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ITpoBeeHO cpaBHEHHE MPOLECCOB PACIIACThIBAaHUSA (HrOp0oO1acToB Vero B HOpME, IIPH MOJTHON AEHOJIH-
Mepuzanuu Mukporpyodouex (MT) u npu noxasinenun nuHamudeckoir HectabunbHocTH MT. Ilocie mpukpen-
JICHUsI K CyOCTpaTy KJIeTKU Vero BCTYHaloT B a3y 6J1900KHTa, IPOJOIKUTEIEHOCTh KOTOPOI CHIIBHO BapbUpy-
€T y OT/EJIbHBIX KJIETOK, a IT0CJIe ero OKOHYaHHs — B CTAMIO PACIIIACTBIBAHUS, KOTOPOE MOXKET POUCXOANUTH
JIBYMsI CIIOCOOAMHU: H30TPOIHO (3a cueT ObICTPOro oOpa3oBaHUS KOJBLEBOW Jameuisl — 15 % KiIeTok) unu
AHH30TPOITHO, 32 CYET MPOIECCUBHOIO BBIIBUKCHUS JIAMEILTUIOAMN (O0IBIIMHCTBO KIIeTOK). CKOpOCTh pac-
ruacTeiBaHusl prOpobIacToB MakCMMallbHa Ha MEPBBIX ATaNax M B Te4eHHe | 4 yMEHBIIaeTcs Mo Jorapupmu-
yeckomy 3aKkoHy. Uepes 1 4 OOJBIIMHCTBO KJICTOK HPUOOPETAIOT CTaOMIIBHBIE Kpast U IIEPEeXOIsT K JIBH)KEHHIO,
OJTHAKO MEJJICHHOE YBEJIMUYCHHE CPEJHEH IUIOIaaN KISTOK MpojaopKaeTcs: B TeueHue 1 cyr. dopmupoBanne
AKTHHOBBIX IIYYKOB HauMHaeTcs yepe3 20 MUH IOciie NPUKPEIUICHUS KIETOK, U HepBbIe IIy4YKH UAYT I10 IepH-
metpy kietku. CeTb cTpecc-pudpuiI, nepecekarmux KIeTky, Gopmupyercs yepe3 1—2 4. Konbueas gamen-
J1a, €cJIM OHa 00pa3yeTcst Ha PaHHHUX CTAJMSIX PAacIIaCTBIBAHMS, JIMIIECHA TyYKOB aKTHHOBBIX (hritamenToB. [Tpn
JeTIoMMepr3aluy 1 npu crabmmmsann MT 613001Hr HaunHAeTCS JI0 MPUKPEIICHUs KIETOK K cyOcTpaTy n
CTaHOBHUTCS B HECKOJIBKO pa3 MPOJ0IDKUTENIFHEE, YeM B KOHTpoJIe. B 00onx ciryyasx HagajgbpHas CKOPOCTH pac-
IUTACTHIBAHUS 3HAYNTEIILHO CHIDKAETCSI, HO OCTAeTCs IMOCTOSHHOM. Uepes 1 cyT miomans KIeTOK JOCTUTaeT Ta-
KHX K€ 3HaUeHMH, Kak B KoHTpoie. Kpas y kireTok npu crabunusanuu u aenonnmepusanun MT BeIpakeHbI He
oueHb oryemnBo. Crabmmmsanus u nemonumepusanust MT Mano BIusioT Ha GpopMHpOBaHHE aKTHHOBBIX ITyd-
KOB, 3a HCKJIIIOUCHHEM TOTO, YTO ITyYKH, HIYIINE BIOJb KpaeB KIETOK, coxpaHsiorcs 1o 40—60 mun. B xiret-
Kax, KOTOPBIC JIUTEIBFHOE BPeMsl HAXOIATCI B CTaguH O1900MHTa, TakkKe MOTYT ()OPMHUPOBATHCS aKTHHOBBIC
my4ku. B pacmmacreiBaromuxcs xietkax MT pacrnonaraioTcs B OCHOBHOM paanainbHo. OHU BXOJST B OTACIH-
HBIE ITy3bIpH IpH 0J1900KHTe, B 6OIBIIMHCTBO JTaMeunoanii u B amesnty. [Ipu crabunmsannu MT He 3axoasT
B JIAMEJUTHIIOZNHU M WAYT MapaiiebHO KPaK KIETKH Ha pacCTosHUU B 3—5 MkM. Takum o6pa3om, JUHAMHY-
Hble MT cymiecTBeHHBIM 00pa3oM yCKOPSIIOT paHHHE STallbl paciuiacThiBaHus (HrOPoOIacTOB.

KnmoueBsie cnoBa: ¢pudbpodIacTsl, akTHH, MUKPOTPYOOUKH, PACIUIACTBIBAHUE, MUKPOCKOIIHSL.

Tom 54, Ne 10

PacrracteiBanne Ha cyOcTpare U ABHKEHHUE 110 HEMY SIB-
JISIFOTCST B)KHBIM CBOMCTBOM KJIETOK )KHMBOTHBIX. PacriacThl-
BaHUC WM IBHKCHHUE SMUTCIHAIBHBIX KIETOK U (prOpoOIacToB
MIPOUCXOIAT 33 CUET BBIIBIKCHUS IIOCKHUX, CBOOOIHBIX OT
OpraHeIT BBIPOCTOB — JIAMEJUTMTIIONMHA WA TICEBIOTIOIUI
(Kay et al., 2008; Berzat, Hall, 2010; Lafarga et al., 2012).
PacracTeiBaHnE KIIETOK SIBJISIETCS MHOTOCTAJUWHBIM IPO-
I[ECCOM, KOTOPBIH BKJIFOUACT B ceOs: 1) MpHUKpEIUICHHE K CyO-
CTpaTy, 2) HadalbHOE PACIUIACTHIBAHME 3a CYET OBICTPOTO
YBEJIIMYCHNUS MATHA KOHTAKTa, 3) MOCTETIEHHOE pacIIacThIBa-
HHUE 32 CUCT BBIABIDKCHHS W BTATHBAHUS JIAMCIUIHIIONAUN U
4) cTabMIM3anyio KOHTAKTOB JIAMEIUTHIIONUI ¢ cyOcTpaToM
(Bereiter-Hahn et al., 1990; Dubin-Thaler et al., 2004, 2008).

KiroueBoe coObITHE B IPOIIECCE PACIIACTHIBAHNS — BbI-
JIBIDKEHUE JIAMEJUTHITONIH — 00ecrieunBaeTcs mojJMMepu3a-
et aktuHa (Insall, Machesky, 2009) u perynupyercst pas-
JUYHBIMA BHEITHUMH U BHYTpeHHUMH (axTopamu (Wakatsu-
ki et al., 2003; Dubin-Thaler et al., 2004; Kay et al., 2008).

Mukporpy6oukn (MT) UrparoT cyniecTBEeHHYIO pojb B
¢dbopmuposanuu nameumnoauii (Watanabe et al., 2005). Onu
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MOT'YT HEMOCPE/ICTBEHHO B3aHMMO/ICHCTBOBATh C COKPATHMBIM
aKTOMHO3MHOBBIM KopTekcoM (Levina et al., 2001) wu ctu-
MYJIMpOBaTh TOJIMMEpH3aluio F-akTWHA 3a CYeT JI0CTaBKH
cBOMMH IUTFOC-KOHIIaMu Maibix ' Tdas (Fukata et al., 2002;
Krendel et al., 2002; Nalbant et al., 2009). Taxxe KuHe3UH3a-
BHUCHMBIN TpaHcnopT Baoss MT obecrieunBaeT mepeHoc Be-
3MKYJI, KOTOPbIE y4acTBYIOT B HOBOOOpa30BaHMU MEMOpaHBbI
Ha akTuBHOM Kparo kietku (Reed etal., 2006; Kay etal,
2008). Kpome Toro, MT obecrieurBatot ObICTpBIi 00MeH (o-
KaJIbHBIX KOHTAKTOB — MojaBieHne quHamMuka MT ctumynu-
pyeT pocT GOKaIbHBIX KOHTAKTOB W TOPMO3UT HAIPaBICHHOE
nerokeHne kiaetok (Kaverina et al., 1999; Wagner et al., 2002).

OpHaKo JMHAMMKA IIpOIlecca paclulacThIBaHUs (HOpo-
0J1acTOB HMCCIIEI0BaHa HEJOCTATOYHO TT0IpOOHO — TaK, 0CTa-
eTCsl IPAKTUYECKU HEOITMCAHHOM KMHETHKA YBEJIMYEHHS 10~
1aiu KJI1eTok Bo BpemeHu. CooTBercTBeHHO posib MT B mpo-
I[ecce PacIuIacThIBAHUS KJIETOK OXapaKTepPHU30BaHa TOJIBKO Ha
Ka4eCTBEHHOM yPOBHE.

Jenomumepnzammss MT B yxe pacruiacTaHHBIX KIIETKax
BezeT K runeprpodun crpecc-pudpui (Vasiliev et al., 1970;
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Waterman-Storer et al., 1999; Omelchenko et al., 2002) u
YBECJIMYCHHUIO COKPATUMOCTH AaKTOMHO3UWHOBLIX KOMIIJIEKCOB
(Pletjushkina et al., 2001; Small et al., 2002a, 2002b). Takum
o0pasom, mpenmomnaraercs, 9o MT mpensTcTBYIOT CoKpatie-
Huto kieTok (Wittman, Waterman-Storer, 2001; Small et al.,
2002a, 2002b; Rodriguez et al., 2003). OnHako aenonuMepH-
3auusa MT He BelleT K YMEHBIICHUIO TUIOAAN, 3aHUMAaeMOn
kietkamu Ha cyoctpate (Pletjushkina et al., 2001).

Panee mp1 mokazamm, uto MT HeoOXoauMer it Y dex-
TUBHOTO BTATHBAaHUS KJIETOYHOTO Kpas B YK€ pacIlIacTaH-
HBeIX KieTkax (oOpuHckux, BopoOnes, 2006). Ilostomy
MOXHO ObIIO OBl 0XHJaTh, uTO AenoiaumMepusanus MT mo-
JKET YCKOPHTB IPOLIECC paciulacThbiBaHus. B To ke BpeMms psin
HaOJIOJICHUI yKa3bIBaeT Ha TO, YTO paciuiacThiBaHue (Gpuod-
pobimractoB B orcyrcTBre MT MpPOHCXOANT ¢ TaKOH e CKO-
POCTBIO WK AaXke MeieHHee, yeM B HopMme (Kolodny, 1972;
Ivanova et al., 1976; Domnina et al., 1985; Pletjushkina et al.,
2001). PacruacTeiBaHHE TaKKe 3aMEISICTCS MPH IOJaBIIC-
nun anerwimpoBanuss MT (Rhee et al.,, 2007; Tran et al.,
2007).

