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Muxkpotpy6ouxu (MT) B uHTepda3HBIX KIeTKaX 00pa3yIoT NPOTHKEHHYIO paHalbHyIo ceTh. JnnHa uHam-
BuayanbHEIX MT npeTeprieBaer CyIiecTBeHHbIE CTOXaCTHYeCKUe (DIyKTyaluu, B TO BPeMsI KaK CTaTHCTHYSCKOE
pactpenenenue umH MT B kieTke ocTaeTcst MPUOIN3NTEIBHO MOCTOSHHBIM. MBI IpeaiaraeM KOJIHYeCTBEH-
HYIO MOJIENb, KOTOPasi OMHICHIBACT B3aNMOOTHOIICHHE cpeHed umHbpl MT 1 TUHAMHKH UX IITI0C-KOHIIOB, C HC-
M0JIb30BaHMEM MHUHHMAJIEHOTO HabOpa mapameTpoB (pajuyca KIeTKH, KOHICHTPAIUU TyOyJINHA, KPUTHIECKOIT
KOHIICHTPAIINH TyOyJINHA ISl YAJTHHEHHS TUTIOC-KOHIA M YHcIia calfToB Hykineanun). Cers MT anmpoxcumupy-
eTCs PaAuaNbHON CHCTEMOI, T/ie MUHYC-KOHIIBI CBS3aHBI C CaiTaMM HyKJICaIlMU Ha IIEHTPOCOME, a ILTIOC-KOHIIBI
pacTyT W ykopauuBaroTcs. J[MHaMmueckas HEeCTaOMIBHOCTH IUTIOC-KOHIIOB PAacCMaTpPUBAETCSl KaK CIlydaiiHOe
Ory’)KIaHHue ¢ KpaeBBIMHU yCIIOBHsAMH, a moBeneHne MT xapakrepusyercs kodpduunentamu auddysnu u cHoca
(Vorobjev et al., 1997, 1999). Ms1 noka3siBaeM, 4T0 (OPMHUPOBAHKE MPOTSHKEHHOW CETH B CTAIIMOHAPHOM CO-
CTOSTHMU MOJKET OBITh JOCTHUTHYTO OJHUM JINIIb OrpanndeHneM pocta MT kpaem xieTku. [lns paanyca KIeTKH,
KOHIIEHTPAILNH TyOy/lInHa, KPUTHIECKON KOHIIEHTPAMU TyOyJIHHA ATl SJOHTallUH IITI0C-KOHIIA U YNCIIa 3aTpa-
BOK MBI OIIPEAETHUIN OAa3UCHYIO TOUKY B TPOCTPAHCTBE MTAPAMETPOB, B KOTOPOH TIITIOC-KOHI[B HHANBUIYaTbHBIX
MT B cpeaHeM HHU YJUIMHSIIOTCS, HU yKOpauuBatoTcs. B aToMm ciyuae cpennsst jymuHa MT paBHa nojaoBuHe paau-
yca knetkd. Korja xakoif-mn6o U3 mapamMeTpoB yKIOHSETCS OT CBOero 6asucHoro 3HadeHus, MT craHoBsTcs
JUIMHHEE WM KOPOYE M COOTBETCTBEHHO BO3HHMKAET MOJIOKHUTENBHBIN NN OTPUIATENBHBIN CHOC TUTIOC-KOHI[OB.
BOnu3u 6a3ucHON TOYKM M3MEHEHHE JTI000ro mapaMerpa OKasblBaeT CHiIbHOE BiusHHE Ha 1uuHy MT u cna-
60oe — Ha cHoc. Korna cpenuss amuna MT 6am3ka K paanycy KIETKH, CHOC IUIFOC-KOHIIOB CTAaHOBHUTCS 3HAUYH-
TEJNBHBIM. DTO NMPUBOAUT K MpoLecCHBHOMY pocTy MT BO BHyTpeHHeW LUTOIIa3Me U KaXyllewcs: cTabumn3a-
WU IUIFOC-KOHIOB HAa Kparo KIJIIETKU. B atux YCJI0BUAX HeGOJ’IbU_lI/Ie HU3MEHCHUSA IapaMETPOB OKa3bIBAOT 3HAYU-
TeNbHOE BJIMSHHE Ha BEIMYMHY CHoca. AHanu3 auHamMukd MT B pasiuuHBIX KIETOYHBIX KYJIBTypax
MIOKa3bIBAET, YTO B OOJBIIMHCTBE CJIyYaeB IUTIOC-KOHIIBI IMEIOT 3aMETHBIN MOJIOKHUTEIBHBIH CHOC, YTO COTJIacy-
eTcs ¢ HanuuueM JUIMHHBIX MT B paMkax mpeaiaraeMoid MOJEIH.

KnrodeBbie ciaoBa: MHUKpOTpyOOUKa, TyOyNWH, TUHAMHYECKash HeCTaOMIBHOCTH, TU(PQy3us, KIeTka,
CTaI[MOHAPHOE COCTOSHHUE.

Ipuasateie coxkpamenus: BTII — 6a3ucHas Touka B mpocTpaHcTBe mapameTpos, JJH — nunammge-
cKkas HecTaOmIbHOCTh, MT — MHKpPOTpyOOUKH.

Tom 50, Ne 6

Juramuka Mukpotpyoodek (MT) urpaer BaxkHYIO pojb B
KJICTOYHOH MOJIBUKHOCTH, MEPECTPOIKE IUTOCKEICTa U KIIC-
tounoMm paenenuu (Desai, Mitchison, 1997). Bo MHOTHX XH-
BOTHBIX KieTkax MT cumTaroTcs OopraHH30BaHHBIMHU pajua-
JIHO: C MHHYC-KOHI[AMH, 3aSKOPCHHBIMH Ha [[CHTPOCOME, H C
IUTFOC-KOHIIAMH, HAIPaBJICHHBIMA B CTOPOHY Kpas KIICTKH.
JlmHaMuKa TUTIOC-KOHIIOB OOBIYHO OIMUCHIBACTCS KaK Yepeiry-
ormecs paspl pOCTa ¥ YKOPOUCHHUS B XOJIC MPOIEcca, HMEHY-
eMoro nuHamMudeckoi HectadbmimbHOCTBIO (JIH) (Mitchison,
Kirschner, 1984).

Hcxoanoit npennockuikoit uccnenoBanuii auHaMuku MT
SIBIIICTCSI TIPEIITOTIOKCHHE O TOM, YTO UX CHCTEMa HaXOJUTCS
B KJICTKC B CTAllMOHAPHOM COCTOSHUH. OJJHAKO HUKAKOTO KO-
JUYECTBEHHOTO OINMCAHMSA FUIH (HOPMAIEHOTO OMpPEICICHHS
cranuoHapHoro coctosinusa cucreMbl MT ¢ yuerom IH no
CHX TIOpP HE MPEII0KEeHO. MBI ONpeaesisieM CTallHOHAPHOE CO-
crosiaue cucteMbl MT B KIIeTKe Kak COCTOSIHHE, B KOTOPOM
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pacrmipenerneHue TyOyJIHHA MEXIy HOJMMEPHON U MOHOMEp-
HoH popmamu, unciio MT u pacripeznenenue Ux JUIMH He U3-
MEHSIOTCI €O BpemMeHeM. OuYeBHIHO, YTO CTAI[OHApHOE
COCTOSIHUE JIOCTUTACTCS B HHTEP(HA3HBIX KIIETKAX, OHO MOJKET
TaK)Ke JOCTUTAThCsl B MUTO3€, 0COOEHHO B MeTadase, IPHHHU-
Masi Bo BHUMaHHe OpicTpoe oOHOBIeHNEe MT BO Bpems jmere-
HUs. B ombiTax in vitro, oHaKo, cTalMOHApHOE COCTOSIHUE
HHUKOTJ]a HE JIOCTHTaJIOCh: KOT/1a COOTHOLICHUE TIOJIMMEPH30-
BaHHOTO W HEMOJMMEPH30BaHHOTO TyOyIHMHA OCTaBajOCh IO-
CTOSIHHBIM, cpenusis JuinHa MT 3HaunTenbHO pociia co Bpe-
MEHEM W HE BBIXOAMJIA Ha TOCTOSHHBI yPOBEHb B TCUCHHE
skcriepumenTa (Mitchison, Kirschner, 1984; Kristofferson et
al., 1986).

MT B unTepda3HON KIETKE CUUTAIOTCS JOBOJIBHO JTHH-
HbIMH — 10 200 MkMm (Gliksman et al., 1993). Pacnpenencuue
JUTMH 1UToriazmatudeckux MT, mpoaHain3upoBaHHOE C UC-
MOJIF30BAHNEM METO/a BRIYUTAHHS ITOCIIEA0BATEIHHBIX H300-



478 H. A. Bopooves, H. B. Manwii

Puc. 1. Paguansnas cets Mukpotpy6ouek (MT) B mHTepdasHO#l KieTke.

a — KepaTOLUT TePHELNH, HHBEUPOBAHHEIN TyOyIHHOM, MedeHHBIM (yopodopom Cy-3. MEUKpOHHBEKINS OblIa IPOU3BEICHA, H300PaKCHUE CHATO OXJIaX-
naemoii [13C-kamepoit, kak onucano panee (Vorobjev et al., 1997). 6 — nuarpamma mMonensHO#M paauansHoit cetn MT B kinerke. Macumabnulii ompe3ox —
5 MKM.

paskeHHUH, TTOATBEPANIIO 3TO MPEAIIOI0KEHHE U TT0Ka3aJI0, YTO
OOJIBIIMHCTBO ILIFOC-KOHIIOB PAcCIO0XKEHO BOJIM3U Kpas
ket (Vorobjev et al., 1999; Komarova et al., 2002). Msr
Ha3bplBaeM ATOT THU opranuzauud MT npoTspkeHHOH paau-
anbHOHN ceThio (puc. 1, a), KOTopas XapakTepHa JJisi MHOTHX
kIeTok B uHTEpdase (Alberts et al., 2002).

