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MNPEAUCJIOBHUE K IEPBOMY U3JAHUIO

W3znaraemblie 37iech MPECTABICHUS (OPMUPOBAIUCH B TEUYCHHUE
MPUMEPHO JiecaTd JieT. Hadano MoMM pa3MbIIIJICHUSIM TIOJIOKHIIN He-
CKOJIbKO JIOBOJILHO CITy4aiHBIX HAaOMIOJEHUH, CACTaHHBIX MPH UCCIEI0-
BaHWU Pa3BUTH KOHeuHOCTeH. PocTy mouek KOHEYHOCTel u ObLIN T10-
CBSIIIIEHBI TepBble myOnukanuu. [lo3mHee B aHaidM3 OBUIM BKIIFOUEHBI
APpyrue mnpouecCol M3 TEX, YTO MNPUHATO HUMCHOBATL BIIIYHMBAHHUAMH U
BBINYMBaHUAMU. TyT B MOJIHOW Mepe OOHAPYKHIIUCHh Pa3HOTJIACHS aB-
TOPOB, OTCYTCTBUE EIUHOTO MOJXOJa K OOBACHEHHWIO, Ka3anoch OFbl,
CXOOHBIX sSBIeHUN. B 3aBCPIICHUC MIEPBOT0 dTama B3aME€H MHOTHUX T'HII0-
Te3 ObUIa MPEJIoKEHA eIMHAs MOJCIh NHBarMHALIMK U dBardHAIUM, Ha-
3BaHHAs THIpPOMeXaHW4Yeckod. TOoNbKO depe3 OONBIION MPOMEXYTOK
BPEMEHH 5l PEIUIICS BKIIOYUTh B HOBYIO CXEMY Mpolecc aMeOOUIHON
JIOKOMOIIMM U elle Yepe3 KaKoW-TO MHTEpBaj — MPOLECC MBIIIEYHOTO
COKpalleHHs. JTa MCTOPUYECKas MOCIEAOBATEILHOCT HAlllJla OTpaxe-
HUE B CTPYKTYPE HBIHEIIHETO TEKCTA.

A 6narogapro A. B. bapnuna 3a npy»)eckoe couyBcTBuUE, A. B.
I'yaxoBa — 3a KOHCYJIBTAIIMH IO ITOBOJTY JOKOMOIIMU aMeOHI.

MNPEANUCJIOBHUE KO BTOPOMY U3JIAHUTIO

IlepBoe M3maHMe KHUTHM OBIIO MPEANPHHATO Cpasy, Kak TOJBKO
yaJ0Ch PaclpoCTPaHUTh CO3/IaHHYIO paHee MOP(OTreHETHYECKYI0 MO-
Jlenb Ha BCE ClIydad MPEBPALIEHMs MOJOCTHBIX TeJ, CAENaTb MOJENb
yHUBepcanbHOU. [Ipomomkas 3HAKOMHUTBCS C JIMTEPATYpOH, sl YBUAE,
YTO MHOTO€ M3 MMEIOIIErocst 0oraTrcrBa OCTajlloch HEOCBOEHHBIM. OThI-
CKJINCh HOBBIE M BecbMa IeHHBbIe (akTel. OOHAPYXKHUIOCH, YTO DAL
uael, COCTaBUBLIMX OOILYI0 KOHLEMLHIO, B TOH WM UHOH (dopMe yxe
BBICKa3bIBAJIMCh Pa3HBIMU aBTOpaMu. OCOOEHHO OLIyTHMYIO MOAIEPKKY
CBOMM B3IJIsS[aM s HAlleJ B TEOPUU TMOJISPU30BAHHOIO POCTA PACTUTENb-
HBIX U TpUOHBIX KieToK. [losBunKCE 1 HOBBIE cooOpaxkeHus. B memnom,
JlI0Ka3aresnpHas 0a3a MOJENM CTajJla HAMHOTO MPOYHEE, YTO U NPHUBEIIO
MEHSI K MBICIIA O TOJIE3HOCTH BTOPOW MyOJuKaiuu. TeKkcT B HOBOM pe-
JaKUK 3HAYUTENBHO paciiupeH U nepepadoTaH.



OBLIAA XAPAKTEPUCTUKA ITOJIOCTHBIX TEJI

Cpenu XKMBBIX OPTaHW3MOB HAaWOOJbINEH H3MEHUYNBOCTBIO (DOPMEI
OTIIUYAIOTCS KIJIETKH W MPOTUCTHI. Y KUBOTHBIX OCHOBHBIE (hopMO0Opa-
30BaTCJIbHBIC MPOUECCHI MPOUCXOAAT Ha PAaHHUX dTallaX OHTOICHE3a, Ha
cTtaauy 3MOpHOHA W JWYWHKH. KIIeTKH, OJHOKIETOYHBIE OpPTaHWU3MEI,
3apOJBINHN (JINYMHKH) KUBOTHBIX M CTAaHYT OOBEKTAMH HAIIETO 00CYX-
IECHUSL.

Bce xuBble OpraHM3Mbl 1 MHOTHE UX YaCTH SBISIOTCS 3AMKHYHIbI-
MU nonocmuvimu meaamy. MHOTOKIETOYHBI OpPraHU3M MPECTaBIIIET
co00i HACTOSIIYI0 HEPApXUYECKYI0 CHCTEMY 3aMKHYTBIX TOJOCTEH.
OdeHb HarMsSAHO Takash CHCTEMa MpOSIBISET ceds y paHHUX dMOPHOHOB
MO3BOHOYHBIX JKUBOTHBIX, COCTABJIEHHBIX MNPEUMYIIECTBEHHO MOJOCT-
HeIMH 00pa3oBaHusIMH. [lepBrYHas TOJIOCTH 3apOIBIIIEH COAEPIKUT Iie-
JIOM, KHILIKY, HEpBHYIO TPYyOKY, KPOBEHOCHBIE COCY/bI, MOYEUHBIE Ka-
Hajbpl. KieTku, BXoAsiiue B COCTaB 3TUX MOJIOCTHBIX OPraHOB WJIU
3aMOHAIONINE MPOCTPAHCTBO MEXAY HUMH, TOXKE SBISIOTCS 3aMKHYTHI-
MU TOJIOCTHBIMU TesiaMu. OHH, B CBOIO OYEPEIb, COAEPHKAT MOJOCTHBIE
OpraHeibl — MUTOXOHJIPUHU, KOMIUIEKCHl ['ONbIXKHU, 3HIOIUIa3MaTHye-
CKHE CeTH.

Kaxkmoe mosmocTHOE TEeo COCTOWT M3 JIBYX 4acTei: 1) snympenneii
Mmaccol (0pa) U 2) 0bonouku, KOTOpask MEXaHHYECKH OTIPaHU4YHMBaET
BHYTPEHHIOIO Maccy OT OKpy’Karomel cpelsl (0T HapyKHOHW Macchl).
Snpo Hepemko WMeEeT CIIOKHBIA COCTaB; OOJBINONW T€TEPOTCHHOCTHIO,
HaIpuMep, OTIIMYAETCA COAEPKUMOE MEPBUUHON MOJOCTH Tesla SMOpHo-
HOB (JTMYMHOK) MTO3BOHOYHBIX )KUBOTHBIX. O00JI0UKa Yarllle BCEro ObIBacT
JIBYXCIOMHOM. VY 3apojplllield CIOSIMU SBJISIOTCS P SMUTEIHATBHBIX
KJIETOK W TOJACTUJAromas ux Oa3asibHas MeMmOpaHa, CIIOKEHHas Tpe-
MMYIIECTBEHHO KOJUIAT€HOBBIMU BOJIOKHAMH; Yy >KUBOTHBIX KIETOK —
T1a3MaieMMa 1 MOJCTUIIAIONINI ee KOPTEKC, COCTaBIEHHBIN B OONBIION
Mepe aKTHHOBBIMHU (QuiiamMeHTamMu. KileTku pacTeHwid, TpuboB, rpamio-
JIOKHUTENbHBIE OaKTepHU JOOABISIOT K ATUM CIIOSIM TPETUI — HAPYKHYIO
CTEHKY, COCTABJICHHYIO B OCHOBHOM IOJIUCAXapHUIaMH.

