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OAUHAMMKA U XXUSHEHHBIN LIMKN
MUWKPOTPYBOMEK B KJIETKE

Mukpompyooskn (MT) & xaemie nocmosyso pacmym o
ykopaduadiomes, Imo ceoticmen MT, nepeonavassso om-
Kphimog i vitre, nodyiato paseanie duramuseckol necma-
duannocr. Cpaenense duiaMuseckol necmatuwisiocmu in
vitre H in vive mokQiwedgem paituyue & nosedenuu MT &
dave cucmemax, Ocobenmocmamy MT 8 woussix Kaemeax
o cpasieniie © i Vi AEEOmcR @a00KaR CKOPOCITE POCTd
fdda 20 mes/Mun), MA1a3 RPOSOIRCUMEIRHOCHE REpuodos
yEOpOuenun (& cpeduenm ue Goaee 15=20 ¢} u nasusue nays,
Bo suoeux xaemiax seueomunix MT pacmyvm om genmpo-
comet o ofipazyviom paduaiteiyro cucmemy. flokaaano, ymo
& maxux cremiax pocm MT om genmpocoss: npoyeccusen,
m.e. npodcxodum npaxmuvecky fez nepepueos do mex nop,
HoKa RIOC-KOMEH He docmuzaem Kpag kaemeu. Anwaius au-
MEPAMYPHM 8 CORCIMAEENHBX OINHMY ROKAINETEN ACUM-
MempNDe Hepedoganue ghaz: ghila pocia cMEHAEmcR RaVIon
WAl FROPONCHEEM, @ 0 GPeMA KAk YROPOYERNE HUKD2da Ne
nepexodum @ nayay, Ho sceada crengemen pockos. Mu no-
Ageges, wmo dunamuneckas necmabasnocms MT wa kpaw
KASMKL, MHOZOKPAMHO ONHCORHAR & Aumepamype, ofyc-
Aggdend we moaske suympennusy coodcmeasy MT, no u
HAAHUEM SHEMNUX npenamoment dar wx pocma. Hosede-
M MTU KAECMKE F{.I'f;-[.l'ﬂ.ﬂ'bﬂﬂ& E'ufﬁ‘!E.Hﬂi‘l maﬂ'ﬂeﬂemcﬂ'
PACCMAMPURANE KaK AUHAMUNECKIID Hecmaluasiocms npu
AN 2panuiex yeaosuld.  [panusnsimu Veiogusmy ge-

© WA, BOPOBbEB, H.C. TPUTOPBEB, 2003
22

ARIOMCR HEHMPOCOME, OO0CCREWNEINaN TaCMmPY0 WHIHNa-
wirio pocma MT, u kpall Keemku, 02panususam gl 20H-
eauun naroc-kongos. Pocm MT npowcxodum o nocmorinoi
cpechiel cropocmen, NOMERUUATEHAR REC00INCHIMEILHOCTE
bz pocma MT momcem npeswumams paduye Kaemiu,
Yeopowenuwe MT, xax npasuao, INTUUMEIEHD MEHBIIE, HEM
€8 ROANDA CAuNG, NP IMOM CKOPOCTL VKOPOYEHUR NPAME
APONGPHHORGIEHG £20 Mpodoaxcumensiocmu. Cayeatinee
Oucmpaie VROPOSEHUN Roc-Konies docmamonnes dag of-
noatenun cenu MT & mevenue [0=20 smun & kremiax dug-
mempos He Gogee 40—50 mxs. B xaemiax Goteieso pa-
duyea ofiwogienue cemu MT npoucxodum 33 mo x¥ce apems,
odiaie dOCMUZAEMcR YRCE © NOMMBID dEVE020 MEXGHIIMG,
On cocmoum & omdesenuy MT om zampasku u nocaedyw-
el denoaumepurangiin ¢ smunye-conta. Bpesa ofimena MT
HPU MUNVC-KONIESOM HYME 00MEHa He TI8UcHm om paduyca
Kaemkd, a onpedeagemca wacmomoll omdetenud MT. [To-
HNOMY Haiuyue Hefoasoze wacag ceotodux MT ¢ mema-
CaiL T bME  MUHVC-KOHEME  SHOHUMETBHD  PMEH biiaem
apema ofhoatenus paduaisiod cucremnt MT. Cymaupya
AC8 JKCHEPUMENMIINNE dannme, Mbul RpediasaeM exemy
ycusnennoso gukiad MT & waemie. MT pacmem am yeim-
pocoMsl J0 Kpas KICMKd 8 MEYCHUE HECKOIBKHX MUKV, e¢
RAIOC-KOREH OCHITANPYEm Ha kparo Kiemiu u 3ames MT
nodnocmto denosusepusyemcn. B waemiax nelodvuiozo
PAIMEPA DEHOAUMEDLIINIA NPOUCXO0UN & PETV.IRMAMIE CAV-
WIAHO20 OpcHPOZ0 VKOPOYERUR © mioc-Konia. B kiemiax
O00BMI0Z0 PAIMEPT OCHUATAIUN HA KPaK Npodolxcaiomen
daasiee, u denoaumepusanun MT nacmynaem e peayibma-
e OFMORIEHIR MUHVC-KORE I 820 FROPOSEHI,

Beegenune

Mukporpybouku (MT) apnsioTcs yHHBEpCAlb-
HEIMH LIMTOCKEIETHEIMH CTPYKTVPAMH KJIETOK 3VKa-
puoT, OHM COCTOAT M3 KOHCEPBATHBHEIX DEIKOB —
OHMEPOB o- H B-TyGyaHHA M NpeacTanifioT coboi
UWIMHIPHYECKHE HEBETBALIWECH CTPYKTYPBl OHA-
METPOM OKOJIO 24 HM W IUTHHOW B HECKONBKO MHK-
POMETpOB. JaMedatensHbM cBoiicTrOM MT sarnaeTea
TO, YTO, HECMOTPHA Ha BOABIIVIO LTHHY, OHH 0bOMe-
HHEAIOTCA © MYI0M PACTBOPEHHOTO TYDYIMHA TONLKO
Ha KoHUax. B cTauMoHapHOM COCTOAHMM, T.€. KOTIa
COOTHOWIEHHE MOTHMEPa H MOHOMEPA He MeHARTCA
cO BpeMeHeM, otaeisHele MT npogonsawT pacTd U
YEOpa4yHBaThCAa. OOMEH C NYI0M PACTEOPEHHOTD TY-
DYIHMHA NPOMCXOIMT HAMDONEE HHTEHCHBHO HA Of1-
HOM KoHLe MT, KOTOpEIH HAZLIBAESTCA MUTKOC-KOHELL.
[Mepexonobl mexny GasaMu pocTa H YEOPOYEHMA
MPOMCXOOAT CAVMAAHBIM 00patoM, a caMu daiwl
NPOIMIKAKTCA JecATKH cekyHil. Takoe noeeneHme
MT nonyumno HasBaHME AWMHAMMHECKOH HecTa-
GuneHocTH [1]. Ha npoTHBONOMIOMHOM — MHHYC-
KOHLE — oOMeH npoucxonouT memwneHHee. Muoroa
accouqauuu TvOyauHa ¢ MT Ha MHHYC-KOHLE HE
NPOHCKOIAAT COBCEM,

B uutepdazneix kieTkax xupoTHeX MT obpa-
WIOT CETh, DONee IYCTYIO B UeHTPe M Dosee paipe-
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HeHHYW Ha nepudepun. [Npennonaraerca, 4TO
tonpwHHeTBO MT HMEWT MHHYC-KOHUEL, 3aKpen-
MEHHBIE HA LEHTPOCOME, M TAHYTCH, HE NPepHBAsICh,
OT LEHTPA KIETKH K e¢ kpaw |2—6]. CooTseTcTREH-
HOo, umoc-koHusl MT obpawensl Ha nepudepuio
KIeTkH, TaKad paTHANBHAA CHCTEMA LIMTOILIA3Ma-
THHecKkHx MT ornuqaeTca oT xaoTHYHOM cetH MT,
BOIHWKAWWIMNX NPH CIOHTAHHON TOMHMEPH3ALIMH
TyOynuHa in vitro, 1 obnanaer ocobDRIMH CEOHCTRA-
MM, KOTOPHE DVIYT PACCMOTPEHH HHXKE,

OcHOBHBIM criocobon HabmoneHus 3a MT » #xu-
BEIX KJETKAX HBIACTCH MHKPOHHBEKUHA duiroopec-
LEHTHO MEYeHOro TYOVIHHA W MOCNeIyiollas 3a-
NHCH HIOBPAKEHHI Yepes MHKPOCKON ¢ MOMOIILID
uudpoeoil kKamepr! [7—12]. JanHaa TexHuKa no3po-
et npocaeanTs 3a MT B TeueHHe MHOTHX MHHYT,
He noepexiaas kierku |6, 10, 13].

CpaeHenne guHaMUYECKOH
HecTaBunsHOCTH in vitro u in vivo

CnontaHHas nonumepusauua MT in vitro
MNPOMUCXOOUT B PACTBOPE OMMILEHHOTO TYOYIMHA B
IHANA30HE KOHLUEeHTPpauHi ot 4 oo 15 mxM. Cpenunsas
ckopocte pocta MT B HecTALMOHAPHOM COCTORHHM
3ABMCHT OT KOHUEHTPAUWH TYDYIHHA B PacTBOpe.
[MpH AoCTHAEHHH CTALMOHAPHOID COCTOAHWA KOHLIEI
MT npoion#amT pacTH H YKOpadyupaThed. Takoe
nopeaesme MT nonyunio HassaHKe IHHAMHYECKOH
HectabuneHocTH [1]. Mazs pocta M YKOPOUMEHH:
MPOIOKHTENRHE — OT JECATKOB CEKYHI J0 MHOIHX
muHyT [1, 14=17]. Cropocts pocta MT B craunosap-
HOM COCTOAHHH COCTARAET He Dosee 3—34 MKM,/MHH
[15,18=21]. ¥KopoueHHEe MPOMCXOOHT Ha MOPALOK
GuicTpee — co cKopocTeid oT 15 no 100 MxMm/MuH,
bonee TUATENLHEIE HCCAEI0BAHMA MOKAIATH, 4TO
CKOPOCTH POCTA H YKOPOYCHHA PAITHYAIOTCH ¥ pas-
Heix MT B npenapare, Gonee Toro, OHM MOTYT H3Me-
HATLCA B TeueHHe oaHoi dae [17].

B peaynerare AMHAMHYECKOH HeCTADWIBHOCTH
cpenHas LuHa MT B pacTeope TYOYIHHA CO BpEME-
HeM pacTeT, W 3a ) MHH OHA MOMKET YBEIHYMTLCH B
10 pas, ot 10 mo 100 MM, npr 3Tom aucno MT coor-
BETCTBEHHO yMeHblaeTcs [14]. [MpoTsaxeHHOCTH
YKOPOUYEHHA HEePeaKo JHMHTHPYeTCcH LnuHoil MT,
TAK MTO B PE3yILTATE ONHOTO MEPHOLA YKOPOUCHHA
MT moxeT nonTHOCTEIO AeNOTHMEPHIORATHCA,

MoseaeHne MT B KneTke OTIHYAETCA OT CMOH-
TaHHOH moaMMepH3aund MT in vitro. B knerkax
MT B cpeaHem pacTyT OBICTPEE M VKOPaYHBAKOTCH
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MCILTEHHEE, 4 TAKKC IHAYHTCNREHO Yallle npeTeprc-
BT CMEHEI (a3 (0T pOCTa K VEOPOHeHHIO M 0DpaTHo)
[22, 23]. Kpome Toro, B KIeTKaX, KpoMe a3l pocTa 1
YEOPOYCHHHA, B MOBEACHHH KOHLOB MT nossanercs
HoBaf (aza, He BCTPEMAKOWAACA in vitro — may3el,
PaccmotpuM nonpofHee, Kak COOTHOCATCH Mapa-
METPH AMHamH4eckoi HecTabuibHocTM MT B in
vivo H in vitro.