MT, nonumepusyoIuecs Ha U30JIMPOBAHHBIX LIEHTPOCO-
Max in vitro, MOTYT 00pa30BBIBATh pagHabHBIE CETH, OTHAKO
B CTallMOHAPHOM COCTOSIHMHM pacmpejeneHue auHel MT —
HHUCXO/ISIIIee WK M0JJOOHOE TaMMa-paciipe/iejieHUI0, B KOTO-
pom kopotkue MT umciaeHHO mpeobaasaroT Haj JUIMHHBIMA
(Fygenson et al., 1994). Takum 00pa3zoM, CyIIECTBYET 3HAUH-
TeJbHAs pa3HUIlA MEXIY paauaibHol ceThio MT B uHTEpha3-
HOM KJIETKE U CEThI0, MOJICINPYEMOH in Vitro.

Jmuamuxka MT in vivo

Junamuka MT B uHTepha3HbIX KI€TKaX 0OBIYHO ONHUCHI-
BaeTcsl BOMM3M rpaHmIb! KiIeTkd. OJHAaKO B KJIETKaX MHOTHX
TUIIOB HaOronanock orpanumdeHue pocra MT, Hanmpumep
B mHeBMmormTax (Cassimeris et al., 1988), ¢ubpobracrax
(Mikhailov, Gundersen, 1998), kimeTkax Jerkoro TPHUTOHA
(Waterman-Storer, Salmon, 1997; Waterman-Storer et al.,
2000) u wmemanogopax pwiosl (Vorobjev et al., 1999). Oto
TI03BOJISICT MIPEATION0XKNT, 4TO AnHaMuka MT Ha kparo Kier-
KU HEpEeINpe3eHTaTUBHA JUUIS BCEH LUTOILIA3MBbI. [leficTBUTENb-
HO, B HEKOTOPBIX KieTkax nosenenne MT B rimybune nuto-
TUTa3MBl OTJIMYACTCSI OT TAKOBOTO Ha repudepun kietku (Ko-
marova et al., 2002; Mimori-Kiyosue et al., 2005). Bo
BHyTpeHHEH nuToruiazme MT pociu ¢ pekumu repepeIBamMu
OT IICHTPOCOMBI K Kparo KJICTKH, TJie OHH OCHIUIMPOBAIH B
Te4eHHe mpoponkuTensHoro Bpemenn (Komarova et al.,
2002).

HeranpHoe paccmotpenue nanusix o J[H, npencrasien-
HBIX B JINTEpaType, MMOKa3bIBaeT, 4To nHTepdaszusie MT mpo-
SIBIISIFOT 3aMETHBIN ancOananc pocra u pasdopku (Komarova
et al., 2002; Maly, 2002). IIpousBencHre BpEMEHHU, IIPOBOIH-
Moro B (paze pocTta, Ha CKOPOCTb POcTa OOBIYHO IMPEBBIIIACT
MIPOM3BEJICHUE BPEMEHH, NMPOBOAMMOrO B (paze yKopoueHus,
Ha CKOPOCTb YKOPOYEHHSL: Vyl, > Vyt,. DTOT AUCOANAHC BhI3HI-
BaeT Bompocsl: 1) Ob1 ananmn3 guHamukn MT mpoBeneH B
CTAllMOHAPHOM COCTOSHHM WJIM B IepexogHoM? 2) OBITh MO-
JKeT, orpenenenue ga3 u yacToT HeBepHO i JJH He ommchI-
BaeT BceX uepT AuHaMuku MT?

Jlnst oTBeTa Ha 3TH BONPOCHI HEOOXOJMMO IMPOAHAIN3HU-
poBatb nosegenue MT B mpoMeKyTKax BpEMEHU, 3HAUUTEIb-
HO TPEBBIMIAONINX JIUTEIbHOCTh HHANBUAYAIbHBIX (ha3 poc-
Ta U ykopoueHus. [lockonbky ¢asbl pocra u pazdopku MT
4epeyITCA CTOXaCTHYECKH, OYEBUIHO, YTO MO MPOIIECTBUH
HEKOTOPOT'O BPEMEHH BEPOSITHOCTH TOTO, 4To JaHHast MT Ha-
xoauTcs B (ase pocra (Wi pa300pKH), TOCTUTACT MOCTOSH-
HOTO 3HaueHus. MIHBIMHU CcIOBaMH, MOBEIEHHE IUTIOC-KOHIIOB
CTaHOBUTCS HE 3aBHCHUMBIM OT MCXOJHOro coctosinus (Maly,
2002). 310 06cTOATENBCTBO MO3BOJISAET pacCMaTPUBATh TUHA-
MUKy TUTFOC-KOHIIA KaK cirydaifHoe Oysxnanne (random walk)
(Berg, 1993). Mopens ciryuaitHoro OiyskaaHust Obl1a npejsio-
’KEHa ISl ONMCAHUS AMHAMUKHU IUTIOC-KOHIIA Ha OCHOBAHUH
aHanmm3a cMerieHuii konnoB MT B xirerkax PtK (Vorobjev et
al., 1997), menanodopax psid (Vorobjev et al., 1999) u B ¢huod-
po6mactax 3T3 (Grigoriev et al., 2006). Vcnonp3oBanue 1aH-
HOTO I10J1X0/1a ITO3BOJISIET aHAJIM3UPOBATh HEKOTOPHIE CBOMCT-
Ba cetu MT, npusnekas MaTeMaTUYECKUN anmnapar u3 TEOpUu
U PY3HOHHBIX MTPOIECCOB.

Mopeas paguanabHoii cetu MT

IIpu mocTpoeHnu MojAeaM MBI HPEATNOJIaraeM CIeayro-
mee.

1. IIpsamele MT 3akpemnyeHsl Ha LEHTPOCOME, PacHoIo-
JKEHHOM B LleHTpe KieTku (puc. 1, 6). Takum oOpazom, quHa-
muka MT oOycroBieHa MOBEICHUEM X IUTFOC-KOHIIOB, a JIJTH-
Ha MT (/yr) B KJIETKE 3aKIIIOUEHA MEX]Ty HYJIEM U KJIETOUHBIM
pamuycom: 0 < lyp < R.

2. [Tmoc-kouusl MT HaxoAsTCsl B paBHOBECHU C PACTBO-
PEHHBIM TyOyJIMHOM, T. €. MoJIHas AMuHA Bcex MT u KoHIeH-
Tpalys pacTBOPEHHOTO TyOyiWHAa HE MEHSIOTCS CO BpeMe-
HeM. KoHueHTpanusi pacTBOpeHHOTO TyOyJIMHA, OTHOIICHHUE
['TO- u ['ID-cBsi3aHHBIX (HOPM U CBOWCTBA OCIIKOB, PETYJIH-
pyIOIMX AMHaMuuYeckue ceoictBa MT, 0qMHAKOBBI TOBCIOLY
B LIUTOIIA3MeE.

3. CkopoCTH pocTa W YKOPOUYCHHs Ha IITIOC-KOHIAX KO-
HeuHbl. BBuay 3Toro B 11000 AAaHHBIA MOMEHT BpPEMEHH
JioJst pacTymmx KoHnoB MT, yMHO)KeHHast Ha CPETHIOI0 CKO-
POCTb pocTa, paBHSAETCA J0JIe PAa30MPAIOMINXCs KOHIIOB, YM-
HOKEHHOH Ha CPEJHIOI0 CKOPOCTh YKOPOYEHHUSI.

4. Kputnueckast KOHIIEHTpAIMsI PaCTBOPEHHOTO TyOymH-
Ha JUI pOCTa IUTIOC-KOHIA 3HAYUTENIFHO HIKE MUHUMAILHOM
KOHILIEHTpalMK Ut crioHTanHod coopkn MT (Hyman, Kar-
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senti, 1998), mo3ToMy BepOATHOCTH CHIOHTaHHOU cOopkn MT
OeckoHeuHO Maina. BBunmy storo makcumanbHoe yucino MT
OTPAaHUYEHO YHCIIOM CAWTOB HyKJICallHH.

5. IlockonbKy Ha IEHTPOCOMANBEHON 3aTpaBKe (B KIETOU-
HOM 3KcTpakTe) poct MT HaunHaeTcst MpaKTHYECKH MIHOBEH-
Ho (Gliksman et al., 1992), MbI cieqyeM MPEANONOKCHHIO,
COTJIACHO KOTOPOMY HE3aHSTBIC CAaHTBl PAacCMaTPHBAIOTCS
npocTo kKak «MT HyneBol IIMHBDY, KOTOPBIE HE B COCTOSTHUU
ykopaunBaThcs (Gliksman et al., 1993; Holy, Leibler, 1994).
Takum 00pazoM, ¢ y4eTOM MPEAIION0KEHHS 4 TTOJITHOE YHCIIO
MT B mMojzienu Bcerna paBHO YUCILY CAaUTOB HYKJICALHUH.

6. Panee ObUI0 mOKa3aHo, 4yTo noseaeHrne MT MOKHO Xa-
paKTepu30BaTh BEIUYMHOM CPEJHET0 CMELICHHS HX KOHIIOB
3a MPOIOJIKUTEIBHBIA MPOMEXYTOK BpeMeHH — cHocoM (Vo-
robjev et al., 1997, 1999). PaccmoTpum, Kakoil 3HaK Oymer
HMeTh BelnunHa cHoca 1yt MT HeHyneBoil UIMHEI B pa3nud-
HBIX YCIJIOBHSIX.