MexaHnueckrue OCOOEHHOCTH JKMBBIX TeJl HarjiaaHO BbIABIISIIOTCS
IIPY CPABHEHUH UX POCTa C POCTOM IUIOTHBIX HEOPraHUYECKUX TeN (KpH-
CTaJIJIOB, CTAJIAKTUTOB, CHEXHOTO KOMa...). HexuBble Tena yBennynBa-
I0TCS ITyTeM NpUCOeTUHEeHNs (HacTanBaHWs) CTPOUTENBHOTO MaTepua-
Jla K UX MOBEPXHOCTH, KOTOpas MPU 3TOM 3aMypOBEIBaeTCS B 0OIIei
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macce (puc. 1A). HepaBHOMEPHOCTh pocTa HEOPraHUYECKUX TN B OOJIb-
ION Mepe OIpeneNsieTcss HEPaBHOMEPHOCTBIO MOCTYIUIEHUS! CTPOUTENb-
HOTO MarepHuaia K ux nmoBepxHocTH. [lomoOHbIM 00pa3om MOTyT pactu
TUIOTHBIE YacTH W JKMBBIX OPraHU3MOB, HAIllpUMEp XPSIICBHIE 3a4aTKH
(cm. BopxBapar, 1991a), poroBeie U KocTHbIE 00pa3oBaHus. Llensie op-
TaHU3Mbl U WX TOJIOCTHBIE YacTH pacTyT nHavye. OObeM yBEIUYMBACT
TTIaBHBIM 00pa3oM BHYTPEHHssI Macca; 000JI0oYKa YBEIWYHMBAET CBOIO
IUIOIIA b, HO TOJIIMHA €€ MeHseTcs Mano. CTpOWUTENbHBIM MaTepual
OTKJIQZBIBAETCS] #00 O0OJOYKOW, KOTOpasi HE yXOIUT C MOBEPXHOCTH, a
[0/, IAaBJICHUEM PACTYILLEro sipa OTOABUIaeTcs OT ero HeHrpa (puc. 1b).
Beck pocT ®HMBOTO Tesla MOKHO OMHUCATh KaK LEHTPOOEKHOE CMELEHHE
000JI0YKH.

[TosocTHOE TENMO peAKOo MPEACTaBIsSeT COOOW MPaBWILHYIO chepy,
NIOKa3aHHYI Ha cxemarudyeckoMm pucyHke 1b. JXKuBoTHwle, Hanpumep,
SIBJIIIOTCS TAKOBBIMU Ha CTaIMU OJACTYJIBI, HO B XOZe pa3BUTHS UX op-
Ma yCIOXHSIETCS U IOPOil CTAHOBUTCA BeCbMa NpU4yAauBOil. JKUBOTHbIE
KJIETKA MOTYT MEHATh (JOpMY MHOTOKPATHO, CTAHOBSCH IIAPOBHIHBIMHU
(B CyCIEH3MU) WU PACIUIACTHIBAsICh (HA TUIOTHOM CYOCTpaTe), BBIMyCKast
WM BTSTHUBAs pa3HbIe OTPOCTKHU.

IMpakTudecku Bce MPOLECCHI, MeHsoIUe (OpMyY KHUBBIX ITOJIOCT-
HBIX Tell, MOYKHO YJIO)KHTH B JIBa KJlacca — BRIIIAYMBAHUS (IBarMHALINHN) H
BIsiuMBaHUs (MHBaruHauuu) (puc. 2b, B). BeinsunBaHusiMU SIBISIOTCA,
HampuMep, o0pa3oBaHWE W POCT MOYEK KOHEYHOCTEW >KMBOTHBIX WIIH
OTPOCTKOB KJIETOK, BIISTYMBAHUSAMHU — (POPMHPOBaHME HEPBHOU TPYOKH
WIH JIeJIeHre KJIETOK. TakuMu e CIOBaMHU — BBITITYMBAHUS U BIISTUYMBA-
HUS — Ha3bIBAIOT U YK€ BO3HUKIIINE BBITYKIOCTH W BIIAUHBI.

IIponieccsl MHBarMHAIMM W 3BarMHAIMM OMHCHIBAIOT OOBIYHO Kak
M3rubaHne SMUTETNATBFHOTO cIos (Y YKMBOTHBIX) MIIH TUIa3MaleMMBbl (Y
KJ1eToK). TyT Ba)XKHO MOMHUTh, YTO B MPUPOJE MPOCTO SIUTEIUS, WU
MPOCTO KJIETOYHOW MeMOpaHkl He ObiBaeT. OHU BCET/Ia CYIIECTBYIOT Kak
000JIOYKM 3aMKHYTBIX MOJOCTHBIX Ted. COOTBETCTBEHHO, SIHUTENHH
(na3MasieMma) BBIISTYMBAETCS gMeche C BHYTPEHHEN Maccol, a BOSYM-
Ba€TCsl 6Mecme C Hapy>KHOW MacCOM.

CroenuanbHbIX OMpeNeeHUN NOHIATHM “BBINAYMBAHUE U “BISYU-
BaHHE B JUTEPAType HET, OHU Ka)KyTCsl BIOJHE O4yeBUIHbIMHU. Ciie-
VIO IpUMep MOKa3bIBAET, YTO HEKOTOPOE YTOUHEHHE BCE-TaKU He-
o6xonumo. B xonme HopManbHBIX MOP(OreHe30B MO3BOHOYHBIX YKHUBOT-



HBIX JI€PUBAThl KHUIIKU BHEIPSIOTCS B MEPBUYHYIO MOJOCTh Tela IM-
OprOHOB (JINYMHOK), ¥ MOTOMY MX MMEHYIOT BIsuMBaHusAMU. Ho Te ke
caMbI€ BBIPOCTBI KUILIKH, KyJIbTHBHUPYEMOH in Vitro, B OTHOW JINIIb JKAJ-
KOCTH, MOKHO BOCIIPUHMMATh TOJIBKO KaK BhINsYMBaHUs. B oboux ciy-
4yasX HUCMOJb30BAHHE TEPMHUHOB BIIOJHE ONPaBJaHO, HO Pa3HOYTEHHI
nyqme u3deratb. Sl mpu BbiOOpe Ha3BaHMK Oyqy pYKOBOJCTBOBATHCS
OTHOIIIEHUEM MIPOU3BOHBIX CTPYKTYp K MaTepHHCKOMY Teiny. Bece nepu-
BaThl, BBIXOAIINE 32 TPAHUIIBI MATEPUHCKOTO Tesa (HarpuMep, KUIIKH)
U 3all0JIHEHHBIE YacTbO €ro BHYTPEHHEH Macchl, OyZeM UMEHOBATh BbI-
MAYMBAaHUAMH (BarMHALMSAMH), BHE 3aBHUCHMOCTH OT TOTO, KyJa OHH
pactyT (puc. 2b). BnsiunBanusmMu (MHBarvHauusMu) OyJneM Ha3bIBaTbh
yrayOJieHnss MaTEPUHCKOTO Tena, 4bs 000JI04YKa SBISETCS 4acTbio 000-
JIOYKHU 3TOTO TeJa, a HalloJIHEHUE — YacThI0 Hapy> kKHOI Macchl (puc. 2B).

MPUUMHHBINA AHAJIN3 ®OPMOOBPA3OBATEJIBLHBIX
MPOLIECCOB

BaxxueimuM opyaueM, ¢ MOMOLIbI0 KOTOPOIO UCCIENYIOT NPUYMH-
HO-CJI€/ICTBEHHbIE OTHOIIEHUS, SABIAETCS AKCIepuMeHT. ONbITHBIE NaH-
HBIE UTPAIOT BEAYILYIO POJIb U B U3y4eHHH (HOPMOOOpa30BaTEIbHBIX MPO-
LIECCOB Y JKMBBIX OpraHu3MOB. B 3Toil riaBe MHe XoTenoch 0OpaTHTh
BHHUMAaHUE, C OJJHOW CTOPOHBI, HA TPYJIHOCTH, BO3ZHUKAIOLIUE IIPU UCIIOJIb-
30BaHUH KCIIEPUMEHTANIBHBIX JaHHBIX, & C JPYrOd — Ha TUIOJJOTBOPHOCTD
CPaBHUTEIBHOTO aHAJIN3a HOPMAJIbHBIX MOP(OTreHE30B.