Pocm. O6ian KOHUEHTpaUWA TYBYIMHA B KIET-
kax cocrasnser 20-30 mxM [24], a cooTHOWeEHHE
PACTBODEHHONO H MOJMMEDPH3IOBAHHOTO TYDYJIHHA
cocTapnAeT npusepHo 2:3 [7, 25], T.e. KOHLEHTpa-
LA PACTROPEHHOTO TYOVIHHA B KNETKAX COOTBETCT-
BYET TOW, UTO MCMOIEIVETCA B OMBTAX MO MOIMME-
pusauuu MT in vitro. OoHako y#e B JKCTpakTe
KCEHOMyca cKopocTs pocTa MT Ha BHeCeHHEIX B Ka-
YECTEE 3aTPABKM LEHTPOCOMAx BEILLE, YEM B O4H-
IWEHHOM Npenaparte TYGVIHHA, M COCTARTALT OKOIO
10 mxn/muH [26]. Bo MHOTMX KIETKAX MIEKOMIH-
TAIMX CPEIHME CKOPOCTH POCTA elle DONbILe M
nocturawt 12—-20 mrm/mun [B—12, 25, 27-29]. ¥
XOTOAHOKPOEHBIX MUBOTHRIX B KMETKAX, KOTOPBIE
KVARTHEHPYIOTCA NpH Temnepatype 23—28 "C, cko-
poct pocta MT HemHoro Hitke, 5—8 MKM/MHH
[30-33], HO Jaxe 3TH 3HAYeHHd DOJIbIIE, YeMm
CKOPOCTE NonuMeprauun TyGynuHa npu 37 °C in
vitro. CkopocTH pocta MHOIMBHAyadsHbX MT B
KIeTKax IIMPOKO BAPEMPYIOT, HA UTO YKAIBIBAET
BONBIIAA BETHYHHA CTAHAAPTHOTD OTEIOHEHHHA, M0-
JyueHHAd pasHeIMH asTopamu [8—11, 27, 30, 34].
[Mo-BHAMMOMY, OHH HMEIOT He HOPMATEHOE, a Donee
CI0XHOe pacnpedeneHue [31].

MNponomknTensHocTH ihas pocta MT B KieTkax, B
OTAHYHE OT Mpenaparta TyOyIMHA, HepeTMKH. B pas-
JIHYHBIN KAETOYHBIX KYNBTYPAX OHH MCHMCAAIOTCA
CEKVHIOAMM, YTO B AECATKH Pa3 MeHbILE, 4eM in vitro.
CooteercTBeHHO, npupocT AnuHE MT 3a oguy dasy
pocTa B KeTke cocTasnsger 1—9 mem [8—12, 27, 30,
34], Torma Kax in vitro — QeCHTKM MHKpoMeTpos [ 14,
17]. MeHbmas nponoKHTENRHOCTE (a3 pocTa B
KJIETKE CBAZAHA C MOBEIIIEHHOH YaCTOTOH mepexoaa
H3 pOCTa B YKOPOHEHHA («KaTacTpodamis),

Takum obpazoM, cpaBHMBAA NAPAMETPHE pocTa
KOHIOB MT B KJIETKE W in VItro, MOXHO 32KTIONHT,
YTO B KIETKE CYILECTBVIOT (PaKTODbl, YBEEJIHYHBAK-
lllHe CKOPOCTH pocTa, H PaKTopsl, HHIYIHPYIOIUIHE
«KATACTPODELS .

Vxopowenue. Cpennss ckopocTs vkopodeHna MT
B Knetke cocrapiger 12—=30 MEM/MHH, T.€. HEMHOIO
MEHBLLE, YEM CKOPOCTH HX YKOPOYEeHMA in vitro
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[B—12, 27, 30, 34]|. Ckopoctn ykopoueHua MT b
KACTKAX TAK #e, KAK W CKOPOCTH POCTA, WIMPOKO
BAPEMPYIOT, M YMEHBIIGHHE ATHHE MT 3a onHy
thazy yropoueHHA coctaengeT 1=9 mxwMm [B=12, 27,
30, 34). B peaynbrare MONHAH AENONHMEPHIALIHS
mHHHol MT B xone onHol ask YROPOYEHHS B
KJIETKAX MpakTHieckd He bBerpedaerca. Cpemas
NPOIOLKHTENBHOCTD (hadkl YKOPOYEHHH COCTARIAET
B KeTkax 10-15c¢.

HTak, B kneTkax Hapaoy ¢ fakTopamMi, MHALMHK-
PYIOLMMH «KaTacTpodbls H YCKOPHIOWHMH DOCT,
CYILECTRYIOT (PAKTOPEI, YMEHBIIAKILIHE CKOPOCTR
yvikopodeHud MT, n dakropw, obecneyupanwiume
OelcTpoe scnaceHnes MT.

Yacth Taknx daKTOPOB VAL WICHTHOHUHPOBAHA,
W auHaMiuKa MT Obia YACTHYHO PEKOHCTPYMPORa-
Ha in vitro ¢ ooDaeneHHeM KJIETOUHLIX DEMKOB —
crabunuanpywomero MT XMAP215 u nectabunniu-
pyiowero XKCM1 [35]. lNo otaensHocTH 371 DKM
OKAILIBAIT NPOTHEOMONOKHOE neictere va MT in
vitro — XMAP215 crabunnzupyer koHusl MT u
YBENIHYMBAET CKOpocThk pocta [36, 37], a XKCMI
nectabunuaupyet KoHukl MT H yBenHYHBAST YaCTO-
Ty karactpod |38, 39). [MpH 0aHOBpEMEHHOM e 10-
Oamnermn K MT 5TH 183 Genka HIMEHAIOT NAPAMETPL
JHHAMMHMECKON HecTaDHABHOCTH, NPHOIHKAA MX K
TAKOBRIM N vive — YBENHYHBACTCH CKOPOCTE pOCTa
M BO3PACTAET YHCJIO YKOPoUeHHIT KoHuoe MT [35].

Haysm. B npenaparte ounmeHHOro TyOyanHAa BCE
MT aubo pactyr, AMbo yKopauuBsaores, W rpadmk
noseneHua KoHua MT HAMOMHHAET MHOV © ACHM-
METPHUHEIMH 3vOBaMM. [laviel BCTpeYaoTes HWe-
KJTHMHTENBHO PELKD M 3aHUMAKT He Donee | % spe-
smedn [15]. B kaerkax MT nposonst B nayse 2030 %
ppeMenH [8=12, 27, 30, 34]. Hauwbosee BRIpAXKEHB!
nay3el BOAH3HM CTALUMOHAPHLIX KPAeB KIETKM, rae
OHM MOTYT 3annMatn Gonee 9 % spemenn [40]. Tem
HE MEHEE Naysbl CaMu Nno cebe aHATHIMPYIOTCA 10~
BOJTRHO POKO, H B IOTHOM OfbeMe ONMUCAHHE THHE-
MUKH MT ¢ yueToM nay3 DblI0 BRIMOIHEHD TOMBKO B
DOHOR paboTe, Ha KieTkax BSC-1 [8].

Mrax, cymmupya paznuuis B noseseHud MT in
Vivo M in Vilro, OTMEeTHM, YTO B KISTKAX CVIIECTRVIOT
(hakTOPb, KOTOPHIE YBEAMHMMBAKT (MDEKTHEHOCTE
noauMepHianuy Tyoyauua Ha konuax MT; ymenb-
AT CKOPOCTE ASNOJIUMEPHIALIMKS }’HEJ’II-'I'—]HM]GT
YACTOTY «KATACTPO MO CPARHEHHIO C OUMILEH HEIM
npenapartoM TYOYIHHA, VBENHYHBAIOT YACTOTY «CNa-
CCHHi», T.C. NEPEXOL0B OT YKOPOYCHHA K POCTY, MH-
AVUHPYIOT NMay3el.

24

Kak yxe orMmedanock, oaHuM W3 dakTopos, vee-
JIHYHBAIOLIHM CKOPOCTh MOTMMEPH3ALHH TYDYIHHA,
apaseTcH Genoxk XMAP215 [35, 36, 37, 41]. Bnpo-
Hew, TIPH YIATEHHH 3TOTO DEAKA M3 IKCTPAKTA Kile-
Tok ckopocTs pocta MT He magaer, 4To yKaiblBaeT
HA HAMHMKE IPYTHX, S1IE HE HIEHTH(QUIIHDOBAHHBIN
beakor [41]. MakTopaMH, YMEHBIIAWILMMH CKO-
pocTh aenoiuMepusati MT, MoryT BbITE MHOTO-
YHCAEHHBIE BenkH, cTabunnaMpyowme MT, Hanpu-
MEpP, NPHCYTCTBYIOWHH B DONBIIOM KOMHHMECTEE B
EJETKAX MO3ra GenokK tal M BhCOKOMONCKYIHPHEIC
accoumupopaHHeie Denku (MAPs). Hambonee ni-
BECTHBIM KAHIMIATOM Ha po/ib (hakTopa, MHIYLHPYH-
LIErD «KATACTPOgibls | ARAseTed Oenok Opl8/cTarMuH
[42], onHaKo fanMbie O ero B3auMotedcTedn ¢ MT
in vivo 010 CHX NMOp BechbMa NpoTHBOpeduBLL [43],
Tak®e HHYET0 He H3BECTHOD M NPOo haKTopEL, YMEHb-
WA KLIHE MPOIO/LKHTEIBHOCTD YKOPOUeHHH, Takum
o0pa3omM, HECMOTPA Ha Kiakyiueecs obuiane uHdop-
MalHK O DENKAX, PEryIHPYIOWHX noseaeHe MT [5,
21, 37, 38, 42, 44—49], Ha CeroAHAHHA NEHE MBI
MOKEM OXAPAKTEPH30BATh IMHaMUKY MT B knerkax
MU B (PEHOMEHOMOTHYSCKH.

OrpaHW4eHHe AUHAMWYECKOH
HecTtabunsHocTH MT B KneTke

Heckonbko OBCTOATENRCTE OTAHYAKDT KIETKY OT
NpobHPKH, B KOTOPOH HCCASIYIOT CIIOHTAHHYIO NO-
JnuMeprzatio TvoymuHa, [Mepeoe 03 HUX — B KIETKAN
HHBOTHBIX €CTh UEHTPOCOMA, KOTOPas CONEPHMT
IATPABKM JUTH NOJAMMEPH3AUMH TyDynuHa. B sxcne-
PHMEHTAX in vilro MoKasaHo, YTO MNOJAHMEDHIALINS
TYOVTHHA HA LIEHTPOCOMAX MOXET MATH NP KOH-
LEHTPALIMH MEHBILEH, YeM KPUTHUECKAA KOHLEHT-
pauHs CIOHTAHHOH nonumepusaunu [50], u yncno
pacTyIMx oT neHTpocomel MT oTpaxaer konmyecT-
BO JaTpaBok Ha Heit [4]. Bropoe oTaMuHe — KieTKa
HMEET paiMephl B HECKOJIBLKO ASCHTKOE MHKPOMET-
pos, # pocT MT B CcTALMOHAPHOM COCTOH HHH MOXET
OIPAHMYMBATECA KPAEM KIETKH, TONLd Kak pasMep
npofUPKH B COTHH pa3l DONbIe W NPAKTHYECKH He
winger Ha poct MT 3a BpeMs IKCHepUMEHTA.

Moatomy paBHOBECHOE cocToAHMe cHeTeMbl MT
B KICTKE MOXKHO PACCMATPHBATE KaK OHHAMHYCC-
KV HECTADMIBHOCT B NPH HATHUHH DOTOTHATENBHBIX
VCIOBHH, DTH YCAOBHA MOMYT OBITE CYMMHPOBAHEI
cacoywumum obpazomM (no [31], ¢ nononHeHUsAMK )

[} Bce MT HauMHaWOT PacTH OT LUEHTPOCOME
MIIOC-KOHUAMH BIEPEd, MMHYC-KOHLEB 3aKpen-
AEHB Ha UCHTpocOME M B obDmene TyOyiuHa He
YUACTBYHOT,
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2) nysneauusa MT peicokosddeKTHBHA, T.€. NIpH
NOABIEHHH CBODOIHOMO MECTA HYKIEALIMH HA LIEHT-
pocome Hopast MT pacter oT Hero Ge3 sanepxku;

3) poct MT orpainyeH KpaeM KJIeTKH — Korja
MOC-KOHELL QOCTHIACT Kpas, od Donee He cnoco-
DeH VIUTMHATBCH W TIEPEXOAWT B Maviy WIH yKOpa-
YHBACTCH.

Mrak, cHauana paccMOTPHM PAIHATBHYIO CHCTE-
My MT, pacTywinx o7 LUEHTPOCOMBl, M MPeanono-
MM, 4TO Kpafl BIeTKH HaxoauTed DeckoHeYHo aa-
nexo. B 3ToMm caydae B CTALMOHAPHOM COCTOAHMWMH
cyMMapHas anuHa MT, T.e. KOAHYECTBO NOTHMEDPH-
30BAHHOTO TYOVMMHA, ONPeNensaeTcsd PARHOBECHOH
KOHUeHTpalunel TyOYAMHA, OCTAIOIIErOCHA B PACTBO-
pe. CornacHo (2) uucno MT Gyaer onpemenarses
KOJIHYECTBOM JATPABOK HA UeHTpocomMe. TakuM ob-
pasomM, cpearan winda MT B cTaumoHapHOM coc-
TOAHHH ECTh CYMMAPHAA JUIMHA MX, NOJACTEHHAN HA
KonyecTso 3atpapok, Pacnpenenenne MT no ann-
HaM B TAKOM PABHOBECHOM COCTOSHMMW OYIeT He
HOPMANBHEIM (rayccobesiM), a Donee CAOXMHEIM —
TAK HAZLIBAEMBIM raMMa-pacnpencneHnem [24].

