ero
IIOBEPXHOCTHU B 00JIACTU KOHTAKTa C 9HAOCIEPMOM CTaHOBUTCS OTUYETIUBO JU(-
(hepeHIPOBAHHBIM OCOOBIH, 3MUTENUANBHBIH, CIOH, BBITTOTHSIIOMINNA (PYHKIUIO
abcopOuuu NuTaTeNbHbIX BelllecTB (raycropuaibHas ¢yHkius). Ha anekce mo-
Oera IPOUCXOJUT NOCIIEAOBATEIbHOE 3aJ0KEHNE 3a4aTKOB MOCIEAYIOUIUX JIUC-
ThEB, a TaK3Ke 3a4aTKOB HECKOJbKUX (3—5) agBeHTUBHBIX KopHell. HaunHaeTtcs
0060c00sIeHre KOJIEeOpU3bl, COMMPOBOXKAAIOIIEECS N3MEHEHUSIMH B CTPYKTYpE KJle-
TOK CycCIeH30pa (YBeJIMYeHNE UX Pa3MepOB, CUIIbHAS BaKyoJIUu3alus, JeCTPYKLIUs
KJIEeTOK B 0a3aJbHON 4acTu cyclieH30pa). DMOpUOTeHe3 3aBepIlaeTcs IPUMEPHO
Ha 29-30 cyT nocne onbuieHus (puc. 19, 19).
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EI 3asasv Hnmeaymenmut Hyyeanyc

- 3apodviii @ dudocnepm Anmunoodst
Hezenepupyiouue anmunooul

Puc. 20. ITocnegoBatenpHble (ha3bl pa3BUTHS 3apOAbINIa W SHAOCHEpPMAa B 3EPHOBKE
MIIEHUBb] copTa [JuamMaHT nociae ONnbUICHUS

I —gepe3 5-6u,2—1cyr,3-2,4-3-4,5-7-8,6-9-10,7-11-12, 8 - 13-15, 9 — 25-30 cyT
(nmo [Bateiruna, 1987])
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Puc. 21. Pa3BuTre 3apoppliia nmeHnnb! Tuamm ®ortoc

I — 3urora; 2 — MHOTOKJIETOYHBII 3apOAbIII B XOfie 3aBepIleHus (a3bl OJIacTOMEpU3alin;
3-8 — mocnemoBaTelbHBIE 3Tambl MPOXOXEHUs (pa3bl opraHoreHe3a; 9-/(0) — MONHOCTHIO
ccpopmupoBanHbIil 3apopbliil. O0bsicHeHus B Tekcre (/-3, 6, 8§, 10 — crpoeHune 3apoppliia Ha
MIPOAOJBHOM cpe3e B JOPCOBEHTpanbHOM cedyeHuu, CM; 4, 5, 7, 9 — oGbeMHOe H300paXxeHne
3apoppblia, COM)



Pa3BuTHie nosioBoro 3apoasima mueHnnsl Juanu ®oroc IpoucXoiuT, Kak 1
y copTa [luamaHT, B cooTBeTcTBIM ¢ Graminad-Tunom smépnorenesa. [Ipoxox-
[ieHre OCHOBHBIX (pa3 M cTapmil pa3BUTHUSI — OIacCTOMEPHU3alMK M OpraHOTeHe3a,
BKJIFOYas IHCTOTeHHYI0 Tu(pepeHnnanuio 1 cnocod 3a10KeHnsi OCHOBHBIX Op-
raHoOB, — OCYIIECTBISETCS CXONHBIM O0pa3oM M XapaKTepus3yeTcs pa3BUTUEM
AHAJIOTHYHOMH JOPCOBEHTPAILHOCTH CTPOEHHSI 3apOJbIIA € CAMBIX MEPBBIX 3Ta-
noB. Hekotopbie oTiIMYNs NPOABIAIOTCS B CPOKAX 3a/I0XKEHHS] OPraHoB:
y 3apoapima Juann PoToc OHH HECKOJIBKO 00Jlee YCKOpeHHble (Kak U MpH pas-
BUTHHM NBUIBHUKA — CM. TJ1aBy 3), yeM y copta HuamanT (cM. puc. 20). Taxk, ¢aza
o1acTomepu3anun B 3apofsime Juauu Poroca IPOUCXONT B Te€UEHHE NMEPBBIX
3 cyT nocine onslnenus (puc. 21, 1, 2), ¢ra3a opranorenesa — B Xofie CIeYIOIIUX
4-29 cyt (puc. 21, 3—-10). 3anoxeHue IUTKA U amneKkca nodera oTMevyaeTcs Ha
4-5-e cyT nocne onslieHus (puc. 21, 3, 4), KoneonTuie, MpUMOPAUs IEPBOTO JU-
CTa Ha amekce NMobOera M anMKalbHOW MEPUCTEMBI 3apOABIIIEBOIO KOPHS — Ha
9-10-e cyrt (puc. 21, 5, 6), anubnacra u nuryasl — Ha 11-12-e cyt (puc. 21, 7, 8),
MOCIENoBaTEIbHOE 3aJI0KEHNE Ha aneKkce modera 3a4aTKOB CIAEAYIONMINX YeThbI-
pex NMHUCThEB U aiBEHTUBHBIX KOpHei Ha 13-, 17-, 21-, 27-e cyT nocie onblLIeHUs
COOTBETCTBEHHO. CTpOeHME MOTHOCTBIO C(pOPMUPOBAHHOTO 3apOfibIIIIa SIBISET-
Csl aHAJIOTMYHBIM TakoBOMy copTa [QuamanT (puc. 21, 9, 10).

Pa3zuTue >3Mopuonpa. da3a oaacTomMepu3anmy SMOPHOUAA NMINEHHIBI
muaun Poroc (puc. 22, /-/1) HauynHAETCS € AHOMAJIBHOIO CHMMETPHYHOTO
MHTOTHYECKOT0 JeJIeHHs] HHUIHAIBHOH MUKPOCHOPHI (10 CPABHEHHIO C HOP-
MAaJIbHBIM aCI/IMMeTpI/I‘lHBIM HepaBHI)IM AeJIeHueM 3I/II‘0TI)I). B pe3y.TII)TaTe
00pa3yroTcd JiB€ paBHbIe KJIETKHU (3 cyT OT Havana KyJbTUBUPOBAHUS MbLIb-
HHUKOB Ha MHAYKIMOHHOM cpefie — puc. 22, /-3). IIpu aToM npoiecc feneHust
MUKPOCIIOPBI COMPOBOKAAETCSI MOCTENEHHON AeBaKyOJIM3alue, OCyIleCcTB-
JISIFOLIeicsl HECKOJIBKO HEpaBHOMEPHO (K MOMEHTY 3aBEpIIIEHUs IeJIeHus Ba-
KyOJIb MO3KET JINOO MOJHOCTHIO UCYE3aTh, TNOO COXPAHATHCS, XOTS U B MEHb-
mmx pasmepax). [1ockocTs fieeHusl pacnojiokeHa, Kak MpaBuio, mnapa-
JIEJIBHO TOJISIPHON OCHM MHKPOCTIOPHI B OTJIUYME OT €€ MEePHEeHANKYISIPHOTO
MOJIOXKEHUsI IPH HOPMAaJTBHOM, TaMeTO(UTHON NporpaMme pas3Butusi. OgHa-
KO HEPEAKO OTMEYAIOCh NHOE, HAKIIOHHOE, MOJIOXKEHNE MIIOCKOCTH JIeJIeHUS
OTHOCHUTEJILHO MOJISIPHON OcH MHUKpocnopbl. HeckonbpKo crepyrommx aene-
HU TaKxXe, IO-BUANMOMY, SIBIISIFOTCSI PABHBIMU, B PE3yJbTaTe Yero KIETKH,
oOpasyroluecs Ha IEPBBIX 3Tanax, UMEIOT, Kak PaBUjIo, CXOTHbIe pa3Mepsbl
H oHOTHIHOE cTpoenne. OHN XapaKTEePU3YIOTCS HAJIMUYAEeM KPYIHBIX SIIep C
HECKOJILKUMH SIIPBIIIKAMH, TUIOTHOW HUTOIIa3MON C MHOTOYUCICHHBIMA
MEJIKUMHU BaKyossiMa (4—15 cyT oT Havana KyJIbLTUBUPOBAHUS MBIJILHAKOB Ha
VHAYKIMOHHON cpefie — puc. 22, 4—7). DTO CylIeCTBEHHO OTJINYAET pa3BUTHE
3MOpPHONAA OT NOJOBOIO 3apoAbIlIa, KOTOPOMY € CaMbIX NMEPBBIX 3TANOB
CBOVICTBEHHbI MOJISIPHOCTH Opranu3anuu (0Opa3oBaHUE BCIIEICTBUE aCUMMe-
TPUYHOTO MUTO3Aa JIBYX HEPABHBIX — allUKAIBLHON ca U Oa3anbHOU cb — Kiie-
TOK ABYKJIETOUYHOTr'O NMPO3MOPUO U CTAHOBJICHUE aNMKaJIbHOrO, MOGETOBOTO,
u 6a3anbHOr0, KOPHEBOTO, MOJIOCOB COOTBETCTBEHHO), a TaK>XKE TOPCOBEHT-
PalbHOCTH BHYTPeHHero crpoenns. Kpome toro, KineTku amMOpuonaa oTJIu-
YalOTCS HAJUYUEM YTOJIIECHHBIX OOOJIOUEeK TMOJUCAXaPUAHOU TPUPOALI U
OOJIBIIOrO KOJMUYECTBA KpaxMalia, YTO TaKKe HECBOMCTBEHHO MOJIOBOMY 3a-
ponsbiary. CHapykKu aMOpuouji OKpy>KeH OOIedl yTOJIIEHHON OOOJIOUKOMH,
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BHYTPEHHSISI YacTh KOTOPOH Tak>Ke oOpa3oBaHa IMOJIMCaXapUHbIMU KOMIIO-
HEHTaMM, TOTia KaK Hapy>KHas MpeficTaBisgeT co00il 060JI0YKY MBIIBLIEBOTO
3epHa (puc. 22, 4-7).