Paccmorpum cHauana nosenenne MT B GonbiioM cocyre
(mpakTHUecKH OECKOHEYHOM IO OTHOIIEHHIO K BO3MOKHOM
mHe MT), B KOTOPOM IEHTpOCOMa COICPKUT CalThl HyKJIe-
armn MT. B crammonapaoM cocrostaun Hekotopsie MT Oy-
YT UMETh HYJIEBYIO JUIMHY (HE3aHATHIC CAUTHI) U IOTOMY MO-
TYT TOJIBKO YAJHMHATHCS, HO HE YKOPAuMBATHCS, B TO BPEMs
kak ocranbHbie MT nperepneBator oba Tnna n3menenui. Ta-
KuM 00pa3om, Bes nomysiust MT MoskeT OBITH pasjiesieHa Ha
nBe — MT HyneBoOW IIHHEI U OCTalbHbBIC. UTOOBI CKOMITCHCH-
poBatb poct MT nyneso# mHbl, MT HeHyneBoit JUIMHBI Oy-
IyT B CpeAHEM yKopadmBaThes. biaromapst 3ToMmy B cTamuo-
HapHOM coctositHuu Kopotkne MT Oynyt mpeobnanarhs u
cpenusis anuHa Bcex MT OynmeT ompenensThes MPOJIOJI-
KUTETBHOCTBIO (hasel pocta (Gliksman et al., 1993). Cpexn-
Hs1s1 cKopocTh yKkopoueHust MT (oTpunatenbHblid cHOC) OyneT
ONpeAeNATbCA AO0JEeM IyCThIX CaWTOB Hykieauuu. Eciaum
nonss MT HyneBod JMHBI Majia, TO OTPULATEIbHBIA CHOC
Oyner TpyaHO n3MepuTh. OHAKO BO BCEX CIIydasx B MOJY-
OecKOHEUYHOM cocyze (T. €. B OTCYTCTBHE BHEIIHEH TPaHHUIIBI,
mumutHpytomei poct MT) He cymiecTByeT MexaHnu3ma, Ko-
TOpBIN obecrednBan Obl MOJOXKHUTEIBHBIM CHOC IUTIOC-KOH-
110B. OTIMCaHHBIN BBIIIE THIT MOBEACHHS, KOTOPBI MbI Ha-
3bpIBa€M OrpaHMYeHHBIM pocToM (cienyst Fygenson et al.,
1994), npuBoIUT K OPMHUPOBAHNIO KOMITAKTHON panaIbHON
CETH.

PaccmoTpuM nanee siueiiKy KOHEUHBIX pa3MEpoB C ICHT-
pocoMoii B cepenune, rae poct MT orpanuyueH cTeHKoH cocy-
na. Eciu cpennsis mnaa MT B cTallmOHapHOM COCTOSIHUU J10-
CTaTOYHO BEJIMKA, TO 3HAUMTEIbHAS YacTh IUTIOC-KOHIIOB Oy-
JeT He B cocTosHMM Yy umHsAThCs. [lomymsmms MT rtemeps
JOJDKHA OBITH pasneneHa Ha Tpu rpymmsl: MT HyneBol mm-
Hbl, MT mpoMeXyTO4YHOH AJIMHBI, KOTOPblE MOI'YT pPacTH U
ykopauuBaThcs, 1 MT MakcuMalbHOW JUIMHBI, KOTOPBIE MO-
ryT quulb ykopauusarbes. [loBenenne MT npomesxyTouHOM
JUTMHBI 3aBUCHT OT OajaHca OByX rpymn MT — HyneBod u
MakCUMaJIbHOH JutmHbBL. CieoBaTenbHO, Ui CBOOOIHBIX
TUTIOC-KOHIIOB CTQHOBUTCSI TEMEpb BO3MOXHBIM HYJIEBOW U
NoJIoKUTENbHBIA cHOC. Ecnu rpynnsl MT HysneBoil U Makcu-
MalbHOM JJIMHBI pPaBHBI, MOBEJCHME IUIIOC-KOHIIOB MEXTY
JBYMsI TpaHULIAMH Oy/IeT BBITJIAJETh Kak ClydaifHoe Oyskaa-
Hue 0e3 cMmenieHus. MBI Ha3bIBa€M ATOT THIT TOBEJCHUS CITy-
YallHBIM POCTOM, M OH NPHUBOJUT K (pOPMHUPOBAHMIO ITPOME-
JKyTOUHOM paauaibHOM ceTH, rae cpeanss ymHa MT pasha,
Kak OyJeT 1Moka3aHo HWXKeE, IIOJIOBHHE pajanyca cocyaa. Ecim
cpenusist ymHa MT mpubnmxaercss K KICTOYHOMY PaIHycCy,
niepBast rpynna MT nmpeneOpexxumo mana (TIOYTH BCE CAKTHI
Hykneanuu 3aHsATel MT 3HauNTENbHON JUIMHBI), B TO BpeMs
KaK TpeTbs TPYIIa CTAHOBUTCA CPAaBHUTEIBHO OOIBIION.

201
)
M
g
EF 15
gs
Q m
gg 10 |
==
S
= D
§ 5k .:p__’
z B
o
0

1 2 3 4 5
Kop3unst

Puc. 2. JlnarpaMma, npeacTaBisonas BOCXOASIIEE pacpeieieHue
el MT.
MT pasiau4HO# AJTMHBI CTPYNIMPOBAHbI B IATh «KOP3UH» (/—J5), TeHACHIUS
MT k yuinHeHHIO (TTOJI0XUTENIBHBIH CHOC) IPEJCTaBlIeHa KaK BEPOSITHOCTD
pocTa pp, NPEBOCXO/IAIIAs B CTALMOHAPHOM COCTOSHUM BEPOATHOCTH YKOPO-
4yeHus (py).

B pesynbrare aucbananca Mexmay AByMms rpymmamu MT mpo-
MEXYTOUYHOH JJIMHBI OyyT B OCHOBHOM PacTH, IEMOHCTPUPYS
HECUMMETPUYHOE Clly4yaiiHoe OiyskiaHue ruioc-koHnoB. Cra-
IIIOHApHOE (BO BPEMEHH) pacIpeIeIeHIs TUTFOC-KOHIIOB TI0 pa-
JIyCy KJIETKH OyJIeT IOCTUTHYTO B TAKOM CITydae, Korja Bepo-
SITHOCTb TOro, yTo MT IpOMEXyTOYHON AJUHBI yAJIUHSIETCS,
Oyzer mpeBbIIaTh BEPOSITHOCTH YKOPOYEHHs (PHC. 2; TaKkkKe
cm.: Komarova et al., 2002). Mopenb 1jisi KOJHYCCTBEHHOTO
OITMCAHMUS JAHHOTO PACIIPE/ICNICHNUS] IPUBE/ICHA HIXKE.

KoanuyecTBeHHAsT MOJeJIb

B xonuuectBeHHOI Moaenu paguansHoi cetu MT N caii-
TOB HYKJICAlMH COOpaHbl HA IIEHTPOCOME B LIEHTPE KPYIJIOii
KJIeTku paauyca R u npsamblie MT pacxonsrces B HallpaBJIeHUN
nepudepun kietku. Kierka sBisieTcst INIOCKOW U o0iaiaer
paguanpHOW cuMmMmerpueid. Torma chmydaiiHoe OmyKaaHue
TUTIOC-KOHIIOB BJIOJIb KJIETOYHBIX PAANYCOB MOKET OBITH OIIH-
CaHO EJUHCTBEHHON IIPOCTPAHCTBEHHOW KOOPAMHATOM —
paccTosiHHEM OT IEHTpa KJIETKH. MBI XapaKTepusyeM coc-
TOSIHUE CHCTeMbl (DYHKIMEeH YMCICHHOHN IUIOTHOCTH p(X), Ta-
KO, 4T0 p(x)dx — umncino rioc-koHoB MT B GeckoHe4YHO
MaJIolf OKPECTHOCTH dX Ha PACCTOSIHUHU X OT IIEHTPOCOMBI HIIH
yucino MT, uimHa KOTOPBIX NMPHHAIIEKHUT OKPECTHOCTH dx
JUIUHBI X.

CnydaiiHoe OnyxmgaHHe M0 C-KoHIa. Kak 66110
[I0Ka3aHo, nosejeHue tuna JJH ¢ nponosKuTenbHbpIMU EpU-
oJlaMy OBICTPOTO POCTa M YKOPOUEHUSI HHANBULYaTbHBIX MT
KaK in vivo, Tak ® in vitro B MaTEeMaTHYECKOM CMEBICIIC CBO-
JIATCSl K TOBEJICHHUIO THIIA CIy4YalHOro OJy>KAaHHs, KOorjaa
BpeMs HAOJIOJICHNSI HAMHOTO IPEBBIIIAET JTUTEILHOCTh HH-
muBuayansHbix (az (Hill, 1987; Maly, 2002). Xumnueckue
MEXaHU3MBI, JieXkKallue B OCHOBE pocta W ykopoueHus MT,
ocratorcs mManonoHsTHeIMA (Desai, Mitchison, 1997; Valiron
et al.,, 2001; Morrison, 2007), ¥ MbI yNPOCTHM aHAJIU3,
MPEAIONI0KNB, YTO KPUTHYECKas KOHIEHTpAIMs TyOyJIMHA
JUIsl TUTFOC-KOHIIOB BBIpaXKaeTcs Kak ¢, = k,/k,, rne k, — xoH-
CTaHTa CKOPOCTH, OTHOCSIIASCS K CpeAHel (He MIHOBEHHOM)
ckopocTH ykopodeHust MT, k, — KOHCTaHTa CKOPOCTH, OTHO-
csasicss K cpenHeld (He MIHOBEHHOM) ckopoct pocta MT.
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ITpn KOHLIEHTpALUK PACTBOPEHHOTO TyOy/lInHA HUXKE ¢, CBO-
00/IHBIC TUTIOC-KOHIIBI B CPEIHEM YKOPauMBaIOTCS (OTpUIaTe-
JIBHBIA CHOC), B TO BPEMsI KaK TPH KOHIIEHTPAIINH, ITPEBbIIIIa-
omiei ¢, CBOOOHBIE TUIFOC-KOHIIBI B CPEAHEM YIUTHHSIOTCS
(TTOJIOXKHUTENBHBIA CHOC).

B muddysunonnoit anmpokcumanuum oOpaTuMoi Jn-
HEHHOW MOJMMepH3alny JUHAMHUKA TTOJIMMEPa ONUCHIBACTCS
KaXyIUMHCS KodpduienTaMu 1uddy3un n cHoca KOHIA
monmumepa (Hill, 1987). Koappumment muddy3un a xapakre-
pU3YeT BEJIMUUHY CITyYailHBIX (QIyKTyanui Moj0KeHHs KOH-
Ha ToJuMepa, Mo Mepe TOro Kak IOJMMepu3alus W Jie-
MOJIMMEPU3aLUs JAHHON MOJIMMEPHOM LIETIH YepeayI0TCs CTO-
XaCTHYECKN M U3MEHSIOT ero amnHy. KoadduimenT cHoca b
XapaKTepU3yeT CPEIHIOI CKOPOCTh POCTa JUIMHBI ITOJIHME-
pa. MBI mpenmonaraeM JHMHEHHYIO 3aBHCHMOCTH K0d(du-
LMEHTAa CHOCA OT KOHIEHTPAIMH ¢ PACTBOPEHHOTO TyOy/nHa
B OKPECTHOCTHM KPUTHYECKOW KOHIEHTpAaUWu ¢, Uil poc-
ta MT:

b(c) = k(c — cx), (1)

riae k — 1mocTosiHHAs.