Mamma-pacnpeneaedue (puc. 1) — 310 acuMMeT-
PHUHOE PACTIPEIENeHHE, KOTOPOE OITUCHIBASTCH JBYMS
napaMeTpaMi — napaMeTpos GopMel (F) 4 napaMer-
poM wxank (B). FamMa-pacnpeseneHue XOpoilo
OMUCEIBACT KMHETHEY CIOAHON XHMHHECKDH PeakLHK
{cm. [19]), npuuemM NapaMerp r OTPAKAET NOPHAOK
peakumMH, a napaMerp § — CKOPOCTh KAAIOTO Mepe-
xola. Korna napaserp £ npHHHMAaeT 3daueHue |,
raMma-pacnpefeleHie BLIPOXIAETCA B IKCMOHEH-
LUHANLHOE pACNpeneleH e, 4 KOTA NapaMeTp F cTpe-
MHUTCA K DECKOHEUHOCTH, TaMMAa-paclpeleneHue
NEPEeXOAMT B HOPMATbHOE pacnpenencHHe. B npo-
MEAYTOUHBIX CAYHAAX FAMMEa-pacnpeacieHne onm-
CHIBAET MpoUecc, oDIanawwMil BHYTPeHHEel «na-
MHTbIO®, B TO BPEMA KiK IKCNOHEHUHATBHOE
pACTIDENENeHNe ONMUCHIBAST NPOLECE ¢ OIHHM Cy-
YAl HBIM MEPEXOI0M, T.€. «NaMATEID» He 0DNATAKLIHI
[52]. Baxuuim cBOHCTBOM raMMa-pacnpencneHns
ARMIETCA TO, YTO YACTOTA BCTPEYAEMOCTH COOBITHI,
JATEKO OTKIOHAKUIMACA OT CPEIHErD, B HEM GONbLIE,
4EM B HOPMAanLHOM M JKCNOHeHLIWALHOM pacnpene-
NEHUAY. ITO CROHCTRO TAMMA-PACTIPENeTIeHMsA, KIK
DYIET MOKAZAHO HUXE, CYILECTEEHHO AN ONHCAHWA
nopeteHns MT B KiIcTRE.

Teneps pacemorpum ciayuail, Koraa rpaHuua
KIeTKH HAXOAMTCH HA KOHEYHOM PACCTOSIHMM OT
HeHTpOCOMBL. ECIH pacCToAHHE 10 Kpas KNEeTKH
MHOTO DONbLe, HeM cpeaHan nHHa MT, 1o Hanu-

[55N 0564-3783. Humosoeun u zenemuxa, 2003 Ao 2
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Puc. 1. Mpadmry ramsa-pacnpeneienus ¢ HEHIMEHHEIM
=1 u pasHwmu r. Famma-pacnpeaeneHme cTAHOBHTCH
FKCNOHEHUHANBHEM NPH Fr= I, THNWYHODE — npu r= 2,
NPHOIHKASTCH K CHMMETPHUHOMY — MpH r = 5

YHEM Kpad MOMHO npeHedpeus [24], Takas curya-
LM, MO-BHAMMOMY, HMEET MECTD B MWTO3e, rie
cpenHas aaMHa MT  BepeTeHa  3HAYMTENLHO
MEHBILE, YeM PATHYC KNETKW, W UL eOIHHHYHBIE
{actpanbHbie) MT nocruraior ee kpas., QOHAKO eciiu
PACCTOAHHE OT LIEHTPOCOMEL 10 KPas KNeTKH GAM3Ko
K cpenHei mnnue MT, o muorwe MT 3a cuer cay-
YARHBIX KONeDAHWA DTHHBL, BhI3BAHHBIX IHMHAMH-
YecKoH HeCTADHNLHOCTEI, DYIOVT NOCTHIATE Kpas |
DCTAHARIHBATECH B CBOEM pocTe. CODTERETCTBEHHO,
paepHoBecHOe pacnpenenenne MT no Lnunam nomx-
HO WIMEHHTLEH. [JarHas CHTYALMA NOKA KOMWYecT-
BEHHOTO ONMWCAHMA He noayvyuaa. Ha kauecTBeHHOM
VPOBHE 3TOT Cayyail OVIeT paccMOTpeH HHXKE.
OnHaKo npesie JeM paccMaTpHRaTh pacnpengie-
Hue MT B ycnoeMsAx, Koroa Mx pocT OrpaHd4eH
KpaeM KISTKH, HeoDX0IMMO [O0KA3ATh, YTO TAKDE
orpainyende hakTHIeckKn MMeeT Mecto, s 3toro
HaI0 cpaBHHTE nopenenne MT Ha Kpaw KNETKH © WX
NMOBEIEHHEM B IIVOMHE HHTOTNAIMEL.

Ecan nopenenme MT Ha kpaw ENETKM ONHCAHO
aoctatouHo nogpobuo |5, 8—12, 27, 30, 34], o B
rIybHHe KNeTKH aHATHI HOCHT JANeKo HE TIOMHBIH
xapakrep. Tes He MeHee onpeleieHHBIE PeIVTETATE
OBLIM JOCTHTHYTH B NOCAEAHNE TOOL, H OHM NOKd-
ILIBAKOT, 4T0 B raybuHe untornassel MT senyT cebs
MHBIM 00pa30oM, HEXEIH HA KPA KIETKH,

OuHamuka mukporpybouex B rnyGuHe KneTkn

B BonblUMHCTBE KIETOMHBIX KYILTYR BOIMOM-
HOCTH LTS HENOCPENCTREHHOro HADMIONEHHA 34 OT-
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Puc. 2. MeTon nocneloBarelsHO BEMMTEHHBLIX KaapoBp. 4

Kaop M3 l:b'ifl.'.I!-Mii, HCMOIBIOBAHHOMD A8 NOCHEI0RATEN b~

HOro BelduTaduA kanpos (MT e aasmenie dubpobnacros 3T3); 6 — HI0DPAKEHHE, NOAYHEHHOE NOCAE BRMHTAHHA HI
KiOpa, NPencTaileHHOro Hil PHCYHKE 4, Chenyiouero Kkaopa duissma, YepHee w GenLie cermMeHThl OTPAXAIOT 3MH30AL!
pocTa ¥ yEopoueHa MT, npoM3owenude 3 HHTEPRL] BPEMEHN MExay KanpasmH (3 ¢). Macimabisi ompesok 10 mrm

JenbHbIMAE MT B ryvBHHE KIETKH OTCYTCTEYROT. 3TO
OOBACHACTCH BRICOKONH MIOTHOCTHIO PACTTONOMEH MK
MT B rayDune nerku. [MoaToMy L8 onucaHus au-
Hamuku MT Boann o1 kpast M BOIHIH 0T LEHTPOCOME
DeUTH pa3paboTadbl CNEUHATBHEE Noaxoos. OHu
MOABOIAINT THO0 CNeINTE HCKTHHMHTEABHO 33 KOH-
tamu MT, naubo HanpasieHsl HA yMeHblIEHHE 0b-
ero yuena MT B HeonenyeMon MOIeBHOR CHCTEME.

. AHATHI NOCNSA0BATENBHO BLMTEHHEIX KAIPOD
(sequential subtraction analysis) [33] crpoMTea Ha
BEIYHTAHHH MNOCACOOBATENBHEIX KALPOB APYT M3
apyra: lpes.= In — In + 1 + const. D1o no3sonser
BBLIC/THTL TOUIBKO H3MEHEHHA MEXIY HUMM, Aeiasn
CTATHYHBIE YYACTKHM M300paMeHME OQHOPOIHLIMAN.
B peaynerate cTAHOBUTCH BOIMOKHEIM NPOCIEIHTE
33 PACTYILHMM WIH YKOPAYHBAIOMIHMHCA KOHLIAMH
MT B TOM YHCHE H '|"Ei!r|1 rie ‘ﬁﬂj’l BIIAH TUIOTHOCTE
MT He no3ronAeT cAenaTh ITOCD NPH NPAMOM HAD-
mogeHun (puc. 2). B cayyae, econ noseneHne MT
NpoUcCCHBHO '[T.L‘. CMeENMAa fl'h'iil OOAroe ijEMH HE
NPOUCYXOINT), TO TAKKHE MPOLOMKHUTETEHBIE (hashl TaK-
HE MOKHO HIeHTHpHUHpOBATE. [Teproe npUMeHEHHE
MeToAa Kk meaanodopaM peld nokaiano, 4TO pocT
MT B rnybuHe He ABAAETCH NPOLECCHBHLIM W 10-
BONTBHO HacTo npepeigaeTca [33]. Takke He ouyeHb
NPOAOUIKMTEIBHBIMH ABIHIOTCH YKOpOueHHH. Hau-
DOUIEE HHTEPECHAA XaDAKTEPHCTHEA, KOTODYIO MOMKHO

26

MOAYHHThE, HCMIONL3YA METOA BEMTEHHBIX Kaapos —
10 DANAHC pPOCTA W YKOPOYEHMWH B paiiHUHBIX
yuacTkax knetk. M ecnu B menadodopax o Gbla
NPHMEPHO NOCTOHHEH, TO B KieTkax CHO sror Ba-
JEAHE HAMEHHACTCH BV TR p:;i,ll_ld}"l:ii KNETKEH — B LIEHT-
pe poct mac-koHuos MT BeTpeyaeTea IJHAMMTENBHO
YaAllle, HEM HX YKODOUCHHE, H TONBKO HA KPaw OHH
NpakTHYeCkKH chanaHcuposaHil [53].

2. 3a nopenenneM MT B ravOuHe KIETEY MOXHO
NpoCAedNTh, HCNOIL3VA cneundHueckie MapKepsl
PACTYLLETO MIoc-KoHua, [TepasiM 13 TAKHX MapKe-
pob Bbi1 onucad Geaok CLIP-170 [ 28], a B nocienHue
rofikl — elle Heckoneko Benkos [29, 54), obGrenu-
HEHHBIX HbiHE B ABa ceMeiictea — CLIP-170 w EBI]
[53]. CLIP-170 craseipaeTcd ¢ munoc-koHuoM MT u
HAXOOMTCA HA HEM WCKTIOYHTEIBHO BO BpeMs pocTa
MT. Mocae Toro Kak poct octaHaenueaetca, CLIP-
170 BricTpo auccounnpyet ¢ kodua MT [28]. Takum
0DpazoM, NpH TpaHCEeKUMH EIETOK THOPHIAHBIM
reHoM GFP-CLIP-170 meuyeHBiMH OKAILIBAKDTCA
TONLKO pacTyutke KkoHuel MT, Torna kax camu MT
OCTAIOTCHA HEBHOMMBIMH. [1pH welTpaepHoi 3anHcH
doopecueHTHEX H3o0paxeHuit TpaHohHUKUpoO-
BAHHEX KNETOK BHIHO, KAK OT PaioHa LEHTPOCOMEI
noaobHo deleppepky paiberaloTcs LTHHHBME Che-
THIMeCH Tpeku. B kieTkax Vero IMHHA OTXOOALIMX
OT HEHTpOCOMEl Tpekop JocTHraeT 10 mxwm [28], a B
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knerkax CHO cocrapnger 17,3 + 4.8 MKkMm, T.2. B
cpenHes B0 % panuyca kneTkn [53], AHANOrHYHE
PE3VALTAT OBUT NOAVHEH C MCMONBIOBAHHEM JABYX
apyvrux medenslx GFP mapkepos mmoc-koHna —
EB1 u CLIP-115]29, 34, 56]. M3 ananu3a npeactan-
JNEHHBIX BbIUCYKAIAHHBIMH ABTOPAMH BHOSOPOAH-
KOB CIENYET, YTO OT ueHTpocoMel MT pacryt npo-
LleCCHBHO BOOML Panuyca KIETKM, 3 HA KPaw pocT
MT cTAHOBHTCA TPEPMBHCTEIM H HEHATIPARIEHHBIM.