OpHako Ha GoJiee MO3HUX ITANAX 0JIACTOMEPU3ANHH, 10 Mepe (POPMUPOBA-
HUS MHOTOKJIETOYHOTO 3MOpHONa, HAOIIOaeTcs OTHOCUTENBHO OBICTPOE CTa-
HOBJIEHHE er0 NOJISIPHOCTH (060c00/IeHNe ANMNKAIBHOTO 1 §23aJIbHOTO HOJIIOCOB)
1 fopcoBenTpansHocTH. [Ipu 3TOM HabmiofgaeTcsd MEPEXof OT OTHOCUTENBHO
PaBHOMEPHOTO pacHpefielIeHns KJIeTOYHbIX IeNIeHNil 10 BceMy 00beMy aMOpHo-
ufia K UX KOHIEHTpALlUU B €ro aluKaJIbHOH 4acTH, KOTOpas NpuoGpeTaeT 1mapo-
BHfIHYIO (hOpMY M yBeJIMUuBaeTcs B pa3Mepax (puc. 22, 8, 9). Knerku B a0l 4a-
CTH SIBJISIFOTCSI TUMIMIYHO MEPUCTEMATUIECKUMHE H MO-TIPEKHEMY COfep>KaT GOJb-
1I10€e KOJIMYECTBO Kpaxmaia. ba3anpHas 4acTh CTAaHOBUTCS YAJIMHEHHOW, a ee
KJIeTKU — 6ojiee BaKyOJIN3UPOBAHHBIMHU, IIPU 3TOM KOJIMYECTBO KpaxMalla B HUX
YMEHBIIAETCsI.

B pspe cnyyaeB pa3BuTHE MONSPHOCTH U TOPCOBEHTPAIBLHOCTH CTPOEHUS
aMOpHOuia HAUYNHAJIO NMPOCIEKUBATHCS C CAMbBIX PAaHHUX 3TAlOB €ro Pa3BUTHUS
(BO3MOXKHO, B T€X CIIy4asiXx, KOrfia NJIOCKOCTh MIEPBOro AEJIEHUSI B MUKPOCIOpe
ObliIa pacnoyioXKeHa HaKJIOHHO K ee MOJSpHO# ocu). B Takux cny4asax crpoe-
HUE paHHero aMOpronsia 6b1710 HOYTH UIEHTUYHBIM TaKOBOMY ITOJIOBOTO 3apO-
AbIIIA.

HHTEeHCHBHBIN pOCT 3MOPHOUIOB MPUBOANT K PACTSKEHHIO U Pa3pbIBy 000-
JIOYKH MUKPOCTIOPHI, a 3aT€M M CTEHKH NMbIIbHIKA. K MOMEHTY BbIXOa Ha MO-
BEPXHOCTh 3MOPHONIbI, KaK MMPAaBUIIO, HAXOAATCS B Mpoliecce 3aBeplleHus ¢a3bl
O6nactomepusanuu (21 cyT OoT Hayajia KyJbTUBUPOBaHUSI NBIJILHUKOB HA MHAYK-
LIUOHHOI cpefie — puc. 22, 10, 11). C aToro MOMEHTa OCYILIECTBIISIICS UX IEPEHOC
Ha cpefly [JJIs pereHepalnu, CoCTaBlIeHHYo o nponucu bueiiaca [Blaydes, 1966],
FOPMOHAJILHBIA KOMIIOHEHT KOTOpo# npepcrasieH YK n KMHETHHOM B KOH-
nenTpanuu 0,2 Mr/n kaxnabliii (cM. [1punoxenne).

®a3a opranorene3a. Kak 1 B I0JIOBOM 3apofibliiie, MPOLECC OPTaHOTeHe3a B
aMOpuoujie HAYMHAETCs ¢ 3aJI0KEHUs IUTKA 1 anekca nobdera (9 cyT oT Havana
KYJIbTUBUPOBAHMS NTLUILHUKOB Ha cpefie MJist pereHepannu, uin 30 cyT OT HHOKY-
JALUMY NBITIBHUKOB — puc. 22, /2, 13). [lanee B HUX MOCIIEOBATEIBLHO OCYIIIECTB-
JseTcs 3aJoXeHue Koneontuiue (puc. 22, 14, 15), npuMoppus nepBoro JucTa Ha
anekce no6era u OpMHPOBaHNE aTMKATbHON MEPUCTEMBI 3apOABIIIEBOIO KOP-
Hs1 (10—14 cyT oT Havana KyJIbTUBUPOBAHMS NBUTLHUKOB Ha Cpefie s pereHepa-
L[UH, WK 35 CYyT OT MHOKYJISINU MbUTLHUKOB — puc. 22, 16, 17), a 3aTeM 3a4aTKOB
MOCIIEYIONNX JIUCTHEB U a/[BEHTUBHBIX KOPHEH B X OCHOBaHUU, 000COOIEeHNE
anubiacta u koneopussl (15—45 cyT oT Havana KyJIbTUBUPOBAHUS NMbUILHUKOB
Ha cpefie 1Sl perenepanuu — puc. 22, 18, 19).

HecmoTpst Ha ciennuKy TpOXOXKAEHUSI caMbIX paHHUX 3TanoB ¢a3bl Grac-
TOMepHU3anuy (MHOW XapakTep MaTTEPHOB NEPBBIX KIETOUHBIX JIeTIEHUIT), TOcIe-
JAOBAaTENBHOCTh U CIOCOO 3aJI0KEHUSI OPraHOB B 3MOPUOHJE B L[EJIOM NPUHIMIIHU-
aJIbHO HE OTJMYAIOTCS OT TaKOBOrO B 3apofiblllie. 3al0XeHUe MNUTKA MPONCXO-
OUT B pe3yabTaTe pa3pacTaHusl amuKaJbHO-JIaTepalibHON YacTH aMOpuousa
(puc. 22, 12, 13); popmupoBaHie KOJEONTHISI — BIPOCTa OCHOBAHMS IIATKA —
OCYIIECTBIISIETCS 3a CUET JIEJIEHUs] KJIETOK SMUAEPMATbHOTO U CyOanmufiepMab-
HOT'O cloeB nocnennero (puc. 22, 14, 15); 060cobneHne 4yexnnKka KOpHS U KoJe-
opu3bl, (popMUpYIOIIETrocs BHavalle Kak e[uHoe oO0pa30oBaHKe, IPOSIBISETCS Ha

59



On
X

10 MM
—

50 MM
9

60



100 MM
—

n

S N 100 MM
) ]

100 MM ‘:w N 15

Puc. 22. Pa3Butue sMOpuona NieHnb! JTuHun PoToc

1-9 — daza 6racromepusanun; /0—1 ] — BEIXOJ SMOPHONIOB B KOHIIE (pa3bl GlIacTOMEpH3alUI
Ha NMOBEPXHOCTh MbIIbHUKA; [2—]7 — pa3a opranorenesa; /8—/9 — NoIHOCTBIO c(hOPMUPOBAHHBIN
aMOpuony. OObsicHeHus cMm. tekcr (/-3, 5, 7, 9-10, 13, 15, 17, 19 — mnpoponepHbIil cpe3 B
nopcoBeHTpanbHOM ceuennn, CM; 4, 6,8, 11, 12, 14, 16, 18 — o6'beMHOE M300paskeHne aMOpuonsa,
COM; Ha puc. 8§ cTpenKkaMu yKa3aHbl TPAaHUIBI pa3pbiBa O0OIOYKH MUKPOCIOPBI, OKPY3KaroIIeH
aMOpuonp)
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Puc. 22 (okonuanne)

MO3JHUX CTaAusAX pa3BuTus (puc. 22, /9). HecMoTps Ha OTCyTCTBUE B 9MOpUOU-
ie THIUYHOTO CYCIIeH30pa, B Xofie (pa3bl OpraHOreHe3a MOBEPXHOCTHBIE KIETKH
ero 6a3ajJbHON YaCTU CTAHOBATCS My3bIPEBUIHBIMU, HATTOMUHAS KJIETKH CyCIEeH-
30pa MOJIOBOTO 3apOofbIiia, AU pepeHInPYIONIErocs B MOJIOBOM 3apOofblile Ha
paHHEX 3Tanax ¢as3bl 6JacToMepu3aIum.
—_—
Puc. 23. ®opmupoBaHme mpopocTKa mieHuIbI tnHIn Potoc
1 — nosiBnenue nepsoro KopH4 (1 cyT); 2 — nosiBjieHNe KOJNEONTUJIe U aJBEHTUBHBIX KOPHEH

(2 cyT); 3 — pocT KOJIEONTHIEe U aBEHTUBHBIX KOpHEH (4 cyT); 4, 5 — mosiBlIeHNe NepBOro JUcTa
(5 cyT); 6 — poct nepsoro nucta (7 cyt) (I, 3, 5, 6 — npIKU3HEHHAs cheMKa; 2, 4 — CM)
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BMmecre ¢ TeM nponecc opranoresesa B aMOpHONie HEPEAKO IIPOXOAUII C He-
KOTOPBIMHU OTKJIOHEHUSIMU. B yacTHOCTH, HIIUTOK, KaK MPaBUIO0, UMEN MCKaKeH-
HYIO — YIUIOIIEHHYIO WJIM JlonacTHyo opmy (puc. 22, 18, 19). OTMeueHsb! ciy-
yau OTCYTCTBUS 3MMbJIacTa, KOJEONTHIIS, JUTYIbI, 00pa30BaHMs HEAOPA3BUTHIX
KOJIEONTHUJEN, 3aMa3bIBaHNs B Pa3BUTUU 3aPOJbIILIEBOTO KOPHSI.

HMuTepecen n TOT pakT, 4TO yTONIIEHHbIE OOOJOYKH B KIIETKaX 3MOpUOH-
IOB, 00pa3yrolecs Ha paHHUX CTaIusAX, B XOJe HaJbHEHIIEro pa3BUTHUS TOCTE-
MIEHHO MCYEe3al0T, COXPAHSISACh, OIHAKO, B KJIETKaX IPOTOAEPMBI, IO BCell HOBEPX-
HocTu. Ha mo3pgHux cragusx OHM BBITATMBAIOTCS IEPIEHAUKYIISIPHO IOBEPXHOC-
TH, COflepKaT INIOTHYIO LuTomnasMy (puc. 22, /7) u npuoOpeTaroT CXOACTBO C
KJIeTKaMH 3MUTENNs HUTKa TOJIOBOTO 3apofibliia, (pOpMUPYIOIIErocs JHIb B
00J1acT! KOHTaKTa ¢ aHpocnepMoM. Kpome Toro, st aMOpHOMAOB SIBIISIETCS Xa-
paKTepHBIM NpeobiajaHue B KIETKaX BCeX OPraHoB (BKIIOYAs 3MUAECPMY) Kpax-
Majia B OTJIMYUE OT 3apPOJBIIIEH, KJIETKAaM KOTOPBIX CBOMCTBEHHO INPEUMYIIECT-
BEHHOE HAKOIIJICHHE OEJIKOB.