[Toka3aHo, YTO MHOTHE HapyIIEHUS B MOBeACHUU (Puod-
poOIIacTOB, KOTOPBIC paHEe PACCMATPHUBAIUCH KaK Pe3yIbTaT
nenonuMepuzanui MT — HecrtocoOHOCTE KiIeToK (hopMHpO-
BaTh HOBYIO JIAMEJUIy Ha KPar SKCICPUMCHTAJIBHON paHbI,
JIOTIOJTHUTEJIBHOE HATSHKCHUE M COKpAIlleHHEe Kpast KIIETKH —
MOTYT BO3HUKATh B yCJIOBUsX, Korga MT coxpaHsiorcs, HO
crabummsupytorcs (Danowski, 1989; Liao et al., 1995; Grigo-
riev et al., 1999). OgHako BOmpoc 0 poiy JUHAMUYIECKOH He-
crabmibHOcTH MT B paciiiacTBIBAHHM KJIETOK OCTaeTCs
MPAaKTHYECKN HEHCCIICTOBAHHBIM.

[TosTomy B Hacrosimieit paboTe Mbl CPaBHUIIU ITPOLIECCHI
pacruiactTeiBanusi (pUOpOOIACTOB MpH  ACTOJIMMEpPU3AIUUH
MT u npu ux crabunu3anuy (T. €. IPH MMOIaBICHUN THHAMH-
YECKOW HECTaOMIIBHOCTH), MPOBOJIS MPIDKU3HEHHBIE HAOII0-
JICHUSI C MOMEHTa CONPHKOCHOBEHUSI KJIETOK C CyOCTpaToOM.
[TockonmbKy BBeleHHE areHToB, jaenonuMmepusytommx MT,
MOJKET MPUBOJUTH K OBICTPOMY COKpalieHHI0 GpruopodIacToB
(Danowski, 1989; Bershadsky et al., 1991), B Hammx 3kcrie-
pUMEHTaxX BemlecTBa, Biusttone Ha MT (HOKOZa30d U Tak-
CoJT), BBOJWJIUCH JIO Hadayia HaOmoaeHnd. OKka3aoch, 4TO
crabmmm3anus u nenoiauMepmsanus MT moutn He oka3biBa-
0T BIMSIHUSL HA HAaYaJIbHOE TIPUKPETICHUE KIIETOK, HO 3HAYH-
TCJIBHO 3aMEUISIIOT Ha4YaJIbHBIC 3TAIllbl UX pACIJIaCTbIBAHUA.

MaTepna.n U METOAMUKA

KyneTypa knerok. Knerku KyabTypsl Vero KyibTH-
Buposaiu pu 37 °C B atrmocdepe 5 % CO, B cpene DMEM ¢
nmobasienuem 25 MM HEPES (ITanDxo, Poccus), 10 % 3m0-
puoHanbHOU Testubeld ceiBopoTkH (PAA Laboratories, ABcrt-
pus) ¥ rentamuiHa B KoHueHtparmu 0.08 mr/min. s ne-
TaJIbHOTO aHaJIM3a PAacIUIACThIBAHUS KIETOYHYIO CYCIIEH3HIO,
MONYYCHHYIO TPH momomtu pactBopa TpuncuH-OATA (TTa-
HOKo, Poccus), momermanu B 35-MHJITMMETPOBBIC YAIIKU
[erpu. KoHneHTpanuio KJIETOK IOAOMPATIN TaKMM 00pa3oMm,
4TOOBI KJIIETKH Ha TO/JI0KKE B TIPOLIECCE PACIIIIACTHIBAHUS HE
Kacalmch Apyr apyra. [Ipyku3HeHHble HAOIIOICHNsI TIPOBO-
WM Ha WHBEPTHpOBaHHOM Mukpockore Nikon TE-300 ¢
TEPMOCTATHPOBAHHBIM CTOJUKOM 11071 00bekTHBOM 20</0.45
(dazoBsrit koHTpacT) mpu 36.5—37 °C. 3amuch H300paKeHUS
poBoAMIN TIpH oMo rudposoii kamepst CoolSnap HQ ¢
UHTEpBaJIaMU BpeMEHHU Mexay kaapamu 1—2 muH. B skcne-
PUMEHTaX K CYCHEH3HH KJIETOK J00aBIsUIM HOKOJA30J B KO-
HeYHOW KoHIeHTparuu 13.2 106 M st moJIHOTO paspyiie-

Hust cucreMbl MT nnm codeTanue HU3KUX KOHIGHTPAIUH HO-
koxasona (100 ’M) u takcona (50 HM), K0oTOpoe MPUBOAUT K
MTOIaBJICHUIO TuHaMHu4eckoi HectabmipHOoCcTH MT (Grigoriev
etal., 1999).

NMMyHObInyopecueHTHOE OKpalmHBaHUE.
Jlist “IMMYHOQUTyOPECIIEHTHOT'O BBISIBICHNSI [IMTOCKEIIETHBIX
CTPYKTYp KIJIETKH HCIHOJIb30BaIM JIBOWHOE OKpalllBaHHe
(bayutonIMHOM ¥ aHTUTENaMH NpPOTUB O-TyOyiuHa. [lepen
OKpAIlIMBaHUEM KJIETKH (pUKCHUpPOBATH 2.5%-HBIM PacTBOPOM
riytapansaeruga Ha PBS (pH = 7.2) B Teuenne 10 muH npu
temrepatrype 4 °C. Ilocie TpexkpaTHOH OTMBIBKH Oydepom
kinetkn nepmeabmmzupoBaan 0.1%-ubeM pactBopom  Tri-
ton X-100 na PBS B Teuenue 1 4 npu KOMHATHOMH TeMrepary-
pe u TprKabl 00padarbiBain 1%-HbIM pacTBOPOM OOPrHIpH-
na Na. [Tocne 00paGoTOK MPOBOIMIN OKpaIIUBAaHUE aHTUTE-
jJamu. B ciayyae JBOMHOrO OKpallMBaHUsI KJIETKU CHayalla
00pabaThlBAJIN  MOHOKJIOHAJIBHBIMH ~ aHTHTEJIAMH  [IPOTHB
o-tyoynmHa (clone DM1-A, eBioscience, CIIIA) u BTopbiMu
aHTUTEJIaMH, KOHBIOrHpoBaHHBIMU ¢ Cy™-2 (Sigma, CIILIA),
a 3areM (aJUIOMJMHOM, KOHBIOTHMpoBaHHbIM ¢ AlexaFlu-
or-568 (Invitrogen, CIIA). IIpemapatsr 3akmrodann B Mowi-
01-4-88 (Sigma, CIIIA). ®ukcupoBaHHBIE TpemapaTsl GOTo-
rpadgupoBam Ha WHBEPTHPOBAHHOM MuKpockomne Nikon
TE-300 mpu momoumm nudposoit kamepsl CoolSnapHQ ¢
o0bekTHBOM PlanApo 60X/1.4 (¢a3oBbIii KOHTpPACT) ¢ HC-
moJib30BaHreM HabopoB cBeTohmibTpoB mast FITC u Texas-
Red.

Ananu3 gaHHBX. O0pabOTKy M aHAIHU3 TMOITYICHHBIX
(mIEMOB TIPOBOIIIH B TiporpamMMax Metamorph (Metamorph
Inc., CIIIA) u Image] (NIH Image, CILIA). Ckopoctb pac-
TUIACTHIBAHUSI OLEHUBAJIM KAaK CKOPOCTH YBEJIMUCHHMSI IUIOIIA-
IV KJIETKHU Ha cyOcTpaTe B eIMHUILy BpeMeHH. B kauecTBe Hy-
JIEBOM TOYKH ISl KaKIIOW KIIETKH OB BBHIOPAH TOCIEIHUN
KaJIp Mepest MepPBhIM BBIABIKEHHEM JIaMEJUTHIIONNH. JlaHHbIE,
CTaTHCTHYCCKU 00paboTaHHBIC B mporpamme Sigma Plot 3.0
(Jandel Scientific, CILIA), mpuBeieHbI Kak CpeiHIe 3HaYCHUS
CO CTaHJAPTHOM OLIHOKOIA.

Koneunyro 00paboTKy (1yOopecleHTHBIX H300paKeHHMA
JUTSE TICYATH IPOBOIMIN B mporpamMax Metamorph 5.1 (Me-
tamorph Inc., CIIIA) u Adobe Photoshop (Adobe Inc.,
CILIA).

PesyabTarnl

1. HopmanbsHoe pacnnacTteiBanue. [locne npu-
KpeTUIeHHsI K CyOCTpaTy OYTH BCE KIICTKH MEePEeXoaiT B (hazy
0m66unTa (prc. 1, a). br0OOHHT oKaHUMBaeTCS y KaKIOH
OTJIENIEHOW KJIETKHA BHE3AITHO, M TOCTE ITOTO KIETKH CPasy
HAYMHAIOT PACIUIACTHIBAHHE.

[To okoHuaHUM 01300MHTa HAOIOJAFOTCS J1BA CLICHAPUSL.
1. BONBIIMHCTBO KJIETOK PACIUIaCTHIBAIOTCS CPa3y B HECKOJIb-
KHUX HaIpaBJICHUAX 32 CUET BBIABIDKCHUS U YaCTHYHOTO BTS-
ruBaHus Jamemmnonuii (puc. 1, 6). Ilpm »ToM B Tede-
Hue 20—30 MUH BBLAESETCS OJUH WIM HECKOJIBKO YYaCTKOB,
UMEIOIIUX OOJBIIYIO JIAMEIUIAIIOUANIBHYI0 aKTHBHOCTH I10
CPaBHEHUIO C COCCITHUMHU. TaKue aKTHBHBIC YYACTKHU IPEBPa-
IIAFOTCS B JIAMEILIBI, KOTOPBIC, VAJIHHSACH B IICHTPOOCIKHOM
HATPABICHUH M MPAKTHYECKH HE PACIIUPSSICh B TaHTCHIIM-
QTBHOM HAIPaBICHHUHU, PACTATHUBAIOT KIETKY. B pesymbrare
KJIETKa MpHOOpeTaeT cTabMIbHEIC Kpasi U CTAHOBHUTCS BepeTe-
HOBUJHOW WMJIU MOJIMTOHAJILHOM.