N3yyeHue MexaHU4eCKOH POJIM AKTHHOBBIX (PUJIAMEHTOB

“Actin everywhere” — tak Pollard (2000) Ha3Ban oivH U3 pa3esioB
cBoel 0030pHOH craThu. [lomararoT, YT0 IMEHHO aKTHHOBBIE (UIIAMEH-
THI, OJTHA WJIM B KOOTIEPAIlMH ¢ MHO3WHOBBIMH (pHIIaMEHTaMH, B IIEPBYIO
odepeqb OTBETCTBEHHBI 32 MEXaHUYECKHUE MPeoOpa3OBaHMs CaAMBIX pa3-
HBIX KJIETOK. Uepe3 KJIETKU OHU OKa3bIBAIOT BIUSHUE HAa Pa3BUTUE Opra-
HOB H IEJIBIX MHOTOKJIETOYHBIX OPTaHU3MOB.

[Ipencrapinenns 0 BaXXKHOH MOP(OTEHETHIECKOW PO aKTHHOBBIX
(¢uaMeHTOB B OOJIBIIION, €CJTU HE B OOJIBIICH, Mepe MOKOSTCS Ha OIbI-
Tax, B KOTOPbIX KJIETKU MOJBEPrajich NCUCTBUIO IUTOXANTa3WHOB, Mpe-
JKJIe BCero muroxana3uHa B u nuroxamasuna D. [{uTtoxana3uH He M03BO-



JITeT aKTUHOBBIM MOHOMEpPAM MPHCOETUHATHCS K OMEPEHHBIM KOHIIAM
(pUIIaMEHTOB, T.€. HE IaeT UM pacTH. [10CKOIBKY Ha MPOTHUBOIOJIOKHBIX
KOHI[aX MPOUCXOUT JCMOIUMEPU3alns, YUCTHIM PE3YyIbTaTOM SBISIETCS
yMeHbIIIeHUE JTUHBI (punamMenToB. B menoMm, qobaBieHne MUToXana3nHa
B CpPENY, OKPY’KaIOLLYIO KIIETKH, IPUBOAUT K YMEHBIIEHUIO COJIEPKaHUsA
B HUX (PUIIAMEHTO3HOTO akTHHA. OJHOBPEMEHHO MEHseTcs (opma Kie-
TOK, CHIDKAeTCS WX JIBUTATEIbHAS WM POCTOBAsl aKTUBHOCTbH, OJIOKUPY-
€TCsl MUTOKWHE3. Hanmudme Takux KOppesmuid BO MHOTOM M CO3AJIO0
MHEHHE O Ba)KHEHINEH PO aKTHHOBBIX (PHJIAaMEHTOB B (hopMooOpa3o-
BaTeNbHBIX MPOIECCAX.

Pe3ynmbTaThl OMBITOB ¢ TMPUMEHEHHEM ITMTOXAJIa3WHOB TOBOJIEHO
IIPOTUBOPEYHBBI, PA3HbIE AaBTOPHI NPUXOAWIN NOPOH K NPSIMO MPOTHUBO-
MOJIOKHBIM BEIBOJIAM; 3TO KacaeTcs, MPEkKIe BCEro, MOCIeCTBHI 00pa-
00oTku KieTok nuroxamasmHoMm B (cm. Holtzer, Sanger, 1972; Burgess,
Grey, 1974; Miranda et al., 1974; Isenberg et al., 1976; Bliokh et al.,
1980; Marsh, Letourneau, 1984). Yxe B nepBble oAbl IPUMEHEHUS 1IH-
ToxanazuHa B oOHapyXuioch ero mupokoe (Hecneunpuueckoe) JencT-
Bue (cM. Burnside, Manasek, 1972). ITocTenneHHO BBISICHSJIOCH, YTO, I1O-
MHUMO TPOYETo, IIUTOXaJa3uH BO3JICHCTBYET HEMOCPEACTBCHHO Ha IIa3-
Manemmy (cMm. Sanger, Holtzer, 1972; Burgess, Grey, 1974; Everhart,
Rubin, 1974; Miranda et al., 1974), B 9acTHOCTH Ha KaHaJbI, POBOIA-
ume rmoko3y (Holtzer, Sanger,1972; Loike et al., 1993), natpwuii, kanuit
u xjop (Janmey, 1998; Mazzochi et al., 2006). llutoxanazun D Toxe
MOET BIMATH Ha PabOTy XJIOpoBbIX KaHanoB (Suzuki et al.,, 1993;
Schwiebert et al., 1994) u tpancnopt riaroko3sl (Tsakiridis et al., 1994).
['moko3a ¥ 0THOBAJICHTHBIE MOHBI YIPABISIOT OCMOTHYECKUM TepeMe-
IIEHUEM BOJIbI Yepe3 KIETOYHYI0 MeMOpaHy, U BIMSHHUE [IUTOXaTa3MHOB
Ha TPAHCIIOPT BOJIBI Yepe3 TUIa3MaIeMMy EHCTBUTEILHO 3apETHCTPUPO-
BaHo (Loike et al., 1993; Mills et al., 2000). 9T0 0OGCTOATEILCTBO 3a-
TPYJIHSET U3yUYeHUEe MEXaHUYEeCKON PO aKTHHOBBIX (PHIIAMEHTOB C I10-
MOIIBIO IIUTOXaTa3MHOBOM 00pabOTKHM MOCKOIBKY BXOA M BBIXOH BOJBI
CKa3bIBacTCsI Ha 00beMe KICTKH M MOXKET BIUAThH Ha ee popmy. B camom
Jiene, KJICTKH, TOABEPrHYThIC JCHUCTBUIO UTOXalda3uHa B, yMmeHbImamu
oowsem (Hsu, Becker, 1975; Koshy et al., 1996) unu tepsiin cnocoOHOCTB
ero perymupoBath (Cornet et al., 1993; Pedersen et al., 2001). [{uToxa-
Ja3uH D ocTa”aBnMBa npouecc peryisaTopHoro ymensiieHus (RVD) u
yBenmmueHust (RVI) oobema knetku (Lang et al., 1998; Petrunkina et al.,
2004; Hoffmann et al., 2009). Hannane nuroxanazuaa D B Bojge, OKpy-



JKAIoMe SMOPHUOHBI MOPCKOTO €Ka, 3aMEeTHO YCKOpSJIO TMPOIECe
YMEHBUICHUS UX 00beMa, MPOUCXOTUBILIETO MO/ AEHCTBHEM KOMITPECCHH
(Davidson et al., 1999); ymenbpiieHre 00beMa 3apOABIIICH aBTOPBI pac-
CMaTpUBaJIM KaK YKa3aHHEe Ha MOTEPI0 UMHU BOJIBL.

IlonBoas WTOr MEPBBIM JBYM JACCATUIIETHUAM ‘‘UMATOXATa3WHOBOU
apel”, Cooper (1987, p. 1475) nucan: “To understand the role of actin in
cell motility, one would like probes that are specific for actin and affect
only one aspect of actin's polymerization or interaction with other pro-
teins. Although cytochalasins are the best available probes, they do not
satisfy these criteria fully.” llutoxanasun B, mo MHeHUIO 3TOTO aBTOPA,
HE CIIeAyeT MPUMEHSTH MPH U3yUEHUH KIETOYHOU oBMKHOCTH. ClloBa,
npo3Bydasmue noszauee (Mills et al., 2000, p. 209), umerot emre 6omee
HIMPOKOE 3By4aHue: ““...caution must be exercised in the use of cyto-
chalasins to probe the role of F-actin in cellular function.” Mills et al.
(2000) momnaranu, uyTo pasHbele nuroxanasuasl (B, D u E) MoryT MeHsITH
(dopmy KIIeTOK U 0e3 BO3/ISICTBUS Ha aKTHHOBBIE (DUITAMEHTHI.