CranyuonapHoe pacupeaenenue gauusl MT. B
muddysnonnom npubmmxenun guHamukn MT (Hill, 1987)
IUIOTHOCTH pactpeaeneHus [uHbsl MT noguunsercs ypaBHe-
nuro ®oxkepa—Ilnanka (Keizer, 1987):

op d’p Ip ®
L _ L pLE.
o o’ ox

[TockonbKy B CTAalMOHAPHOM COCTOSTHHU pacIipezieiieHue
IUTIOC-KOHIIOB BJIOJIb KIJIETOYHOTO pajiiyca He MEHSETCS CO
BpeMeHeM, Op/0t =0 u

dp
bp—aax=0. 3)

VYcnoBre HOpMaTU3aIiK IS penIeHus ypasaenus (3) 3a-
Kio4aercs B ToM, uto N MT umerot anuny mexay 0 u R:

J'p(x)dsz. 4)

Pemenne ypaBuenus (3), KoTopoe yIOBICTBOPSIET yCIO-
BuIO (4), omnpenensier cTaliOHAPHOE PACIpEIeNICHUE JTHHBI
MT:

b
a2 5)
p(x,c) b exp| (
exp ;R -1

Taxkum o6paszom, craunonapHoe pacnpeneneane MT mo-
HOTOHHO M ero (opma 3aBHUCHT OT 3HaKa koadduimenra cHo-
ca b. Pactipenenenne sBIsSeTCS SKCHOHEHIIMATBHO BOCXOIS-
muM  (npeobnanaror aauuHHble MT), Korma koadduumeHt
cHoca noyoxkuteneH (MT mposiBIsSeT TEHACHIIUIO K YJIMHE-
HUI0), U HUCXOmAMM (TipeoOmanaror kopotkue MT), xorma
koo durment cHoca orpunareneH (MT umeer TeHICHIHIO
yKopauuBaThCst). OcoObIit caydail b = 0 BaykeH IS anbHEi-
mero ananmsa. [Ipu aTom ycioBum npenensHoi hopmoit (5)
SIBJISIETCSL paBHOMEpHOE pactpezaenenue JunHel MT Mexmny
HYJIEM U KJIETOYHBIM PaJIdyCOM.

KoHmeHTpanus ¢ pacTBOPEHHOTO TyOylIHHA B
MOJIEIBHOM KIIETKE YAOBJIETBOPSET CIEIYIOIEMY ypaBHe-
HUIO:

R

1
c=c,;—ﬁj‘xp(x)dx. (6)

B ypaBuennu (6) mmmaa MT B KiIeTKe HHTETpUpPYETCS U
JITTUTCS Ha JUIMHY A, IPUXOJSIIYIOCS HAa TeTepoauMep TyOy-
JIMHA, ¥ Ha KJIETOYHBIA 00BbEeM V, 4TOOBI MOJYYHUTh KOHIICHT-
panuio MoIMMEpHU30BaHHOTO TYOyTHHA, KOTOpast 3aTEM BBIUH-
TAeTCsl U3 MOJHOM KOHIEHTPAUU TyOyJIMHA C;, YTOOBI MOy~
YUTh KOHLEHTPAIMIO pPACTBOpEHHOro TyOynuHa. Takum
00pa3oM, KOHIIEHTpaNusi paCTBOPEHHOTO TyOyJHMHa, KOTOpast
OIpe/IeTIsieT TUHAMUKY TLTI0C-KOHIIOB (1), cama 3aBHCHT OT X
pacmpezeneHus BAOJIb paguyca KIeTKH. B pesynbrare K03¢-
¢unment caoca b B ypaBHeHuH (2) siBisiercst PyHKIUEH p, 9TO
JleJIaeT HeIMHEeHHbIM ypaBHeHne Dokkepa—Ilnanka, onucel-
Batoree quHaMuky MT B mpenenax xinerku. Ecmu p B (6) sB-
JSIeTCsl  CTallMOHApHBIM pacrpeneneHneM umHel MT (5),
€IMHCTBEHHOE perieHne (6) OTHOCUTEIBHO TIEPEMEHHOM ¢ 5IB-
JSIETCs CTAIIMOHAPHON KOHILEHTpPAIEH PaCTBOPEHHOTO TyOY-
nuHa B kieTke. OHa siBisieTcst GyHKIHUEH mapaMeTpoB KIETKH
(ob6bema, pammyca, YMClia 3aTPABOK M ITOJHOW KOHIIEHTPAIUN
TyOy/iIMHA) U KPUTHYECKOW KOHIICHTPAIMU TTOJIMMEPU3aIHH.
CrauyoHapHasi KOHIIGHTpAIUsl PACTBOPEHHOTO TyOyJIMHa MO-
JKET OBITH 3aTeM WCIIONIb30BAaHA TIPH BBIYMCICHUH CHOCA
rntoc-koHIoB MT (1) u pactipenenenust gimunsl MT (5). B 06-
[IeM CiIydae CTallMOHApHas KOHIIECHTPAIMS PacTBOPEHHOIO
TyOyJIMHa W COOTBETCTBYIOHME el Kod(UIMEHT cHOca H
pacnpezenenue JumHel MT MoryT ObITh HaiiieHs! u3 (1), (5) u
(6) MUIIb YUCTICHHO.

YucaeHHBIN aHAJIH3

[Ipuctynass K YUCICHHOMY aHAJIM3y MOJICNH, HAYHEM C
OLICHKM 3HaueHuW napamerpos. /immna MT, npuxonsiascs
Ha OJMH reTepoamMep TyOymuHa B coctaBe cTteHkH MT, co-
crasisier A = 0.612 um (Salmon et al., 1984). O6bem cpaBHU-
TEIBHO OONBIINX IMHEBMOLMTOB TPUTOHA OLIEHUBAJICS Kak 8§
mukonuTpoB (t1) (Gliksman et al., 1993) u 1t 6onee MenKIx
kietok — kak 2.5 mwi (Hiller, Weber, 1978). Mb1 ipesmosnara-
em o0peM KiteTku V = 4 . [lonHas KoHIeHTpanus TyOyInHa
B KJIeTKaxX ObLIa orjeHeHa kak 20—30 mxmons/a (Pfeffer et al.,
1976; Hiller, Weber, 1978). MsI nipe/monaraeM MoJHYO KOH-
HEHTpaHi0 TyOylIHHA ¢, =25 MKMONBE/1. [IpuOmu3nuTensHO
55—60 % TyOysiMHA B CTAIMOHAPHOM COCTOSIHMU HAXOJHUTCS
B coctaBe MT (Zhai, Borisy, 1994; Rodionov et al., 1999).
C yd4eTroM 3TOro KOHIICHTPAIMsSI PACTBOPECHHOIO TYyOYJIHHA
MOJKET ObITh OllcHeHa Kak 10—12 MKMOJIB/J1. DTa KOHIICHTpa-
IUsI, OJTHAKO, MOXET OTIMYATHCA OT KPUTHUECKOW. 3aBUCH-
MocTh JuHAaMUKH MT OT KOHIEHTpalMu pacTBOPEHHOTO TY-
OynuHa in vitro ananusupoBanu Bankep ¢ koiuteramu (Wal-
ker et al., 1988). Ilpm pacuere ko3¢d¢dummenrta cHoca
TIt0c-KoHIOB MT 10 3TUM JaHHBIM MBI BOCIIOJIB3YEMCS BbI-
pakernrneM Xwuta Uil KO3PPUIIMEHTa CHOCa Kak (YHKIMH
napamerpos JIH (Hill, 1987). JIuneapuzamust KOHIIEHTpanu-
OHHOM 3aBUCHMOCTU KOX((HIIMCHTa CHOCA B COOTBETCTBHHU C
ypaBHeHHEeM (1) MPUBOAUT K KPUTHUECKOW KOHIICHTPAIIH
quis pesynbrupytomero pocra MT ¢, = 11.5 MkMoOB/T U K
KOHCTaHTe k=1 MKM-J1-MKMOJb!-Mub!. Takum o00pa-
30M, KaK OTBITHBIC, TAK M PACUCTHBIC 3HAUCHUS OKAa3bIBa-
I0TCSL B OJJHOM M TOM JK€ JIMaria3oHe, W Mbl HCIOJIb30BaIIH
¢, = 11.5 mxmonbe/n B Beruncnernax. Koaddumuent nudoy-
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3uM OBUT pacCUMTaH IS KJIETOK HECKONBKUX THIOB (Voro-
bjev et al., 1997, 1999; BopobseB u np., 2000; Komarova
et al., 2002) u BapbupoBai ot 2.4 MkM%/MuH B KieTkax PtK
mo 113 wmxm2/mMmur B kimetkax CHO. Msr  BeIOpanm
a = 7.5 MKM2/MHH, 9TO paBHSETCS 3HAYCHUSIM, H3MEPEHHBIM B
MenaHoopax peld M B MBIIIMHBIX AYMOPHOHAIBHBIX (pudpo-
Omacrax.

Vcnionp3yst BbINIENPUBE/ICHHBIC 3HAYCHUSI MAapaMETpPOB,
paccuuTaeM CTalMOHAPHYIO KOHIIEHTPAIHMIO PACTBOPEHHOTO
TyOymuHa (6), cooTBeTCTBYIOIMIA KoddduimenT cuoca (1) u
pacnpenenenue nauHsl MT (5).

W3menss 3nHaueHus paauyca kiaetkd R u yucina MT N mbl
oOHapyxwi, uto Tipu R =50 mxm u N = 800 cranmoHapHas
KOHIIGHTPALUs PacTBOpEeHHOTOo TyOynuHa ¢ = 11.495 MxMoms/n
MPAKTHYCCKH PABHICTCS KPUTHYCCKOMY 3HAUCHUIO ¢, =
= 11.5 mxmonbe/n.  COOTBETCTBEHHO KO3((GUIMEHT CHOCa
b =-0.005 MKM/MHUH TIpaKTHYECKH paBeH HYIIO W pacrpe-
nenenne JuMHBI MT 1oyt paBHOMEpPHO IpW CpeAHEH -
He 24.9 MKM, WM TOJIOBUHE KJIETOYHOro paauyca. JlaH-
HBIC YCIIOBHSI, TaKUM 00pa3oM, C BBICOKOW TOYHOCTBHIO CO-
OTBETCTBYIOT paBHOMEPHOMY pacmpeneneHuio jgiH MT.