OOpamaroT Takxke BHUMaHHE pa3iuyus B pa3Mepax aMOpHouaoB, Goiee
KPYIIHBIX MO CPAaBHEHUIO C 3apOjbIIIaMH, a TakKe Oojee MIUTEJIbHbIe CPOKH
NPOXOZKAEHNS] MU KaK OTAENBHBIX CTajiull, Tak 1 (popMHpoBaHud B LesaoM. Ha-
NpUMeEp, 3aJI0KEHNE KOJIEONTUIISI M 3apOABIIIEBOTO KOPHS B 3apOJibIIIe OCyIle-
cTBisieTcst Ha 9—11-e cyT mocie onbuIeHUs, TOT/a KaK B aMOpuouae — Ha 35-e cyT
OT MUHOKYJISLIAY NIbIJIBHUKOB, UM Ha 14-e cyT KylnbTUBUPOBAHUS HA Cpefie [Jlsl pe-
reHepalyy; 3aBeplleHie OpraHoreHe3a U 0Opa30BaHUE NIOITHOCTBIO C(POPMUpPO-
BAHHOT'O 3apOfbIIIa MPOUCXOAUT Ha 29-e cyT mocje ONbIIeHus, aMOpuouaa —
Ha 44-46-e cyT OT MHOKYJISUN NMbUIBHUKOB, WK 25-€ CyT KyJIbTUBHPOBAHMS HA
cpene misa perenepanun. [1pu aToM pasmepsl 3apofbIiia 1 aMOpHOU/a Ha TIEPBO
crajguu cocTaBisiioT 0okKoo 200 u 670 MxMm, Ha BTOopoi — 1400 u 1950 MM cooT-
BETCTBEHHO.

[TonHOCTBIO chopMUpOBaHHBIN aMOpuony (puc. 22, 18, 19) co BceMu TUNNY-
HBIMH JJIs1 TTIOJIOBOTO 3apOfibIllia MIIEHNIbI OpraHaMu 6€3 MPOXOXKIEHUS IEPUO-
Ja MOKOsI pa3BHMBaeTcs B pacTeHHe-pereHepaHT (‘mpopacraHue aMOpuoupa’).
ITpouecc pa3BuTHsl pereHepaHTa OCYIIECTBISIETCA B CXOAHbIE CPOKH (7—8 cyT)
7 CXOTHBIM 00pa3oM C MpOpacTaHWeM IMOJOBOTO 3apopbima (cp. puc. 23, 1-6
u puc. 24, 1-3).

CXOficTBO B pa3BUTHUM pacTeHUs-pereHepaHTa in vifro U pacTeHUsl B eCTecT-
BEHHBIX YCIOBHSIX OTMEUYaeTcsl U Ha mocienyiomux gpenodasax passurtus. [Ipu
3TOM HAOJIIOlaeTCsl CXOAICTBO KaK MO MOCIEN0BATEIBHOCTH MPOXOXKAEHUS (PEHO-
a3 (¢pa3bl BCXOAOB, TPETHETO JUCTA, KYIIEHUS, BBIXO[Ia B TPYOKY, cTeOIeBaHusl,
KOJIOLIEHHS, [IBETEHNUs, MOJIOYHO!, BOCKOBO! U IIOJIHOM CIIEJIOCTH 3€pHA), TaK
U TI0 WX IPOAOJKUTENbHOCTH (puc. 25, [-5; 26, 1, 2).

CrnepyeT OTMETHTB, YTO U3BJI€UYEHHbIE U3 IPOOUPOK B (peHOodasze KylleHus
pacTeHus-pereHepaHThl IPOXOAMIN IUTOI€HETHYECKOe TecTupoBaHue. ['ammo-
upHble (puc. 27, 1) pereHepaHThl, JUIIOMAN3NPOBaHHbIE cMechbio 0,2%-HOro
konxunuHa u 0,03%-noro nanaunna (1 : 1), Takke nopBepraiu UUTOreHETUYECKO-
My KOHTpoJto (puc. 27, 2).

CpaBHuTENBHBIN HUTO3MOPHOJIOTHYECKHI AHAIN3 HO3BOJIMI BBISIBUTH OII-
pefieIeHHbIN NapajJeiuin3M B Pa3BUTHH MOJIOBOTO 3aPOABIIIA B €CTECTBEHHBIX
YCIOBHSX M SMOpPHONA, 00pa3yromerocs 3 MUKpOCNHOpsI in vitro (puc. 28), a
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Puc. 25. [lanbHeiiee pa3Bu-
THE pacTeHUs-pereHepaHTa,
o6pa3oBaBIIerocs N3 aHIPOK-
JUHHOTO 3MOpuoupa in vitro,
mo ¢eHodaszbl KyIeHus

1 - 57 cyr, 2 — 58 cyr,
3 —60 cyT, 4 — 62 cyT, 5 — 66 cyT
KYJbTUBHPOBAHUS in Vitro (IPHXKU3-
HEHHAsI CheMKa)
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Puc. 26. Pa3BuTne pacTeHus-pereHepanTa, 00pa3oBaBIIETrocs MOCPECTBOM 3MOPHONAO-
reHesa, B IOYBEHHON CMeECU

1 — pacreHne-pereHepaHT B eHodasze KyleHns], Ha 9- CyT pa3MelleHus] B TOYBEHHOI cMe-
cu; 2 — pacTeHue-pereHepanT B ¢peHodase NMOTHOH CIEeNOCTH 3epHa, Ha 28-e CyT pa3MelleHus B
MOYBEHHOM cMecH (IPIXKNU3HEHHAs CheMKa)

Puc. 27. MetacdasHas miacTuHKa ramiongHoro (n = 21) pacteHus-pereHepaHTa, moiy-
YEHHOT'O MOCPEACTBOM 3MOpUONIOTeHe3a, 10 00pabOTKU KOJIXUIMHOM (/), M IUTarIon/-
HOTO (n + n = 42) pacTeHus-pereHepaHTa Iociie 00paGOTKH KOIXUIMHOM (2)

TAaKXKe Psifi 0COOeHHOCTell IMOPHOTreHHOr0 H MOPHOUIOTeHHOr0 NyTell Mop-
torenesa.

IMapanennu3m pa3sBuTHS NPOSIBIsAETCA B HATMYMH PSIJa TAKHX OGLINX 3aK0-
HOMEPHOCTEM, KAK CTAHOBJICHHE NOJISIPHOCTH H JOPCOBEHTPAIBHOCTH CTPOCHUS],
nepexof K Kierounoi mudggepennuanyuy, JUCKPETHOCTb PAa3BUTAA (MHALNUATID-
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3apooviu

WuannuanbHas
KJIeTKa

0cyt

1 cyr 3cyr

Scyr

Ambpuoud

Ocyt

3cyr 15 cyT

Hnoykyuonnasn cpeda

Puc. 28. CxofcTBO 1 pa3nuyusi B pa3sBUTHU IIOJIOBOTO 3apOABIIIA M aHPOKINHHOTO 3MO0-
puonaa nieHnns tuHun Poroc

Hasl KJeTKa — ¢pa3a 6ractoMepusanun — pa3a opraHoreHesa — chOpMUPOBAHHBIH
3apofbli/amMOpuous), popMupoBanne, KaKk NMPaBHIO, MIEHTHIHBIX OPTaHOB M
CXO/ICTBO B NOCJIEIOBATEILHOCTH H CIOCO0E HX 3AJI0KEHHsI.

Cnemncguka pa3surus 3Mopuonia nueHnns! JMHHA PoToc o0 CPaBHEHNIO ¢
NOJIOBBIM 3apPOJbIIIEM COCTOUT: 1) B 0cO00M (PABHOM M CHMMETPUYHOM) CIOCO-
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3apooviu

9 cyr

12 cyT

25 cyt

Ambpuouo

30 cyt

35 eyt

Cpeoa 0as pezenepayuu

0e maTTepHOB NMEPBHIX KJIETOYHBIX eJIeHHi B Xofie (pa3bl 0JIaCTOMEpPU3aNH H
OTHOCHTEJIBHO (oJjiee MO3HEM CTAHOBJIEHIH NOJISIPHOCTH U TOPCOBEHTPAIBHOC-

Puc. 28 (okonuanne)

TH CTPOEHHsI; 2) YaCThIX OTKJIOHEHHsX B hopMe IUTKA SMOPHONIA W HEKOTO-
PBIX APYTHX OPraHoOB, B YaCTHOCTH KoJleonTuse; 3) Tonorpaguu cnemuain3npo-

BAaHHOT'0 NUICPMAJTBHOrO CJ10sA (IIO BCEH MOBEPXHOCTH, a HE TOJIBKO INIUTKA, KaK

y TIOJIOBOTO 3apofibliia); 4) THINEe 3amacHBIX BemlecTB (Kpaxmaia, a He OeJKOB,
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CBOIICTBEHHBIX 3apOJIbIIIY) M BpeMEeHH HX MOsBJIEHNs B KJIeTKax (C MepBbIX 3Ta-
MOB Pa3BUTHS, a HE B POILlecce OpraHoreHesa); 5) ero pasmepax (OTHOCHTEIHHO
60nbImx) u cpokax passurus (Gosee JuTeNbHBIX). Takas cnenuguka passu-
THS, MPOSIBIIIIONIASICA B PA3INYHBIX aJropuT™Max Mopgorenesa Ha onpepneseH-
HBIX 3Tanax 3MOpHO- M IMOPHOUIOTEHEe3a, 0YEBHIHO, O0YCIIOBIIEHA KAK Pa3iiny-
HBIMH NPONCXOXKIEHHEM H CIIOCOO0M 00pPa30BaHNs HOBOTO HHAMBUAYYMA, TAK M
BO3jelicTBHEeM (PAKTOPOB KY/IbTYPAJIbHOI CPefibl.