2. ®opMUpOBaHHE TOHKOU KOJIbLIEBOM Jamesuibl. KieTka
OBICTPO, 32 2—5 MHUH PACIUIACTHIBACTCS PABHOMEPHO (HM30T-
pOIIHO) BO BCcex HampasieHusx (puc. 1, a). O6pa3oBaBIINCE,
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Puc. 1. PactuiacteiBanue u noJigpusanust KJIETOK Vero B HOPMAJIBHBIX YCJIOBUSAX.

a — pasinagbHOE PACIUIACTBIBAHKIE U MOJSIPH3ALHS KIIETOK; 6 — .MOJSIPHOE pacIuiacThiBanie. Bpemst B MUH yKka3aHo no copusonmanu. Macumabnuiii ompe-
30Kk — 10 MKM.

Takas KJIETKAa UMEET POBHBIC Kpast, Oe3 siBieHui paddiamuara,
U JIaMellla MOXKET COXPaHAThCS IOYTH HEU3MEHHOH [0
30 MuH. 3aTeM Ha OTJENIBHBIX yYacTKaX JIaMEJJIbl BOSHUKAET
paddauHr ¥ HAUYMHAIOT BBIABUIATHCS JIAMEIUIMIIONUHU, B pe-
3yJbTaTe 4ero KIJIETKa IIOCTENCHHO HPHOOPETaeT IOJIUro-
HaIIbHYIO (OpMY.

KuHeTtHka paciiacTbIBaHHS B 9THX CLEHAPHUIX pa3inya-
ercs (puc. 7, 2). Ilpn popmupoBaHMN KOJIBIEBOH J1aMeIUIbI
MIPOMCXOJIUT B3PBIBOOOPA3HBIH POCT IJIOIIAAN KJIETKH B TeUe-
HUE 2—3 MUH, TOTJa KaK POCT IUIOUIAJH MPU BBIABHKEHUH
JIAMEJUTATIONUI MTPOUCXOIUT Oojiee paBHOMEPHO. B o6oux
ciIydasx KJIETKM B TedeHHe | 9 mpmoOpeTaroT CTaOwmiIbHBIC
Kpas ¥ HAaYMHAIOT NepeMelaThcs o CyOcTpary.

2. PacnnacteiBanue B orcyrcrsue MT. B or-
cyrctBue MT O200MHr HauMHAETCSl JIO IPUKPEIUICHHS
KJIETOK K CyOCTpaTy M MpOJ0JDKAETCS B TEYCHUE JUTUTEIBHO-
ro BpEeMEHM IIOCJIe MX HpHKpeluleHus. B sTo Bpems Teno
KJIETKH YaCTO CMELIAeTCs OTHOCHUTENIBHO NMPUKPEIHBILCHCS
YaCTH, TAK)Ke KICTKH MOTYT 0Opa30BBIBATH U BTSATHUBATH KO-

| .
6..
0 20 4

0

POTKHE TICEBIIOTIOINH, KOTOPBIE c1a00 3aKpETUIAI0OTCS Ha Cy0-
cTpare.

Y MHOTHX KJIETOK OJ300MHT IPOJIOKAeTCs M TIOCIIe Ha-
yaja (opMHUpOBaHUS IUIOCKUX Jiamesutunoauid. [1pouece pac-
[IACTBIBAHUS OBIBAE€T OOpATHMMbIM — KIJIETKa, chopMUpoOBaB
JIaMeJUTy, MOXKET 3aTeM ITOJTHOCTBIO BEPHYTHCA K IIapoodpas-
HOM (hopMe U TIoCIIe TTPOAOIDKUTEIHHOTO ITeproa 61300mHTa
BHOBB ITPUCTYIHTH K PACIUIACTHIBAHUIO.

[Tocie okoHuaHust 61300MHra KJIETKa MMEET IO IepH-
METPY Y3KyI0 30HY JaMEJUIIPHOM IMTOIUIa3Mbl HEMPABHIIb-
Hoit opmbl (puc. 2, a, 60 muH). Ha kparo gamesuisl HHOT A
(GOpMHPYIOTCS Y3KHE aKTUBHBIE 30HBI (IIPOTPY3UH), KOTOPHIE
BBIZIBUTAIOTCS BIIEpe], HO OBICTPO ocTaHaBiuBaroTcs. [laiee
CIIEAYIOT MX YaCTUYHAS PETPAKIMS U 3aTyXaHNWe aKTHBHOCTH
Ha TPOJIOJDKUTEIILHOE BPEMSL.

Kak mpaBuito, yBenn4eHue Iuionay JiaMesuIbl IPOUCcXo-
JUT 32 CYET TAHTCHLUAJIBHOIO PACIIMPEHHs BO3HHKAIOIIEH
mpoTpy3u (puc. 2, a, 120 muH). B pe3ynpraTe KiIeTKa MOKET
00pa30BBIBATH IMPOTSDKEHHYIO JIAMEIUTy C IOYTH POBHBIM

120 300 600

Puc. 2. PacruiacTeiBanue ¥ HOJsipU3alysl KIETOK Vero Nnpu HapylIeHHH cHUCTeMbl MHKpoTpyOouek (MT).

a — B yCIOBHAX MONHOI genonumepusaunu MT; 6 — B yenoBusx crabunnzaunu MT. Bpemst B MUH yKa3aHo no eopuzonmanu. Macumabuwiii ompe3ok —
10 MKM.
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Puc. 3. Opranuzaius UTOCKeNeTa Ha PAaHHUX CTAAUAX PaACIIACTHIBAHUS.

a, e, 1— BO BpeMs 0:19001Hra IpU paciIacThIBAHUK B HOPMAJIbHBIX YCJIOBUAX Yepe3 10 MUH 1mocie mocaaku; 0, o, M — B paJiualIbHOM JaMeIljie IPU paciacThl-

BaHMY B HOPMAJIBHBIX yCIIOBHSIX uepe3 1 0 MUH 1ocIie ocaky; 6, 3, H — BO BpeMs1 0J19001HTra IIPH PacIUIacTIBAHUH B YCIIOBHSX IOIABICHUS TMHAMHYECKOU He-

cTabunbHOCTH uepes 10 MUH 1ociie nocaku; 2, i, 0 — BO BpeMsi 0:1900MHra pu paciacThIBAHUU B YCIIOBUSIX [IO/IaBJICHUS TMHAMUYECKON HECTAOMIIBHOCTH Ye-

pe3 40 MHH IocIIe OCa KHy; 0, K, 71— BO BpeMs1 0J1900MHIa IIpH pacIuIaCTBIBAHUH B yCIIOBHSIX ITIOJIHOTO Pa3pyIICHUsI MUKPOTPyOoUek uepe3 40 MUH ITocJIe mocai-
KH. a—0 — (a30BbIl KOHTPACT, e—K — TYOYJIUH, 1—n — aKTUH; cmpeakamu 0003HaueHa nameiuia. Macuima6buoiii ompesok — 10 MKM.
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kpaeMm. CtaOuibHble (BOTHYTBIC) Kpasi IPH 3TOM He (GOpMH-
pytorcs. Ha kpato mamesnisl 4acto GopMHUPYIOTCS OJMHOYHBIC
00bEMHBIE B3AYTHS, KOTOpPBIE MEPEMEIIAIOTCS TareHIMAIBHO
BIIOJIb Kpasi KJIETKH, HE yBEIMYMBas ee uomans (puc. 2, a,
300 muH). Eciu KIeTKH BEITATHBAIOTCS, TO MEXKTY IIPOTPY3H-
MU (POPMUPYIOTCSI BOTHYTbIE cTaOWiIbHBIE Kpas (puc. 2, a,
300 mun). Hexoropsie kiietku (15 %) coxpaHsSioT KpyroByio
namerty B TedeHue 16 4 u Gonee. Takum oOpazoM, IpH pac-
IUTacThIBaHUH (prOpPOOIACTOB € IEMOIMMEPH30BaHHBIMU MT
YBEIMUYCHNE CPEeTHEN TUIOLIAN AET MEUICHHO U PaBHOMEp-
HO B TEYEHHE BCEro MepHoja HaONIOACHUH Kak BO BpeMs
6s19001Hra, TaK U 1ocje ero OKOHYaHus, a BbIIBI)KEHHE Kpast
KJIETKU 4aCTO COMPOBOXKIACTCS PETPAKLIUEH.

3. PacnnacTeiBaHWe NMPU MOJABICHUMN TUHA-
Mudeckoil Hectabunsuaoctu MT. [lpu crabmmmza-
i MT pacrniacTeiBaHHE HAUMHAETCS IPUMEPHO TaK )Ke, KaK
TIPU TIOJTHOHM X Jienonmmepu3anun (puc. 2, 6). bin0ounr Ha-
YMHAETCs elle /10 NPHUKPEIJICHUs! KIETOK K cyOcTpary, ojHa-
KO NA€T HC TaK UHTCHCHUBHO, KaK IIpU MOJIHOM ACOJIMMEpHU-
3aimn MT. CmenieHue omapeHHON YacTh KIETKH OTHOCH-
TEJIPHO TIPUKPENUBILNEHCS YacTH MPOUCXOJUT HE CTOJb
MHTEHCUBHO, KaK Ipu aenoaumepuszauuu MT. B pesynbraTe
6519001HTra, BBIIBMKCHUSI KOPOTKUX TICEBIONONN U UX Yac-
TUYHOTO TPHUKpEIUIeHns1 obpasyeTcss y3Kuid 000JI0K Jamer-
JISIpHOM 1uTOoIasMel (puc. 2, 6, 40 muH). Yame Bcero Ha
Kparo JaMeUIIPHOTo 0001Ka BHIHA ci1abasi akTHBHOCTH (pad-
¢umHr). 'aBHOE OTIHMYME OT KJIETOK, PACIUIACTHIBAIOIINXCS
B orcyTcTtBHe MT, cocTOUT B TOM, UTO KIETKU CO CTAOMIIN3H-
poBaHHBIMH MT HMEIOT CTaOWIBHBIA KOHTYpP B HE 00pa3yroT
OOJIBIINX TICEBIOTIONH 1 MEPETSIKEK.