Msr  mombp3yemcs  3TuMH  ycnoBusmMH (A =0.612 HM,
¢; = 25 MKMOJIB/T, V=4mun, a=7.5Mkm2/MuH, =
= 11.5 mxmonb/n, k=1 MKM:JI-MKMOIb ' -MHUH!, R=

50 mxm, N =800) xax 0a3mMCHON TOUYKOIl B MPOCTpPAHCTBE
napametpos (BTIIIT) nmpu n3ydeHun peakiuyu MOJENN Ha W3-
MEHEHHUS MTapaMeTpOB.

MBb! pemmiy ypaBHEHHUSI MOJIENH, BapbHpys MapaMeTph
10 OTHOMY W (PMIKCHPYSI OCTaIbHBIC TTApAMETPHI Ha UX 3HaYe-
Husx B BTIIII. Pesynbrats! npeacraBnens! B Tada. 1. UToOs
00JIeTYNTh CpaBHEHHE pacrpeaeneHuid JHsl MT B pazHbIX
YCIOBUSAX, MBI NpPEJICTaBIsAeM JJIMHY X Kak JIOJIO pajaumyca
kneTkn R. CpenHsisi OTHOCUTEIbHAS JUIMHA, MPEBBIMIAIONIAS
0.5, mozxpa3ymeBaeT BOCXOJSIIEE PACHpPEENICHHE JUIMHBI, B
TO BpeMs Kak 3HaueHHsd MeHbIe (.5 ykas3pIBalOT Ha TO, YTO
pacripeneneHue ABIseTCs HUCXOAMmMM. Kak mokasaHo B
tabun. 1, Bozpacranue uncia MT N npuBOAMT K MajIeHHIO CTa-
LIMOHAPHOM KOHIICHTPAIMH PACTBOPEHHOTO TyOyTWHA HHUXKE
KPUTHYECKOTO 3HaYeHHsI. B cooTBeTCTBNY € 3THM K03 dumn-
€HT CHOCAa CTAHOBUTCS OTPHUIIATENBHBIM, OTpaxas TEHICH-
o MT k pazbopke. Bereactsue storo gopmupyercs: HU-
cxojdllee CTallMOHApHOE pachpeaeneHue AnuHsl  MT
(puc. 3). Ymenpiienue uyncna MT, HanpoTus, BeAET K yCTa-
HOBJIEHMIO BOCXOJALIET0 pacrpeaencHus anuael MT. Takoe
CTALIMOHAPHOE COCTOSIHUE XapaKTepU3yeTcs KOHLEHTpaluein
PacTBOPEHHOT0 TyOYJIMHA BBINIC KPUTHYECKOI M TOIOXKHTE-
TpHEIM Ko dunuerTom cHoca MT. TTogoOHBIM ke 0Opa3zom
BO3pacTaHKe IMOJHON KOHLEHTPALMH TyOyJIMHA ITPY HEU3MEH-
HOM YHCIIC 3aTPaBOK CIBHUIAET CTAllMOHAPHOE COCTOSHHUE K
BOCXOsAMIEMy pacnpeaeneHuto juHsl MT, koTopoe compo-
BOJKIAETCS TTONOXKUTEIBHBIM CHOCOM, @ YMEHBIIICHHE TIOTHOM
KOHIICHTpAlMU TyOyJMHA MaeT oOpaTHBIN »dekT (Tadm. 1).
Kunernueckoe perymuposanue coopkn MT, koropoe MOBBI-
LIaeT KPUTUYECKYIO KOHIICHTPAIMIO ¢\, BbI3bIBACT (hopMHpo-
BaHME KOMMAKTHOH cetn MT ¢ HECXOIAINM pacrpeesieHN-
eM JuMHBL. Ecinu kpuTHyeckas KOHIIGHTPALUs MOHMKaeTcs,
To ceTb MT B cTalMOHapHOM COCTOSIHUM CTAHOBUTCS MPOTSI-
eHHoH (Tabi. 1). Hakonen, n3MeHenue paanyca KIeTKN Tak-
ke sBisieTcst d(Q(EKTHBHBIM CIIOCOOOM PETYJISIIMHA CTallHo-
HapHOU CTPYKTYphl MoJenbHON cetn MT. YMeHblIeHHE Kile-
TouHOro paamyca R nemaer cetb MT mnpotrskeHHOMH, rae
pacnpenenenue mmHsl MT siBistercst Bocxomstuum. Y Hao0o-
poT, yBenmUueHNnEe R MPUBOANT K HUCXOJMIEMY pacIpesaere-
Huto uHel MT (Tabm. 1).

Tadonuma 1

KoHuenTpanus pacTBopeHHOro TyoyJjauHa (c)
B CTAIlHOHAPHOM COCTOSIHMH B KJIeTKe,
k03¢ punmeHT cHoca mioc-konua MT (b) u cpennsis nauna MT
110 OTHOLIEHHUIO K paauycy KieTku (X/R)
NP Pa3TNYHBIX 3HAYEHHUSX IApaMeTPOB

3HayeHus HapaMeTpoB MK;’OHL MKlVf)/,MHH X/R

BTIIIT (N = 800, cr =25 mxmonn/m, | 11.495 -0.005 | 0.49
cx = 11.5 MmxMonb/1, R = 50 MKM)

N=500 12.100 0.580 | 0.76
N=2000 10.800 | —0.680 | 0.21
¢y = 20 MKMOJIB/T 11.200 -0.340 | 0.33
¢; = 30 MKMOJIB/IT 11.800 0.330 | 0.67
¢ = 10.5 MKMOIB/1 10.600 0.100 | 0.52
¢ = 15 MKMOIB/T 14.800 -0.230 | 0.38
R =25 mxm 13.500 1.970 | 0.85
R =100 mMxm 11.200 | —0.260 | 0.26
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Puc. 3. lnuna MT B MoJeiIbHOI KJIETKE.

a — pacnpenenenue ;yiuH MT B moaensHol knerke. [inuna MT nana B equ-
HHUIAX KJIETOYHOro paauyca (x/R), yactoTa Betpedyaemoct MT onpenernen-
HOM JUIMHBI HOPMAJIM30BaHa Ha MoaHoe ynciao MT n Ha MaKCUMAaIbHYIO J1JIH-
Hy (Rp(x)/N). [lynkmupnas nunus I0Ka3bIBacT paBHOMEPHOE paclpeieliCHue
nauHbl MT B cranmonapHoM coctostHuu npu yeiaosusax B BTIII. Veennde-
nue yucna MT o N = 2000 npuBOAUT K HUCXOJAILEMY PaclpeIesICHUIO J1TH-
HBI (wmpuxosas aunust), ymenbiienue yuciaa MT go N = 500 Bezer k ycTa-
HOBJICHUIO BOCcXos1ero pacnpeneneHus JuinHsl MT (henpepviénas nunust).
0 — nuarpaMma IBYX DacIpeielICHUH, COOTBETCTBYIOIINX OTHOCHTEIHLHO
MajaoMmy (cresa) W OTHOCHUTEIBHO OONBLIOMY (cnpasa) 4YuCIaM CalTOB
HyKJICaINH.
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Tabnuna 2

Konuenrpanusi pacTBopeHHOro tyoyJjuna (c)
B CTAIHOHAPHOM COCTOSIHUM B KJIeTKe, KO3(p(pHIIUEeHT CHoca
mnoc-konua MT (b) u cpeausis noimna MT
10 OTHOLIEHHIO K Panycy KJIeTKH (X/R)
IIPH Pa3IUYHbIX 3HAYCHHUAX YHUCJIA 3aTPABOK (V)
s nykiaeanuu MT

N ¢, MKMOJIB/JT b, MKM/MHH X/R
120 21.000 9.500 0.984
150 20.000 8.500 0.982
200 18.350 6.850 0.978
300 15.240 3.740 0.960
400 12.890 1.390 0.892
500 12.100 0.580 0.760
800 (BTIIIT) 11.495 —0.005 0.490

Bocronb3oBaBmuch (QyHKIMEH IIOTHOCTH BEPOSITHOCTH
repexo/1a AJis KoHIa moauMepa B Au¢Gy3noHHOM MPUOIHKE-
auu (cm.: Hill, 1987, ypaBaeHue 6.22), MBI POBEIH KOMIIbIO-
TEPHYI0 CUMYJIUu0 quHamMuku MT npu pasiuysbIX 3Haye-
HUsX Koo dunmenta caoca, HaunHast u3 BTIII n MeHas Kax-
JbII U3 MapaMeTpoB B OKpecTHOCTU ero 3HaueHust B BTIIII.
BpbluncieHus 0Ka3bIBAIOT, YTO CMELIEHHE JII0O0ro rnapamer-
pa u3 ero 3HaueHus BOmm3u BTIIIT oka3piBaeT cHiIbHOE BIIHS-
HHUE Ha cpeaHio0 auHy MT, HO He Ha 3HaueHHe cHoca (CM.
tabs. 1). Korga oqus U3 mapamMeTpoB OTKIIOHSETCS OT CBOETO
3nauenus B BTIIII na 15 unu —15 %, cpenusis jummna MT u3-
MeHsieTess npubnmusuTensHo g0 0.65 wim 0.35 ot pammyca
KIETKM, OJHAKO BEJIMYMHA CHOCA MCEHsAETCA JIUIIb Ha
+0.3 mxm/mMuH. Cumyssinun JIH ¢ ncrions3oBaHueM 5THX 3Ha-
YEeHUH MMOKa3bIBAIOT (IaHHBIC HE MPECTAaBIICHBI), YTO CMeElIle-
HUSI HHANBUYaTbHBIX KOHIIOB MT mpn GONIBIINX TPOMEXYT-
Kax BpeMeHH OyJlyT UMETh Pa3INYHbIC 3HAKH HE3aBUCHMO OT
3HaKa cHoca. Takum 0Opa3oM, i HAOJIFOIATelIsl, OLICHHBAKO-
miero moBeaenue MT 1o mpsimolt ieiiTpadepHOl CheMKe, OT-
JenbHbIC (ha3kl pocTa U pa3dopku OyIyT HAMHOTO OoJiee oue-
BUJIHBI, YEM UX JucOaIaHc.