B BOoCBEMHAECATBIE TOABI MPOLIOTO BEKA B MPAKTUKY U3YYEHUS Me-
XaHUYIECKOW POJM aKTHMHOBBIX (PHJIaMEHTOB BOILIH JATPYHKYJIHHBI (A U
B) (Schatten et al., 1986; Spector et al., 1989). Kak u riutoxanas3uH, jat-
PYHKYJUH TPEIsITCTBYET MOJMMEPHU3allui aKTHHA, HO JeJaeT 3TO HHAYe
— CBSI3BIBas III00YJIAPHBIN akTHH. [[eficTBHE JaTpyHKYJINHA TIPEICTABIIS-
ercs 6onee crenupuansiM (Morton et al., 2000; Baluska et al., 2001),
OJIHAaKO M OH BJIMAET Ha TPAHCIOPT HATPUs U XJIOpa yepes3 Miaa3ManeMMmy,
a, KpOMe TOr0, Ha BHYTPUKIIETOYHOE MEPEeMEIeHNEe aKBAIIOPHHOB — OeTI-
KOB, 0OJerdJaromux MpOXOKIEHHE BOJBI Uepe3 KIETOUYHYI0 MeMOpaHy
(Mazzochi et al., 2006). EcTb naHHbI€, YTO JATPYHKYJIUH MEHSET IpPO-
HUTIAMOCTh dHIoTenus porosullsl (Peterson et al., 2000). [Togo6HO 111-
TOXaJa3uHy, JaTPYHKYJIWH HapyIIaeT PEryJsui0 KIETOYHOro oObhema
(Hoffmann et al., 2009).

Wrak, mpuMeHeHHe UTOXaTa3WHOB BPAJ JM CTOUT CUMTATh yIad-
HBIM METOJIOM HCCIIEIOBAaHMS MEXaHWYeCKUX (YHKIHMHA aKTHHA, U HET
OONBLIIMX OCHOBaHWMU IyMmMaTb, YTO NPHUMEHEHHE JAaTPYHKYJIMHOB JaeT
HaMHOTO JIydliue pe3yiabratel. Ho momycTuM, 4to HaiineH abGCcoMOTHO
cneun(UUHBIA HHTHOUTOP, KOTOPBIN JAEHCTBYET TOJILKO Ha akThH. U B
3TOM CIIy4ae MoKa HEe MOXKET OBITh YBEPEHHOCTH, YTO OIBITHI C MPUME-
HEHHEM TaKOTO HMJEAIIbHOTO WHCTPYMEHTa BCKPHIBAIOT UMEHHO MeXAaHU-
yeckue (PyHKIIUU aKTHHOBBIX (riaMeHTOB. CyIIEeCTBYIOT TaHHBIE, YTO
5TH (QUIaMEHTHl OKa3bIBAIOT BIMSHHUE Ha paclpeleneHrue MeMOpaHHBIX
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oenkor (Paller, 1994) u paboty nonnsix kanayioB (Cantiello et al., 1993;
Schwiebert et al., 1994; Wang et al., 1998; Koch, Korbmacher, 2000;
Schwab et al., 2007; Hoffmann et al., 2009). Ahmed et al. (2000) nmomna-
rajgy, 4YTo 1uMroxanasud D W naTpyHKYJIMH aKTHBH3HPYIOT PabOTy XJIO-
POBBIX KaHaJOB MMEHHO 4epe3 pa3pyllieHHe aKTMHOBOI'O LIUTOCKENEeTa,
KOTOpBIA B HOpME 3Ty paboTy TOpMO3UT (cM. Takxke Mazzochi et al.,
2006). Ilo caosam Mills, Mandel (1994, p. 1164), “The cytoskeleton, so
named because of its role in cell shape and morphological organization,
may also play a key role as a regulator of membrane transport events.”
AKTUBHU3aLMs WM TOPMOXKEHHE PabOThl MOHHBIX KaHAJOB MOXKET, Kak
y>K€ TOBOPHUJIOCH, BIIUSTH HA BOAHBIA OOMEH KJIETOK U, Aajiee, Ha X 00b-
em u ¢opmy. Mmenno B Takom miane Baluska et al. (2001), nampumep,
paccMaTpUBalii yuyacTHe aKTHHOBOTO IIMTOCKEJIETa B Y/UIMHEHUU PacTH-
TENBHBIX KJIEeTOK. ECTh JaHHBIE, YTO aKTHHOBBIE (DUIIAMEHTHI TOPMO3ST
OCMOTHYECKOE BXOXKIECHHE BOJIBI B KIeTKy (cMm. Lang et al., 1998). [lo-
MYCKAaOT, YTO KOPTHKaJIbHbIM F-aKTMH KOHTPONMPYET CIMSHHUE CeKpe-
TOPHBIX My3BIPBKOB C KieTouHoi MemOpaHoi (Bachewich, Heath, 1998),
T.e. BIMSIET Ha TMOCTYMJIEHWE CTPOUTENFHOTO MaTepHuaja K pacTyLIUuM
yuactkaM. Papadopoulos et al. (2008) oOpaTuiii BHUMaHUE Ha TO, YTO
NOJMMEpU3alsl WM JIeNOJMMEpU3alisi aKTHHAa COOTBETCTBEHHO
YMEHBLIAET WM YBEJIMYMBAET OCMOTHUYECKYIO KOHLIEHTPALMIO IUTO-
IUJ1a3Mbl U TaKUM IyTEM BIMSET Ha MEpeMELIeHre BOJbl Yepe3 Iiia3ma-
JeMMy. 3ameuy, HaKOHEL, YTO MHEHHSI O POJHM aKTHMHOBBIX (UIAMEHTOB
B PETyJIMPOBaHNH pabOTHl HOHHBIX KaHAJIOB BO MHOTOM ()OPMHPOBAIHCH
B XOJIe SKCIIEPUMEHTOB C MPUMEHEHUEM BCE TeX XK€ IIUTOXaa3uHOB, KO-
TOpBIE, I0 MHEHHIO PsiZia aBTOPOB (CM. BBIIIE), MOTYT BIHUSTH HAa KJIETOY-
HYI0 MeMOpaHy U HENOCPEICTBEHHO.

Kak BuauM, pe3ysibTarhl, MOJYUYEHHBIE C TIOMOIIBIO LIUTOXATa3HHOB
W JaTPyHKYJIMHOB, MOXKHO HMHTEPIPETHUPOBATh MO-PAa3HOMY, a MOTOMY
WCTIOJIb30BaHUE 3TUX MHTMOUTOPOB (PHUIaMEHTO3HOTO aKTHHA HE KaXKeT-
Csl HaJIe)KHBIM MHCTPYMEHTOM JUIsi M3y4eHHs ero (opMooOpazoBaTeib-
HBIX CIIOCOOHOCTEH.

I/Isyqe}me MeXaHu4ecKoi POJIH S3TIUTETUEB

[Ipornecchl BISIYMBAHUS W BBITITYMBAHUS Y JKUBOTHBIX paccMaTpH-
BarOT OOBIYHO KaK M3TrHOaHKe SIUTEINAIBHOTO ca0s1. OIHUM U3 METOLOB
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M3YUYEHUS] ITHX TPEBpAIIESHUN SBISETCA HaAOMIOIEHHWE 3a TOBEIACHHUEM
(parMeHTOB SIUTEIUS, U3BJICUCHHBIX U3 Teja 3MOpuoHOB. [Ipu mpose-
JIEHUH TaKUX SKCIIEPUMEHTOB HEOOXOJUMO YUYHUTHIBATh, YTO OHU CTaBST
SMUTENN B YCJIOBHUS, HE CYIIECTBYIOIIHNE B TMPHUPOJIE, TNI€ OH BCEr/aa
npeacTaBiseT coboil 000JI0UYKY 3aMKHYTOTrO Tejla. BrnauuBasch BHYTpb
JKUBOTO TeJIa, SMUTEIUI BCTPEUaeT CONMPOTUBIICHUE BHYTPEHHEH MacChI;
MPHU BBHIMSIYMBAHUM SIUTENUS TOJ HAM CO3MIAeTCs pa3pekeHHOe Ipo-
CTPAHCTBO, YTO TaKXKE IMPEMATCTBYET M3rnOaHWi0. ABTOHOMHEIE (par-
MEHTBI JMHUTEINS TAKUM UCIBITAHUSIM HE TOJBEPraroTCs U MOTYT BECTH
cebst “cBoOogHO”. OHM Tak cebst ¥ BemyTr. Huuem He caepkuBaemas
KyJbTUBHpYEeMas HEpBHas IUIACTHHKA, HampuMep, M3rubaercs Kak B
0OBIYHOM HampaBieHUH, Tak U B oOpaTHOM (Schoenwolf, Smith, 1990).
Oco0eHHO BrieyaTnstoT OonbITHl Sorokin (1961) mo BeIpammBaHUIO 3a-
YaTKOB JIETKUX MIIEKOMHUTAONIUX in vitro. Jlerodunble ¢parMeHThl, BBIpe-
3aHHBIC U3 Teja SMOPHUOHOB U NPEBPAIlEHHBIE TEM CaMbIM B OTKPBITBIC
CUCTEMBI, MEpecTaBaid BETBUTHCI. VX ToOUYkOBaHHE BO30OHOBJISIOCH
TOJIBKO TIOCJI€ 32)KUBIICHHS (3aKYMOPWBaHUS) OTKPHITHIX KOHIIOB, T.€.
MOCJIE TOTO, KaK (hparMeHTHI OMSATh CTAHOBHIINCH 3aMKHYTBIMH TIOJIOCT-
HbIMH TesiaMd. OTBITHI MPOASMOHCTPUPOBAIIH, YTO HOPMaJIbHBIH MOpP(dO-
TeHE3 JIETOYHBIX 3a4aTKOB (JIETOYHOTO SIUTENNs]) MOXKET MPOUCXOANTH
TOJIBKO B 3aMKHYTOM CHCTEME.