3. PoroobecupeyHBAHKE palioHa UEHTPOCOME
[52]. B knerkax ¢ dhmoopecueHTHO MedeHbiMM MT ¢
TTOMOLILERY .:'[ﬂ:iﬂpi! IIFGE!H}I[H.’EUCI: UEE[.ZE_[HE'-IHEEI.HI.-'[E
NOAOCKH WHPHHOH B HECKONBKD MHKPOMETDOB,
NPOXOIAULER OT UEHTPOCOME! K Kpal knetkd. Poer
MT B 310l Nnonoce Mor GBITE NPOCTENKEH HEMOC-
PEACTBEHHO OT UEHTPOCOME 40 TEX NOP, NOKA DOAL-
was motHocTs MT B oBecunedeHHON 30He He BOC-
cTaHaBnMBanacek. Okazanock, 4to B Knetkax CHO
MT pacTyT 8 CTOPOHY Kpad NpakTH4YeCKH Ge3 nayi u
pepepcuil («karacTpodie) CO cpefHeH CKOPOCTHID
178 & 13,8 MEM/MHH, 8 OCUHAIALMH HAMHHAKOTCA
TONBKG BONMAIW Kpas gieTkn [53].

4. Hakoweu, 3a noeeneHuesM MT B rnyGune kner-
KW MOXHO TTPOCASIHTE, HCNOMBIVA HHTOMIACTE, KO-
TOPLIE HMEKT MEHbLUeE YHeao MT no cpagHeHHIo ¢
uesol Kretkoi, nosromy poct MT B HuX MOXHO
HabIKIATE HEMNOCPENCTEEHHO OT HeHTpocomMul. [o-
pegeHMe MT B unTonnactax ObUIO AHATOTMYMHBIM
NOBEACHMKD B LEAbIX KISTKAX — MAKC-KOHLB NPo-
UECCHEBHO POCIH B HTOIIAIME W OCLH/UIMPOBATIH
Ha Kpaw, 0IHAKO CKOPOCTh pocTa Obina Ha 25 % HH-
HE, YeM B LesX KieTkax [53].

Taxkum obpazom, B rIyOHHE UMTOMIAIMEL pai-
JHYHBIX KAeTOK MT pacTyT B TeMEHHE OTHOCHTENLHO
Ioarero BpeMedd Bed nay3 u «karacrpode. Muaye
TOEODA, NPOTSLKEHHOCTD hadkl POCTA, M3MEPEHHAA B
FNyOHHE, HAMHOTO GOAbLIE, 4HeM MIMEDEHHAA Ha
KPAD KIETKH.

3ddert kpan KneTkH

Ins noapofHoro aHANH3a TOro, KAK Kpail KIeTKH
RAHALT HA nopeneHde MT, HeoBxoouMO TeTANBEHO
CPABHMUTD HE TONBKO neproibl pocta MT, HO ¥ nay-
3kl H MEpHOAbL YROpO4HeHHA. Henonb3osaHne Map-
kepok mmoc-koHa MT i MeTona nocnenopaTeisHO
BRIYTEHHEIX HI06DAMEHHE 118 AHATHAA MepeXoIon
H3 O0HON a3kl B APYTVIO HEBO3IMOXHO. MeTon do-
TOOGECUBEYHBAHHA [TO3BNIACT NPOCICIHTD 34 OT-
aensHEMH MT HenpoaowDKHTENBHOS BpeMA — HE
Donee | MUH, MO3TOMY OH TAICKE MATONPHIOIEH LA

155N 0504-3783, Humosozur u eenemuxa, 2003 M 2

Puc. 3. MT b keparounte, Crpeakoill yKazaHa LEHTPO-
coma. MT B keparounTe pacnonaramTes OYEHb PEAKO,
YTO CYWECTEEHHO ODALM AT AHAIHI AHHAMHKH MX KOH-
puop, MacwTabuwmii otpesok 10 mim

1o wenn, M3 Beex nepeduceHHBIX NOAXOI0B AN
TAKOIMD HCCNEI0BAHMA NPHEMIEM JHIIbL AHANW3
LUMTOMIACTOR, OIHAKO 3HauuTedbHOe (Ha 25 %)
YMEHBLIEHKE CKOPOCTH pocTa M ykopoueHua MT,
Habmoaasmeeca B untonnactax CHO no cpaeue-
HHIO C LeNBIMH KaeTKaMu | 33], Denaer 37y MOIEIL HE
BrioiHe AnexBaTHoH. EcTecTReHHBIM ODLEKTOM LA
OETANLHOMO cpapHeHMs nopeneHua MT B oyOuHe 1
HA KPal LHTOMAAIME ARIHOTCA KJIETKH © PelKo
pacnonaraoiwumMucs MT, Takue KaK MOHOLHTEI
MueKonuTawLux [57] win kepatountsl peidsl [10].
Onnako auHaMuka MT s HEx onMcaHa He Obina.

M bl HCNOABIOBATH MATEPHAT, NOAYYeHHRH ML.A.
BopoOseBriM HAa KepaToOuMTax peidel B nabopato-
pusix G.G. Borisy (Yuupepcuter BHCKOHCHHA B
Manucoune, CLUA) v B.H. Ponuonoea (YHuUBepCH-
1eT Konhexktukyra, CLIA). Ha kauecTBeHHOM
ypoede nopeneHne MT B kepaToumnTax BeL10 ONMCa-
Ho paxee [10].

JLn8 KOMHYECTREHHOTD ONMUCAHHA IHHAMUER MT
DB BHDPAHLE KEPATOUMTL, HE MEHABLIME CBOEH
GopMEl B TeHeHHE BCETO BpeMeHH HabMoIeHHA
(10=20 sMuH). 210 YpeIBLIYARHO CHIBHO PacIUiac-
TAHHBIE KJETEH TOMIIMHOR OKOMO 2 MEM H DAIHYCOM
B 20—30 Men. OHH 00N2001H HEMHOTOYHCIEHHBIMH
MT, panMansHO pacxoaslMMHCH 0T UEHTPOCOMBL H
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Pue. 4. MNoeenenme wonuor MT B kepatoumtax: a —
nnwe-koHus MT. MT pocan nenpepuisno oT ueHTpO-
COMB! (4be PACNONOHKEHHE 3ech cooTEETCTEVET 0 MKM
no ocH Y) 00 Kpas KNeTeH (NOKA3EaH CReTA0H AHHHEe).
Y kpas kaeTkM kKoHUL MT HAauHHAIH OCHHAAHDOBATS.
Pasbopka MT BnnoTe 40 UeHTpOCOMB NMPoOHCKOOMNA,
KAK NPapWio, 33 cHeT LIWHHEIX $ad ykopoueHHs. Miu-
HyC-KoHUB MT () Owne cTabwnemel (MT 1) wan viko-
payrsannck (MT 2 u MT 3). ¥xopodeHHe MHHYC-KOH-
uos MT npueoana0, KAK Npaswao, K noaHOR pasbopke
MT. Mo sepTurATH — MKM; MO FOPH3IOHTAAH — MHH

B OCHOBHOM JOXOOMLIHMHM 10 Kpas KIeTKH (puc. 3).
B naTtH KaeTkax, MCNOALIOBAHHHEIX T8 JETATEHOMO
AHANHIA, HAXOAMNOCH B cpenHesM 69 + 18 MT, scero
BeL1H npoaHandidporadel 124 MT, Huskan roor-
HOCTR pacnonoxeduds MT nossoauna npoclelnTh
3a MopedeHWeM KoHuoB MT oT KieTodHOro Kpas
BILIOTE 40 CAMON UeHTpocoMbl. Takum obpazoM, Mul
HMETH BOAMOMKHOCTE MPOCTEIRTE 33 OKOHYaIHHEM
ipadsl yEOpodyeHMs MT, a Takse 3a OTHOCHTENRHO
pedkHMH 3nH3odami pocta MT o7 ueHTpOCOMBIL,
Kpome MT, oTxonsmmx o UEHTPOCOMBI, B KEpaTo-
IIHTAX HMENUCh elHHHYHBIE cRoDOmHBIE MT, uro
MO3BOTHIC MPOCACINTE H 34 THHAMWKOW MWHYC-
KOHUOB TOKE.

lMopenenme nmwc-koduos MT 8 keparounTtax
MOMHO OXAPAKTEPHIOBATE KAK KIACCHUYECKYH) OH-

28
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Prc. 5. @asu pocta ¥ yKopoYeHHA nawc-konuoe MT.
MNporaxennocTn das ykoposenus (a) 1 pocta () onu-
CHIBAKOTCA raMMa-pacnpeoenesmes (p = 0,92 u p = 0,93).
YropoueHHE NPOHCXOAMIAD B CpenHeM Ha 5,7 £ 4.4 MM,
pocT B cpenHes Ha 6,4 * 4.6 mxm. CxopocTh YKOpOYE-
HHs (&) DbL1a pacnpeneaeHa no aMMa-1akony (p = 0,93),
A CKOPOCTh pOCTA (£) — no IKcnoHeHuMansHoMy (p = 0,95).
CpeaHas CKOPOCTh YKOPOUeHMR 5,5 £ 4.7 MEM/MHH,
cpenHAR ckopocTe pocra 5.4 + 3.3 mmm/wmue. [lo

BEPTHEANH — BEPOATHOCTE, NO FOPH3IOHTAIH — 4,
i — MKM; 8, & — MKM/MHH

HAMHYECKYH) HecTabWNBHOCTB (pue. 4), xapaktep-
HYI0 [L15 BCEX PaHEee OMUCAHHED THIOB KneTok. Pais
pocTa W YKOPOUEHMA WMETH NPOLOTANTENLHOCTE B
oecATEM cekyHi. CpeoHas NpoTAXeHHoCTh a3l
pocta coctasiiaa 6,4 + 4.6 MKM, CpeIHAs NpoTd-
HeHHOCTh a3 ykopodeHua 5,7 £ 4.4 mxm. dona
nay3s Geina Hepenwka (26 % no spemenn). Pacnpene-
NEHHA NMPOTAAEHHOCTEH POCTA M YKOPOMEHHA OIMH-
ChIBAIMCH FAMMa-3aK0HOM (pHC, 5), T.€, BEPOATHOCTE
LTHHHBIX a3 pocTa W VKOPOMeHHA (COMIMEDHMEIX C
PALHYCOM KIeTEM) DLUTA IHAYMMO,

PaccMOTpPHM MOBEIEHHE PACTYLUIEND OT LEHTPO-
combl koHUA MT. ¥ Hero ecTs TpH BapMaHTa NOBE-
NeHHA: pocT 683 OCTAHOBOK B pACCMAaTpUBaeMoi 0b-
NACTH LIMTOMIAIMEL, OCTAHORKA W NEpexol B Mayy U
nepexol K veopoueHuwo («kartactpodus). Beposar-
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HocTk pocTa MT oT ueHTpOCOME! IO HATPARIEHW KO
K nepudepun KaeTk Ges oCcTAHOBKH BO BHYTPEH-
Hel unroruiasme (2/3 pannyca) cocrasuna 0,86, Be-
POATHOCTE M0 OCTAHOBKH H MEPEX0Na B May3y WK B
YEOPOYCHHE B FNYyOHHE UHTONMAAIMBL GBI O4MEHE
Huzka (0,05 u 0,09 cooreercTBeHHO). Ha nepudpe-
PHH LHTONAASMBI (BHeWH:AA |/3 paouyca) pepodAT-
HOCTL Mepexona pocta B nayly cocraensana 0,58 w
nepexoaa v ykopodeHue — 0,42, Takum obpazom,
MT, Hauamwasn pacTH OT UEHTPOCOMBI, JAOPACTANA
10 KPas KNeTKH NPakTH4eckH 083 OCTAHOBOK M, KAk
NMPABKIO, HE MOMIA PACTH Aanee,

PaccMoTpum Teneps NOBEAEHHE YKOPAYH BAIOIIE-
rocd ¢ nepudepun konua MT. On moxeT auB0 yEO-
paunBaTeCA D€l OCTAHOROK A0 UEHTPOCOMBL, Anbo
NepexoquTs B nayay, THDo OCTAHABNMBATRCH M Nepe-
XOANTE B pocT. BeposTHOCTE YKOPOYEHHA KOHUA
MT B nepudepnueckoil oBracTi uHToRIaIMeL (1,3
panuyca) Bel oCTaHOBOK DbLIA JOCTATOMHO BLICOKA
(0,41), BepoATHOCTE Nepexoia B nay3y beuna pasya 0,
BEPOATHOCTL BOIBPALLEHHA B (ha3y POCTA COCTARNI-
aa 0,59, OrMetHM, 4TO YKOpOU€HHWEe HWKOrIa He
nepexoanno B nayay. Bo BayTperHei uutonnasMe
BEPOATHOCTE «CMNACEHUAs VKOPAYHBAKILETOCH KOH-
ua MT M nepexosa B pocT BO3PACTANA MO CPABHE-
HUo ¢ nepudepuyeckoil uutonnasmoi (0,71), se-
POATHOCTE pasbopkn MT 1o ocHOBAHMA COCTARNAMA
00,29, 3neck Tak ke, Kak W Ha nepudepri LHTON A3~
MBI, YKOPOYEHHE HHKOTAA HE CMEHANOCH NaylamMu.
Takum obpazom, BepoaTHOCTE Toro, yto MT non-
HOCTLID JENONUMEPHIYETCH B PeIvIbLTATE OAHOTO
yEOopoYeHus, coctasmna 0,12,

PaceMoTpum Teneps KMHETHUSCKME ACTEKTH [10-
BeneHuA mnoc-koHuoe MT B rmybuHe W HA nepu-
thepuu unTonnasMel. B rayGHHe KIETKH rHCTOMpaM-
Ma CYMMADHOTO pacnpeaeneHHA CKOPOCTEH pocTa H
YEOPOYEHMH HOCHAA CAOKHBIH XapakTep ¥ vsena
npa MakcHMyma (puc. 6). CMellennd ¢ HyTeRsIMH
CKOPOCTAMH, T.€, Nay3bl, NPaKTHYECKH OTCYTCTBO-
panu. Mruopennas ckopocts pocta B myBHHe coc-
Tapuna 8,7 0,2 MKM/MHH, MITHOBEHHAS CKOPOCTh
vkopodeHua 13,7 £ 1,0 MEM/MHH, ODe undpsl xo-
POLLUO COTMACYIOTCS CO CKOPOCTAMM, H3MEPEHHBIMM
ILIA APYTUX THNOB Khetok [8—12, 25, 27-29]. B pe-
yabTate npeolialaHHd poCTa HAl YKOPO4YEHHEM
CpedHAA CKOPOCTh CMelleHMi nawc-koHuos MT
(cHOC) B TIyDMHE KIETKH DbUIA NOJOKHTEIBHA W
cocTaBuna 3,4 £ 0.5 MM,/ MHH.