Ecnu B mporiecce pacruiacTbIBaHUs 00pa3yeTcsi HECKOJIb-
KO SI3BIKOB JIAMEJIIBI, TO MEKIY HUMU MOTYT (hOPMHPOBATHCS
crabunbHBIe (BOTHYTHIC) Kpas (puc. 2, 6, 300 muH). Tax xe
Kak npu aenonumepusannu MT, eHTpanbHast 4acTh KJICTKH,
coJieprKalas siipo, B TEUEHHE HECKOIBKNAX YacOB MPHITOIHS-
Ta Ha/I JIAMEJUION, U MPOHMCXOAT ee KoyebaTebHbIE IBHKe-
Hus. [lepeMelieHnss KIETKHM HOCSAT JIOKaJbHBIM XapakTep
(puc. 2, 6, 600 MuH).

4. lloBeneHue MUTOCKeIeTa. TakuM obpa3om, Ha
OCHOBaHWH TPIKU3HEHHBIX MCCIIEI0BaHNN OBUIN BBIZEICHBI
CJICAYIOIIHE CTAINH PACIUIACTBIBAHHS KIIETOK, KOTOpPBIE ObLIN
B JaJIbHEHINIEM MCCIICIOBaHbl Ha (DPMKCHPOBAHHBIX Iperapa-
Tax: KIETKH C Iy3bIpsiMU (cTamust O1900MHIa); KIETKH C
IJIOCKOM pajualIbHOM J1aMeJlIoN; KIETKU C BbIPaKEHHBIMU
JIAMEJTUIIOUAMH; XOPOIIO PACIUIACTAHHbIE KIIETKU; KICTKH
€O CTaOMIIBHBIMU KpasMH.

Hurtockener Ha crtanuu O0n1>200wmHTra. B HOp-
MaJIbHBIX KJIETKax Ha CTaJWU OJPOO0MHIa akTWH KOHIIEHTPH-
pyercs 110 NEPUMETPY BCEX ITy3bIpel, XOTs APKOCTb UX OKpa-
mMBaHuA He oauHakoBa. MT mHorma 3axonmnu B Hamboiee
KpYIIHBIE Iy3BIpH (pHC. 3, 4, e, J1).

IIpu nenomumepusauun MT yepe3 10 MuH nocie nocaa-
KM KJICTOK Ha CTEKJIO paclpeieeHHe aKTHHA TaKoe ke, KakK
B HOPMAaJIBHBIX KJIE€TKax (HE WUIIOCTPUPOBaHO). B kierkax,
KOTOpBIE COXPAHSIOTCS Ha CTaJAWU OJI200MHIa J0Jblie, BO3-
HUKAIOT TYYKU AKTHHOBBIX q)HJ'IaMeHTOB, AHAJIOTUYHBIC
cTpecc-pubpunmam OoJiee pactiacTaHHBIX KIETOK (puc. 3, o,
K, n).

B xnerkax co crabunmsupoBanasiMu MT pacnpenenenue
aKTHHA Ha paHHeH cTaauu 0J00MHTa TaKKe COOTBETCTBOBA-
JI0O HOPMAJIBHBIM KJIeTKaM (puc. 3, 6, 3, 1), Ho MT B my3sIpsix
He BCTpevanuch (puc. 3, 3). B knerkax, ocTarouiuxcs Ha cTa-
nuu 0r06mHTra yepe3 20—40 MHUH MOCie MOCAAKU CYCIIeH-
3WH, TaK K€ Kak ¥ MpH aenonuMepuzanuud MT, obpasyrorces
MMyYKH aKTHHA B BUIE cTpecc-puodpmmt (puc. 3, 2, u, 0).

[Iutockener npu pacniuacteiBaHuu. Kierku c
KOJIBIICBOH JIAMEIIIOH, KOTOpBIe 0OHAPYKUBAIOTCSI B TEUCHHE
10—20 MuH TOCIE TOCAJKH, COIEPKATH MHOTOYHCIICHHbBIE
paguaneHo pacxopsmuecs MT, KoTopble OKaHUMBAIUCh Ha
paccrossHUM He Oojee 3—5 MKM OT Kpast KieTkd (puc. 3, o,
orc, m). PacnpenesnieHne akTHHA B KJIETKaX C KOJIBLIEBOH Jia-
MeJUIOH ObLIO Pa3IM4YHbIM: aMOpP(HBIE CKOIUICHUS aKTHHA,
JIeKaIe MPUMEPHO B CEPEIMHE JIaMeJUIbl, WM CKOTUICHHS
aKTHHA HAa KPAro JIAMEJJIbl U TOHKHE TaHTE€HINAJIBHO PacIio-
JIOKEHHBIE M30THYTHIC ITyYKH B CepeinHe JlaMesuIbl. Pacripe-
JIeJICHNE aKTHHA B JIAMEJIIMIIOUAX TaKOe JKe, KaK B pajnalib-
HOW J1ameJuie.

UYepes 20 MUH B aHU30TPOITHO PACIUIACTAHHBIX KJIETKAaX
BO3HHUKAJIM OTHOCUTEJIbHO IIUPOKUEC ITYUYKH aKTHHA, paCIiojio-
JKCHHBIC B BH/I€ MHOTOYTOJIBHHMKA IO TEPUMETPY KIETKH, U
HEOOJBIIOe KOJMYECTBO TOHKUX (UOPMILT B IEHTPATBHON
gacTu KieTku (puc. 4, 6). Uepes 40 MUH B LIEHTpaAILHOU Yac-
TH HEKOTOPBIX KJIETOK HAaYMHAIOT MOSBISATHCS CTpecc-puo-
puiuibl. OJJHOBPEMEHHO MPOUCXOAMIO pa3pylienue nepude-
pUYecKuX Myd4koB akTHHA (puc. 4, ). Uepes 60 MuH 607b-
IIMHCTBO KJIETOK MMENIO CTpecc-puOpHMiIIEl B HEHTPATHON
yacTH. TaHTeHIMAIbHO PACHOI0KEHHBIE MyYKH B TIyOuHE
KJIETOK MCYE3aIH, B 30HE CTAOMJIBHBIX KpaeB OCTABAJIUCH
ITYYKH, MIYIINE 10 IepuMeTpy KieTkd. OHM 4acTo MMENH BO-
raytyio ¢opmy. Uepes 120 Mun u Oojee mocie Mocajku Ha
cyOcTpaT B KIETKax NPUCYTCTBOBAJNA pa3BHTas CHCTEMa
cTpecc-hudpMILT BO BCEX 00IACTSX, 32 HCKIIOYCHNEM JIaMell-
eI (pHcC. 4, 0). Beipaxkennas pagnanpras cuctema MT coxpa-
HSUIACh Ha BCEX CTAIMAX PACIUIACThIBAHMA (JIaHHBIE HE HPH-
BCJICHBI).

AKTUHOBBIH IIUTOCKEJNIET MPHU JACMOJIHUMEPH-
3auuu MT. HemHOrouuciieHHble KJIETKHM, KOTOpbIE Haua-
U paciulacTeiBaHUE yke depe3 10 MHH mmocie MOCaaKH,
MMEIH MOJINTOHATBHYI0 CHCTEMY ITyYKOB IO CBOEMY IEpH-
MeTpy. OTH HYYKH B OTIMYHME OT BO3HUKAIOIIUX IT03/IHEE
crpecc-puOpHLT He UMenH YeTKoro Kourypa. Uepes 20 mun
MOJIMTOHAJIBHBIX KJIETOK CTAHOBHJIOCH OOJIbIIE, aKTHHOBBIC
IYYKH 110 IepUQeprun KIETOK COXPAHSIINCH, TTOSBIISUIUCH Xa0-
THYHO OPTaHW30BaHHBIC TOHKHE (PUOPHUIUIBI AKTHHA B IICHT-
panbHOI 9acTH KiIeTkH (puc. 4, m). Uepes 40—60 MuH mydkn
aKTHHA 110 Nepudeprn pacIulacTaHHBIX KIIETOK TAKXKe CoXpa-
HSUINCh, @ TIYYKH B HEHTPAILHON 00JIACTH CTAHOBSITCS XOPO-
o BeIpaXeHHbIMH. Yepe3 60 MUH 1OcCje MOCaAKH TOSIBIIS-
JIUCh KJICTKH C ITyYKaMH aKTUHA, COCIUHAIOIINMHA IIPOTHUBO-
TIOJIOKHBIE Kpast KieTku (puc. 4, o). Uepe3 120 mMuH yucio
TaKUX KJIETOK yBennunBaiock. Yepes 60 muH u Oomee mocie
MOCa/IKK HEKOTOpPbIE KJIETKH MMEIH OJAWHOYHBIC JaMeJUIbl,
cBOOOHBIC OT cTpecc-pubpuit (puc 4, n).

Hutockener npu crabunuzanuu MT. B kier-
Kax co crabuinsupoanHbiMu MT pacrpeneneHue akTuHa B
MIPOLIECCE PACIIACTBHIBAHUS B IIEJIOM COOTBETCTBYET TOMY,
KoTOpoe Habmromanock mpu nemonumepuzamun MT (puc. 4,
e—=«). OJTHaKoO KJIETKH C IMyYKaMH aKTHHA, COCIUHSIOIINMHU
MIPOTHBOIIOJIOKHBIC Kpasi KJIETKH, HOSBISIOTCS HECKOJIBKO
panbie — yepe3 40 MuH (puc. 4, 3). OTH MyYKH CTAHOBATCS
Oosiee BhIpaKEHHBIMHU depe3 60 MuH mocie mocaaku. Yepes
120 MuH OOJIBIIMHCTBO KIJIETOK HMEET XOPOIIO pPa3BUTHIE
cTpecc-¢pubpmmiel (puc. 4, k). B kierkax co cTaOMIN3M-
pOBaHHBIMU WK AenoiauMmepru3oBanHbiMu MT uepe3 120 mun
BCE BHYTPEHHEE IPOCTPAHCTBO 3aIlOJHEHO CEThIO CTpecc-
(GbubdpUILL, U TaMEJUTBI, He COJIepIKaIIue cTpecc-puodpuiuI, ot-
CYTCTBYIOT.