I''TABA 8

OPTAHOTEHE3 (TEMMOPU3O0I'EHE3) KAK IIYTH
MOP®OTI'EHE3A MUKPOCIIOPHI INIEHUIIBI
0 CIIOPO®UTHOUN NPOTPAMME IN VITRO

Perenepanysi ranyioufiHbIX pacT€HUl MOCPEACTBOM IeMMOPU30reHe3a IMpo-
XOIUT 4Yepe3 cTafuio oO6pa3oBaHus Kamiayca. OTMEYeHO 3HaUYUTEIbHOE MOpdo-
JIOTMYECKOEe pa3HOOOpa3ue KallycoB, CPEld KOTOPBIX BbIIEIISIOT IBa OCHOBHBIX
THNA: MOp(oreHHble U HeMOpP(OreHHble, XapaKTEPU3YIOIIHECS pPa3uIHbIMU
MOpP(QOreHeTHYECKUMH TMOTEHIUSIMUA ¥ pPEreHEepallMOHHBIMHA CIHOCOOHOCTSIMM.
DTy TUNBI Kamlyca, Kak NPaBUiIo, pa3inyaroTcs OKPacKod, CTPYKTYPOR U KOH-
cucTeHuuell (IoTHbIE, phixible). [lepeuncnenHble BhIIE MPU3HAKN MOTYT Me-
HSITBCS B TpOlecce TeHe3nca, YTO B 3HAUUTENHHOM CTENeHN 3aBUCUT OT MPOUC-
XO3KICHMS NCXOIHBIX 3KCIJIAHTOB M YCIOBHIl KyJIbTUBUPOBaHUs. B ycioBusix BbI-
IIOJIHEHHOI'O HaMU 3KCIepUMEHTa 0OHapyKeHbl 00a Tuna Kajnyca (puc. 29, 1, 2).
Pa3zpaGoTannblii ciocod ropMOHANIBHOI PeTyJIsiiiuy myTeil Mop¢orene3a MUKpPO-
cnopsl in vitro (cM. TaBy 6) NO3BOJIAET MOJYYATh H HCNOJb30BaTh B IKCHEPH-
MEHTAJIBFHON PadoTe TOJIHKO MOP()OreHHbIe KAJLTYChI.

ITockonbKy mpolece THCTOTeHe3a CBSA3aH C 00pa30BaHMEM KaJuTyca, BaXKHOE
3HaYeHUe MMEET BbISBJIEHUE ITANOB pa3BuThs nociuegHero. [lonydyeHHrie B Ha-
CTOsIIIel paboTe MAaHHBIC MO3BOJISIIOT BBIEIUTH ONpefeIeHHbIe ITANbl Pa3BH-
THSI MOP(POTeHHOr0 Ka/lIyca, 00pa3yIoIIEerocs in Vitro U3 CAIbHOBAKYOIU3UPO-
BaHHOI MuUKpocHopbl. OHAKO CIEAyeT OTMETUTD, YTO BOIIPOC O NEPUOAU3ALUN
Pa3BUTHS KaJulyca SIBISIETCS CIIOKHBIM U TpeOyeT KOPPEeKTHON MACHTU(UKALUH
€ro MHUINAIBHBIX KJIETOK U UX IePUBATOB.

dopmupoBaHre Kajryca HauMHAETCs C [AEJIEHUs] CHIILHOBAKYOIU3MPOBaH-
HOWl MUKpOCHOPBI (00pa3yroTcs fiBe KIETKH), OCYLIECTBIISIIOIIETOCs, MO-BUAN-
MOMY, KaK U Ipu (POPMHUPOBAHUM 3MOPHOUAA, IOCPEACTBOM CUMMETPUYHOTO
MuTo3a. [1Ipyu aToM npoucxoguT npouecc peopraHn3aiil MAKPOCIOPEI — €€ Jie-
Bakyonu3auus (5 cyT OT Hayajla KyJIbTUBUPOBAHUS NIbIILHUKOB HAa UHAYKI[MOH-
HoM cpene — puc. 30, 7, 2).

Crnepyroumii 3Tan (popMupoBaHMs Kallllyca MPOUCXOAUT elle B mpefesax
000509Kkn MUKpocnopsl. Kannyc craHoBUTCS MHOTOKIETOYHBIM (1015 Ki1eToK)
B pe3yJbTaTe HAIbHEHIINX, TAKXKE OTHOCUTENILHO PABHBIX MUTOTHYECKUX JIeJIe-
Huil. O6pa3yeTcs chucTeMa KIETOK CXOTHOro pasMepa u crpoenus (7-10 cyT ot
Havaja KyJbTHBHPOBAHUS MbUJILHIKOB HAa MHAYKIMOHHON cpefe — puc. 30, 3).
KneTtku Takoro xaniayca MepucTeMaTuyecKne, COIepsKaT KpynHbIe sjpa B IEHT-
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Puc. 29. O6mmit Bug Mopgorennoro (/) u HeMop(goreHHoro (2) KaJrycoB MIIIEeHUIbI JTU-
Hiu PoTtoc (IpUKU3HEHHAs! CheMKa)

PajbHOM IOJIOXKEHUH W IJIOTHYIO LUTOIUIa3My. XapaKTePHbIM OTJIMYUAEM KJe-
TOK Kajulyca IO CPaBHEHHUIO C KJIETKaMH 3MOPHOHUJOB SIBISETCS OTCYTCTBHE B
HUX XOPOLIO PAa3BUTBIX YTOJILEHUI OOONOYEK MOJUCAXapUIHON MPUPOABLI U
kpaxmaia. KjgeTkin noBepXHOCTHOrO ClOsl Kajulyca Ha 3TOH CTajudl pa3BUTHS,
OrpaHMYCHHBIE OKPYXKaKOLIEeH 00010YKOI MUKPOCIOPbI, OTHOCUTEILHO POBHbBIE
U PacIoIOKEHbI KOMIIAKTHO.

IIpomomkarommiicss pocT Kamilyca BCIAEACTBHE Nposudepanuu ero KieToK
IPUBOAUT K Pa3pbIBy OOOJOYKM MHKPOCIOPBI, a 3aTeM M CTCHKU NbUIbHHKA
(10-32 cyT ot Hayana KyJIHTUBUPOBAHUS MBUILHAUKOB HA MHAYKIIMOHHON Cpefie —
puc. 30, 4-8). B pe3ynpTaTe pocta Kajiyca, ysKe He OrpaHIInBaeMOro 060J104-
KOH MHUKPOCIHOpBI, IIPOUCXOANT U3MEHEHHE €ro (POpMbl, KOTOpasi CTAHOBHUTCS
LIAPOBUIHOM, MPOAOJIrOBaTON WX HENPaBWIbHON. K MOMEHTY popbIBa CTEHKHU
IBUTBHUKA U BBIXOfIa KaJlJlyca Ha MOBEPXHOCTh HAUYMHAETCS IEPEXOf] K IMPpoLeccy
rUcTOreHe3a: HabJIofaeTcs CTAaHOBJIECHUE 30HAJIIBHOCTH CTPOEHUS KaJuryca u re-
TEPOTeHHOCTH €ro KJIETOK Mo ¢opme, pazmepaMm u crpoeHuto (puc. 30, 6-8).
IIpoucxoaut BbiieI€HNE NEHTPAIBHON 30HbI, OTHOCUTEIIBHO MEJIKUE KIIETKH KO-
TOPOH COXPAHAIOT MEPUCTEMATHYECKYIO aKTHBHOCTb M HAXOMATCS B COCTOSIHUM
nposdpepanuy, 1 nepudpepuaeckon 30HbI, KIIETKN KOTOPOI CTaHOBSITCS Ooiee
KPYIHBIMH, PBIXJIO PACIOIIOKEHHBIMI M Pa3HOOOpa3HbIMU 1O (popMe (BBIIYK-
Jble, My3bIpEBUIHbIE, N30THYTO-IUINHAPUYecKue 1 T.11.). [Ipu 3TOM OHM B 3Ha-
YUTEJIBHON CTENEHN BaKyOJIU3UPYIOTCS M YTPAYMBAIOT MEPUCTEMATUIECKYIO aK-
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10 skm
—:5

Puc. 30. [TocnenoBarenbHble CTainy pa3BUTHSI MOP(OTEHHOTO KAJLTyca MIIEHNIbI JINHAN

DoTOC U3 CUIBHOBAKYOJIU3MPOBAHHON MUKPOCIOPHI MO MMyTA FEMMOPU30Tr€HE3a
O6bsicHeHust cM. TekcT (1-5, 8, 10-19 — CM; 6, 7, 9 — COM)
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Puc. 30 (mpopokenne)

THBHOCTh. K MOMEHTY BbIXO/la Ha MOBEPXHOCTH MbIJILHAKA KAJJIYChl UIMEIOT BHJL
MJIOTHON HEOOBOAHEHHOM CTPYKTYPHI Y3J10BaTON (POPMbI, MATOBOrO OEJI0T0 IIBe-
Ta. B TakoM cocTosiHUM Kamnychl (Kak ¥ aMOpHUOU/bl) IEPEHOCHIIN Ha Cpeny s
perenepanyu, a umeHHo — cpeny baeiiaca [Blaydes, 1966] (cm. Ilpunoxenue),
FOpPMOHAa/IbHbIA KOMIIOHEHT KOTOPOIi, peacrasnennblit YK (0,2 mr/n) u xune-
tHOM (0,2 MI/M), dBAsIeTCS ONTUMAJBHBIM JJIsl pa3BUTHS KaJljlyca 1o MyTH T'eM-
MOpPHU30TeHe3a, T.e. POPMUPOBAHNS MIOYKHU U KOPHSL.

B xope panbHeimero pa3sutus (1-23 cyT oT Havasa KyJIbTUBUPOBaHMUS IbLIb-
HUKOB Ha cpefie /JIsl pereHepalyn, Ui 55 cyT OT MHOKYJISINY NBIILHIKOB) IPOMC-
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Puc. 30 (okonuanne)

XOJIUT, KaK IPaBUJIO, CYLLIECTBEHHOE YBEJINUECHUE Pa3MEPOB KaJIyca, YCIOXKHEHNE
€ro OpraHm3alyy 1 Nepexof K mpoieccaM opranorenesa (puc. 30, 9-19).