IIpupoaHbie 3KCNIEPHMEHTHI

Ho nBanmnaroro cronetusi SMOpHOSIOTHs Obllla HAYKOW MpenuMylie-
CTBEHHO OIMCATENbHOU U CpaBHUTENbHOU. CTpEMIIEHHUE HE TOJIBKO OIH-
caTb MOpPQOreHeTHYECKHE TPOLIECCH], HO U MOHATH 3aKOHOMEPHOCTH MX
MPOTEKaHUs IPUBENO K OypHOMY Pa3BUTHIO SKCHIEPUMEHTATBHOTO METO-
Jna. B yBieueHHH pyKOTBOPHBIMHU 3KCIIEPUMEHTAMM HCCIIEIOBATENIN HE
XOTST BUAEThH, YTO MPHUPOJA caMma SIBIISETCS SKCIEPUMEHTATOPOM, 51 Obl
Jlaxke ckazal — BenukuM DKCIepUMEHTaTOpOM. 3a MHOTME MUJUIMOHBI
JIeT IPUpOJa co3/aia HEUCUHUCINMOE MHOXKECTBO MOp(oreHe30B, U co3-
JaeT MX Ha HallMX IJla3aX B BUAE MYTaHTHBIX (GopM. OTH MOpQoreHess
JIEMOHCTPUPYIOT Pa3HyO CTENEHb PA3JIMUMM, OT OYEHb KPYIHBIX A0
Menbpuaimyx. VX cpaBHEHHWE, B pa3HBIX COYETAHUAX, MOXKET JaTh pe-
3yJIbTaThl, HE YCTyMNAaIOLIME IO TOYHOCTU Ppe3yJbTaTaM, MOJIY4YEHHBIM
MpPYU aHAJIU3€ AAHHBIX, NOJYUYEHHBIX IMyTEM HCKYCCTBEHHBIX M3MEHEHHH
JKU3HEHHBIX MPOLIECCOB. DKCIEPUMEHTAIBHBIA METOA TOXKE BEIb SIBIIS-
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eTcs METOJOM CPaBHUTENBHBIM, IJI€ COINOCTAaBJIIOT JaHHBIE ONbITA U
KOHTPOJIS (MJTH pa3HbIX OMBITOB).

Hcnonp3oBaHWe METOAA CPaBHEHHUS] NPUPOAHBIX MOPQOreHe30B
Cep>)KMBAETCS TEM, YTO MOKAa UX N3Y4YEHO COBCEM HEMHOro. BoBieueHue
B MCCJIEOBAaHUsSI HOBBIX OOBEKTOB (HOBBIX MPUPOAHBIX SKCIEPUMEHTOB)
Oy/ieT yBEIMYMBATh YUCIO MOP(OreHETHIECKUX BApUAHTOB U, COOTBET-
CTBEHHO, TUIOIOTBOPHOCTh CPaBHUTENIBHOTO aHanu3a. Onupascs Ha CBOH
OIIBIT CPABHUTEIBHOIO aHATOMa, MOr'y 0€3 0co00ro NnpeyBeTuueH s CKa-
3aTh, YTO B MPHUPOJIE MOKHO HAWTH MOYTH Bce. B kauecTBe miumocTpa-
LMY IPUBENY MOKA JHIIb OAWH NpUMeEpP. MBI TOJIBKO YTO BUIIENHU, CKOJIb-
KO YCWJIMH OBUIO 3aTpaueHO Ha HEUTpaau3aluio aKTUHOBBIX (hHIIaMeH-
TOB. Mexay TeM MpHUpoAa y>Ke JaBHO MPOBeJia MOAOOHBINH HKCIIEPUMEHT,
CO3/1aB CIIEPMAaTO30M/1bl HEMATO/, IPAKTUYECKU JHUIIEHHbIE aKTUHA. DTH
CIEpMaTO30M bl IBUTAIOTCS M BBITYCKAlOT OTPOCTKH.

B npoBoarMoM HMXe NPUUYMHHOM aHAIM3€ MPUPOIHBIM IKCIEPH-
MeHTaM (HOpMallbHbIM MopdoreHe3am) OyJeT yIeleHo He MEHbIIEe BHU-
MaHHMs1, YeM PYKOTBOPHBIM.

AKTOMMO3UH HEMBIIIEYHBIX KJIETOK

Orta riaBa, Kak ¥ MpeablayInas, siBISETCS CBOETO POJia MOATOTOBU-
TEJIHHON MO OTHOLICHHIO K OCHOBHOMY TeKcTy. COKpallieHHe aKTOMHO-
3MHOBBIX KOMIUICGKCOB CYHMTAIOT BaXKHBIM (DAKTOPOM, OINPEACIISOIINM
MEXaHUYECKHE MPEBPAIICHUS TPOTUCTOB U )KUBOTHBIX KJIETOK, U TIOTOMY
TOJIE3HO MPEACTABIATh, HACKOJIBKO 3TO 0011ee MHEHHE 0O0CHOBAHO.

VYxe B naBHue BpemeHa ‘‘Practically all of the investigators...held
that movement in all animals is due to contraction similar to that found
in muscle fibers.” (Mast, 1926, p. 348). [locko/bKy B Te BpeMeHa K KH-
BOTHBIM OTHOCHJIH ¥ IIPOTUCTOB, MIPEJCTABIICHUS O “MBIIICYHON OCHOBE
JIBUKCHHSI OXBAThIBAJIM YPE3BBIYAMHO IMUPOKUN KPYr OPraHU3MOB. DTH
MPEJICTaBIEHUS] OKa3aJMCh OYeHb XUBy4YHMH. [locie pacumdpoBku me-
XaHW3Ma COKpAIIEHUS MOMEePEYHOII0NIOCATOTO BOJIOKHA W OOHAPYKEHHUS
AKTUHOBBIX W MHO3WHOBHIX (DUITAMEHTOB Yy MPOTHUCTOB U B YKUBOTHBIX
KJIeTKaxX ujes, o Kotopoil mucan Mast (1926), monyuuia KOHKPETHOE
BeIpaxkeHue. “ The main force-generating mechanism in both muscle and
non-muscle cells seems to be actomyosin contraction...” (Strohmeier,
Bereiter-Hahn, 1987, p. 631). Kakue ects apryMeHTsl B MOJNB3y aKTO-
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MHO3MHOBOM NPUPOJBI COKPATUTENbHBIX JEHCTBUN HEMBIIIEUHBIX KIlE-
TOK, KpOME NMPUMepPa MBIIIIEUYHBIX BOJIOKOH?