S5.IMMonynsduMOHHBIN aHAJIU3 pacluyjacThlBalo-
muxcs KiIeTOoK. [JocKobKy MOBEJEHNE OTAENBHBIX KIle-
TOK CHJIBHO Pa3lINyaeTcsi, Ul CpaBHEHUS 3()(PEKTOB AEHONH-
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Puc. 4. Opranuszanust akTHHOBOTO IIUTOCKENIETa B HOPME W IPH HapyIICHHH CHUCTEMBI MHUKpoTpyOouek (MT).

a—0 — IIPY PacIUIaCTHIBAHUH B HOPMAJIBHBIX YCIIOBUSIX; e—K — IIPH PACIUIACTBIBAHNY B yCIOBHsX cTadbmmusanuu MT; 7—n — npu nosHoM paspymenun MT.
B nuoicnem nesom yeny ykazano BpeMs B MHH IIOCJIE HOCAIKH KJIETOK Ha cyOcTpat. Cmpenkamu o603HadeHa namesaa. Macwumabnviii ompe3ok — 10 MKM.

Mepu3anuu U cradunuzauuun MT Mbl MpOBENM HOIYJISIH-
OHHBIM aHANU3 TIpolecca pacriacTeiBaHusA. HawampHOE
IIPUKPEIVICHUE K MTOJIOKKE Y KIETOK Vero 3aHUMaeT oT 5 10
30—40 MuH. B Teuenue 3Toro BpeMeHU 4acTh KJIETOK, MpHU-
KPEIUBIIHUCH, YK€ HAYMHACT pacIUIacThIBAaHUE, TOT/A Kak

JAPYTU€ OCTAlOTCAd B OLIAPECHHOM COCTOSAHHWU U MOTYT HE€pe-
MEUIAThCA 3a CYCT KOHBCKIIMOHHBIX TOKOB XHUAKOCTHU BIOJIb
MMOBEPXHOCTH CTEKJIa. B pe3ynbTare Yruciao MPpUKPEITUBIITHXCS
KJIETOK TIOCTENEeHHO Bo3pacTaeT B mHTepBasie 10—40 MuH u
TOJIBKO 3aTeM BBIXOIMT Ha 1aTo. D(PPEKTUBHOCT HAYAIIb-
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Yucio KIETOK B MOJIE 3pEHUS
.}
jan)
1

Bpewmsi, mun

Puc. 5. Kunernka npukpervieHuss KJIETOK K cyOcTparty.

Touxa 0 — MOMEHT ITOMEIIEHHS CYCIIEH3UHU KIIETOK Ha cyocTpat. ['paduk ot-

paXkaeT H3MEHEHUE CPEIHEr0 KOJIMYECTBA KIETOK, IPHKPEIUICHHBIX K CyOCT-

pary, B noje 3peHust MUKpockorna (00. 20X). Yeprble kpystcki — KOHTPOIIb,

benvle KpYoIcKu — KIIETKU, pacIuiacThIBatoIuecs npu crabduimnzamun MT,

yepHbvle Mmpey2onbHuKy — KITKH, PACIIACTHIBAIOIINECS IIPU ICTIOIHMEPH-
3allUH MHKPOTPYOOYCK.

HOTO TIPUKPEIUICHUS HECKONBKO 3aMEUIACTCS TPH JICTOIH-
mepuzanud MT U [OpakTHYECKH HE H3MEHSETCS IPH UX
crabuwnmzanuu (puc. 5). Tlocine npukperieHust Kk cyocrpary
MOYTH BCE KJICTKH MEPEeXoisT B (asy Oa300mHra, mpomosi-
KUTEITBHOCTH KOTOPOl OY4EHb CHIIBHO BAPBUPYET U COCTABIIS-

er 19.4+18.8 wmun. HeGomnbloe KOIUYECTBO KIETOK
HaXOJUJIOCh B 01300uHre 110 2 4 1 Gosee. OHAKO KMHETHKA
UX PacIIacThIBaHMS HE OTINYAIACh OT KHHETHKHU KJIETOK, Ha-
YaBIIMX pacIulacThiBaHUe B mepBble 30 MHUH IOCIE MOCAAKH
(maHHBIC HE TIPUBCICHBI).

[Tnomans mpoeknuu KIETKH Ha cyOcTpar B mpolecce
051900uHra N3MEeHseTCs He3HAYUTeNbHO. TakuM o0pas3om, ye-
pe3 10 muH mocne nocanku kietok Vero okoso 90 % ux mme-
eT mapoodpasHyro win OIM3KyI0 K mapoodpasHoi Gpopmy
HEOOJBIINMHI JIAMEIUTUIIOAUSIMHA, HO OTJAEJBHBIE KICTKH
(10—15 % ot obmiero umcna) yxe 00IaAIOT NPABUILHON
KpyrJiio# samesuioit (puc. 6). Uepes 30 Mun OoJjiee MOJIOBHHBI
KJIETOK, NPHUKPENUBIINXCS K CyOCTpaTy, Ha4YMHAIOT (OPMH-
poBaTh namemty U okosio 20 % pacruiacTaHbl 10 CTETICHH,
KOTZa B HUX Ha ()a30BOM KOHTPACTE OTYETIMBO BUAHO SIIPO.
Uepes 60 MHUH TIOCIIE TIOCAAKH KOJTHYECTBO KJICTOK, HE HaYaB-
IIMX pacIulacThiBaHWe, CHWXkaercs a0 11 %, a xommdyecTBO
pacIuIacTaBIINXCS KIICTOK C BUIUMBIM SIAPOM YBEITHUMBACTCS
1o 45 % (puc. 6).

Tak kak okoHuaHue GJIPOOMHra M Ha4ajo pacrulacThiBa-
HUSI TPOUCXOAT HE OJHOBPEMEHHO Y Pa3HbIX KIETOK, TO JUIs
aHaNM3a KMHETHKH PACIUIACTBIBAHMSA 3a HA4alo OTcdeTa JUis
KaXJIOH KJICTKHM NPUHUMAJIN TTOCICTHUN KaJp (ChbeMKa C WH-
TepBanoM | MHH) mepesl BOSHUKHOBEHHEM Yy Hee IepBoil 3a-
MeTHOM Jamesutbl. OKa3allock, YTO HavallbHasi CKOPOCTh POC-
Ta IUIOIIAAM JOBOJIBHO Benuka — 3a 10 MUH CpemHss IIIo-
ajb, 3aHUMaeMasi KJIIETKaMHU Ha cyOcTparte, yBEITHIUBACTCS
B 3 pasa, a 3aTeM IOCTEIIeHHO 3ameansiercs (puc. 7, a). Uepes
60 MHMH CKOPOCTb PacIuIaCThIBAHMS 3HAYUTEIIBLHO 3aMeIseT-
Csl, OJTHAKO CPEIHSS IUIOMIA/b KJICTOK MPOI0JDKACT MEUICHHO

100 - oy —  — — —
80 | y]
= 60 |
=
o
)
S
® -
=
= 40 F
20 | ]ﬂ]]]] y]
0
1 2 3 1 2 3 / 2 3
A b B

Puc. 6. I[I/IanaMMa pacnopeacacHus KJICTOK IO CTCHEHU PACIJIaCTAHHOCTH BO BPEMECHU.

I'pynnuvi: A — gepe3 10 mun, 5 — uepe3 30 muH, B — depe3 60 MUH 1ocye NOCaakH. / — KIETKH, PacIUIaCTHIBAIOIIUECS B HOPMAJILHBIX YCIIOBHUSX, 2 — B yC-

JIOBHSAX TIOABJICHHS JMHAMHYECKOi HecTaOMIbHOCTH MUKpOTPYyOouek (MT), 3 — B ycnoBusix nonnoro paspymenns MT. Hakionnas wmpuxoexka — onapeH-

HbI€, HEPACIIACTAHHbIE KIIETKH, GePMUKANLHAS WMPUXOBKA — KIIETKH, 00J1a1alolne pajHalbHON JaMeNIol, 6eas — KIETKH C JIAMEJUTMIIOUAMH, YepHAas.
uacme cmonbuka — XOpOLIO PACINIACTAHHBIC KICTKH.
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Puc. 7. I3menenue miuomany KJIETOK KyJbTyphl VEro B IPOLECCE pacIulacThIBaHUS HAa CTEKIIE.

@ — M3MCHEHHE CPE/IHCH IO/ KIICTOK Vero B EpBhIC Yachl OT HaYala PACIUIACTBIBAHUS: YePHble KPYIHCKU — KICTKH, PACIUIACTHIBAIOIINECS B HOPMAIBHBIX

YCIIOBHSIX, Oenble Kpyoicku — KIETKH, PAacIUIaCThIBAIOLIMECS B YCIOBHSX MOAABICHUS JHHAMUYECKOH HecTaOMiIbHOCTH MUKpoTpy6ouek (MT), uepnvie mpe-

V20NIbHUKY — KIIETKH, PACTUIACTBIBAIOLIMECS B YCIOBUSX MOTHOTO paspyuenus MT, cniownas nunus coorBerctByeT rutomanu S = So[1 + log(7)]; 6 — u3mene-

HHE CPEIHEeH MII0Ia 1 KIETOK Vero B TedeHue | CyT; 6 — NpUMepsl ObICTPO (crownble unuy) i MEATICHHO (1mouKu) paciiacTHIBAIOIINXCS KICTOK; 2 — YBEJIH-
YeHHe IUIONIAAN KISTKU IIPU PAIHaIbHOM (uepHas Kpuseas) 1 MOISIPHOM (6enasn Kpueas) pacIIacTHIBAHHH.

yBenuuuBatbes (puc. 7, 6). Kunetuka pocra 1ionaam, 3aHn-
MaeMOH OTAEITbHBIMH KICTKAMH, IMEET YHUBEPCAIbHBIN Xa-
paxTep, HO y’Ke Ha paHHUX JTalax BOSHUKAIOT 3HAUYNTCIHLHBIC
pa3In4usi B CKOPOCTH PACILIACTHIBAHUS OTACIBHBIX KIETOK, U
pasziuuust MeXry OBICTPO U MEJUICHHO PaCIlIaCThIBAOIMMHU-
Csl KJIETKAMH COXPAaHSIOTCS B TEUYEHHE HECKOJIbKUX 4YacoB
(puc. 7, 8).