Ha nepudiepii 1Tk rTHCTOIPaMMa CYMMAPHD-
M0 PACTIPEACICHNS MIHOBEHH bIX CKODOCTEH pOCTA

F55N 0304-3783. Humoaoeus u cenemuna. 2003 N 2
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Puc. 6. Pacnpenenenue cMewienunid nawc-konuos MT B
KepaTounTe (38 spess & ). [HeTOrpaMMa cCMeaHuii o
rayouHe kneTen (@) BUMOoALTeHA, Npapeld NHK OTpa-
WAET pACAPENENEHME CMEIUCHMIT POCTA, NEBBIA — pacn-
peleleHHe YEOPOMEHHA. [HCTOrpaMMa MrHoBeHHBIX
CMELIEHWH Ha nepudepui K1eTKH (7)) YHAMOALBHAE,
YTO OTPLKAST nosmiedHHe nayi. [lo pepTHkamn — pe-
POATHOCTE, N0 FOPHIOHTATH — MEM/MHH

YEOPOueHHA DbLTa aCHMMETPHHMHA, HO HMEad YHH-
MOJANLHELIH XAPAKTED © MAKCHMYMOM OKOIO HYNH
(puc. B). AHaAOrHUHOE pacrpeieneiie Gel10 onu-
cano padee nas MT B namenne npyrux knerok [33,
58]. Ha kpaw kepatoumuta npeobialaid Maysel, H
MTHOBEHHBLIE CKOPOCTH POCTa M YKOPOYEHHA OBUTH
HuKe, ueM B raybuue knetku (5,3 £ 0,1 MEM/MHUH H
=7,5 0,4 MKM/MHH COOTRETCTBEHHO). PocT M yKo-
poveHHe Ha nepudepn Beinu Gonee chanaHcHpo-
BAHBI, 4eM B IIYOHHE KISTKH, CPEOHHA CKOPOCThb
cHoca moe-kouuos MT Ha nepudepun coctasnna
1.0 £ 0,2 MEM/MHH.

Takum obpazom, B KEPATOUXTAX B [IYOMHE KIEeT-
KW cMeHa a3 Gbiia penka, a Ha nepudepHu BRICO-
ka. B roybune npeobnananu nporaxeHHble aibl
POCTA M YKOPOHEHHH, Ha NepHgepHH — KOPOTKHE, K
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KOTOPBIM DODARIAAMCE Navikl. Takoe nopeaeHHe
MT NoMHOCTEID COOTBETCTEYET ONHCAHHOMY paHee
B wierkax CHO [53]. Onwako nopefgenue MT B
knetkax CHO Belio oxapakTepH3oBaHO He NoJ-
HOCTBIO — BONPOC O NPOHCXOMKACHHH TIay3 OCTAICH
HEHCCNENOBAHHBIM, M HA NPHMEPE KEPATOLMTOR Mbi
PELLHIN 3AMN0MHHTE JAHHBIA npoden.

BoiHY#OEeHHOCTL nays

OKa3anoch, 4TO B KEPATOLMTAX MPHMEPHO B Mo-
NoerHe ciydaes daza pocta MT nepexoauT B naysy,
W LB 33TEM HaUMHAeTCA ykopodeHue. ObpaTHLIil
NEPEXQl — «ClACEHHE» — BCErIa NPOUCXOOUT 0e3
nay3ul. Hcxoms M3 acMMMeTpHYHOCTH cMeH a3l
MOKHO NTPEANOAGKHTL, YTO MAY3a HE ABMHETCH cne-
UMANEHEIM TPeTEHM cocTosHueM MT B knetke, Ko-
TOPOTO HET in vitro, a ARAAETCH PEIVILTATOM TOTO,
yto MT B npouecce pocTa HATATKHBASTCH HA npe-
MATCTBHA.

Orparmnyenme pocra MT sHewHHM (MexaHnyec-
KHM) NpenaTcTBUeM ObL10 TEOPETHHECKH NpeIcKa-
JAHO W NpPOAHANH3IHpOBaHO XWanoM [59], a 3atem
FKCMEPHMEHTATEHO NMPOIEMOHCTPHPOBAHO N vilro
[60—62]. B aueiiky HeDONbINOrO IHAMETPA BHOCHTH
saTpask Ana noauMeprsaunn MT, kotopeie npuk-
PeIUTAAH KO AHY sA4deitkn. [locne 3Toro sanyckanu
peakLHiD noarMeprsaunu MT. Pactyume ot 3atpa-
BoK MT DeICTpO ZOCTHTANIH Kpaes A4eiikKM, HO M3-3a
CNEeUHATEHOMD penbedia He MoK H3rMDaThCH BIOTL
kpas. Mocne Toro kak MT, pacTyiuas nepnesimxy-
NAPHO K Kpaw A4eiKi, TI0CTUIANA €10, 8¢ POCT OCTa-
HARTHBANCA, H B HEKOTOpHX cmyyaax MT nwarnbanacs
[60]. OcTaHoBKA pocTa NPOMCXOAHAA TTPH HATPY3IKE
Ha MT cebie 3—4 nH [63].

BHewHUM NpenaTcTEHEM, BIHAKIIMM HA MOBE=-
nenue nawoc-koHuoe MT B pacnnactaHHOH KneTke,
amnAeTcH ee kpai. HanGonee apkuil npusep mMexa-
HHHMECKOTD orpaHuyeHns pocta MT kpaem knetkn —
menanodopel ped. Koraoa nurMeHTHBIE TPaHYIb B
menaHodope ArpernpoBaHil, Nojasnsiolmee Oonb-
wHHeTBO MT pacTyT oT LeHTpa cTporo no paguycy
W VIHPAKTCA MINC-KOHLUAMH B Kpal KIeTKH.
IMoc-KoHUB OKAIBIBAIOTCA U0 HEMOIBHKHBIMH
[32], ando cherxka ccunanupyioT [33]. AHanorudHoe
apneHne umeetr mecto b kietkax CHO — nmoc-
KOHUE OKONO Kpad KIeTKH NPOROIAT IOBOIEHO
MHOIMD BPEMEHM B Nayie, TOTAa Kak B rNyOMHE LW~
TOILTa3Mbl Nay3Ll OTCYTCTBYIOT [53].

B keparounrax yacte MT, nopactaommx 1o kpas
KIETKM, TAKME MIEPEX0OIAT B Nayay, a 3aTeM yKopa-
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YMBAKOTCH, HO MHOTHE HIrMDAKTCA M NMPOACTEA0T
pocT BAOAL Kpas. B pesynsrare 41 % MT B kepato-
LHTaX HMEKT LTHHY Bonee, yem PAIHYC KNETKH.
Kakopa cyasba MT, pacTyliiux BIoaL Kpaa KIeTkH?

Poct MT napawnensHo Kpaw KIeTKH OBUT ONH-
caH B MHEBMOUMTAX TpHTOHA [64]. B atux kierkax
CYLIECTBYET UEHTPOCTPEMHTENLHEIH NMOTOK aKTHHA,
cHOCHLIHH pacTyuime MT K ueHtpy knetkd. [Mostomy
MT, okazaplimecs NApaUIENbHEIMH KPAK KICTKH,
HIrnGawTcd, 3aTeM PAVTAMBLIBAIOTCA M JENOAHMe-
PH3YIOTCH C MUHYC-KOHLA [64], B keparounrax MT,
PacTYIIHE BAOAL KPas KIETKH, HE CHOCATCA K LUBHT-
pyv. OnHako poct Takux MT 4acto npepelBaeTcs
May3aMH H OTHOCHTENBHO cOANaHCHPOBAH C UX YEO-
POUMCHHEM. Benuuuua cHOCA IUTIoC-KOHULOE Ha Kpaw
cocrapnaeT 1,0 MM/ MHH, T.€. B TPH C THIUHWM pa3a
MeHBLIE, 4eM B IybuHe kepatounTa, [losToMy Ml
nosaraeMd, 4to s pocta MT napumeneno cra-
OMTbHOMY Kpal KIETKH CYUIECTBYIOT KaKME-TO
NPeNATCTEMA, HATPHMED, TNOTHRIA AKTHHOBRBIA

KOpPTEKC.
MpoueccHBHOCTL pocTa MUKpoTpyBoyek

HMrak, B knerkax CHO 1 B KepaToUMTaxX pocT
mnoc-koHuoe MT, Kak npasuio, He 3aKaHYHBAETCH
A0 TEX Nop, MNokKa MT ue NOAXOAHT K KPAal KJIETKH.
ArnaeTca MM 3TOT (heHOMEH WHPOKO PacnpocTpa-
HEHHBIM HJIH B UMTOIUTA3IME ODYTHX KICTOK NPaBH-
JIOM ABISAKOTCS OCUMUIALMM I0C-KoHwos? s or-
BETA Ha JAHHBIH BOMPOC MBEl CPABHWIH CPedHION
CKOpPOCTL CHOca Mmoc-koHUoB MT B painMumblx
KYIbTYpax, rie annamuka MT Geina onMcaHa paHee.
B knerkax CHO u B keparouutax, rae MT pactyr ot
HEHTPOCOMEI 10 KPas MPaKTHYECKHM HENpepbIBHO,
BeTHYMHA CHOCA cocTaBMna 5 U 3,4 MEM/MHH COOT-
BETCTREHHO. Benuunna cHoca MoxeT OblTe NpHbIH-
IMTENBHO OLUEHEHA No (opmyne

Ve ™ V.u-f.; T ]"y‘r:v’
rie v, — CKOpOCTE CHOCA, v, j; — TNpoMIBENcHMHE
CKOPOCTH pOCTa Ha momo pactyumx MT, v f —
NPOH3BCASHHE CKOPOCTH YKOPOYEHHA HA T VKO-
paunsaowmxcs MT (no [59]). B dwubpobnacrax
NRK penwuusa cHoca coctasina 4,4 MEM/MHH
(paccumTano u3 [64]), ua nepudepun knerox CHO —
3,4 mEM/MHH (paccunTado W3 [27]) 1 B nHeBMOUM-
Tax TpuToHa — 3,8 MrM/MuH (paccunTtaHo n3 [64]).
Takum 0bpazoM, BO BCEX MATH KYIETYPAX BETHYHHA
CHOCA OKA3ANACE NMPaKTHYecKH oouHakopoil, [lo-
ITOMY €CTh OCHOBAHMWA NPEINONaraTh, YT0 MpoLec-
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Pue., 7. Cxembl, WLDCTRHDVEOLIKE APOUSCCH NONMMEPHIAUHM W ACNOIMMEDHIANMH nuoc-koHua MT B knetke:
BREPXY — CKOPOCTH pocTa M ykopoueHua MT in vitro u in vivo, BHH3Y — MOLEAL NOJMMEPHIALNKK W AENOIHMERH-

sauun MT B kaeTke

cuBHE poct MT OT ueHTpOCOMEl SIRAETCA pach-
pOCTpaHeH HBIM stEsieHneM, QUIHAKO 9T0 NPARKID HE
ARMACTCA BeeoBLIMM. Tak, B IMHTETHATBHEBIX KICTKAX
PtK1 choc nmoc-konuos MT papen vymo [10], a B
knerkax BSC-1 senmumna cHoca poodiue okasanacs
oTpuuaTensHoil (—1,7 MEM/MHH, PAcCHHTAHO M3
[8]), 4TO YKAILIEAET HA OTCYTCTBME MPOLECCHBHOID
pocta MT B aTux cnyyasx.