Knetku poixioi nepuepndeckoil 30HbI TOJBEPTarOTCs MOCTETIEHHON IECT-
PYKLMH U IOYTHU NTOJTHOCTHIO UCUE3A0T (ClIelbl pa3pylLIArOIIUXCcsl KIETOK HEKO-
TOpOE BpEMsI COXPaHSIOTCS Ha MIOBEPXHOCTH Kajllyca B BUJE TOMOI€HHOIO, UH-
TEHCUBHO OKPAIIMBAOLIETOCA €105 noymMcaxapugHoi npupopsl). ITox nerenepu-
pyrolei nepudepruaeckon 30H0H HabIogaeTcs opopMIIeHIE SMHEPMATIbHOTO
Cl10s1, IapalJIeJIbHO IIOBEPXHOCTH KOTOPOro HaunHaeTcs audepeHyuanus oco-
6011 MEpUCTEMAaTHIECKON 30HBI, IPEJICTABIEHHON 7—12 cllogMu KIIE€TOK TaOINT-
4aToi (POPMBI, CXOHBIX IO CTPOEHUIO C KieTKamu npokamous (puc. 30, /1, 12).
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C eATeNbHOCTBIO KIETOK 3TOM MEPUCTEMATHYECKON 30HbI CBSI3aHbI MHTEHCUBHOE
HapacTaHHe Macchl KaJjuryca, IPUBOJSIIee K MHOTOUNCICHHBIM HHBATHHALMSIM €70
noBepxHocTH (puc. 30, /3), a Tak>Ke MOCIEAYIOIINEe MPOLECChl OPraHOreHe3a.

MopdoreHes B Kamryce, IOTYYEHHOM B KYJIBTYPE i1 Vitro MBIILHAKOB, KaK 1
B JIFOGOM JIPYTOM KaJIIyce, MOXKET OCYIIECTBISTLCS PA3INIHBIMHI Iy TSIMH: THCTO-
rede3a (popMUpOBaHUE TKaHEl, He PUBOJAIIEE K PereHepalu pacTeHui); op-
raHoreHes3a no THUIy pusoreHesa ((popMupoBaHue KOpHs), reMMoresesa (hopmu-
poOBaHUE NIOYKU) U reMMopu3orese3a ((popMrupoBaHue NOUYKU U KOPHs); IMOpU-
onjorenesa ((popmuposanue aMopuounios). Bece ormeuennsie myru Mmopgorese-
3a 0GHAPYKEHbI PN KYJIbTHBHPOBAHNH KAJLTycoB mueHnnbl. OJHAKO B YCIOBU-
SIX OCYIIIECTBIICHHOTO 9KCIIEPUMEHTA OCHOBHBIM IyTeM Mop¢orenesa, npuBosi-
MM K 00pa30BaHMIO MOJHONEHHbBIX TAIIONIHBIX PereHepanTos (6e3 mpoueny-
Pl MHOTOKPATHBIX NEPECANOK HA MATATEIbHbIE CPENbI PA3JINYHOTO COCTABA) SB-
JISI7ICSI TOJIBKO OPraHoreHes no THIY reMMOpH30reHesa.

I'emmopu3oreHnes, Kak IpaBUJIO, HAYNHAETCS C 3aJI0KEHNSI Ha TIOBEPXHOCTH
KaJuIyca MEpUCTEMATHIECKUX 0YaroB, AesITeIbHOCTh KOTOPBIX MPUBOAUT K 00-
pa30BaHUIO alleKCOB NT0OETra ¢ 3a4aTKaMU JIUCThEB, T.€. noudek (puc. 30, /4—-17, Ha
net. 15—-17 BUgHBI OCTIEOBAaTENbHBIE CTAIUN X PA3BUTHS, a TaKke oOpa3oBa-
HUE U3 HUX B OTJIEIbHBIX CIy4Yasx MHOKECTBEHHBIX, (DACIMUPOBAHHBIX TOOETOB).
Kak npasmio, yepe3 3—4 cyT mocie ux MOSIBIEHUs] HAOMIOAeTCsl 3al0KEeHUe
anekcoB KOpHS, KOTOpOe, MO-BUAMMOMY, OCYIIECTBIISIETCS HE3aBUCHMO OT TIO-
yek, yalle B 6a3anbHOH 1 cpegHell yactu Kamiyca (puc. 30, /4, 18). Ilo mepe pas-
BUTHUSI IOUEK ¥ KOPHEH 0OBIYHO HAOIIOAeTCsl YCTAHOBIICHAE MEKTY HUMH CBSI3H
MOCpeACcTBOM (POPMUPOBAHNUS 3JIEMEHTOB COCYANCTON cucTteMsl (puc. 30, /9).

IIponecc pa3BuTHsI pacTeHNsI-PereHePanTa, NoJyIeHHOT0 NOCPENCTBOM reM-
MOPH30TeHe3a — OT 3aJI0KEHMS IOUEK ¥ KOPHEN 70 KYIICHHs — 3aHUMaeT B Cpefl-
HeMm 40-45 cyt Ha cpefie miis perenepanyu (77-80 cyT OT UHOKYISIIIUU TBITBHU-
KOB) W B IIEJIOM COOTBETCTBYET (pa3aM pa3BUTHsI PACTEHMII MIIIEHUIBI B €CTECT-
BEHHBIX ycrnoBusx (puc. 31, 1-6).

B ¢denodaze KymeHus: pacTeHusI-pereHepaHThl U3BJIEKANIN U3 MPOOUPOK U
MPOBOJUIN UX IUTOT€HETHUECKOe TecTupoBanue. ["announusie (puc. 32, /) pere-
HEpaHThI AuruionansupoBanu cMecbio 0,2%-noro konxunuHa u 0,03%-Horo na-
mauna (1 : 1). [Tociie TUTOreHETUYECKOTO KOHTPOJIS AUTariouiHble (puc. 32, 2)
pacTeHus IepecaskuBalu B Mo4By. [lanbHellee pa3BUTUE pacTeHUi-pereHepaH-
TOB TaKxXe IIJIO0 COrJIacHO (pa3aM pa3BHUTHS, CBONCTBEHHBIM PACTEHUSIM IILEHU-
bl B HOPME, 1 3aBepIIajgock peHoda3oi MONHOH creaocTu 3epHa (puc. 33).

Pu3orene3 Ha OCHOBE BO3HMKAOIINX B KAJIyce MEPUCTEMATHIECKIX OYaroB
KJIETOK, AAIOIUX Hayajao (pOpMHUPOBAHMIO KOPHEH, W OCYIIECTBISIFOLIMIACS Ta-
KHUM 3XKe 00pa3oM, KaK U Ipu reMMopu3orenese (puc. 34, /-3), Kak NpaBuiio, He
COMPOBOXKAANCS 00pa3oBaHMEM MOYEK W COOTBETCTBEHHO HE MPUBOAMI K 06pa-
30BaHMIO PaCTEHUI-PETCHEPAHTOB.

CrneyeT OTMETUTD, YTO HAPSy ¢ MHAYKIUEH KalaycoreHesa ¢ ero nocieny-
IOIIMM NIEPEXOJIOM Ha TeMMOPHU30TEeHHBIN ¥ PU3OTeHHbIH MyTH MOpdoreHe3a, Ha
cpene, copepxKatieit UYK 1 KuHETHH B UCMOJIL30BAHHBIX KOHIEHTPALUIX, OBIIO
TakKe OOHapyxKeHO 4YacToe (POpMUpPOBaHUE SMOPUOUNIOB (IMOPHOHIOTEHHBIN
nyTh Mopgorenesa). OqHaKO pa3BUTHE SMOPHOUOB IPU TAHHOM COOTHOIIEHUH
TOPMOHOB B Cpefie MPOTEKAIO C OTKIOHESHUSIMU, TPOSIBIISIFOLIIMHUCS B HX TIEPEXO-
e K MOIU3MOPUONHUNA 0COOO0ro THMa (MPSAMOI BTOPUYHBIN SMOPUOUIOTEHES) —
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Puc. 31. PazBurne pacteHusi-pereHepanTa NIIeHUIb! JMHIE POTOC, MONyYEeHHOTO MyTeM
reMMOpH30reHe3a

1-2 — ¢popMupoBaHEe NEPBOro JHCTa HA aneKce nodera (/) u MOSBICHUE alBEHTHBHBIX KOP-
Hell (2); 3—6 — pereHepaHT B aze 3-ro jucra (3—4), kyuieHus (5) U MOJOYHOM cresocTu (6)
(/-6 — mpUXKN3HEHHAs ChEMKa)



== ..I.-L-*- ook I

Puc. 32. MeradazHas mnacTuHKa ramaougHoro (n = 21) pacTeHusi-pereHepanTa MileH)-
bl A PoTOC, MOTYIeHHOT'O MyTEeM FeMMOPHU30TeHe3a, 10 00paboTKI KOIXUIMHOM (1),
¥ TUTAIUIOUHOTO (1 + n = 42) pacTeHns-pereHepaHTa mocie 06paboTK KOIXALIUHOM (2)

Puc. 33. Pacrenue-perenepanT miieHuns! nuann ®ortoc, odpa3oBaBiIeecs U3 Kamryca my-
TeM F'eMMOpH30TeHe3a, B (pa3e MONHOII crienocTu ceMsiH (77 cyT OT MHOKYJISIUY IbITBHIKA)



Puc. 34. Puzorenes B MOp(poreHHOM Kaniyce

1 — o6mmit Bup Kajtyca Ha cpefie; 2, 3 — (pparMeHThbl €ro CTPOeHHs C 3a4yaTKaMi KOpHeH,
3aKagbIBaroIuxcs rpynnamu (2) u otaensHo (3) (/-3 — CM)

pa3pacraHue alMKalbHON YacTu 3MOpUONAOB U 0Opa3oBaHUE Ha Hell B Ipolecce
OpraHoreHe3a MHOXECTBEHHBIX TOUeK pocTa (puc. 35, /-5). B pesynbTraTe Ha no-
30HUX CTaMAX Pa3BUTHUSI Takue 3MOPHOUAbI UMENH B alMKaJIbHOW YacTH He-
CKOJIBKO LJUTKOB U anekcoB 1odera, 00beAMHEHHBIX OOIIUMM KOPHEBBIM IIOJIIO-
coMm (puc. 35, 5-7). Kak ormeuanocs BbIle (CM. riaaBy 6), 0Opa30BaHHE TaKUX
aMOPHON0OB HAOIIOAAIOCh U HA CPEfie, TOPMOHAJIbHBIA KOMIIOHEHT KOTOPOM $1B-
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100 sxm
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250 MM
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Puc. 35. ITocnenoBaTenbHbIE CTAiNU MEpeXoa 3MOPHONIOB Ha Cpefie Al pereHepaIim