AprymenToB HeMHOTO. Cpeaiil HUX, B YACTHOCTH, PE3yJIbTaThl IKC-
MEPUMEHTOB, TIPOBEJACHHBIX C WCIOJIH30BAHMEM ITUTOXAa3WHOB U JIaT-
PYHKYJIIHOB, HO MBI YK€ 3HAEM, YTO HHTEPIIPETUPOBATh 3TH PE3YIbTATHI
MOKHO TI0-pa3HOMYy. Jla ¥ caMu pe3ynbTaThl pa3iryHbl — 110 CBUICTEIb-
ctBy Owaribe et al. (1981), nanmpumep, uToxangazuH B He mpemsITCTBO-
BaJl COKPAIIEHHUIO SMUTETHAIBHBIX KIETOK, MPOXOIAUBIIEMY MpH A00aB-
neHud K HUM AT®. be3ycaoBHO, BIEYATIISAIOT OIBITHI, IOKA3aBIITHE, YTO
nuToriazMa (puopo0IacToOB, JHINIEHHAS TUIa3MajJeMMbl, CIOCOOHA CXKU-
MaThCs MPHU 100aBIEHUH K PAacTBOPY MOHOB KalbIUs; ChepuiIecKue Je-
MeMOpaHU3UPOBAaHHBIEC KIETKH CXKUMAIUCh CUMMETPUYHO, a MPEIBapH-
TCJIbHO PaCTAHYTLIE — YKOpaYuBAJIWChL BJAOJb JIMHUM PACTAKCHUA
(Izzard, Izzard, 1975). ABTOpBI CpaBHWJIM ITH NPEBPAIICHUS C MpPeBpa-
IIEHUSAMH MYCKYJIBHBIX BOJIOKOH, TMOJIaras, 9TO UX OCHOBOHM CITy>KaT aK-
THHOBBIE 1 MUO3WHOBEIE (PUIIAMEHTHI; XapaKTep PacCIONOKEeHUs U B3au-
MOJICHCTBUS 3TUX (PUITAMEHTOB YCTaHOBIIEH HE OBLIL.

CoxkparurenbHas eQUHUIIA TTOMIEPEYHOIIOIOCATOTO MBIIIEYHOTO BO-
JIOKHa — capKoMep — MPeICTaBIsIeT co00il BBICOKO YMOPSAAOYEHHYIO CHC-
temy. HccnenoBarenu ee QyHKIIMOHMPOBAHKS OYEHb CTPOTO yUUTHIBA-
10T, B 9aCTHOCTH, pa3MepHbIE TMOKa3aTelH, YyTh JH HE IO HaHOMETpa
BEIBEPSAS PACCTOSHUE MEXITy MHOMDUIAMEHTaMH, IJIUHY MHO3WHOBBIX
TOJIOBOK, BEIMYMHY UX pabodero xoaa u T.A. B onmcaHusX akTOMHO3HMHA
HEMBIIIEYHBIX KJIETOK, B YaCTHOCTU KOPTUKAIBHOTO, HUKAKHX pa3Mep-
HBIX XapaKTEPUCTUK HET. MeXy TeM, Cepbe3HbIC PA3JINYKsI aKTOMUO3U-
HOBBIX KOMIIJIEKCOB MBIIICYHBIX W HEMBIIICYHBIX KJICTOK BUJHBI YK€ Ha
YPOBHE Ka4eCTBEHHBIX OIIEHOK. Bece MuodunamenTsr capkoMepa TAHYTCS
B OJIHOM HaIpaBIIEHWH W ABUTAIOTCSA BIOIHh OAHON OCH — (DMITaMEHTHI
KOpTEeKca dvallle MMEIOT CeTeBoe pacmojoxeHnue. Capkomep SBISETCS
CTaOUIBHON CHCTEMOW — aKTHHOBBIC (DUIAMEHTHI HEMBIIIEYHBIX KIETOK
BCE BpeMsl pacrajaroTcs U MoJuMepu3yroTcss BHOBb. [1o MHeHuto Verk-
hovsky, Borisy (1993, p. 638), “On the ultrastructural level, no morpho-
logically clear sarcomeric units have been identified in nonmuscle cells.”
[lo3nnee, mpaBaa, aBTOPHI HAIIUIM TIOXOXKHE HA CapKOMep OObEIUHEHUS
aKTUHOBBIX U MHO3WHOBBIX (DMIIAMEHTOB B BBIpocTax (huOpoOIacTOB U
JIOITYCTHJIN, YTO OHU MOTYT y4aCTBOBATh BO BTATUBAHUH JIAMEJLTUTIO M
(Verkhovsky et al., 1995).
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CXOJIICTBO C CapKOMEpaMU BUJAT B OCOOBIX IMy4YKaxX aKTHHOBBIX U
MHUO3MHOBBIX (MJIAMEHTOB, TaK Ha3bIBAEMBIX CTPECC-BOJIOKHAX (Stress
fibers) (Sanger et al., 1983). @unamMeHTHl CTpecc-BOJIOKOH HE pacmoia-
rarTCsl CTPOro MapaiensHo ApyT Apyry (Hampumep, Katoh et al., 1998,
Fig. 11a), HO M3BNEYEHHBIE U3 KJIETOK MyYKH MOTYT YKOpPauMBaThCS H
cyxkatbcs B npucyrctBun AT® (Katoh et al., 1998, 2001). CornacHo
KpaiiHell Touke 3peHus, “Stress fibers play a central role in adhesion,
motility, and morphogenesis of eukaryotic cells...” (Hotulainen, Lap-
palainen, 2006, p. 383). Muenne 00 ux “HEHTpPaANbHON ponn”, OIHAKO,
€CTb SBHOE MpeyBeJIMYeHue, 00jee TOro, 3Ta pojb BOOOIIEe HE OUEHb sIC-
Ha. Camu Hotulainen, Lappalainen (2006) ormeuanu, 4TO CTpecc-
BOJIOKHA y HEMOJBM)KHBIX KJIETOK Pa3sBUTHI Jy4Yllle, YeM Y MOIBKHBIX.
Isenberg et al. (1976) He yBuaenu mpsMOi CBSA3M MEXAY YKOPOUEHHEM
CTPECC-BOJIOKOH U LIEJION KJIETKHU M PEUININ, YTO 3TH MyYKU HE SBISIOT-
Csl €IUMHCTBEHHBIMU CTPYKTypaMH, ONpPENCIISIOLIMMU €€ COKpallleHHE.
Crpecc-BOIIOKHA OTCYTCTBYIOT y cim3eBUKa Dictyostelium u HelTpodu-
JIOB, YTO HE MELIaeT UM JIBUTAThCsl U akKTUBHO MeHATh (hopmy (Friedl et
al., 2001). ®ubpobdraacTel ¢ HMCKYCCTBEHHO pPa3pyLICHHBIMH CTPECC-
BOJIOKHAMH JIayKe YBEJIUUMBAIN JIOKOMOTOPHYIO U (OpMOOOpazoBaTeb-
HYI0 aKTMBHOCTH 10 CpaBHEHHIO ¢ KOHTposbHbIMH (Honer et al., 1988).
Burridge (1981) He oTpuman HaIWYHs COKPATUTEIBHBIX CIIOCOOHOCTEH Y
CTpECC-BOJIOKOH, HO CUMTAJl, YTO 3TU CIOCOOHOCTH HE PEaju3yIOTCs BO
Bpems okomoruu. C TakuM MHeHHEM ObLT corinaceH Stossel (1993).