B orcyrctBue MT uepes 10 MuH mocie mocaaky MOIaB-
JsTToTIee OOJTBITMHCTBO KIETOK UMEIOT (POPMY CIIErKa Herpa-
BIJIBHOTO IIapa, HO ~7 % KIETOK UMEIT (OopMy, pe3KO OT-
JMYHYIO OT MAapo0Opa3HOM, T. €. ¢ OOJBIIUMH ITy3bIPSIMH WIN
MpUKpenuBIIMMHCA yyacTkaMu. Yepe3 30 MUH KOJIMYECTBO
KJICTOK HEMPaBUIBHOI (hopMbI Bo3pacTaeT 10 22 %, u mosB-
JISTFOTCS TIEPBBIC KIIETKU C JTaMerioit (puc. 6). Takum oOpazom,
MIPOIOJDKUTEITBHOCTh OIP00MHTa CHITHHO BO3pPACTACT TI0 CPaB-
HEHHIO ¢ KOHTpoJieM U coctapisier 171 + 108 mun. B nepuon
651900MHTa KIIETKH YBEJIMYUBAIOT CBOIO ILIOLIA/b IPUMEPHO B
2 paza, ¢ 282 + 80 1o 585 + 194 mxm. Uepes 60 muH nocse mo-
CaJIKK KOJIMYECTBO KJIETOK, HAYABIIUX MPOIECC PACILIaCThIBA-
Hus, focturaet 48 % (puc. 6). Teno y OonbIIMHCTBA KIETOK
MIPUTIOAHATO HaJ CyOCTpaToM, a SIPO IDIOXO Pa3IHdUMO Ha
(azoBoM KOHTpacTe. B TedeHHe HECKOJIBKHUX YacoOB MOCIIE MO-
CaJIKil IICHTPAJbHAS YacTh KICTKU C SIIPOM OCTAaeTCsl Hepac-
TUIACTaHHOM M COBEpIIAaeT KojeOaTebHbIC JIBHIKCHHS.

Takum o6paszom, numieHasie MT ¢ubpobmacter 3a 2 4
JIOCTHTAIOT MPUOJIM3UTEIHLHO TOM YK€ TUIOMIaId, KOTOPOH HOP-
MaJbHBIE KJIETKH mocturarotT 3a 10 mun. B maneHelmeM oHn
TIPOOIDKAIOT PACIUIACTHIBATHECS MPAKTUYECKU C TIOCTOSHHON
CKOPOCTBIO B T€UEHHE MHOTHX 4acoB M 4epe3 | cyT mocrura-
0T TUIOINAIM HOPMAJIBHBIX KJIETOK (puc. 7, 6). B TedyeHue
BCEro TOr0 BPEMEHHU KJIETKH COXPAHSIOT CIIOCOOHOCTH BbI-
MMyCKaTh OOBEMHBIC TCEBIOTIOIUHU, KOTOphIE ciIabo 3akper-
JISIOTCS Ha CyOCTparTe W 3aTeM BTSATHUBAIOTCS o0paTHO. Heko-
TOpBIC KJIETKH MOTYT YJUIMHATHCS M Jake 0Opa30BHIBATH
MEPEeTSHKKH, Pa3lelsisich IMOYTH HA/BOE, a 3aT€M BHOBbH BO3-
BpalaThcs K KOMNakTHOH (opme. Tem He MeHee Jaxe XOpo-
110 PacIUIaCTaBUIMECS KIETKH HE MEPEeXOIsT K IPOIECCUBHO-
MY JIBHKCHHIO.

[pu crabmwmzamun MT gepe3 10 MuH mociie TOCaaKH
MTOIABJIAIOIIEEe OOJBIIMHCTBO KIIETOK MMEIOT (hopMy Imapa,
TOJBbKO 7.5 % MMEIOT 3aMeTHbIE JIAMEJUIUIIOAUNA WIH OY€Hb
y3KU 000JIOK JIAMEIUIIPHOI IIUTOILIa3MbL. BeTpeyarores: euHmd-
Hble KJIETKM C PajuabHOM Jlamesuion. IIponoinkuTensHOCTh
nepuoaa 0;mO0uHTa 1 00pa30BaHMsI KOPOTKHUX TICEBIOTIONUI
cocraisger 105 + 87 mun. [lpn mogaBneHnN THHAMHYECKON
HectabmmsHOCTH MT mporece 61900mHTa Tak ke TIOXO0 OT-
JISIAM OT Havalla pacIUIaCTHIBAHHSA, M MPH 00pa30BaBIIEMCS
000/1Ke IIMTOILIA3MBl Ha TIOBEPXHOCTH KJICTKH BCE €IIE MOX-
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HO HaOironaTh oOpa3oBaHue my3biped. B pesynbrate 65130-
OMHra, BBIIBI)KCHUS KOPOTKHX IICEBIOMOMUN U HUX YaCTHY-
HOTO TPUKPEIUICHUA IUIOMAAb KJIETOK YBEIMYMBACTCS B
1.5 pa3a (c 238 £ 48 1o 379 £ 175 mxm?) u o0paszyeTcs y3Kuit
00010K TaMeIUIIpHOH muTorwiasmMel. Yepes 30 MuH mocie mo-
CaJIKM KOJMYECTBO KJIETOK, HAYaBIINX PACIUIACTHIBAHUE, BO3-
pactaet 10 25 %, HO KJIETKH ¢ BBIPQKEHHOH JameIion (Bce-
I/la aCHMMETPUYHON) TMOSIBISIFOTCS TOJIBKO uepe3 60 mMuH
(puc. 6).

YBenuueHne cpeHeH MI0Naau KISTOK CO CTa0MIN3UPO-
BaHHBIMH MT TIpOHCXOIUT MEIJICHHO B paBHOMEpHO (puc. 7,
6). Uepe3 1 cyT mocie Hadana pacIulaCTBHIBAHHS KJIETOK CO
crabmmusupoBanHbiMd MT UX IUIOIAAF OKa3aJiaCh MEHBIIIC,
9YeM Y HOPMAJIbHBIX KJIETOK U y KJIETOK C JCMOJUMEPH30BaH-
HbeiMu MT.

Oo6cyxaenne

PacrimacteiBanne ¢guopodiacToB Vero mpoxoauTr uepes
TE )K€ CTaJMH, YTO U APYruX (prOpoOIacTOno100HbIX KIETOK
(Bereiter-Hahn et al., 1990; Norman etal., 2011; Lafarga
etal., 2012). Tlnomane, 3aHuMaemMas KiIeTkamMu Vero uepes
1—2 9 mocne Havyana pacruracTeiBaHus (0kojo 1500 Mrm2),
COOTBETCTBYET HOpMaJbHBEIM (prubpodractam (PoBeHckui,
Bacunbes, 2004; Kharitonova, Vasiliev, 2004; IllyTosa,
Anekcannposa, 2010). Uepe3 1—2 4 mocie nmocajaku KIETKU
Vero o0pa3yloT cTabMiIbHbBIC Kpasi U MEPEeXosiT K aKTUBHOM
MUTpPALHH, TOT/Ia KaK HOpMalibHbIe (PUOPOOIACThI POI0IIKA-
IOT PacIUIaCThIBATHCS M HOJSPH3YIOTCS 3HAYUTENBHO MO3[-
Hee — uepe3 4—~8 u (Posenckwmii, Bacunnes, 2004; Kharito-
nova, Vasiliev, 2004; lllyroBa, Anekcanaposa, 2010).

Takum oOpa3oM, y ki1eTok Vero ¢asza, COOTBETCTBYIOIIAS
paauaibHOMY PacILIaCTHIBAHUIO, OKA3bIBACTCSI CPABHUTEIBHO
KOPOTKOH. DTUM OOBICHSIETCSI TOT (haKT, UTO BCE KIETKH
Vero HU B OJJMH MOMEHT BPEMEHM HE HAXOSATCS Ha OJHOM U
TOW e crajuu pacrutacTbiBanus. ClelyeT MOA4epKHYTh:
XOTsI MHOTHE aBTOPBI OTMEUAIOT, YTO HA CTAJHUU PAJIHATBHOTO
pacmiacTbIBaHHUs MOTYT OJHOBpeMeHHO HaxomuTbcs 100 %
kietok (Ivanova et al., 1976; biauox, CmomnsiHuHOB, 1977; Po-
BeHckuil, Bacunbes, 2004; Kharitonova, Vasiliev, 2004; IIy-
ToBa, Anekcanaposa, 2010), Hagamo 1 KOHEI 3TOW CTaIHH Y
HOpPMAIBHBIX (HUOPOOIACTOB UMHU HE OIMHCHIBAIOTCS.

Craguu pacmniacThiBaHHs PacruracTelBaHHE Ha-
YHHACTCSI ¢ 00pa3oBaHMs IMATHA KOHTakTa. [Ipu 3TOM ILI10-
I[a]1b, 3aHUMacMast KJIICTKaMH Ha cyOcTpare, MPUMEPHO COOT-
BETCTBYET AMaMeTpy ormrapeHHol kietkn (Bereiter-Hahn
etal., 1990; Cuvelier et al., 2007). ITocie HagampHOTO TIPH-
KPEIUICHHsI KIETKU Vero mepexosT K OIP00HHTY, KOTOPbIA
SIBIIICTCSI CBOMCTBOM Pa3lIMUHBIX MEIUICHHO PacIlIacThIBAKO-
mmxcs kietok — ¢uopodnacros (Laster, Mackenzie, 1996),
sHpoTeanaabHbiX KiaeTok (Norman etal., 2010a, 2010b,
2011), xnerok menanombl (Cunningham, 1995; Dai, Sheetz,
1999; Charras et al., 2005, 2006). B knerkax Vero 01500MHT
HAYUHAETCS CPa3y IMOCie COMPUKOCHOBEHUS C CyOCTPaToM U
MOJKET MPOJIOJIKATHCS OT HECKOJIBKHX MUHYT 10 1 4. B mpo-
necce OMP00MHTa HE BO3HUKAIOT IJIOCKHE JIAMEJUTUIIONNH,
IIOIAAb KICTOK He u3MeHsercs. das3a 01300MHra 3aKaH-
YHMBAETCSl ACHHXPOHHO: Y KaXJIOW KIETKH OHA 3aBEpIIAeTCs
BHE3AITHO M CMEHSIETCS MOSIBJICHHEM JIAMEJITHITO N JTH00 00-
pa3oBaHMEM KOJIBIEBOM JaMelibl. BhICTphI TEepexoa ot
0PO0MHTA K pacIIacTHIBAHUIO HAIIOMUHACT IMPOIECCHI, HH-
nyuupyembsle TopmoHamu (Bailly et al.,, 1998, Dubin-Thaler
et al.,, 2004), HO TOJILKO MHAYKIHS OKa3bIBAETCSl ACHHXPOH-
Hoit. Hapyrrenust cuctembt MT 3HaUUTENBHO YIUTHHSIOT (hasy

61200MHra — Kak ee CpeHIOI0 MPOIOJDKUTEIBHOCTD, TaK U
pa3dpoc B IPOJOIDKUTEILHOCTH Y OT/IENIBHBIX KJIETOK.