Hawubonee nnrepecnoe nosenenne MT Monens npescka-
3piBaeT Branu ot BTIII, korna ko3dduinueHT cHOCA BEIHK.
Ota cuTyarust MOXKET OBITh JOCTUTHYTA 3HAYUTEITbHBIM H3Me-
HEHHEM JII000r0 napamerpa (¢, ¢, KIETOYHOT0 pajyca, Yuc-
J1a CaliTOB HyKJICAlMH) MM OJHOBPEMEHHBIM H3MEHEHHEM
HECKOJIBKUX TapaMeTpoB. UTOOBI MpoaHAIN3UPOBATH CITydal
60J'II>IJ_IOFO CHOCA, Mbl YMEHbIIWJIN YUCIIO canToB HYKJICallun
Ha IIeHTpocoMe (Tabi. 2), OTHAKO MOXOXKUE PEe3yIbTaThl MO-
T'yT OBITH IOJY4EHBl N3MEHEHHEM U APYTHX IapaMeTpoB. 3a-
BUCHUMOCTb CHOCa OT cpenHed niuuHbl MT npexncrasieHa Ha
puc. 4. B Hameit Moienn MakCUMalibHOE 3HAYEHHE CHOCA, KO-
TOPOE MOKET OBITh JOCTUTHYTO U3MEHEHHEM YHCIIa 3aTPaBOK
HyKjIeanuu, paBasercs 13.5 mxm/mun. Korma cHoc paBeH
10 mxm/MuH, cootBercTByIomIee ynciao MT paBro 120, a ux
cpenusist aauHa coctanisier 0.985 knerounoro paamyca. Yro-
ObI OLIEHUTH JUHAMUKY HHANBULyanbHbIX MT B cirydae 0011b-
LIOTO MOJIOXXUTEIBHOTO CHOCA, MBI IPOBEIN KOMIIBIOTEP-
HOE MOJICIMPOBaHKe. bBbUIM HCIOJB30BaHbl CIEAYIOIIUE
3HAYCHUS: CHOC 5 MKM/MHH W KodpduuueHT nuddys3un
7.5 mxm2/muH. Tlpu atHX 3HaYeHusX kodp¢uunenros MT
MIPOSIBIISIET BBIPAKCHHYIO TEHJICHLIUIO K yUIMHEHUIO (pHcC. 5):
TUTIOC-KOHIIBI M3 BHYTPEHHEH 4acTH KJIETKH OBICTPO JOCTHTa-
10T Kpast KIIETKU U MOCJIe ATOT0 OCHMWIIIUPYIOT BOJIM3U Kpasl.

[TpoueccuBHBIHi pocT
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Puc. 4. 3aBucumocts cHoca maoc-koHIOB MT 0T cpemneil TIMHBI
MT npu ocTanbHBIX MapaMeTpax, 3aQUKCHPOBAHHBIX HA UX 3HAUE-
HUSX B OazucHOW Touke B mpocTpaHcTBe mapamerpoB (BTIIIT).
Korz[a CpeaHsasa AIuHa O1M3Ka K IMOJIOBUHE pagnyca KJICTKH, MaJibl€ U3MCHE-
HHs CHOCaA COIIPOBOXKIAAIOTCA CYIIECTBEHHBIMH HW3MEHCHUSAMU JIMHBI MT
(30Ha ciryyaiiHbIX ocumnsinuii). Korna cpeasss anuHa 6113Ka K KIETOYHOMY
paaunycy, Majibl€ UBMEHCHUS JUIMHBI MT BBI3BIBAIOT OOJIBIIME W3MEHEHHS B
3HAYCHHUH CHOCa (SOHB. MIPOIECCUBHOTO pOCTa).

iy

3 MUH

5 MKM

Puc. 5. CumynupoBaHHBIE HCTOPUU JUHAMUKH ILTIOC-KOHIIOB MT
13 00JTaCTH «IPOLECCUBHOIO pOCTa» Ha pHC. 4.
PaccrosiHue MeXIy IUTIOC-KOHIOM paauanbHoid MT u IeHTpoM KIeTKH (IIeH-
TPOCOMOI) BBIYMCIIIOCH ¢ MHTepBanamu B 5 c. IIpu ycioBuu 3HauuTeNh-
HOTO OTHOUICHUS KodhduuueHra cHoca K KodhduuueHry nuddysuu
(a="17.5 MKkM2/MuH, b = 5 MKM/MHWH) CTAaTHCTUYECKH OKHIAEMOE TIOBEICHHE
mwioc-koHna MT Bo BHyTpeHHeH 4acTi HUTOILIa3MEI (31ech 20 MKM OT Kpast
KJIETKH) COCTOUT B €0 JIBWKEHUU Ha nepudepuio kieTku. Da3pl yUIMHEHUS
MOTyT HpephIBaThes (hazaMu yKopodeHus, miroc-konery MT 6sicTpo noctura-
eT Kpast KJIeTKu. TaMm orpaHHueHHe pOCcTa U TeHACHLUS K yUIHHEHUIO IPHBO-
JIT K HE3HAYUTEJIBHBIM OCLIMIIALHSM IUTIOC-KOHIA, KOTOPBIE MOTYT BBIIJISI-
JeTh Kak «cradmmmsanus»y MT.

Obcyxaenue

Audpdy3noHHass anmmpoKCHMaNus JUHAMUKH
MT. Panee Hamu OBUIO MPEAJIOKEHO OMHUCAHWE TUHAMHUKHU
pocra u ykopoueHuss MT B xierkax kak IudQy3nOHHOTO
nporiecca (Vorobjev et al., 1997, 1999). B Hactosiiiem uccie-
JTIOBAaHUH MBI [TOKA3aJi, YTO anmpokcumanus auHamuka MT B
BUJIC CITy9allHOTO ONY)KTaHUS IUTIOC-KOHIIOB MTO3BOJISCT aHa-
JIMTUYECKU onucarh pacnpenenenue MT no niaunam u npen-
CKa3bIBacT MOBEACHUE TUTFOC-KOHIIOB UCXOAS M3 HEOOIBIIOr0
HaOopa mapamerpoB. Juddy3noHnas Mojens npeacKa3biBa-
€T, 4TO CHOC ILIFOC-KOHIIOB (ITOJIOXKUTEIbHBIA WM OTPHIIA-
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TENBHBIN) JOJKEH UMETh MECTO BO BCEX KIIETKaX, B KOTOPBIX
mmHa MT 1 pagmyc KIETKH HE CTpPOro cOalaHCHPOBAaHBI
(Imyr # 1/2 R). 1nst poBEpKH IAHHOTO TIPEJICKA3aHUs Mbl ITPO-
aHAIM3UPOBAIIH PE3yIbTAaThl PaboT, B KOTOPBIX AnHaMuka MT
OblTa IeTaJIbHO HCCIIEI0BaHA.

B pamxax nn¢¢dy3smoHHONH MOAETH CpenHss BeTUYrHa
CHOCA TUTIOC-KOHIIOB MOXKET OBITH BBIYMCIICHA MCXOAS M3 Ia-
paMeTpoB JIBYXCTAAUMHON JMHAMUYECKON HECTaOMIBHOCTH
o opmyIe

b= (viti + vatr)/(t1 + 1), (7)

IJIe HETOCPEACTBEHHO M3MepsieMbIMU mapamerpamu (Cassi-
meris et al., 1988; Walker et al., 1988) sBisitoTcst ckopocTu
kou1oB MT B dazax pocrta (vi) 1 yKopodeHHS (V2), a TaKKe
CpeHNE TPOJIOJDKUTEIILHOCTH COOTBETCTBYIOIMX (a3 (f1 u
t). BenmnumHa cHOCA TUTIOC-KOHITOB B MHTEP(a3HBIX KIETKAX
JIeHCTBUTEILHO OKa3aJlach HEHYJIeBOW. Tak, B MHEBMOIMTAX
tputoHa (Cassimeris et al., 1988) u xinerkax CHO (Mikhai-
lov, Gundersen, 1998) npeo6mamaer poct MT, Ha uTO yKa-
3BIBACT ITOJIOKUTEIBHOE 3HAYCHNE CHOCA, BBIYMCICHHOTO C
ucnosnb3oBanueM ¢popmyinst (7) (1.4 u 4.0 MKM/MHH COOTBET-
ctBeHHO). B kirerkax BSC-1, onrako (Dhamodharan, Wad-
sworth, 1995), Berunciennslit koadduiuent cHoca orpuma-
teneH (—0.9 MKM/MUH), YTO yKa3bIBaeT Ha MpeobiamzaHue
pa3bopku B AMHAMUKE MHIUBHyanbHbIX MT. D10 cormacy-
etcs co cporictBamu cetd MT B kietkax BSC-1, y koTopsIix
MHOTOYHCIIeHHbIe cBoOOaHbIe MT MMEIOT cTaOMIbHEIE MH-
HYC-KOHIIBI ¥ T03TOMY 9KBHBaJICHTHOE YUCIIO CAlTOB HyKJIe-
alMi — B TEPMHHAX HaIIeld MOJIENIN — BEJIHKO.