KopoTkue 1 AnuHHBIE YKOPOYeHHS

Pacnpenenenme cpennux ckopoctei das ykopo-
YEHHH, B OTIHYHE OT POCTA, 3ABMCHT OT NPOTSKEH-
HOCTH YKOPOUeHMA (4eM DONbIUEE PACCTOAHME, HA
KOTOPOE TUTIOC-KOHEN YKOPauHBAeTCA, TeM ¢ 00Mb-
el CKOPOCTRKD 3TO I'IFDPTGKD.EIHT) H TOYHO ONMHCHI-
pacTca ramma-zakoHom (P = 0.993). Korma MT
HAYHHACT YKOPAuUMBATECH, CKOPOCTL MPOLECca B
MePBLIe CEKVHIR HU3ka, ¥ Takad MT uacto BHOBE
BOABPALLAETCH K POCTY, VMEHBIIMBIUUCE THILE HA
HECKOIBKOG MUKPOMETPOB. TAKHME KOPOTKHME 31TH30-
OBl THIWYHEL HA KPaK KIETKH M MOMYT JIEKATE B 0C-
HOBE NMOHCKOBRIX peakunit MT g namenne [66, 67].
Ecam ®e B xoge ykopoueHus MT He nepewna p

ISSN 504-3783. Humoaoeun u senemura, 2003, M 2

POCT, TO CKOPOCTB YKOPOYEHHA BolpactaeT, 1 MT
HMEeT BOMLLIME WAHCKH pazobpatecd A0 KoHua. Ta-
KHM 0BpazoM, NPoMCXOOALLME B KIETKE YKOpOUEe-
Hid MT MOKHO YCIOBHO DAZASIHTE HA KOPOTEME
MELNTEHHLIE (HX DONBUIMHCTBO) W Ha AIHHHBIE
OLICTPBIE, KOTOPBIE NMPOHCROOAT peako, JLIHHHBIE
ORICTPBIE YKOPOUEHMS, KOTOPEIE B OCHOBHOM BCTpE-
HawTeAd B rAyOMHE LUMTOMAA3IMB], JEXaT B OCHOBE
obmena MT.

Yem Mo¥HO ODBACHHTE YBETMHMEHHE CKOPOCTH
YEOpOUeHHA no xoay paztopks MT? MNpouecew no-
nTuMepu3auuy Wonenonumepuzaunn MT w3 oun-
WEeHHOro TYDVIHHA MPOTEKAOT COBEPLISHHO pai-
nU4HBIM oBpasom (063op [3]). Ecan nonumMepH3aliis
npefcTapiseT cobol NoCnenoRaTeIbHYI accollia-
UMK OMMepoB TyOVAHHA, TO AeNOIHMEpPHIALMA
MPOHCXOAMT 33 CHET AHCCOLMALNN WETBRIX NPOTOdH-
naMenTtor [5. 68=T70]. Mo-BUaAUMOMY, HMMEHHO
OHCCOUMALHA TpoToQHIAMEHTOB ODeCTIeHHBAET
CTONEL BLICOKYID CKOPOCTL Aenoaumepuzaumu MT
(o 100 sxm/MuH), koTopas HabnrnaeTes in vitro, a
TAKKE B HEKOTOPBIX KiaeTkax pactenwii |71, 72]. B
KIETKAX XHBOTHBX ¢ MT accolMupoRAHE paiTHy-
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Puec. 8. Kusnernnoin umn MT g knerkax (no Komarova
et al., 2002, ¢ pononHennAMM): | — poCT OT UEHTPOCO-
MB; 2 — DCUMATAUMH HE KPAK; 3 — AenoiHMepH3aumus;
g = KNeTEa HeboALLOoro paaduyca, DenonHMepHIaLnA
MT npoHcxXOaMT 33 CUST CAYMAHHOIO YKOPOYeHHH
MIKC-KOHUOR, § — B KIeTKaX ¢ DOOLIMM DAIHYCOM
WM BRITHHYTOH JAMELTOH OCHOBHYKY POib WIPAET BhIC-
BODOKAEHHE MHHYC-KOHUZ H ro AenoJIHMEPHIALNA

Hule Denku, JlarepanebHoe B3anmoneHcTere DEIKOB
crabunmanpyet MT (cm. obaop [73]) 1, no-BHAKMO-
MY, ZAMELIACST NpoLece ykopodeHus. Mibl nmona-
racM, 4YTO OCTMONHMEPH3AUHA IUIHOC-KOHLE H3-334
paspopauneanua MT ua npotodiraMeHTR NPHEO-
OWT K JdecTabWiM3auMM accouHHpopaHHmx ¢ MT
benxop. Tocne sToro MpoUece DETIONHMEPH3ALIMK
YCKOPASTCH M NPUOTHAAETCH K MAKCUMANTBHO BOG-
MOKHOH CKOPOCTH, XApaKTCPHOH s paijbopkn MT
in vitro {puc. 7).

HnaneHHslid uwkn MukpoTpyGoukn —
POCT OT LIEHTPOCOMbI W OCLIMANALUMK HA Kpa
Takum obpazom, KUIHEHHEI UMK LIMTOMIAIMA-
THUeCkO MT B KAeTKax ¢ panManbHOil cHCTEMO
MOXKHO TIPENCTABHTE Cebe CheayiolHM obpasoM
(puc. 8): MT naunHaeT pacT oT ueHTpoCcomMul. Poct

32

MOKET OBTh COBEPUIEHHO HENpephiBHBEIM (Kak B
cnyqae wietok CHO) mnu ¢ nayzamu, a TAKOKE ¢ pea-
KHMM M HENMPOIOIAHTENBHBIMH DEBSPCHAMM (MO-
BHIHMOMY, TAK MPOHCKOIUT B GONBIIHHCTEE KIETOK).
OnHako Bpess, B TeYeHHe KoToporo Hosas MT no-
PACTACT [0 Kpas KICTKH, ODVENORIEHD B OCHOBHOM
TONBKD CKOPOCTED ¢¢ pocTa (okono 10 MKM/MHH) H
COCTARITAET A8 KAETKH panuycom 20—30 Mkm rcero
HECKOMBKO MHHYT.

Ha kpaio ket SonsiHeTso MT seTpeyaioTes
€ TMPensATCTBMAMH ANd ceoero pocta. [Mosenenue
NPenATCTEHI MPHBOANT K TOMY, YTO NEPUObl pOCTA
HACTO NEPEXOIAT B MaYIkl, KOTOPHIE MOTYT CMEHATL-
cHl YKOpOUEHHAMH. B HTOre Ha Kpaw KIeTKH Mc-
koHub MT ocunnaupyior. [ToCcKonbEY BEROATHOCTh
CNAaceHHH OYeHb BENTHKA, TO CpelHsas rayOHHa
OCUHANAUMA onpenensercd cpeaneil rnybHHON yKO-
poueHui. B xnerkax CHO ona cocTapnsaeT okono
3 mkm [27, 53], 2 B KePATOLUMTAX — OKONO 6 MKM,
CpeaHsaa NpoaoKHTENEHOCTE OCLHLIALHA MHIK-
puayaisHol MT Ha Kpalo KIeTKH, Kak NOKa3bIBaT
HAUIM OLEHKH LA KepaTonHToB H Ktetok CHO, cy-
wectseHHo bonewe 10 Muu, Mpupoaa npenarcTeui
s pocta MT Ha kpaw KNeTEH NOKa HE M3YUCHA.
Haubonee peposiTHO NpeAnoloXeHHe, 4TO Mpe-
MATCTBMA HOCAT MexaHHueckMi xapaktep. OnHako
HENb3A HCKIOMHTE M NPEANOIMKEHHA O PAVTHYHOH
peryaamnu noseneHud MT B rayOHHE KNETKM H Ha
KPAalo, OCYIUECTENASMON CNeturanbHbIMM DeTKaMMH,

OUHAMHKA MUHYC-KOHLOB

Mrak, MB paccMOTpeNd OHHAMHKY NAKOC-
koHuos MT. B peansnoit kietke e see MT 3ax-
pemneHbl MHHYC-KOHUAMH Ha ueHTpocome, MT,
KOTOPBIE HE 3aKPEiIeHbl MHHYC-KOHUAMH Ha LIEHT-
pocoMe, HalelBawTced croGoaHbiMM. CpobooHble
MT MOryT BO3JHMKATH PAZTIMYHBIMM NYTHMH —
cnoHTanHo [ 10, 36, 75-77], B pe3ynsTaTe painamsbl -
panna Lannnsix MT [10, 63, 76, 77], B peayaerate
oraeneHna MT or uentpocomul |6, 26, 64, 79—81].
Ornenedne MT OT LEHTPOCOMEBI ABTASTCA OTHOCH-
TENLHO PEAKHM CODBITHEM, H er0 4acToTa, NO-BHIH-
MOMY, HE NpeBLILEeT oaHoro cobeitis Ha 100 MT e
MuHYTY [10, 64]. Bo3momHo, 4TO 3Ta Y4aCTOTA pery-
JMPYETCH 34 cUeT AKTHRHOCTH CNIeLMANBHOro Genka —
kataHwWHa [23, 82].

Kakopa nnHamuka muHyc-koHuos? [Nloeenenue
suHyc-koHuos MT in vitro ¥ in vivo paznndaeTcd.
In vitro MUHVC-KOHLE BeOyT cesl NPHMEPHO Tak
e, KAK W MIKC-KOHLEB, T.2. PacTyT H YKOpa4dx-
BAKTCH, TONBKO THIIb CKOPOCTE POCTA HX HEMHOTO
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Hi#e [16]. Munyc-konus MT B Ki1eTkax, no-gua-
IMMOMY, HE CIOCODHE K pocTy. B HEKOTOPEIX KieT-
KaX MUHYC-KOHIB CTADWALHEL, T.€. HE PACTVT U He
YKODAYUBAKOTCA B TEMEHHE NPOAOTIKUTENLHBIX
npomMexyTKoB Bpemenu |10, 76]. ¥ knertok co cta-
DMABHEIMH MUHYC-KOHUAMH PaIHATBHAA CHCTEMA
MT BripaxeHa oueHb NI0X0, a choGonHee MT coc-
TABIRIOT IHAYMTENLHYID HacTh OT ODLIETO YyMcaa
uHTonnasMatHueckux MT [10, 76]. ¥ GonplIHHCT-
B KNETOK ¢ pajivaibHol cucremoil MT ceoboHble
MUHYC-KOHUL HECTAOWNBHEL M AENONHMEPUIYIOT-
ca. BelcTpas penonusepuzauma cpODOIHEIX MH-
HYC-KOHLUOR GNHCcaHa B MenaHodopax peiibl 1 B WX
thparmenTax [32, 33), B knetkax CHO [23], B MbI-
LTHHBIX 3MEPHOHANTBHBIX GHOpobaacTax ¥ dubpod-
NacronodobHeX kKieTkax Vero [58]. CkopocTe
AENIMMEPH3ALMM MUHYC-KOHLIDB COCTARTAET OT 7
A0 15 MKM/MHH, 2 NPOAGIKUTENLHOCTE OTISALHOH
thasul pazbopKn MHHYC-KOHLA MOMKET LOCTHIATE
30 mxm [33].

Bece uayueHHBIE paHee MMHYC-KOHLE HAXOIH-
JIMCE HA NepHgePHH KIETOK, T8 OHM, KAk NPaBKIo,
aenonuMepuioranuck, [Mostomy coobonuwe MT &
Menanodpopax, wbpobaactax ¥ ubpobiacTono-
NODHBIX KNETKAX ObUTH HEMHOTOYMHCTIEHHLl W HeUE-
3anu B Tedenue |—2 muH. Ha nocnemopatensHo
BhIMTEHHBIX HIODPAKEHMAX MOKHO MPOCTEAMTL 34
YKOPOYEHHAMM MUHYC-KOHLOE M B ITYOHHE KJIETKH
[33], onHaKo Nepexo B Naysy 1e1aeT X HEBHIMMEI-
MH. [Mo3aToMy BONPOC 0 TOM, CKOMBKO BPEMEHH MH-
HYC=KOH LB NPOBOIAT B NAY3€ H KAK 00 MOTYT CY-
uecTeoBath ceobonHue MT, TpeboBan cleuHasHoOro
PACCMOTPEHMSL.