B3sB a1 kaxa0W KJIETKH 32 HaYaJbHYI0 TOYKY MOMEHT
OKOHYaHMs O1P00MHTa, MBI CMOTJIM TOYHO BBIICIMTH Haua-
710 a3bl PaAnAIBFHOTO PACIIACTBIBAHMUS, KOTOPOE Y Pa3HBIX
KJIETOK Ha OJJHOM M TOM K€ CTEKJIC MOXKET Pa3jIHyarhCsl Ha
HECKOJIBKO JIECSITKOB MHHYT. OKa3ajioch, 4TO C MOMEHTa
OKOHYaHMs 0JIPOOMHra TUIOMaAb KaXJIOW KIETKH B TEYECHUE
nepBbIX 20 MUH OBICTPO pacTeT, a 3aTeM ee MPUPOCT 3aMe/l-
nsiercsi. CpeHsisl CKOPOCTh YBEIWYIEHUS IIOMAAN IS TOIy-
JISIIAU KJIETOK VEero Ha OTpe3Ke BPEMEHH 2 4 HE MOKET OBITh
MIPUHSTA KaK OCTOSIHHAS, @ HAMHOTO TOYHEE allPOKCUMUPY-
ercst norapudmuueckoir kpusoit S = Sy[1+log(f)] (puc. 7).
AHaNOrn4HOE HEJIMHEHHOE YBEINYEeHHE TUIOIA/ M HA PAHHUX
ATanax pacIulacThIBaHMsI OBUTIO OTIMCAHO, HO Ha 0oJiee KOPOT-
KHX OTpe3kax BpeMeHu i kieTok X TH-2 n Swiss-3T3 (Be-
reiter-Hahn et al., 1990; Dubin-Thaler etal., 2004; Senju,
Miyata, 2009).

HauanpHoe pacmiacteiBanue GruOpOOIACTOB MOXKET HPO-
HCXOJHUTH JIByMs CIIOCOOAMHU: Yepe3 PACTSHKEHUE C TOMOLIBIO
OTJCIBHBIX HE3aBHCHUMBIX JIAMEIUIUIOANIN (aHM30TPOIHOE
pacmiacTeIBaHHE) WM 4yepe3 oOpa3oBaHME KOJIBIIEBOH Jia-
MemTsl (M30TporHoe pactuiacteiBanne) (Dubin-Thaler et al.,
2004). B GonbmIMHCTBE CilydyaeB, Kak IOJITBEP)KAAIOT HAlIH
HaOJIIOICHNUS, pacTsDKEHHE IIPOUCXOUT aHU30TPOIHO. OTHO-
CHUTEJIbHAsI YacTOTa M30TPOITHOTO PACIUIACTBIBAHMS IS Kile-
TOK Vero He mpeBbImaeT 15 %, 94To cormacyercs ¢ omyOInKo-
BaHHBIMH JaHHBIMU (Dubin-Thaler et al., 2004).

Bbrictpoe ¢dopMupoBaHHE KOJBIEBOH JIaMEIUTBl OBIIO
ormcaHo y keparouurtos (Bereiter-Hahn, 2005), neitrpodu-
soB U MoHOIMTOB (Gudima et al., 1988), T. e. kileToK, HE Pop-
MUpYIOIIUX cTpecc-Gpudpmwut. MHorma OoHO BCTpedaeTes y
Murpupymoomux Heiponos (Dotti et al., 1988; Dehmelt et al.,
2003) u sMOproHanbHEIX (hrdpodmacToB Memmu (Dubin-Tha-
ler et al., 2004).

O0pa3oBaHue KOJIbLEBOH JIaMeluisl y GprudpodiacToB Mo-
XKET NMPOUCXOANTH NIPpU MHrnOMpoBanuu muosuna II (Wakat-
suki et al., 2003), oHaKO aBTOPHI HE MIPUBOJIST TAHHBIX KHHE-
THYECKUX HaOmogeHni. Takke OBICTpOE paaualibHOE pac-
IUTACTBIBAHUE CTUMYJIHMPYETCS OTCYTCTBHEM CBHIBOPOTKH B
KynbTypanbHoii cpeae (Dubin-Thaler et al., 2004). Takum 00-
pa3om, MBI ITojIaraeM, 4To ObICTPOE pajnalibHOE PacIlIacThl-
BaHHE TPOUCXOJIMT I10 JPYroMYy MEXaHU3MY, HEXKEIH pacTsi-
I'MBaHKE KIETKU C MOMOMIBIO IICEBIOTIOHH.

bbIcTpoe M30TPOIHOE pacIIaCTHIBAHUE, KOTOPOE CMEHS-
eTcst 3aTeM OoJiee MEIEHHBIM aHU30TPOIHBIM PaCTSKEHHEM,
00yCIIOBIICHO BpEMEHHOH penakcamuel a-aktuHuHA (Du-
bin-Thaler et al., 2004), B pe3yibrate yero GopMupoBaHHe
cTpecc-GpuOpHILT 3ama3bIBacT 10 OTHOIICHHIO K BBIJBIIKE-
HUIO Kpas KiIeTKH. Hammm JaHHbIe TOKa3bIBAIOT, YTO JUIS
H30TPOITHOTO pacIutacThiBaHust (hrudpodracTaM HEOOXOIUMO,
y10661 MT OBICTpO BpacTanu B GOPMHPYIOUIYIOCS JTaMEILTy.

N3MeHeHHus pacmiaacThBAaHHWS NPH HapyImIe-
Huu cucteMbl MT. Jlenonumepusanus MT He oka3biBaeT
3HAYUTEIBHOTO BIIMSIHUS HAa CTENEHb KOHEYHOI'O PacIlIacThl-
BaHus GpudpodiacroB (Xapuronosa u ap., 2002), u 310 noj-
TBEPXK/JIAETCsl JaHHBIMH HacTosmed padorsl. OfHAKO HalM
JIAaHHBIC MTOKA3bIBAIOT, YTO B HAYAIBHBIN NTEPUOJ BPEMEHH (10
5—=6 9) mporiece pacIuIacThIBAaHNUS PH HAPYIICHUH CHCTEMBI
MT cunbHo 3amennsiercs. Jenonumepusanust MT B HeCKOJIb-
KO pa3 yuimHsgeT (azy 071300uHra, KOTOpPBIH MPO0IDKACTCS
Jlake Toclie Havaia YOpMHUPOBAHHUS aKTHHOBBIX ITyYKOB U Tie-
pekpbiBaetcsi ¢ (azoil oOpazoBanus Jamesuunonuii. Kpome
Toro, aenonuMmepusauns MT B kieTkax Vero npuBOJuT K 3a-
MEIICHNIO TIIOCKUX JIAMEJUTMIIOANH, 3aKPEIUIIONXCs Ha
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cybcrpate, Ha 0OBEMHBIC BBIPOCTHI, KOTOPBIE CI1a00 3aKpern-
JIAKOTCA U 6BICTpO BTATUBAKOTCH.

B pesynberate mo cBoemy MOBEICHHIO KIETKH, pacIuiac-
THIBafoIuecs B oTcyTctBue MT, HamOMHHAIOT TpaHCHOPMHE-
poBaHHBIE (UOPOOIACTEI: OHM HMMEIOT CIIOKHBIM KOHTYP,
(hopMHPYIOT BBITSIHYTBIE OTPOCTKH M HE 00pa3yroT KOJbIe-
Boii jamesutbl (Domnina et al., 1972). Crabunuzauuss MT B
KJIeTKax Vero TaKkKe YBEIWYHBACT IPOJOIKUTEIFHOCTh
6:mO0MHTa 1 3aMeUISIeT MPOIIECC HAYaIbHOTO PACIIACTHIBA-
HUS JakKe B OOJBINCH CTereHu, yeM aernonumepusanus MT.
Knerkn co crabunsabiMu MT Bce Bpemst 1mociie OKOHYaHUS
6519001Hra OCTAIOTCS MaJIONOABHKHBIMHU, OHU BHIOPACHIBAIOT
KOPOTKHE JIaME/UIMIOIUM W HE CIIOCOOHBI 00pa30BBIBATH
00BeMHBIE BBIPOCTHI WM OoJbIue Jameruibl. OQHaKo Tpo-
[[ECC pacIIaCThIBaHUA KIETOK mpH ctadmmmzanun MT mpo-
JTOJDKASTCSsI MHOTO YacOB, M KJICTKH HE 00pa3yIOT CTaOMIBHBIX
KpaeB U He MepexosT K IBIKeHUI0. Takum oOpa3om, HMEH-
HO juHaMuuHble MT HeoOXoanuMbl Ui HOPMAJIBHOTO MPO-
1ecca paciiacteiBanus (HuOpPoOIIaACTOB B OTIIMYKME OT APYTHX
TUIIOB KJIETOK.