Koaddrmment quddy3nu s rroc-KOHIA TAKKE MOKET
ObITh onpesenieH u3 napamerpos JH (Hill, 1987; Dogterom,
Leibler, 1993; Maly, 2002). {ns ayxcragmitnoit J{H moxer
OBITH NCITONIB30BaHA cleaylommas (hopMyia:

a=(1/ki + 1k )[(vi + v2)/(k1 + k2)]2, (3

rae k1 1 ky SIBASIOTCS 4aCTOTaMH MEpexoJia OT PocTa K pas-
6opxke («kartacTpod») u OT pa30OPKH K POCTY («CITaceHUI»).
Ora Qopmyna BbIBeneHa M3 ypaBHenus 15 panee (Maly,
2002). Ytobbl yCcTaHOBUTH MPUMEHUMOCTH JaHHOH (opMmy-
JIbI, MBI CPABHIJIN BBIYHCIICHHBIC C €€ TOMOIIBIO PE3yJIbTAThI
C T€MH, YTO OBUIM NPSAMO H3MEPEHBI METOAOM JIMHEHHOM
perpeccun cmemennit koHmoB MT B knerkax CHO (Ko-
marova et al., 2002). C ucnoiap30BaHHEM CICAYIONINX Ta-
pamerpoB JIH (BO BHyTpeHHEH IUTOIUIa3Me) — CKOPOCTh
pocta 17.0 MKM/MHH, CKOPOCTh YKOpO4YeHHS 29.7 MKM/MHH
W YacTOThl TepexoJoB ki W k» COOTBETCTBEHHO
031w 7.20 Mua-! — wmbl momyumwmu a = 11.5 MkM2/MuH,
YTO OYEHb OJIM3KO K M3MEPEHHOMY 3HAUYEHHUIO M PaBHOMY
13.1 MKM2/MuUH.

s tpexcrapuitaoit JIH (Bxurrouaromieii B cedst asy cra-
OWJIBHOCTH, WM Tay3y), KOTOpasi HaOIoJaeTcsi B HEKOTOPBIX
kinetkax (Shelden, Wadsworth, 1993; Dhamodharan, Wads-
worth, 1995; Mikhailov, Gundersen, 1998; Goncalves et al.,
2001), MoryT OBITH IOJIy4EHBI MMOX0XKHE pe3yibraTsl (Maly,
2002, c. 218—222). CHOC, KOTOPBIH SIBISETCS Pe3yIbTHPYIO-
el CKOPOCTBIO YJUIMHEHUS! B TPEXCTAJUHHONH MOJAEIH, MO-
JKET OBITh TaK)Ke BBIUKCIICH 1o (opmyiie

b :f(vm + Vztz)/(ll + ). (9)
B ypasuenuu (9) Mbl MOAU(MHUITPOBATN BEIPAKCHIE, HC-

XOJIHO TPEUIOKEHHOE I Tmapamerpa J B TCOPHH JIByXCTa-
muiiHoro mosenenuss MT (Hill, 1987, rn. 26; Verde et al.,

1992), BBenss MHOXKHUTETH f, KOTOPBIA MPEACTaBISICT COOOU
JIOJTI0 BpeMeHH, kotopoe MT mpoBoauT B dazax pocra u pas-
Gopku.

Taxum 06pa3oM, CHOC SBISETCS BHYTPEHHUM CBOMCTBOM,
MPUCYIIUM pajuaibHoi cetn JUIMHEBIX MT, u nucbananc po-
CTa U YKOPOUCHHUSI SIBJISIETCS OOBIYHBIM SIBICHUEM.

Pacnpenenenue anuun MT u ux kKaxymascs
JUHaMHUKa. B nepByro odepens Mbl IPOaHATU3UPOBATIH MO-
nenps Bomu3u BTIII, rae cpennss nmuaa MT paBHa mosioBHHE
KJIETOYHOI'O Pajuyca U paclpesieeHue III0C-KOHIIOB 10 pa-
JINYCY JOJIKHO OBITh PAaBHOMEPHBIM.

ITpn paBHOMepHOM pactipenenennn amuHbl 50 % MT Oy-
JIyT OKaHYMBAThCS B MPEJIeIax MEepPBOI MOJOBUHBI KJIETOYHO-
To pajmyca, KOTopas OObIYHO HA3bIBACTCS «BHYTPCHHEH ITH-
TOIUTa3MOy, 1 b HeMHOorune MT OynyT mocturaTs rpanu-
el kietkd. [TnotHocte MT B mpoctpancTBe OyneT OBICTPO
yOBIBaTh BJIOJIb pajiyca KJIETKH. B To e BpeMs pocT n yko-
pouenne nHaAMBUyanbHBIX MT OynyT cOanancuposansl. 13-
MEHEHHsI KOHI[CHTPAIMK PacTBOPEHHOI'0 TYOyJIMHA WM YHC-
na caifroB Hykieanuy BOnmm3u BTIIII oka3pBaroT 3HAYNTEIB-
HOE BIMsHHUE Ha cpenHioro amuHy MT, HO He Ha 3Ha4YeHHUE
cHoca (cM. Tabi. 1). DTo 03HAUaeT, YTO 3aBUCUMOCTH MEXKIY
YHCIOM CaWTOB HYyKJICAlMM WM KOHIEHTpPAIMEH, C OJHOM
CTOPOHBI, U KaXYIIMMCS MOBEJCHHEM IUIIOC-KOHIIOB — C
JIpyToi — B 3TOM nuana3one ciaba. Tak, Gpaykryannn Maccel
noaumepa BennmauHoW +10 %, mpuBOAAIMEe K H3MEHEHHAM
cpenneit el MT B npenenax ot 0.2 no 0.8 paanyca kiet-
KM, HE BBI3BIBAIOT M3MEHEHHH B TOBEJCHUH IUTIOC-KOHIIOB
MT, koTopsie MOraH OBl OBITH JIETKO OTPEJICNICHBI IPH OICH-
ke nuHamuku MT metomom JIH.

Ipu cpemueit mmue MT, npuOmmKaromeicst K paanycy
kieTkH (R), Mozenb npeackassiBaet, uto MT Bo BHyTpeHHeEH
IUTOIIa3Me OyIyT AEMOHCTPUPOBAThH CYIIECTBEHHBIH MOJIO-
JKUTEJBHBIN CHOC. CHOC CTaHOBHTCS 3aMETHBIM B CHMYJISIIIU-
SIX Ha KOMIIBIOTEPE JIMIIbL TOTJa, Korpa cpefuss mHa MT
nmocturaeT 0.9R wnm Bbime (Tabi. 2) ¥ MPUBOIWUT K IIPOIIEC-
CUBHOMY pOCTY ILIIOC-KOHIIOB BO BHYTpPEHHEH LUTOIUIa3Me
(puc. 5). IlpomneccuBHBIN POCT, KaK MOKa3bIBAE€T MOEIb, BE-
ChbMa YyBCTBHUTEJICH K N3MEHEHHSAM KOHIIEHTpANH TyOynnHa,
WM KPUTHYECKON KOHLIEHTPAIUK MOIUMEPU3aLUH, WIN YHC-
Jla calTOB HyKJeanuu. B 3Toi oOmacTu mapaMeTpoB CIABUT
3¢ PEeKTUBHON KOHIEHTpauu TyOynuHa Ha 5 % W3MEHUT
cpenntoro amuay MT ot Benmuuunsbt 0.98 numis g0 0.93 ot pa-
JIyca KIETKH, OJHAKO NMPHUBEAET K OoJiee 4eM TPEXKPATHOMY
YMEHBILICHUIO CHOca — OT 7.5 110 2.2 MkM/MuH. Takoe manoe
M3MEHEHHE MOXET OBITh JOCTUTHYTO B KJICTKE, HAIIpUMeEp, I10-
cpeactBoM obparumoro (ochoprummpoBarus Opl8/crarmuna
(Marklund et al., 1996; Howell et al., 1999; Amayed et al.,
2002), ogHAKO ero TPYAHO OOHAPYKUTH B MPSAMBIX KCIECPH-
MeHTax. CxomHoe BiusiHUE HA AuHaMUKy 1Bl MT okasano
Obl yMeHbIICHHE (BO3pAaCTaHME) YHCIa CAWTOB HYKJICAILIUH.
HeiictBurensHo, yBenuueHnue uucia pactyumx MT u oaHo-
BPEMEHHOE YMEHBIICHHE IPOIECCUBHOCTH HMX POCTa OBLIO
MIPOJIEMOHCTPUPOBAHO B SKCIICPUMEHTAX TT0 MOIYJISAIMH SKCII-
peccun ieHTpocoMHOTO Oenka cepuBuHa (Rosa et al., 2006).

Takum ob6pazom, Bosm3u BTIII cerb MT obnanaer «Oy-
(epHBIMM» CBOMCTBAMU B OTHOIICHWH CHOCA M HM3MEHEHHUS
MapaMeTpOB OKAa3bIBAIOT BIMSHHAE B OCHOBHOM Ha CPETHIONO
qHy MT, HO He Ha MX Kaxylieecs IOBEACHUE, B TO BpEeMs
Kak pu ainuae MT, O1M3Koi K pagnycy KIETKH, CeTh CTaHO-
BUTCS «Oy(epom» B OTHOLIEHUH cpeHeid el MT n u3me-
HEHHS TeX K€ MapaMeTPOB OKa3bIBAIOT BIUSHHE B OCHOBHOM
Ha Kaxyuieecs nosenenue MT.

Kpome Toro, momens nud(y3HOHHOTO CIIydaifHOro
Oy /1aHKs [TOKA3bIBAET, YTO B Clly4ae, Koraa jyimHa MT npu-
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OmKaeTcst K paguycy KJIETKH, He TPeOyeTcsl HUKaKoro crie-
UAJIBHOTO MEXaHM3Ma JUIsl KaKyllehcst crabiin3anuu KOH-
noB MT Ha nepudepun knerku. C ucnosib3oBanuem hopmy-
nel mepexonHoit BepostHoctH (Hill, 1987, ypaBHenne 6.22)
MOYKHO PacCuuTaTh BEPOSITHOCTH TOTO, 4TO IuTtoc-koHery MT
ocraetcd B mpenenax 0.5 MKM OT Kpast KJIETKH B CIEAYIOIIEM
BHCOMUKPOCKOIIMYECKOM KaJpe (depe3 5 ¢), Imocie Toro Kak
STOT KOHEI| JOCTUT Kpas B Hallel MOJETbHON CHCTEME.
C BBeACHHBIMHU BBINIE TapameTrpamu (a = 7.5 MKM2/MUH U
b =5 MKM/MUH) 3Ta BeposiTHOCTH cocTaBisieT 0.46. Takas BbI-
COKas BEpOSTHOCTh O3HAYAET, YTO IUIIOC-KOHIIBI Y Kpas KJIeT-
KM Tpu HaOMoAeHUN oA (DIyOpecHeHTHBIM MHKPOCKOIIOM
YacTO Ka3aJHCh OBl HAXO/SIIIMMUCS B I1ay3€, XOTS X AMHAMH-
YEeCKHe CBOMCTBA HA CaMOM JIeJIe TE )K€, YTO M BO BHYTPEHHEH
yacTH nuTomasmel, rae MT mpomeccuBHO pactyT. «Cra-
OmM3anys» BBHUJY 9TOTO MOKET IOIPOCTY OBITH CJIEJCTBU-
eM, a He MPUINHON (POPMHUPOBAHUS TPOTHKEHHOW ceTH MT
B KJICTKE.