B kepatounrax ceoboaneie MT, kak npaswao,
NOABAAIOTCA B PE3YALTATE HX OTASIEHHA OT LEHTPO-
COMBI, B [IB3 PA3A PEKE — MPH PaiIOMax Y#Ke Cy-
mecTeyYomMx MT, H 0MeHb PEIKO CIIOHTAHHO BO3-
HHMEAKT B LLUTONIA3Me (HaMK BuUT 3apericTpMpoRiaH
BCETD OOHH TAKOH cnyyal Ha 18 NMpoaHa M iHpoBaH-
Helx cBoGoaHbx MT B naTu knetkax). Mocae paina-
MEIBAHMA npencyiecTevioweid MT Hobbii MuHYC-
KOHELl, KaK NpaBuio, YKOpa4HBAICH, HO MOr H
nepeiiTH B Maysy, 4 JaTeM CHOBA NPOLOIANTE VKO-
pouderne (puc. 4). B uenoMm MHHYc-koHLs MT B ke-
paTolkTax 0koao 90 % BpeMeHM NPOBOININ B Nay3ax,
CropocTh YKOPOMEHMA MHHYC-KOHLIOB B KEPAaTOLIH-
Tax cocranmaa 12,0 = 6,9 mksm/muu. B peayvnerate
ceobonHbBE MT cyluecTBYOT B 3THX KJIETKAX B Cpell-
HeM 4 MHH.

Kakosa posik HEMHOTOMHCAEHHBIX CBOGOIHEIX
MT B oBMeHe Beeil ceTH UHTOMIAIMATHYecKux MT?

I55N 0564-3753, Humoagozus u cenemuxa. 2003 A 2

Napagokc obmena MT

dna obmena MT B otHOCHTENBHO HeBoabLIHX
kneTkax (CHO, keparoumTel) NO-BHIMMOMY 10CTE-
TOYHO UTHHHBIX OBICTPHIX YKOPOYEHHH [LTHOC-KOHLIA.
Ina BONbIIKX MO pazMepy KIETOK MY YACTOTA He-
OOCTATOMHA, TOCKOALKY BEPOATHOCThH CHACEHMA
MAKC-KOHLOB BeAMKa, s Toro 4qrobel coenars
OAHHOE YTREPHIIEHHE OUEBHAHBIM, ITPEACTARHM cebe,
YT MBI NPOBENIH 0DECUBEYHBAHNE PATHATBHOMN CHC-
TeMmbl MT Ha pazHOM PacCTOAHHMM OT Kpas KJIETEM
{pue. 9), Torna, npeanonarad CTOXacTHYECKHH Xa-
paxTep NEpPeXodob OT YKOPOYEHHI K pOCTY, BpEM:
poccTaHonneHns MT B obecupeyeHHOM 30He DyaeT
PacTH NPONMOPLHOHATEHO KBANPATY PACCTOAHMS OT
Kpad KIETKH.

OnHaKo, KAk MOKATATH Pe3yIbTATEL HIMEPEHMA
KMHETHMKH BOCCTAHOBACHMA (DIopecusHumm noc-
e dpoToobecuBeHBAHUA, BpeMs obHoRneHHa MT B

204

H

210+

n i ‘:. —
01 30 50

MHH

/] &
Puc. 9. @oroobecupeunadne UIOOPECLEHTHO MEYEHEIX
MT B menanodope puibkl: a — pesyneTar doToobec-
LUBEYHBAHHA B NOMOCE WHPHHOA 4 MKM, NPOXOLALLEH
NEPNEHAHKYARPHD K PALMYCY KNETKM; i — cXema, Winb-
PAAAOULIAA NOAOKEHHA noaoc (oToobecupeyHBAHHA,
nepeas nonoca npoxoamia B 10 MM OT Kpas K1eTkH,
propas — B 30 MM (no cepeaMHe NaMenisr), TPETEA —
B 50 MrM (B rivOuHe KNeTER); 8 — BpeMH noayobHOB-
newns MT B pazueix wacTax knetks. Ha kpawm KI1eTEH
noayobHOBIEHAE NPOHCXOINT 38 HECKOBKO MuHYT. Ha
paceToarmn 30 1 50 MEM OT Kpas Bpemsa noayobHoRne-
HHA OOHHAKOBO M COCTABARET 16 MHH
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FIYOHHE KACTKH OTHOCHTENBHO HEBEIHKO — Mouy-
obHoBeHKe (T.e. 3amexHa 30 %) MT npoucxoauT B
uHTeppane ot 5 00 20 muH [83—85] BMecTO 4acos,
KOTOpBIE MpeackaseipaeT Teopud [24]. [Mosromy G-
0 MpeInoioxeHo, 4To o0MeH OMMHHEY MT
MPOHCXOAHT 33 CYCT OENOJMHMEDH3ALIHH MHHYC-
KOHUOB [33], ooHako JaHHOE MPEdMONOKEHHE HE
OBU10 NPOBEPEHO IKCTEPHMEHTATEHO.

Y7o NpoBEPHTR, HACKONLKO BpeMs obHOBIEC-
Hua MT 3aBucHT OT monoxeHHA obeclUBEHEeHHOM
IOHBI, MBI NPOBETH CODCTREHHBIR AHATHI KHHETHEH
BOCCTAHOBNIEHHA Mocie oDeclBEMHBAHWA B METaHO-
dhropax peIGEl B 3ARHCHMOCTH OT DACCTOAHMA OT Kpas
kneTk. Juamerp menanodopa cocrapnger 200 MM
W Bonee, a nMHaMMKa nuoc-koHuoer MT npencrap-
JAeT cobDOi YepeaoBaHue NepHOLoE pOCTa U YKOpO-
YEHHA C HEIHAMHTENRHBIM TONOHHTETBHBIM CHOCOM
[34]. Odpe uaH TpH nonockl obecLBEMHBAHMA HAHO-
CHIHCE C NOMOWLE pacOKYCHPOBAHHOIO MYYKa
AproHOBOIO flalepa, KAk onMcaHo paHee 6], mep-
MEHIHKYIAPHO K PANMYCY KICTKH HA PaiHOoM pac-
CTOSIHMM OT Kpasa (puc. 9, §). Bpemsa nonysoccra-
HOBNEHHMA (puc. 9, ) NoO Mepe VIAIEHMA OT Kpas
KJIETKH CHAYANA DRICTPO PACTET, MEro W cNefoBano
OXHIATb, HCXOOA M3 CNYyY4ailHOTO XapakTepa KaTacT-
pod, OnHako Ha paccToAHMM cBbile 30 MKM BpemH
NoayoDHOBTEHHA NPAKTHUECKH HE HIMEHAETCH, UTO
YEA3ILIBAET HA MexaHuiM obmeHa MT, He ceaian-
HEIA C AHHAMHKOH MII0C-KOHLOE, 3 00YCIOBIEHHERN
JENONHMEPHIALIMEH MUHYC-KOHLIOB,

KHHeTHKA BOCCTAHOBRIEHHH (IIOOpECHEHLIMN
MO3BONSAET PACCUYMTATE YACTOTY ODPA3OBAHWA CBO-
Boaukex MT p menanodwope. [Npennonaras, 4To Ha
paccTOSHHM CBBIE 50 MKM OT Kpas BKIAIL IUIOC-
KoHUOB B oDuuii obven MT npexeGpexumo mMan, a
TAKAKE CUUTAH BPEMA IeMOTHMEPHIALHH CRODOIHBIX
MT He3HaYMTEIbHbBIM, MOIYYAETCH, YTO LA BpEME-
HH noavobsMeHa, papHoro 16 MuH (pue. 9, 8), 4acto-
Ta obpasosariua ceoboaHux MT, paccuntanHan w3
IKCNOHEHUMATEHOMD XapakTepa npouecca [33],
coctasnser 0,02 mun', Panee wactoTa oDpaiopaHMA
CBODOAHMX MT Obi1a HENOCPEICTBEHHO HIMEpPEHa
BO (hparMeHTax MenaHodopos, rie OHAa COCTABWIA
0,023 muu’ [32]. Cronk XxopoLlee COBMANEHHe HE3d-
BHCHMO H3IMCPCHHbBIX BC/IHYWH YKA3bIBAET HAa Bbi-
COKHH ypOoBeHE NOCTOBEPHOCTH COSTAHHOTO Npea-
NOAHEHHA,

B k1eTkax ¢ paauaibHo#i cHetemoit MT noctos-
HO BOIHHEZCT HEKOTOPOE KOMHYECTBO CBODOOHEBIX
MT ¢ sieTacTaBHABHBIMH MHHYC-KOHUAMH, KOTO-

34

pPhig DONBLIYID YACThE BPEMEHH HAXOMATCH B Nayse,
HO JeMONHMEPHIVIOTCA OTHOCUTENBHO YacTo, obec-
neuneas BpemA XHIHH MT nopsaaka 5—10 mun.
MNossnenne cpobonmuix MT Owno nokasano He
ToAbKO AnA Menadodopos [33], HO Takxke W KepaTo-
wHToB, K1eTok Vero v amOipuonansHbix hubpobnac-
TOE MEILIH [58]. Bo Bcex 3THX kieTKax cBODOAHEIE
MT nocToaHHO BOTHHKAIOT M CNYCTA HEMpOIO/iEH-
TEILHOE BpesMs AenoinMeprsyioTea. B keparouurax
ceobonnele MT cylecTeopany B cpenHes 4 MHH H
cocTapaaan npumepno 8 % obwero ykwena MT. B
KIeTKaX Vero Bpemsl CYUIECTBOBAHHMA CBODOAHHIX
MT ewe MeHBIIE M COCTARTACT He Boee 2 muH [37],
OHAKO A0NA HX MOoxeT DuTh Beiwe [86]. Hecnox-
HEIE PACHETH NOKAILIBAKT, YTO ¢CNH Aons CBoboL-
Heix MT B KI€TKE B KAKIBH MOMEHT BPEMEHH COC-
TasmAeT okono 10 %, a BpeMa ux KH3HH — 3 MHH, TO
ppems noayobimeda MT Tonsko 3a cueT oDHOBNEHMA
ceoboaHeix MT cocrasut kak pasz 20 mun. [Mpuaem
CYLLIECTREHHD, YTO 3TO BPEMSA He BYOST 3ARHCETE OT
PACCTOHHWA 10 KPad KIETKH, YT H NOOTECPAIACTCA
BEILLENPHBEIEHHEIMH HIMEPEHHAMM B MenaHothopax.

Hrak, neuesnopenme wimHnoil MT B untonnaz-
ME BOIMOKHO THDO NPH ee pa3naMbIBAHHK H YKOPO-
YEHHHM ¢ MHHYC-KOHUA, NHOO 33 c4eT NPOLoKH-
TENBHOTO, BIUIOTH A0 UEHTPOCOMBI, YKOPOHEHHH
TLTHC-KOHUA. Kak NOKasLIBAET aHATH3 VEOPOYEHH
B KEPATOLMTAX {pHC. 3), YACTOTA JUTHHHBIX 3MHI0L0E
(15 MM o Boee) OTHOCHTENEHO BETHKA, H CODBITHE
3TO HE ARAASTCA MCYUEIA0IE MATOBCPOHTHBIM, YTO
MO HO BBU10 OB IMPEANOIOANHTE B CITVYAE FAYCCOBO-
ro pacnpefeneHud npoaomkuTensHocTH das. Mo-
BHIHMOMY, aHANOrMYHEM obpasom eeayT ceba MT
u B apyrux kietkax. Hanpusmep, 8 kietkax CHO B
cpenHeM 4 MT yKopaumBarTeA KakAyo MHHYTY Ha
paccToaHHe cerile 2/3 pannyca knerku [33].