VY6exaeHue B TOM, 4YTO aKTOMHO3MH HEMBIIIEYHBIX KJIETOK 00aaa-
€T COKPAaTUTEILHBIMU CBOMCTBaMHU, BRITJISINT, CKOpee, Kak Bepa. Charras
et al. (2006), ckaxem, MpU3HAIH, YTO KOPTEKC HE UMEET CapKOMEPHOI
OpraHu3allyy, U Kak B HEM B3aUMOJEHCTBYIOT aKTMHOBBIE U MHO3HMHO-
Bble (PMIIAMEHTHI — HE SICHO; TEM HE MEHEeE, B COKPaTUTEIbHBIX CIIOCO0-
HOCTSIX KOpPTEKca He cOMHeBaiuch. [1010GHBIX MPUMEPOB MOKHO TPH-
BecTu Hemano. Bot uto nucanu Lo et al. (2004, p. 982) oTHOCUTENBEHO
pOJIM MHMO3MHA B JIBUraTelbHOW aKTUBHOCTH KieTok: “Although myosin
IT is known to play an important role in cell migration, little is known
about its specific functions.” Munevar et al. (2001, p. 1755) 6bun yBe-
PEHBI, YTO CHJIBI, OTIPEAETSIONIre ABmKeHne (HudpoOdIacToB “...are gen-
erated predominantly by actin-myosin-II-based contractions...”, HO
“Where the forces are generated and how the contractions are regulated
remains unclear.” BoT eme oaHO HemaBHEE BBICKA3bIBaHUE IO MOBOIY
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Y4acTHsl COKPAaTUTEIHHBIX KOMIUIEKCOB B KJIETOUYHOHN JIOKOMOIUH: “My-
osin II is believed to play an important role in organizing protrusive ac-
tivity and traction forces in migrating cells, but precisely how it produces
its effects on cell locomotion remains unclear.” (Kolega, 2006, p. 4435).
[Tono6ubiM obpasom Brown, Bridgman (2003, p. 425) ouenwin coBpe-
MEHHBIE 3HaHHsI O POJIM aKTOMHO3MHA B ABMKEHUU KOHYCa POCTa HEHpH-
Ta: “...a model that explains the site of force generation or molecular
details of the actin—myosin interaction has been lacking.”

B o61em, HUKTO He 3HAeT, KaK JAEHCTBYET aKTOMHO3UH HEMBbIILIEY-
HBIX KJIETOK, HO BCe (WM MHOTHE) yOeXKIEeHBI, UTO JAeMCTBYeT. JTa Bepa,
yXoIs1asi KOPHSIMHU B JIEBSITHAALATHIN BeK, B OOJBIION Mepe MOAAEPHKH-
BaeTCs MPUMEPOM MBIILIEYHOTO COKpAIIEHHs, B TOM BHJIE, KaK €ro MOHH-
MaeT COBpEMEHHas Teopusi cKoub3sammx Huted. Camu mo cebe mpea-
CTaBJICHUA O COKpall€HUN aKTOMHO3MHOBLIX KOMIIJICKCOB HEMBIIICYHBIX
KJIETOK HE UMEIOT CTPOroro 00OCHOBaHUs, a IOTOMY HE MOT'YT CIIYKHMTh
OCHOBOW T pa3paboTKu MOP(HOTEHETHUECKUX MOIETICH.

BBITIAYUBAHUS
Kaerkn

Knemxu, umerowue cmenxy

B anrnos3erdaHo# nuTepatype Afs KpaTKOro 00O3HAYEHHs! KIETOK,
0o0naaronmx CTeHKOH, ynotpe0isitoT ciioBo “walled”. COOTBETCTBEHHO,
JUISL KJIETOK, HE MMeImMUX cTeHKH — “‘unwalled” wam “naked”. Ilomo0-
HblE TEPMUHBI B PYCCKOSI3BIYHBIX TPYyAax MHE He W3BECTHHL. S Oyay
NPUMEHATH CJIOBa “‘CTeHOYHBIE™ U “‘OeccTeHOuHbIe. VX Henmb3sl Ha3BaTh
0/1ar03BYYHBIMH, U 1 HE NpEUIaral0 Ux AJs MIMPOKOro YHOTpeOseHHS.
Ho onM 3HaUMTENBHO YHPOIIAIOT U3T0KEHHE.

Knerounas creHka mpeacrasiseT coOOl cI0H BHEKIETOYHOTO Mart-
PHKCa, TUNIOTHO MPUIETAIOLIEro K IUIa3MaieMMme. Y pacTeHui, rpuOoB u
OOMMLIETOB 3TOT CJIOH CKJIaJIbIBa€TCsl B OCHOBHOM IIOJMCAaxapullaMu, Y
IPaMIOJIOKUTENBHBIX OakTepuil — nenTuaornukaHaMyd. CTeHKa npuaaet
000J104YKE 3HAYUTENFHYIO POYHOCTD, YTO MO3BOJISET KIETKE UMETh BbI-
COKOE€ BHYTPEHHEE HABJICHHE, 3HAUUTENILHO MPEBBIIIAOIIEE HAPYKHOE.
Hanuuune crenku B Gombiol Mepe onpenesnseT GopMooOpa3oBaTesibHbIE
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BO3MOXKHOCTH, YTO SICHO OTpPaK€HO B CJIOBaX, cka3zaHHBIX Cosgrove
(1997, p.1031) mo moBoay pactutenbHbIX KieTok: “In physical terms,
cell shape and size are governed by the mechanics of the cell wall...”.
Ha mpumMepe mpexie Bcero 3TUX KJIETOK MBI M PaCCMOTPUM MopdoreHe-
TUYECKUE 3aKOHOMEPHOCTH, XapaKTepHbIE B IEJIOM M JJIsl APYTHX CTe-
HOYHBIX KJIETOK.

B oTHOmeHNM NPUHIUNHATBHBIX (HAaKTOPOB, MEHSIOMHX (HopMy
pPaCTHTENBHOMN KJIETKH, B HAYYHOM MHUpE JaBHO IAPHUT IOJHOE COTJIache
(cm., manmpumep, Cosgrove, 1987; Harold, 1990). “In general, the process
of plant cell growth is driven by the relationship between turgor pressure,
controlled water uptake and mechanical cell wall resistance.” (Chebli,
Geitmann, 2007, p. 235). Ucnonp3ys NpUHSTHIE B TIEPBOil TJIaBE TEPMHU-
HBI, COBPEMEHHYIO KOHLEMLHUI0 MEXaHWYeCKUX MpeoOpa3oBaHUl pacTH-
TEIHHON KIETKM MOXKHO TPEICTaBUTH B CleAyromeM Buje. JKumkas
BHYTPEHHSISI Macca JaBUT Ha 000JIOUKY KIIETKH pagHOMEpPHO TIO Beell ee
miomaay (cM. puc. 2A); 000J04Ka, TIIaBHBIM 00pa3oM CTEHKa, CIEPKH-
BaeT JaBJieHHUE BHYTPEHHEW Macchl; pa3Oyxasi (B OCHOBHOM 3a CUET MO-
TJIOIIEHUS BOZBI), BHYTPEHHSSI Macca PacTATHBAET KIETOUHYIO CTEHKY —
KJIeTKa pacTeT (cM. puc. 1b); eciu cTeHka MeXaHMYECKH HEOAHOPOIHA,
OHA PACTATHUBAETCS HEPAGHOMEPHO; KaK Pe3yNbTar, KJIEeTKa pacTeT He-
pasHomepHo, hopMa ee MEHSIETCS.

[TpumMepoM HEPaBHOMEPHOTO pOCTa MOTYT CIYXKHTh PaCTHUTEIbHbIC
KJIETKH, YAJUHSAIOUIMECS Ha JBYX IMPOTHBOMOJNOXKHBIX MOJIOCAaX (CM.
Harold, 1990; Baluska et. al, 2003). Lleamtono3nsie MUKpOQUOPHILIBI
000JI0YKH, OKPYXKAMOIIHE KIETKY MOMO0O0HO o0pydam, NpPEmsTCTBYIOT
YTONLICHUIO €€ CPeAHEeH 4acTH, HO MO3BOJSIOT TYPrOPHOMY IaBJICHHIO
pa3ABUraTh MOMIOCA; OJHOBPEMEHHO B 000JIOUKE CpellHEeH 30HbBI MPOMC-
XOJUT OTIIOKEHNE HOBOTO MarepHuana. Eme 6onpmuii nHTEpEC, B TIaHE
Hamei oOuiel TeMbl, TpeACTaBIseT OJHOHANPABICHHBIN — BepXylled-
HBIH — POCT, KOTOPBIK MOAPOOHEE pacCMOTPUM Ha MPUMEPE MbLIbLEBON
TpYOKH BBICIITUX PACTEHHM.