Taxum obpaszom, crabummuzanus miroc-kona MT, Heon-
HOKpaTHO ommcanHas B jureparype (Kirschner, Mitchison,
1986; Brunner, Nurse, 2000; Zimmerman, Chang, 2005), mo-
JKeT OBITh pe3ybTaTOM yBenuueHus cpemneit mmuasl MT, a
HE BO3JCHCTBHSA crenupuieckux (pakTopoB, YAECPKHUBAIOIINX
TUTIOC-KOHEIl OKOJIO MEeMOpaHbl KJIETKH, KaK Mpearojaraiu
aBTOpel. Hecmydwaiinas crabunm3amus IUTOc-KOHIOB MT,
YUHUTHIBAIOIIAsl X paclpe/ieJIieHUe 0 JUTHHE, Oblia HEJaBHO
nokazana st 6enkoB CLASP (Mimori-Kiyosue et al., 2005).

Kak MoXHO paccMaTpuBaTh KpaeBoi apPexT
B ycnoBusx JIH? Bonbmoi nonoxuTensHblil CHOC B He-
CUMMETPHYHOM CITy4aifHOM OJIy>K/IaHMU DKBHBAJICHTEH IOBE-
nenuto tuna JIH, B koTopom gacToTa KaTacTpod HU3KA U Hac-
TOTa CITAaCeHUI BBICOKA, T. €. YAaCTOTHI NEPEX0JI0B MEX1y (a-
3aMH HecuMMeTpudHbl. Huskas wacrora katactpod B JH
TIPUBOJINT K JUTMHHBIM TIEPHOaM HEMPEPHIBHOTO (IIPOIIECCHB-
Horo) pocrta. [IpeanonoxuM, 4To XapakTepHas JJIUTEIbHOCTh
¢azer pocta coctasiseT 20 ¢, ykopoueHus — 10 ¢, 1 BO3bMeM
CpellHUEe CKOPOCTU POCTa U YKOPOUEHUS COOTBETCTBEHHO 10 1
20 mxm/muH. B BTIIII cooTHOIIIEHHE MEXTy BpEMEHEM, TIPO-
BOJIMMBIM JIaHHBIM ILTIOC-KOHIIOM B POCTE M YKOPOUCHHH, OYy-
ner 2 : 1. Ilpu cHOce 7 MKM/MHUH COOTHOIIEHHE MEXIY Bpe-
MEHEM, TPOBOIMMBIM ILTIOC-KOHIIOM B (ha3ax pocTa U yKOpo-
yeHus, BozpacteT 10 9 : 1. IIpu takom cootHomenun MT
NPOBEIET B cpeiHeM 1.5 MHH, YJUIMHSISCh, U 3aTEM TIPETEPITUT
karacTpody. DTO IpeacKa3zaHue COTIacyeTcs ¢ HaOIroIeHMs-
mu B kieTkax CHO (Komarova et al., 2002), Tae pactymuye ot
1eHTpocoMbl MT 0OBIYHO OCTHTAIOT Kpas KJIETKH (B Tede-
Hue 1.5—2.5 muH) 6e3 katacTpod.

JIH BOnM3M Kpast KJIETKN XapaKTepHU3yeTcsi OTHOCUTEIBEHO
BBICOKMMH YaCTOTaMU IEPEXOJ0B C THUIHYHON IJTHTENb-
HocThIO (asel opsika 10 ¢ (Shelsen, Wadsworth, 1993; Vorob-
jev et al., 1999; Komarova et al., 2002). AHaJin3 METOIOM BbI-
YUTaHUS TIOCIeOBAaTeNFHBIX KaapoB (Vorobjev et al., 1999;
Komarova et al., 2002) moka3bIBacT, 4TO0 CKOPOCTH Y/UINHE-
HUSI ¥ YKOPOUYEHHS OJIMHAKOBBI IOBCIO/Y B IIUTOIIIa3Me. Tak
KaK )K€ MOKHO OIEHUTH 3()(DEKT Kpast MyTeM H3MEpPEHHs T1a-
pametpoB JIH? Kak crnexyer u3 orpanudenus pocta MT rpa-
HUIIEH, 9acToTa KaTacTpo( Ha Kparo KIETKH OyIET BHIIIE, YeM
BHyTpH. JlericTBUTENbHO, B KieTkax CHO gacrora xaTactpod
BO3pacTaeT BOIM3M Kpas 110 CPAaBHEHUIO C BHYTPEHHEH IIUTO-
mra3moit 6oree ueM B 10 pa3 (Komarova et al., 2002), a in vit-
ro yacrora karactpod y MT, mopacraBmx a0 TpaHHIBI
siueiiku, yBenuunBanachk B 20 pas (Janson et al., 2003).

3axnrodeHue. PazpaboranHas HeTMHEWHAS MOJIEINb TI0-
3BOJISIET Mpejicka3aTh AuHaMuky MT B kiieTke B cranuoHap-
HOM COCTOSIHUH U PACTIpEeNICHUS UX [UIMHBI UCXOJIS U3 Orpa-

HUYEHHOTO HA0Opa KJIETOYHBIX M KHHETHYECKUX TapaMeTPOB.
OHa yIOBJICTBOPUTEIFHO ONHCHIBACT BCE OITyOIMKOBAHHBIC K
HACTOSIIEMY BPEMCHH [JaHHBIC [0 H3MCPCHHUIO TUHAMHUKU
MT. Iopaepxanue npoTsskeHHOM paauansHoit cetu MT tpe-
oyet 3¢ dexruBHOI HyKiearuu MT Ha TUMHTHPOBAHHOM KO-
JIM4YECTBE CalTOB M orpaHudeHus pocra MT kpaeM KieTku.
B npotsukennoil paguaneHoit cetn Bce MT, He nocruriiue
Kpasi KJICTKH, UMCIOT BBIPAXKCHHYIO TCHCHIUIO yITHHSATHCSL.

Mopenp mpenckassiBaeT aBa tuna peryiusuunu cetu MT.
Korna cpennsis nmmmaa MT BapeupyeT B JOBOJIBHO ITHPOKUX
npenenax — ot 0.2 mo 0.8, HO He TPUOIIKACTCS K PATHYCy
KJICTKH, U3MEHCHNE YMCIIa CAUTOB HYKJICAIIMH WIIM KOHIICHT-
paruu TyOyJIMHA IPUBOJIUT TJIABHBIM 00pa3oM K M3MCHCHHIO
mtel MT # ¢1ab0 cKa3bIBaeTCs HA M3MCHCHHH MTOBEICHHUS
ux 1Toc-koHIoB. Korna mmaa MT Onm3ka K paanycy KIieT-
ku (I = 0.9 R), yucio caiiToB HyKJI€allMd U KOHLEHTPALHS
TyOynuHa MOTYT OBITH 3(PPEKTUBHBIMH PETyIATOPaMH IPO-
[ECCHBHOTO POCTa IUTFOC-KOHIIOB.

[Tockonbky poct MT orpanudeH ¢ o6eux ctopoH (3 dek-
THUBHAs HyKJICaIus Ha IICHTPOCOME WM MpEeKpalieHue yInHe-
HUS Ha KPaw KICTKHA SKBUBAJICHTHBI OTPAXKAIOIIUM TPaHU-
1am), TUHaMHAYeCcKass HeCTaOMIIBHOCTD 1N VIVO HE BEICT K H3-
MEHEHHIO yncia u e MT co BpemeHeM, a ee mapaMeTphl
3aBHCAT OT 00JIACTU KJICTKH, IJIe OHU ObLTH W3MepeHbl. [103-
TOMY MBI TpeasiaraeM Ha3piBaTh moBeneHue MT B KHUBBIX
KIICTKaX «IMHAMHUYECKOH HECTaOWIFHOCTHIO C TPAHUYHBIMU
YCITOBHSIMID.

Pabora BbIMoNHEHa MpH YaCTUYHOW (MHAHCOBOM MOJ-
nepkke Poccuiickoro ¢onma pyHIaMeHTaIbHBIX HCCIICI0BA-
Ul (mpoekt 05-04-49847).
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ON THE RELATION OF THE MICROTUBULE LENGTH AND DYNAMICS: BOUNDARY EFFECT
AND PROPERTIES OF AN EXTENDED RADIAL ARRAY
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and 2 Department of Computational Biology, University of Pittsburgh Medical School, USA;
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In interphase cells, microtubules (MT) are long and form extended radial array. The length of individual
MTs in living cells exhibits substantial stochastic fluctuations while the average length distribution in a cell re-
mains nearly constant. We present a quantitative model that describes relation of the MT length and dynamics in
the steady state in the cell using the minimal set of parameters (cell radius, tubulin concentration, critical con-
centration for plus end elongation, and the number of nucleation sites). The MT array is approximated as a radial
system, where MT minus ends are associated with the nucleation sites on the centrosome, while plus ends grow
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and shorten. Dynamic instability of MT plus ends is approximated as a random walk process with boundary con-
ditions and the behavior of MT array is quantified using diffusion and drift coefficients (Vorobjev et al., 1997,
1999). We show that establishment of the extended steady-state array could be accomplished solely by the limi-
tation of the MT growth by the cell margin. We determined for the cell radius, tubulin concentration, critical
concentration for plus end elongation, and number of nucleation sites the reference point in the parameter space
where plus ends of individual MT on average neither elongate nor shorten. In this case average length of MT is
equal to the half of cell radius. When any parameter is shifted from its reference value MTs become longer or
shorter and consequently acquire positive or negative drift of their ends. In the vicinity of reference point, chan-
ge in any parameter has major effect on the MT length and rather small effect on the drift. When mean length of
the MTs is close to the cell radius the drift of the free plus ends becomes substantial, resulting in processive
growth of individual MTs in the internal cytoplasm accompanied by apparent stabilization of the plus ends at the
cell margin. Under these conditions small changes in parameters have significant impact on the magnitude of
drift. Experimental analysis of the MT plus ends dynamics in different cultured cells shows that in most cases
plus ends display positive drift, which, in the framework of the presented model, is in agreement with the simul-
taneous presence of long MTs.

Key words: microtubule, tubulin, dynamic instability, diffusion, cell, steady state.