CyMMHDYA HAN0XKEHHOES, MOXHO 3AKTH0MHTD, 4TO
B KJ8TKAX OTHOCHTEIbHO HeGonbelloro passepa (pa-
myeos He Banee 20—25 mrm) obsed MT npoHexonHT
B OCHOBHOM C Mmuwc-koHua (puc. 8, a). CKopocTs
obHomneHHA cetH MT QOMOAHHTENBHO YBEIHYH-
BaeTcH 3a cuer croboaHeix MT, koTopbie noaBep#e-
HEl BEICTPOMY YKOPOMEHHIO C MMHYC-KOHILLA,

[na KaeTok BoAbIIOre painyca noiHad Ienomm-
smepuzauna MT ¢ nmoc-xoHua He sdwpexTHBHA,
NOCKOABKY DaKEe CaMble NPOAOTKHTETRHBIE YKOPO-
YEHWH He BYIVT JOCTHIATh LEHTpa KneTku (puc. 8, ).
MNostomy ana obMeda onuHHbx MT B riyGuue
LUMTOMAAIME MHHYC-KOHUEBOH MyTE ABAAETCH pe-
waoimuM [33]. Ero adupekTHEHOCTE 3ABHCUT B OC-
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HOBHOM OT HacTOTH o0pa3oBaHMAs CBODOIHBIX
MHHYC-KOHUOB H MOMTH HE 33BHCHT OT padHyvca
KneTkH. Paibopka MUHYC-KOHUA MPHROAMT K Moi-
HOMY HedesHopeHu MT mnunoit 30—50 veM B TE-
UEHME HECKOJIBKHX MHHVT,

HTak, B KieTkax DOALLWIONO pasmepa, KOTODIE
HMMEKT PAAHANBHYIO CHCTEMY, COCTORILYID M3 UTHH-
HeIX MT, #M3IHeHHBIH UHKT HHIXBHOYATEHOR MT
BHIOHIMEHASTCH MO CPARHEHHIO C KIETKOH MATEHb-
koil. Jenomumepuzauus LnuHHoi MT, kak npasuio,
ECTh PEIVILTAT OTAENEHHS €8 MHHYC-KOHLA OT CTa-
ouaeHOMN 3arpasky. [ToaToMy NIKC-KOHUEBOH MYTh
obmeHa MT ApnAeTCA JOMUHHPYIOIIMM HA KPaw
EJIETKH, TOMA KdK MHHYC-KOHIEBOH NMyTh obecne-
yueaeT peKTHEHBIA ODMEH TNPOKCHMAIBHBIX
YUACTKOB WTHHHEX MT poauan uentpocoser [33].

JaknoyeHne

KpuTH4YECKMII AHATHI NUTEPATYPHBMX H cobCeT-
BEHHBIX JAHHBIX MOKAZLBAET, 4TO UIA NOLISp&Ka-
HHA pAIHanbHOH CHCTEMBl WHHHEIX MT B ®upoi
KJIETKE MPOCTOTO POCTa MX OT HEHTPOCOMED HEAOC-
TaTo4HO. B HHTepdaIHOi KIeTKe panHaibHas cHc-
Tema AHHaMuyHeX MT noogepaupaetcd 3a CHeT -
HOBPEMEHHOTO BLINOAHEHHA CAEOVIOWINN VCAOBMIi:
appexTpHOl 3aknankn MT Ha 3aTpaekax, pacno-
JIOXEHHBIX BOKPYT LEHTPOCOMEL, OTPAHMYEHNS POCTa
bonsimuHeTea MT Ha Kpaw EIeTKH, a Takke noc-
TOAHHOR 3OUMHHAUKK cpoboaousix MT, kortopas
NPpOHCXOAHT 338 CUCT ACNOAHMMEPH3ALHH MHHYC-
KOHLIOB.

HepewennoiMu B auxamuke MT octawrcs
npobneMel, CBAJAHHEIE C NOKATBHOH peryviauwed
NOBEAEHHA TUTIOC- W MuHyCc-KoHuos MT B uwrto-
MaaIMe, B YacTHOCTH, KAaKHM 00Pa3oM MpH CHMMET-
PHHHOM POCTE OT LUEHTPOCOMB! BOIHHKAET ACHMMET-
PHYHOE PACTIPENEIEHHE TUTIOC-KOHLOB HA PAATHHHBIX
Kpadax KINETKH. Ha CYLUECTBOBAHHE JIOKAIBHOH pery-
AWM aHHaMKEN MT vkassisaer paa HabaoeHU,
OAHAKO B ABHOM BHIIC CC ONMHCATE NOKA HE VAATOCH.

Mopenenne MT in vivo ¢ TPYIOM YKIADE BASTCH B
ODLIUHBIE NpeIcTARTEHHA O XUMHYECKOH KHHETHKE,
KAK, BOpOYeM, M CaMa IHHAMMHYeCcKan HecTabMIk-
HOCTE. MT CBOMMM pasMepaMy M CBOMMH CBOHCTBEA-
MH KaK Dbl NepedpachiBAIOT MOCTHE MEAKLY MOIEKY-
NHAPHEIMM CODRITHAMU (MOnUMepH2aLug TyBYIHHA)
H MOBEOEHHEM LENOH KIETKH (BHYTPHENETOYHEIH
TPAHCNOPT, NOAAPHIALUNA K1eTOK H T.1.), [losromy
Heonenosanmne cnoxHoi anHamMukd MT in vivo nos-
BONTAT TVOXE NOHATE MONEKYTHPHBIE 3JaKOHOMED-

I55N 0564-3783. Humorocug o cenemura, 2003, Ao 2

HOCTH, NEXAIUHE B OCHOBE DErYIALUHK MOBCACHHA H
METADOMHIMA KIETOK.

PaboTa BRIMONHEHA NPH YACTHYHOH NMolLiepxKe
rpautamu CRDF Me RE1-2025, PODH Ne 02-04-
48839, PMM Ne 02-04-06318.

Asmopw Grazodapam I bopucy u B.H. Poduonosa
30 NPedocmagien ble IKCREPUMERMATBHBE BOIMONC-
wocmu, a mayce U1 bopucu, H.8. Maiozou B.H. Po-
duonoea 3a miodomeopree ofcyrederus npofiema.

SUMMARY. In living cells microtubules (MTs) continu-
ously grow and shorten, This feature of MTs was discovered in
vitro and named dynamic instability, Comparison of dynamic
instability of MTs in vitro and in vivo shows a number of dif-
ferences. MTs in vivo rapidly grow (up to 20 pm/min), dura-
tion of their shortening is small {on average 15-20 5), and
pauses are prominent. In different animal cefls MTs grow
from the centrosome and form a radial array. In such cells
growth of MTs is persistent, i.e. undergo without interruptions
until plus end of a MT reaches cell margin. Analysis of litera-
fure and original data shows that interconvertion between
phases of growth, shortening and pause is asvmmetric: growth
often converts into pauwse, while shortening always converts
into growth without pause. We suggest dynamic instability
described near the cell margin in numerous publications
results not only from intrinsic properties of MTs, but also
because of the external obstacles for their growth, MT behav-
ior in the cells with radial array of long MTs could be treated
as dynamie instability with boundary conditions. One bound-
ary is the centrosome responsible for rapid initiation of MT
growth. Another boundary is cell margin limiting MT elonga-
tion. MT growth occurs with constant mean velocity, and
potential duration of growth phase might exceed cell radius.
MT shorening is usually smaller than MT length however
velocity of shortening increases with time. Random episodes
of rapid shortening are sufficient for the exchange of MTs in
10=20 min in the cells not more than 40—50 pm in diameter.
Experimental data show that similar rate of exchange of MTs
is in the large cells. This is achieved employing another mech-
anism, namely release of MTs and depolymerization from the
minus end. In the minus end pathway time required for the
exchange of MTs does not depend on cell radius and is deter-
mined primarily by the frequency of releases. Thus a small
number of free MTs with metastable minus ends significantly
reduce time required for the renovation of the radial MT
array. Summarizing all experimental data we suggest the life
cycle scheme for the MT in a cell. MT is initiated at the cen-
trosome and grows rapidly until it reaches cell margin. At the
margin the plus end oscillates, and finally MT depolimerizes.
MT «deaths comes from a random catastrophe (shortening
from the plus end) in small cells or from release and depoly-
menzation of the minus end in large cells.

PEIOME. MikporpyGouxu (MT) B k1imHHI nocTidHO
POCTYTE | ckopouyiTeCd. Lia pracrueicts MT, cnovaTey pia-
KPHTa in vitro, OTPHMANa HA3BY IMHAMIMHO! HecTabinsHocTi.
MopiEHAHHA THHAMIYHOT HecTaBinkHOCTi in vitro Ta in vivo
nokazve plamidHicrs » nopeninui MT y opox cueTemMax.
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Cecofaneoctami MT v KHBHX K2ITHHAX TOPIBHAHO 3 in vitro
€ BHCOKA WRHAKICTE pocTy (A0 20 MKM/XB), MAN3 TPHBANICTE
NepiomiB YKOpoueHHA (B CepeaHBOMY — He Binsme 15-20 ¢)
i HAABHICTE Navi. B farateox k1iTHHax Teapud MT pocTyTe
BlI LEHTPOCOMM | YTEOPKIOTE padiansHy cuctemy. Mokaia-
HO, M0 B TAKHX KNiTHHAX pict MT Bin ueHTpOCOMM npoLe-
CHBHMHA, TODTO BIADYBAETRCH NMPAKTHYHO BE3 NEPEPEN, LOKH
TUIOC-KIHEL HE HOCATHE KPak KHTHHH, AHATI Timeparyp-
HHX | BAACHMX OAHHX MOKIIVE ACHMETPHYHE YEpPryRaHHA
thas: dhasa pocTy IMIHKOETECH MAYIOH YH YEKOPOMEHHSM, B
TON Ha¢ AK YKOPOHEHHA HIKOIH He NepexoinTh B nayay, ae
JABMUN 3IMIHKETBCH pocToM. MM OyMaemo, W0 OHHAMIMHA
HecTabinsHicTe MT Ha kpaw kNiTHHH, GAraTOpA30BO OMACA-
HAa B JiTeparvpi, o0VMORIEHA HE TUTEKH BHYTPILHIMKH BIAC-
THRocTAMH MT, ane | HAABHICTIO 3OBRHIITHIX NepelKoI AT
ix poety, Moeeninky MT v KimHHL 3 pALiANBHOK CHCTEMOKD
NPONOHYETRCA POATAAAATH AK AHHAMIYHY HecTabllsHICTE
NP HASBHOCTI FPAHMYHHN YMOB. DAHHYHHMH YMOBAMH €
UCHTPOCOMA, 0 3a0e3neyye WHAKMAKY iHiniauin pocty MT,
TA KPAR KNITHHH, W0 Oo0MEKYE eNOHTALIN naKc-KiHWie,
Pict MT pinfypaeThes 3 NocTIHHOW cepeaHBOK IRHIKICTIO,
NOTeHUIHA TPHBANICTL dhan pocty MT mo#e nepesrmyea-
TH pamiyc KNiTHHA. ¥kopoyeHHa MT, 4k npasuno, IHaqHO
MEHIIE, Hi¥ 1i MOBHA TOEMHHA, MPH OROMY [HRMOKICTE
YEOPOHEHHA NPpAMO nponopuiiia 1 tpueanocti. Bunaokoei
LIBHAK] VKOPOUEHHSA MUITHC- KIHLIR A0CTATH A8 0GHORTEHHA
sepeki MT npotaros 10-20 xB y k1iTHHax giaMeTpos He
Ginwme 40-50 sy, Y kniTHHAX GiMkIDOro paniyca BiOHOR-
nenHs sepexi MT plabyeacTecs 38 TOH e 9ac, OIHAK J0CH-
[AETBCA 34 QOMNOMOTOI0 iHWOro sMexaniamy. Bin nonarae y
pinoiteHAl MT pio nOYaTky | HACTYNHOL AENOMIMEPHIALIT 3
MiHye-kiHuA, Hac obsminy MT npd MiHvC-KiHUSBOMY LIAXY
OOMIHY HE JANEKHTR BiJl PANIYCA KNITHHH, 3 BUIHAYAETRCH
yactorow singinedns MT. Tosmy HasBHICTE HEBEIMEOTO
upcna viisHEx MT 3 metacTabDinbHHMH MIHYC-KIHUEME
IHAYHO IMEHILVE YAC DITHOBTEHHA PATIATEHOT CHeTeMH MT,
[TincyMOoBVIOUH BCi EKCTIEPHMEHTANEHI DaHi, MH NMPONOHVE-
MO CXEMY KHTTEROTD UMEAyY MT B waitudi. MT pocre six
LUEHTPOCOMH I0 KPLD KAITHHH NPOTATOM KULKOX XBHIHH, 1
MTKC-KIHLI OCLMTIONTE Ha Kpaio saimuan, | notiv MT nos-
HICTHO JENOMIMEPHIVETECH, ¥ KIITHHAX HEBEIHKOMD POIMIpY
NeNoniMepHIaUia RiNGVRAETECA B PEIVILTATI RHIALKOBOMD
WBHIKOTO YKOPOYEHHA 3 T0C-KiHua. ¥ knitirax Ginsmoro
POIMIPY OCLIMTALIT Ha KPam NpoIoBRyOTECA J0BLIE, | geno-
aivepuzaitia MT HACTAE B pesvALTATI BULALTEHHA MIHVE-KiH-
115 | Horo VEOPOYEHHA.
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