AXTHHOBBIA HUTOCKEIET MPU pacuiacThiBa-
Hu u. [loBeieHre akTHHOBOTO IIUTOCKEINIETa B KIIETKaX Vero B
LIEJIOM COOTBETCTBYET TOMY, YTO OBUIO OITMCAHO JUIS JPYTUX
¢udpoodaacToB. OHAKO CTAUS «PATUATILHOTO PACTIIIACThIBA-
HUsD» € KOJBLUCBBIMH IIYYKaMH, BO3HUKAIOIIHUMHU CITYCTS
30—120 muH Tocne TOcaiKd KiIeToK Ha crekino (Berei-
ter-Hahn et al., 1990; Cunningham, 1995; Laster, Mackenzie,
1996; Kharitonova, Vasiliev, 2004; IllytoBa, Anexcannposa,
2010; Norman et al., 2010a, 2010b, 2011), B ¢udpobacTax
Vero He BblpakeHa. BMECTO KOHLEHTPUYECKUX KOJIBLEBBIX
ny4ykoB B rmiyomHe numromasmbel (Kharitonova, Vasiliev,
2004; [yToBa, Anekcanapona, 2010) B kneTkax Vero B Teue-
Hue 10—20 MUH BO3HUKAIHM IIMPOKHE ITydKH, 00pa3yrommne
MOJIUTOHAIBHYIO CTPYKTYPY TOJIBKO TT0 IEPUMETPY KICTKH, U
3aTeM, elle npuMepHo 4epe3 20 MHH, HCYe3a)In, 3aMeIasich
Xa0THYHO PACIIONIOKEHHBIMH cTpecc-hudpuiiamu. [Ipu aTom
MHOTHE KJIETKH UMenu (HopMy, OIN3KYIO K AMCKOBHIHOM.

Hapymenue cucremsl MT u3meHsieT nopeieHre akTHHO-
BOTO IIUTOCKEJIETa, HO HE TaK 3HAYUTEIHHO, KaK IpeIoara-
mm pa"ee (Danowski, 1989). [Tyuku akTHHOBBIX (YHITAMEHTOB
HaunHAIOT (hopMupoBatbes mpu cradbwimsanuu MT, Tak ke
kak u B orcyrctBue MT, criycta 10—30 MuH nocne npukpern-
JICHUS] KJIETOK W BHE 3aBHCHMOCTH OT CTEIIEHH HMX pacruiac-
taHHOCTH. OCHOBHOE pa3iWyhe MO CPAaBHEHHWIO C HOPMab-
HBIMH KJIETKAMHU COCTOHT B TOM, UTO MepU(eprIecKuii MydoK
(TIy4K¥) aKTHHA, HIYIHA BOTH Kpas B YK€ pacIUIacTaBIITNX-
Csl KJIETKaX, COXpaHseTcs B Tedenue |—4 4, Torjaa kak y HOp-
MaJbHBIX KIJIETOK OH Hcue3aeT cmycts 20—40 mMuH mocie
BO3HUKHOBCHUSI.

Takum o00pazoM, (HOpMHUPOBAHHE AKTHHOBBIX ITyYKOB
MMeeT YeTKHE BPEMEHHbBIC PaMKH. B HOpPMajbHBIX KIETKaxX
(hopMupoBaHHE aKTHHOBBIX IIYYKOB KOPPEIHPYET C IOBEMC-
Huem cet MT. Kornma KiieTku MasioNmoOABHKHEI, ITyYKH Pac-
MOJIAraloTCsl BJIOJb BCEH WX BEHTPAIBHON IOBEPXHOCTH.
B noaBMKHBIX yyacTKax HUTOIUIa3Mbl (POPMHUPOBAHUE Myd-
KOB OTCTaeT OT MpOILiecca BRABIKEHNA J1amesutel. [Ipu nemo-
mumepu3ard MT mydku akTHHA BO3HHKAIOT B KIIETKE Yepes
10—20 MuH mocie MPUKPEIICHAUs K CyOCTpaTy BHE 3aBHCH-
MOCTH OT TOT'O, HAXOAUTCS OHA B PACIUIACTAHHOM COCTOSTHHU
i HeT. C 0THOH CTOPOHBI, TyYKH MOTYT BO3HUKATh Ha CTa-
JIUH, KOraa OJ300MHT elle He 3aKOHYCH, C JIPYTroil CTOPOHBI,
6I)ICTpO BBIIBUTAIOIIUECA JIAaMEJIJIbI JJaXXE B pacCiulaCTaHHBIX
kieTkax (B orcyrctBue MT) cBOOOIHBI OT MyYKOB aKTHHA.

Takum o0pa3oMm, B TpOIECCe PACIUIACTHIBAHUS KICTOK
MOXHO BBIJICITUTH HECKOJBKO (ha3, KOr/ia IMOBEICHNE KIICTKN

CYIIECTBEHHO M3MEHSIETCS B OTBET Ha HApyIICHUE CHCTEMBI
MT. IlepBas ¢a3a — oOpa3oBaHKE ISITHA KOHTAKTa M 0J190-
OMHT, KOTOPBIN MPOJOIKAETCSI OT HECKOJIBKUX MHHYT JI0 HE-
CKOJIBKHX JlecaTKoB MUHYT (Bereiter-Hahn et al., 1990; Las-
ter, Mackenzie, 1996; Norman et al., 2011). [Ipu napymenun
cucreMbl MT 01300UMHT HAaYMHACTCS YK€ B CYCIICH3HH, T. €.
JI0 KOHTakTa ¢ cybcrpatom. BTopas ¢aza — pactskeHue
KJIETKH T10 TIOBEPXHOCTH (IIepBUYHOE pacIuracTeiBanme). OHO
MOXET IPOXOAWTHh B JBYX BapHaHTaX: OTHOCHTEIBHO ME-
JICHHOE PacIUIaCThIBAHHE C TOMOIIBIO JIAMEIIMIIONUN WIIH
ObIcTpoe (hopMHpoBaHUE paHanbHON JlaMeibl. M3oTporHoe
pacIulacTbIBaHHE 3aHUMAET OT HECKOJIBKUX JECATKOB CEKYH/]I
(nmeiikonutsl) (Gudima et al., 1988; Hactosmias pabora) 110
2—3 muH (Dubin-Thaler et al., 2004; mactosmmas paOoTHI).
Ero Gompmias ckopocTs 00ycTIOBICHA TEM, YTO Ha 3TOH (asze
COKpaTUTEIbHAS CHCTEMa, B KOTOPOH Y4acTBYIOT OL-aKTHHHUH
W MHO3MH, €llle HEe YCHEeBAeT MOJHOCThIO C(HOPMUPOBATHCS.
IIpu napywenuu cucremsl MT n30TpornHoe paciuiacTblBaHUE
Mcue3aeT, a aHM30TPOITHOE PACIIACTBIBAHUE PE3KO 3aMEJIs-
ercs. TpeTss paza — MemIeHHoe (BTOPUYHOE) PacIiiacThIBa-
HHE KJIETOK, KOTOPOE MPEKpaIaeTcs, KOr/ia KJICTKH HadWHa-
IOT TIepeMenaThses 1o cyocrpary. OHO MTPOMCXOANT TOIBKO Y
KJIETOK C ITPOYHBIM NPHUKPEIUICHUEM K cyOCTpary U peannsy-
eTcs Kak OajaHC CHJI MEXIy HaTsDKEHHEM aKTOMHO3MHOBOTO
LUTOCKEJIEeTa U MPUKPEIUICHHMEM HOBBIX JIaMEJUTUIOAni. Y
HOpManbHBIX (QuOpodiacToB (PoBeHckmii, Bacunbes, 2004;
Kharitonova, Vasiliev, 2004; [llytoBa, Anexcanaposa, 2010)
BTOPUYHOE PACIIACTHIBAHNE MTPOJIOJDKACTCS B TEUCHUE MHO-
I'MX 4acoB, U JIMILb 3aT€M HacTynaeT (asa ABMKeHus. Y Kiie-
TOK Vero BTOpHYHOE PACIUIACThIBAHUE HE CTOJIb d(PPEKTHBHO
U COBIAJaeT MO BPEMEHH C 00pa3oBaHMEM CTAOMIIBHBIX
kpaeB. [Ipu Hapywmenun cucrtemsl MT BTOpHYHOE pacriuiac-
TBIBAaHHME HE OTJINYACTCS OT IEPBOHAYAIBEHOTO U B CyMME OHH
MIPOJIOIDKAIOTCS MHOTO YacoB.

Takum obpazom, nuHamuaHble MT cymiecTBeHHO yCKO-
PSIIOT paHHUE CTaJIMK paciulacTbiBaHUs GUOPOOIACTOB.
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MICROTUBULES SUPPRESS BLEBBING AND STIMULATE LAMELLAE EXTENSION
IN SPREADING FIBROBLASTS

A. V. Tvorogova, I. A. Vorobjev

A. N. Belozersky Institute of Physical-Chemical Biology and Biological Faculty,
M. V. Lomonosov Moscow State University;
e-mail: annatvor@mail.ru

We compared spreading of Vero fibroblasts when microtubules were depolymerized or stabilized. After
initial attachment cells start blebbing that continues for different time and abruptly transfers into spreading. Af-
ter spreading initiation, most cells spread in an anisotropic manner through stochastic formation of lamellipo-
dia. A second mode was rapid, isotropic spreading via formation of circular lamellum that occurs in 15 % of
cells. The rate of spreading was maximal at the beginning and decreased during the first hour according to loga-
rithmic law. After 60 min many cells formed stable efges and started migrating on the substrate. However, cell
area slowly continued to increase. Actin bundles are formed 20 min after cell attachment and they first run
along cell boundary. This system disassembles within 20—40 min and is substituted with stress fibers crossing
the cell. In the isotropically spread cells no actin bunbles are seen. Microtubules in the spreading cells enter into
large blebs and all nascent lamella and later form radial array. When MTs has been depolymerized or stabilized
blebbing started before cells attached to the substrate and continue much longer than in control cells. In both ca-
ses the initial rate of spreading decrease several fold, and remains constant for many hours. After 24 h the mean
area occupied by cells with altered MT system was the same as in control. Alteration of MT system had mode-
rate effect on actin system — formation of actin cables started at the same time as in control (within 20 min
upon cell attachment), however, they grew even in cells undergoing prolonged blebbing. Actin cables running
along cell margin were similar to tat in control cells, but they did not disappear up to 1 h. When stabilized, mic-
rotubules form chaotic array: they do not enter blebs and in spread cells run parallel to the cell margin at a dis-
tance of 3—5 um. We conclude that dynamic microtubules speed up completion of blebbing and promote early
stages of fibroblasts spreading.

Key words: fibroblasts, actin, microtubules, spreading, microscopy.