K HOJIN3MOPHOHNY (BTOPHYHOMY 3MOPHOUIOTEHE3Y)
OO6mbsicHenus B rekcre (1, 3,4 - COM; 2, 5,6, 7 - CM)

JIAJICS. ONITUMAJIBHBIM U1 MHAYKIMU CIOPO(UTHON IPOrpaMMbl pa3BUTHUS 11O IIy-
TH 3MOPHOUJIOreHe3a, OHAKO INPOLEHT MX OOpa3oBaHMs B JAHHOM BapuaHTE
oInbITa ObLI 3HAYUTEIBHO OOJlee HU3KUM. BaxkHO, OfHAKO, YTO aMOPHOU/bI, UAY-
I[¥e TO MyTH TAKOTO BTOPUYHOTO IMOPHONOTEeHE3a, ObLIIN CIIOCOOHBI K (POpPMHU-
POBaHUIO HOPMaJIbHBIX FAIJIOUAHBIX PACTEHUI-pEreHePaHTOB.

Taknm 00pazoM, HHTOIMOPHOTOTHYECKHH AHATN3 MOP(OreHeTHIECKHX
NPOLECCOB B XO/ie Pa3BUTHSI KAJULyca MO3BOJINI BEISIBUTh OCHOBHBIE 3aKOHOMeP-
HOCTH reMMOpPH30TeHe3a — OJHOro W3 myreil Mopd)oresesa, cocooCTBYIOIUE
ONTHMM3ALUH NPOLEeCca THPAXKUPOBAHUS TAIJIONAOB.



3AKJIIOYEHME

[TosmyueHHbIEe SKCIEpUMEHTANbHbIC AaHHbIE IO MOP(QOreHe3y NbIILHUKA
NIICHALB] PA3JIMYHBIX COPTOB M THOPUIHBIX JUHHUI B €CTECTBCHHBIX YCIOBUSIX 1
B KYJIBTYpE in Vitro, ¢ yaeToM pa3pabOTaHHBIX TEOPETHUECKHUX IMOJOXKECHAN W
CTpaTeruy ucciefoBaHusl (YHHBEPCATBLHOCTb MyTeld MOpdoreHesa, KOHICTIUS
aMOPHOUJIOTCHNN, YHUBEPCAIBHOCTh CTPOEHMSI WHUIUAIBHBIX KJIETOK HOBOTO
MHAMBHUAYYMA IIPU pa3HbIX criocobax ero 00pa3oBaHusl, TEOPUS] KPUTUIECKUX TIe-
PHUOJOB U T.1.), O3BOJIWIN Pa3padoTaTh BICOKOI(P(EeKTUBHYIO CHCTEMY NOJY-
YeHHsI TAIUIONHBIX PACTEHHII-PEreHePAHTOB N3 MUKPOCIIOP NyTeM NPSIMOTO 3M-
Opuongorene3a u remMmopusorenesa (puc. 36).

[IpuBneyenne KOHUENIUN KPUTUIECKUX NMEPUOAOB U OLCHKA CTPYKTYPHOM
OpraHu3alyy NbUIBHUKA C NO3UIMH CHCTEMHOIO MOAXOfa BIEPBBHIE MO3BOJIHIM
HIEHTH(PUIHPOBATh HMEHHO CHJIHHOBAKYOJIH3HPOBAHHYI0 MHKPOCHOPY KakK
KJIeTKY, MOpP()OreHeTH4ecKl KOMMETEHTHYI0 K HNePeKII0YeHHI0 NPOrpaMMbl
Pa3BUTHS ¢ TaMEeTO(UTHON HA CIOPO(PHUTHYIO, A TAKXKE BBIABATH MOpgoaornye-
cKuil U (DEeHOTHNHYECKHI MapKepbl [JIsl €e YCKOPEeHHO¥ IMATHOCTHKHM U TEM ca-
MBIM ONTHMH3HPOBATH NPOLECcC NOJIyYeHNs ranjiouioB.

AHanu3 NOJyYeHHBIX JAAHHBIX CBHACTEIBCTBYET O TOM, UTO MOp(QOreHe3
CHJIBHOBAKYOIM3UPOBAHHBIX MEKPOCIIOP IO cIOpOo(UTHOI MporpamMme 6e3 yepe-
moBaHUS MOKoJeHu# (cnopodut [J crmopodut) B KyJIbType in Vitro — CIOXKHBIH
NPOLECC, 3aBUCAIIMN OT KOMIIIEKca pa3HooOpa3HbIX (akTopoB. CoueTaHue
3THX (PaKTOPOB ONpefessieT KaK MyTh MOp(orenesa MUKpOCop (3MOprougore-
HE3 WIN OPTaHOTeHe3), TaK 1 cloco0 0Opa30BaHMs aHAPOKIMHHBIX TAIIOUAHBIX
pacTeHU-pereHepanToB.

Tpurrepom cnopo(puTHOro nyTu Mopgoresesa B KyJabType in vilro MEKpO-
CNOP, HAXOASIMXCS B KPUTHIECKOH CHIIbHOBAKYOIHM3HPOBAHHON CTaNN Pa3BH-
THS, SIBISIETCSI CTPECCOBOE BO3JENCTBHE XOJ0A0M B ONpeeIeHHOM peKHuMe.
[anHOe BO3fEHiCTBHE BBI3BIBACT HapyLICHHE MOP(OreHETUIECKUX KOPPESAIMil
B Pa3BUTHM MHKPOCIOP M TKaHEH CTEHKH NbUIBHUKA, YTO NPUBOANUT K Hapylle-
HUIO LEJIOCTHOCTH MOCTIEJHErO KaK HHTEIPUPOBAaHHOM cucteMbl. MHAYKIMsI KOH-
KpeTHOro nyTu Mopgorenesa (3MOpHOUIOreHE3 WK OPraHOTeHE3), NPUBOsIILe-
ro K pereHepanyy pacTeHuii HOPMAIBHOTO CTPOEHHSs], ONPefeIsieTcs] GaJaHCOM
rOPMOHOB B NUTATEJIBHOM cpefe. Pa3paboTaHHBIl aBTOpaMU OPUTHHAIBHBIN Me-
TOJX MOAGOPA ONTHMAILHO KOHIEHTPALUH K30reHHOro aykcuna 2,4-/1 B mHayK-
LHUOHHOH NMUTATEJBHON cpefe, OCHOBAHHBIN Ha TOYHOU MACHTH(UKALIH COTEP-
>KaHUS 9HAOTCHHHBIX ayKCHHOB B MbUIBHAKAX B KPUTHUYECKON CTANU PA3BUTHS,
MO3BOJIIJI YHPABJISTH NPOLEccoM MOp(orenesa CIIIbHOBAKY OJIM3UPOBAHHBIX MH-
KpOCHop in vitro u cioco0CTBOBA YCKOPEHHIO TEXHOJOTHH AHAPOKINHHON ram-
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-ff— 4%1°C,7cyr

SmbpHouoreHes 'emmopu3zorenes
2.4-11 (uepes kanmycoreHes)
0,1 mr/n 2.4-11
1,0 mr/n

HHII)/KIJ,HOHH as cpena
(2 s4'l]-)

in vitro

Cpepia Jinisi pereHepaium
(MYK, kuneTnH)

Puc. 36. ITonydyeHne ramIOMAHBIX aHAPOKJIMHHBIX PAaCTEHUI-PETeHEPAHTOB MNIICHUIBI
suaIA POTOC in vitro myTeM IMPSIMOTO SMOPHOUIOreHe3a 1 TeMMOPHU30TeHe3a

82



Mierospore

24D

2,6 mg/l

+ equal
division

primary
embryoid

2kt K¢ Ra Rkl = W= Rl
—~ 0=

50

W agormooa-own g
PR N R =N i RN L W w o= ]

CLONING

formation of
secondary
emryoids

H apl oid s

Puc. 37. IlepcrieKTUBHBIN NMyTh NOJTYy4YEHHUs FallJIOUAHbIX aHAPOKJIMHHBIX PacTeHUI-pere-
HEPAHTOB NIIEHUNBI JUHUN POTOC in vitro IMyTeM NPSIMOTO U HENPSMOIO BTOPHYHOTO
aMOpHOUJOreHe3a U TeMMOPHU30reHe3a
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JIOUINH MCCIIEJOBAHHBIX COPTOB M JIMHHI SIPOBOW MATKON MIIEHHIBI, 3 TaKkKe
3HAYMTE/IbHOMY NOBBIIICHUIO €¢ PeHTa0eIbHOCTH.

IToaTBepXkIeHO TeopeTHYECKOe MOJIOKeHHe 00 OTHOCHTEJHbHOW YHHBep-
CATBHOCTH XAPAKTEPUCTHK HMHUIHUAIBLHLIX KJIETOK Npu roModasHoil u rerepo-
¢hazHoll penpoayKuun, a TAKXKe Napajie/in3Me pa3BUTHSA NMOJIO0BBIX H COMATHYE-
CKHX 3apojbliieil (3MOpuonioB). BeisiBIeHHbIe Pa3/IN4usi B AITOPUTMAX HX MOP-
¢orenesa Ha omIpe[elICHHBIX 3Talax Pa3BUTUS OOYCIIOBIEHBI, OUYEBHUIHO, KaK
Pa3IMYHBIM NPOUCXOKAEHHEM IIOJIOBbIX U COMAaTUUYECKUX (MUKPOCIOPHAIbHbIX)
3apofblIlIeil, TaK U BO3AelicTBUeM (PaKTOPOB KyJIbTYPAILHOM CPeabl.

B 3aknroueHue cnefyeT NOAYEPKHYTh, YTO OJHHM M3 NEPCHEKTHBHBIX Ha-
npasjieHnii 3())eKTHBHOIO NMOJIYYEeHUs] MACCOBOr0 KOJHYEeCTBA AHAPOKIHHHBIX
pereHepanToB U3 OJHOI MHKPOCHOPBI y HCCIEAOBAHHBIX COPTOB U T'MOPHIHBIX
JIMHUI SpOBOY MSITKOW IIIEHHUIBI SBISETCs pa3paboTKa MOAXONOB U METOJOB,
coueTAoIUX ABa NyTH MopdgoreHesa in Vvilro — BTOPUYHOIO 3MOpPHOJOreHe3a
(mpsIMOTO U HENMPSIMOTO — Yepe3 KATyc) H reMMopu3orenesa (puc. 37). Bosamox-
Ha TaK>XKe OIHOBPEMEHHAsI HHAYKIMS Ha KaJlllyce SMOPUOAOreHe3a U TeMMOPH30-
reHesa.

ApceHajl N0Jy4eHHBIX SMOPHOJIOTHYECKHX AHHBIX 03BOJIAET YXKe B HACTO-
silee BpeMsl C/leJIaTh CJIOXKHBIN NMponecc MOp(oreHe3a MUKPOCHOPBI NIIEHUIBI
o cnopo(uTHOI MporpamMe in vitro ynpasjisieMbIM U HOJIY4aTh NOJIHOLEHHbIE
KOHKYPEHTHO CHOCOOHbIe AHPOK/INHHbIE FalIOH/AHbIe PACTeHHsI-pereHePanThbl
B MAaCCOBOM KOJIHYECTBe [IJIsl BHePeHHs UX B CeJIeKIMOHHYIO PAKTHKY.



IIPU/IOXKEHUE
KPATKME METOANWYECKHUE PEKOMEHIAIINN

Mertop KyabTypbl IBUILHUKOB SIPOBOM MSITKOM MIIIEHUIbI, pa3pa0OTaHHBI B
nabopaTopuu IeHeTUKM W nurojoruu pacreHuil Mucrurtyra O6mosnoruu YHII
PAH Ha npumepe komnekuuu u3 189 coptoB u rubpupHbIx auHuii [I'opOyHOBa,
Kpyrnosa, 1988] 1 ycoBepIIEHCTBOBAaHHBIN C YYETOM JJAHHBIX [0 3MOPHUOIOTNH
pacrenuii [Kpyrnosa, bateirnna, 2002], cOCTONT U3 HECKOIBKUX 3TAIOB.

1. BrlpamuBaHue JOHOPHBIX PAcCTEHUI B MOJEBBIX YCIOBHSX, B YCIOBUSX
TeIIUIb] uiau Kamepsl “@uroTpor” o VII aTana opranorenesa.

2. ®eHOTUNNYECKUI OTOOP JOHOPHBIX PaCTEHMI, COfEePKAIIUX NbIILHUKY B
KPUTHYECKON CTAJUU CHIIBHOBAKYOIU3UPOBAHHON MUKPOCHOPHI, ONTUMAILHOR
I MHAYKIUHA CIOPO(UTHON porpaMmel MopgoreHesa. DTOH CTaii COOTBET-
CTBYET 0cO00O€ paCHONIOXEHNE KOHYMKA KOJOCa, HAXOASAIIErocsl B JHCTOBOMH
00epTKe, — OPUEHTUPOBOYHO Ha 1/4 paccTOSHHS OT OCHOBaHUs (pIaroBoro Juc-
Ta 0 OCHOBAHUS IIPEJIIOCIENHEr0 CHU3Y JIUCTA.

3. CpesaHue KOJIOChEB C IIbUIBHUKAMU B yKa3aHHOU ¢ha3e B OfIHO U TO XKe
BpeMsI CYTOK JIJIsl BCEX NapTHI.

4. Beiiep>KuBaHNe CpEe3aHHBIX KOJIOCheB mpu Temnepatype 4 £ 1 [C B Teye-
HUE 7 CyT.

5. Crepunu3anysi KOJIOChEB BMECTE C JIUCTOBOI OOEPTKOI B CTEPUIIbHBIX YC-
JIOBHSAX TaMHHAapHOT0 60Kca 70%-HbIM 3TUIIOBBIM CIUPTOM WiN 3%-HOI NepeKu-
CbIO BOIOpPOJia IIPOTOYHO. YalleHUE CTEPUIM3YIOIIEro BEUIECTBA IyTEM TpEeX-
KPaTHOM NPOMBIBKY KOJOCHEB aBTOKJIABUPOBAHHON JUCTANINPOBAHHON BOJOM.

6. I3BneyeHNe NbIJIbHIKOB U3 BYX HIDKHUX IIBETKOB ILIECTH KOJIOCKOB CPEf-
HEl TPETH OJHOTO KOJIOCa B CTEPIIIBHBIX YCIOBHSX JaMIHapHOro 6okca. MIHOKy-
JISIIUSL MTBIIBHUKOB B MPOOUPKU C UHAYKIMOHHON muTaTenbHol cpefgoit Potato 11
[Chuang, Quyang, 1978] (cMm. Tabauny, ctonbern 1). IMnupudyeckuil mogoop Ajist
KaKAO0To copTa ¥ THOPUHON JIMHUY MIIEHUIbI KOHIEHTPAIMK 3K30T€HHOT'O CHH-
TETUYECKOTO TOPMOHA ayKCMHOBOTO THMA fAefcTBus 2,4-]1 nisg uHgyKuun hopMu-
pOBaHus SMOPHUOUAOB WIIX MOP(OrEeHHBIX KaJJIyCOB.

7. IloMelienre MTaTUBOB ¢ MPOOMpPKaMu Ha 21-28 CyT B TEMHOTY IIpH TEM-
nepatype 27 [C fo o6pa3oBaHusi HA NOBEPXHOCTU NBUILHUKOB 3MOPHOUIOB UK
KaJJycoB MOP(OreHHbIX.

8. B cTepuIbHBIX yCIOBUSIX JJAMUHAPHOTI'O OOKCa NMepeHOC IMOPUOUAOB WX
KaJIycoB MOP(OTEHHBIX B MPOOUPKH ¢ MUTATENLHOM cpeiont bietinca s pere-
Hepauuu pacteHuit [Blaydes, 1966] ¢ aMnupuyecku IogoOpaHHON AJIsI KAsKAOrO
copTa WM THOpHUAHOW JHWHHAW KOHLEHTpamueill ropmoHoB MYK m kuHEeTHH
(cM. Tabnuny, cronder 2).
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Ta6muma 3

CocraB HHIYKINOHHON nUTaTeabHOM cpenbl (cpena Potato II) ns kynsTnBnpoBanus
NBUIFHAKOB H CPefbl IS pereHepaniun anApoOKINHHABIX pactenni (cpega bielixca)
APOBOI MATKOM MueHnubI (B Mr/J1)

KomnoneHnt Cpena Potato II Cpena breiinca
(NHy4),S04 100 _
KNO;3 1000 1000
KCl 35 65
KH,PO4 200 300
NH4NO;3 - 1000
Ca(NO3), 100 347
H3BO3 — 1,6
MnSO,4 [HH,O - 44
ZnSO4 D7H20 - 175
KJ - 0,8
FeSO, [7H,0 27,8 27,8
Na-D[1TA 37,3 37,3
Tuamuu-HCl 1 0,5
IMupunokcnu-HCl - 0,5
HukoruHoBas Kuciaora - 1,0
AcKOpOUHOBas KUCIIOTA - 1,0
Me3ouHO3uT - 100
2,4-1 OMnupuyeckuil nogoop -
nyK - OMnupuyeckuii nogoop
Kunetunn - OMIupuIecKuil mogoop
Arap 7000 7000
Caxapo3sa 90000 110000
KapTodenpHblil 3KCTpakT 10% -
PH cpenst 5,7 5,7

9. KynpTuBupoBaHue aMOpPHOUJIOB WX KAJIJIyCOB MOP(POT€HHBIX IIPU TEMIIE-
patype 10 [C, 16-gyacoBoM coTonepuope, ocsenieHHocTH 20 ThIC. JIK A0 00pa3o-
BaHUSI paCTECHUN-PET€HEPAHTOB U UX Pa3BUTHA A0 (peHO(da3bl KyIICHHUS.

10. IluToreHeTH4ecKuil KOHTPOJIb TalIOUHOCTH pacTEHUll-pereHepaHTOoB
IIyTeM IIOficieTa XpPOMOCOM B MeTapa3HbIX INIACTUHKAX KJIETOK KOHYUKA OJ[HO-
ro u3 Kopemkos. OTOOp Aisl AaJIbHENIINX MCCIEJOBaHUN TOJIBKO TallJIOUJHBIX
pereHepaHTOB.

11. O6paboTKa ramIongHbIX pereHepaHToB cMechio 0,2%-HOro KOMXUIuHA 1
0,03%-noro nanauHa (1 : 1) B TeyeHne 5 4 Ha CBETY C LIENbIO X AUTAIJIOUU3a-
yuu. LluToreHeTnyecknii KOHTPOJIb NUraINIOUJHOCTU PEreHePaHTOB IIyTeM IOf-
cyeTa XpoMOCOM B MeTa)a3HbIX IJIACTHHKAX KJIETOK KOHYHKA OJHOIO U3 KO-
petkoB. OTOOp A fajlbHENHIINX UCCIIEJOBAHUI TOJIBKO JUrAINIONHbIX pereHe-
PpaHTOB.

12. BricaxkuBaHuEe pacTeHU-per€eHEPaHTOB B IIOYBY, BblpalllUBaHUE UX IIPH
asIeM TeMIEPAaTYPHOM U CBETOBOM peXUMaX B YCIOBMSAX TEIIUIbI UK Ka-
Mephl “PutoTpon” 1o ¢eHodaspl IOIHOM CIENOCTU 3€PHA.
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INPUHATBIE COKPAIIEHMNSA

AnK — aJIBEHTHBHBII KOPEHb
Anll — anMKaJIbHbIH MOJIOC

Apx — apxecrnopuit

B — BaKkyoqb

BKan — BereTaTUBHasl KJIeTKa

BJ1 — BTOPOW JIUCT

BCn — BHYTPEHHHI cIoi

BIIsY — BEPXHSISl LIBETKOBAs Yellyst
I'Kn — reHepaTuBHas KJIeTKa

IM — AMajga MUKpOCIIOp

2,4-11 — IuxI0pheHOKCUYKCYCHAsT KHCIOTa
3 — 3aBAI3b

3K — 3apOABINIEBBIA KOPEHD

u — UHTUHA

nYK — UHAONUI-3-yKCyCHasl KICI0Ta
K3 — Kajiosa

Kn — KOJeonTumie

2KnIl3 — IBYKJIETOYHOE MBUIBIIEBOE 3€PHO
3KnIl3 — TPEXKIJIETOYHOE IbLIBLEBOE 3€PHO
KoY — KOJIOCKOBAsl Yenrysi

Kp — Kpaxman

Kps — KoJleopusa

KTt — KyTHKYyJa

K4 — KOPHEBOW YEXJIUK

JI — JIOAUKYJIa

JIr — uryna

JIn — JIUNUAHAs Karis

M — MUTOXOHJIpUS

M3 — MepucTeMaTHIecKast 30Ha
Mc — MHKpoOcIopa

Mcrg — MHKPOCIIOPOLIUT

HCn — HApYXKHBII CION

HIIsY — HUXKHSIS LIBETKOBAs Yelnys
H» — HOK3HMHa

O6Mc — 000/1049Ka MUKPOCHOPbI
On — ONEPKYIYyM

Op — opOuKkyna

11 — IJIacTuja

113 — nepudepuyeckas 30Ha
Is3ITq — nasylHas o4ka

Ik — NIBUIBHUK

11 — NEPBbIil JIUCT

IIpCn — TapHeTaNbHBINA CIOM

IIpT — MIPOBOJAILAS] TKAHb
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T — IPOMEXKYTOYHOE TEJIO

ITg — [oYKa

C — CyCHeH30p

Cs — CBSI3HUK

CBM — CHJIbHOBAKYOJIM3MPOBAaHHAsE MUKPOCIOpa
CM — CBETOBAasi MUKPOCKOIIHSI

CnTk — CIIOPOTreHHAasl TKaHb

Cn — crepMuii

CpCn — CpemHUM CIIOH

cyT — CYTKH

CoM — CKaHUPYIOIasl 3JIEKTPOHHAST MUKPOCKOIHS
T — ThIYMHKA

Tan — TaneTyM

Tk — TEKTYM

Tn — TUJIAKOUJT

T — TPETHH JIUCT

™ — TeTpajia MUKpPOCIIOp

TP — TOYKa pocTa

TOM — TPAHCMUCCUOHHASI 3JIEKTPOHHAsI MUKPOCKONHUS
dOYT — ¢puOpo3HOE yTONIIEeHIE

HIBKxn — OUTOIUTa3Ma BET€TaTUBHON KIIETKHU
3 — IIeHTpaJIbHas 30Ha

Cn — IUTOMIa3Ma CIEPMUS

q —4ac

1T — IUTOK

C] — aMOpuoup

26 — anmbnacT

Ok — 3K3HHa

DKk3 — 9K30Tenui

OHJ — HAOTENHHI

On — 3NHUAEPMHUC

9P — 3HJIOMIIa3MaTHYECKUI PETUKYITYM
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SABKn — SAPO BET€TATUBHOM KIIETKHU
SAnpBKn  — AgpeIIKO BEreTaTUBHON KIETKH
ATKn — SAPO FeHEePATUBHON KIIETKHU

AM — SAPO MUKPOCIOPHI

ACn — s/ipa CllepMUEB
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cop, 3aBefyollas JadopaTopueil reHEeTUKH
u nuronoruu pacrenuit MHcruryra Guoio-
run Y pumckoro HII PAH, 3amecturens gu-
pekTopa mo HayuyHoil pabore. OOnacThb
HAy4YHbIX UHTEPECOB: OUOJIOTUSI Pa3BUTHUS
pacTeHuil, 3KcIepuMeHTalbHasi 3MOpHOIIO-
r'us pacTeHUil, CUCTEMb]l Pa3MHOXEHHUS pac-
TEHUH, OMOTEeXHOJIOTUsl pacTeHuil. ABTOp U
coaBTOop Oosnee 100 HayyHBIX paboT, B TOM
Yyuclle psaa MoHorpaduii B o61actu Mopgo-
reHesa pacteHuil. YneH pocCuiicKuX U MeX-
JYHApPOJHBIX HAy4YHbIX OUOJIOTMYECKUX OO-
mecTtB. KoHrakTel: pabounmii TenedoH
(3472)-35-56-55, daxkc (3472)-35-62-47,
E-mail: kruglova@anrb.ru

Tarpsina bopucosna barsirnaa

JlokTOp OMOJIOTMYECKHMX HayK, Impodec-
cop, wieH-KoppecnouneHT PAH, akagemMuk
PAEH, 3aBepyromasi nabopatopucii aM0-
pUOJNIOTUU ¥ PENpPORYKTHBHOW OHOIOTUI
borannueckoro nacruryra um. B.JI. Koma-
posa PAH. Jlugep Benymieit HayyHO#l KO-
a6l Poccun no amOpuonoruu pacreHuit. 3a-
CIy>XEHHBIN JesaTens Hayku P®. Jlaypear
TI'ocynapcreennoit npemun (1993) u npemun
ITpaBurensctea PP (2001) B obmnactu Ha-
yku U TexHuku. O6yacTb HaydYHbIX HHTEpE-
COB: TEOPHs PENPOAYKIUHU, OUOIOrusl pa3-
BUTUSI PacTeHUH, SMOPHOJIOTHS pacTEeHUN,
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3MOPHOJIOTUY IBETKOBBIX pacTeHUil. UNeH pOCCUICKUX U MEXAYHAPOAHBIX Ha-
YUHBIX OMoJoruueckux oouecTs. KoHTakTel: pabounii Tenedon (812)-234-52-14,
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Banentnna KOpresna I'opoynoBa

JlokTop OHMojormyeckux Hayk, npodec-
cop kadpenpsl oOueit 6uonoruun bamikup-
CKOr'0 TOCYapCTBEHHOIO IEJarorudyeckoro
YHUBEpPCHUTETA. 3aclyXeHHbIA [iedaTenb 00-
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OO6nacTb Hay4yHbIX MHTEPECOB: F€HETHKA
Ouosyorus pasBUTUSL pacTE€HHU, OHOTEXHOJIO-
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ruyeckux obmects. KoHTakThl: pabounii Te-
nedon (3472)23-87-42, dakc (3472)-51-04-31,
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I'anuna EsrenseBna Turosa
Kanpupat Ouonormyeckux Hayk, Beay- Ay JF

LU Hay4YHBIN COTPYAHMK J1abOpaTOPUHN 3M- . -
OpHONOTHM M PENpPOAYKTHBHOI OHOJIOTUU ;
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Ba P® (2001) B o6nacTtu HayKu U TEXHUKWU.
OO6nacTe HayyHBIX HHTEPECOB: OMOIOTHS
pa3BUTHUSl pacTeHuil, 3MOPHOJIOTusl pacre-
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690088 BnaguBocTtok, Okeanckuii np-t, 140 (“Kuura-nouroii”); (kopm 4232) 45-27-91
antoli@mail.ru

620151 Exarepunbypr, yi. Mamuna-Cubupsika, 137 (“Kuunra-nouroir”); (kon 3433)
50-10-03 KNIGA@SKY.ru

664033 UpkyTck, yia. JlepmonToBa, 298 (“KHura-nouroin”); (kop 3952) 42-96-20
val@igc.irk.ru

660049 Kpacnosipck, yi. Cypukosa, 45; (xkox 3912) 27-03-90
AKADEMKNIGA@KRASMAIL.RU

220012 Munck, npocnekT ®. Ckopunsl, 72; (kon 10375-17) 232-00-52, 232-46-52

117312 Mockaga, yi. BaBunosa, 55/7; 124-55-00 akadkniga@voxnet.ru;
akadkniga@nm.ru; http://akadkniga.nm.ru

117192 MockBa, MuaypuHckuit p-T, 12; 932-74-79

127051 Mockaga, lIBeTHoi1 OyabBap, 21, crpoenue 2; 921-55-96

113105 Mocksa, Bapmasckoe 11., 9, Kuux. apmapka Ha Tyabsckoii (5 aT.); 737-03-33,
737-03-77 (m06. 50-10)

117997 Mockaga, yu. IIpogcoro3nas, 90; 334-72-98

630091 HoBocubupck, Kpacuslit np-T, 51; (xop 3832) 21-15-60 akademkniga@mail.ru

630090 HoBocubupck, Mopckoit mp-T, 22 (“Kuura-nouroi”);
(kop 3832) 30-09-22 akdmn2@mail.nsk.ru

142290 ITymuno Mockosckoii 06i1., MKP “B”, 1 (“Knura-nouroit”);
(ko 277) 3-38-80

191104 Cankr-IleTepOypr, JIuteinnsli np-t, 57; (kopg 812) 272-36-65 ak@akbook.ru

199164 Cankt-IletepOypr, TamoxeHnnbIi nep., 2; (kox 812) 328-32-11

194064 Cankt-Ilerep6ypr, Tuxopeukuit np-t, 4; (kop 812) 247-70-39

199034 Cankr-IleTepOypr, BacunbeBckuil ocTpos, 9-s1 nuHus, 16;
(xop 812) 323-34-62

634050 Tomck, HaGepexknas p. Ymaiiku, 18; (kon 3822) 51-60-36
akademkniga@mail.tomsknet.ru

450059 Ya, ya. P. 3opre, 10 (“Knura-nouroir”); (xkon 3472) 24-47-74

450025 Y da, yn. Kommynncrnaeckast, 49; (kon 3472) 22-91-85



Kommepuecknii otae, r. Mocksa
Tenedgon 241-03-09

E-mail: akadem.kniga@g 23.relcom.ru
akadkniga@voxnet.ru

Ckaapn, Tenedon 291-58-87

®dakc 241-02-77



I1o sonpocam npuobpemerus KHu?
20Cy0apcmeertble Op2aHu3ayuU
npocum o6pauamvCsa maxice

6 U3oameabcmaeo no adpecy:

117997 Mockea, ya. IIpoghcorosnas, 90
mean. gpaxc (095) 334-98-59

E-mail: initsiat @ naukaran.ru

Internet: www.naukaran.ru