[MTeinbLieBast TpyOKa BBINSYMBACTCS M3 TBUIBLEBOIO 3epHA, Haly-
XalolIero BCIEACTBUE TMOTJIOIMIEHUS BOJIBI; MO3JHEeMHIIee yIMHEHNE
TpyOKH TMPOMCXOAMT 3a CUeT IMpupocta B ammkanbHOi uactu (Taylor,
Hepler, 1997; Chebli, Geitmann, 2007; Moreno, 2007). OTa BepxXy1ed-
Has 4acTh UMeeT yaie Bcero Gopmy noaychepuueckoro kymona. Cek-
PETOPHBIE MY3bIPEKA MPUHOCAT K BEPXYIIKE CTPOHUTEIHHBIA MaTepual,
3a CYeT KOTOPOTo 37e€Ch (POPMHUPYIOTCS HOBBIE YYACTKH TUIa3MaeMMBbl H

17



KJIETOYHON CTeHKHU. /|1 03HaKOMIIEHHS C MPOILECCOM MpeoOpa3oBaHUs
anuKajbHOM KJIETOYHOW CTEHKH BOCIOJIB3YEMCA Jlalie€ KapTUHOM pocTa
nbUIbLeBOl TpyOku kaprodens (Parre, Geitmann, 2005). AnukanbHas
CTeHKa MePBOHAYAIEHO CKJIAIIBAETCS B OCHOBHOM MeKTHHaMU. [1o mepe
MOCTYIJICHUSI HOBOTO MaTepHalia U CMEIICHHUS TIEPETHETO Kpask MPEKHUE
OTJIOKEHHSI TIACCUBHO YNAJSIOTCA OT BepXywkd. CKJIaAblBaloIIUe HUX
MEKTUHBI TIOABEPraroTCs AedTepu(rKannuu, B pe3ysbTaTe 4ero CTeHKa
cTaHOBHUTCS Oonee sxecTkoil. Ha onpeneneHHOM ynaneHnu OT BEPXYIIKU
K CTEHKE J0OaBISIOTCS HOBBIE CJIOHM, COCTOSALIME U3 IEJUIIONI03bI U Kaj-
JI03BI, YTO elie Oosiee yBeITUYUBaeT €€ MPOYHOCTh. VICKyCCTBEHHOE pas-
MSATYEHUE TMEKTHHOBON CTEHKH C TOMOIINBIO MEKTHHA3Bl MPHUBOIMIO K
IIAPOBUIHOMY pa30yXaHHIO BEPXYIIKH, a MPH YBEIUYCHUHU H03bI dep-
MEHTa — K €€ pa3pyIlieHHi0. Pa3pylnuTh BEpXyIIKY MBUILIEBOW TPYOKU
MOJKHO HE TOJIBKO OCJTa0JICHWEM €€ CTeHKH, HO M YBEITMYCHHUEM Typrop-
Horo nasyienus (Benkert et al., 1997).

Takum 00pa3om, pacTylias BHyTPEHHsISI Macca MPOTAIKUBAeT (BbI-
MSTYMBAET) CTEHKY MBUIBIIEBON TPYOKU W MPOJIBUTAETCSA cama TOJBKO Ha
BEpILMHE — TaM, IJIe HOBOOOPa3yroImascs MATKas CTEHKa OKa3bIBaeT Hau-
MEHbIIIEe CONPOTHBIIEHUE €€ AaBlieHHnt0. HopMmanbHBI pocT TpyOKM
MOAJICPKUBAECTCS OIMPENEICHHBIM COOTHOIICHUEM BEJIWYUHBI BHYTPEH-
HETO JaBJICHUS U MMPOYHOCTH OOKOBBIX M BEPXYIIEYHOH CTEHOK. B momb-
3y 3TOH MOJIEH TOBOPST SKCIIEPUMEHTHI IO BHIPAIMBAHUIO MBUTBIIEBBIX
TpyOOK B aHU30TOHUYECKHUX PAacTBOpax. B rumeproHuveckoi cpene Typ-
TOp MaJlal | POCT MBUTBIEBBIX TPYOOK 3aMeJISIICS, B THIIOTOHUYIECKON —
Typrop yBeIuuuBajucs u poct yckopsuics (Pierson et al., 1994; Messerli,
Robinson, 2003; Zonia et al., 2006). 3To U3MEeHEHHUE TEMIIOB POCTa HE
JUTATCS A0JTO, T.K. KIETKH 00J1a1al0T CIIOCOOHOCTBIO PETYIMPOBATH CBOE
TypropHoe aasnenue (Benkert et al., 1997). OcobeHHO 1eMOHCTPAaTHBHEI
ONBITHI C KyJIHTUBUPOBAHUEM MBUIBIEBBIX TPYOOK B pacTBOpE, MPHUTO-
TOBJICHHOM Ha Tskenoil Boae (D,0). ITo xumMuyeckuMm CBOWCTBaAM 3Ta
Bo/a He orimyaeTcs ot oobraHoi (H,O), HO ee Oonee KpyIHEBIE MOJIEKY-
JIBI TOPA3A0 XyKe MPOXOAAT depe3 KIeTouHyro MeMOpany. IlbuibiieBbie
TpyOKH, KyJIbTUBUPYEMBIE B TSKEION BOJE, POCIM HAMHOTO MEJJICHHEE,
yeM B 00BIYHOM (Zonia et al., 2006).

[IputblieBBIE TPYOKH yIIMHSIOTCS HEPAaBHOMEPHO, MX POCT TO YC-
KopsieTcsi, To 3ameisiercst. Y Lilium longiflorum, Hanipumep, CKOpOCTh
pocra konebanack ot 0.1 1o 0.4 mxm B cexyrny (Messerli et al., 1999), a
CMeHa TepHOoJI0B OBICTPOTO W MEIEHHOTO POCTa MPOUCXOIMIA Yepes3
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20-50 cexynn (Pierson et al., 1996). ¥ npyrux pactennid HaOII0qaIN
nonrue (3-8 MUHYT) (a3bl MEIJIEHHOT'O POCTa, KOTOPBIE CMEHSIIUCH KO-
poTKkuMH (HECKOJIBKO ceKyHH) ¢azamu OypHoro pocrta (Chebli, Geit-
mann, 2007). Ha kpymHble koneOaHWsS MOTYT HaKIaIbIBaThCS OoJjee
menkue (Moreno et al., 2007). [IpuunHy pocTOBBIX KOJeOaHUN BUASAT B
YepenyromuXcsl U3MEHEHUSIX TYprOpHOrO NaBJieHHS /MM MPOYHOCTH
HajcTpauBaromeicss anukanbHOH creHkH (cM. Holdaway-Clarke et al.
1997; Messerli et al., 2000; Messerli, Robinson, 2003; Chebli, Geitmann,
2007; Moreno et al., 2007).

CrpoeHre W cmoco0 pocTa emie OAHOTO MOMYJIIPHOTO O0beKTa
Mop(oreHeTHUECKUX HCcIenoBaHmii — KopHeBoro Boocka (Hepler et al.,
2001; Cole, Fowler, 2006) — B OCHOBHBIX Ye€pTaX COOTBETCTBYET OIKCA-
HUIO, IPUBEACHHOMY JUIsl NBUIbLEBON TpyOKu. He oTimyaeTcs mpuHIM-
MMUANTBHO W POCT TU() — KU3HEHHON POPMBI TPHOOB M OOMHIIETOB.

I'uda Toxke mpeacrariser coboil TpyOKy, yacTo BeTBsIIyroCcsa. Ka-
kKIasi BETBb PacTeT Ha BEPXYILIKE, MMEIOUIeH BHJ MOIYyCPEpHUECKOro
kynona. COKpaTuTeIbHbIE My3bIPbKH MIPUHOCAT K BEPXYIIKE CTPOUTEIb-
HBI MaTepuai; HOBas CTEHKAa OKa3bIBaeTcs O0Jee MIaCTUIHOM, YeM CTa-
pbl€ YYaCTKH; TYpropHO€ JaBJIEHUE IIPOJABUTaeT BEPXYIIEYHYIO CTEHKY,
YAJHUHAS TaKUM IyTeM TPYOKY; TH(BI pacTyT HEpaBHOMEPHO — TO OBICT-
pee, To memenHee (Saunders, Trinci, 1979; Gray et al., 1990; Harold,
1990, 2002; Wessels, 1993; Lopéz-Franco et al., 1994; Money, 2001; Ma
et al., 2005; Taheri-Talesh et al., 2008). B mectax oTBeTBICHHS (BBIMS-
YUBAaHMS) HOBBIX TM() CTEHKA MAaTePHUHCKON TH(]BI pasmsardaercs (Saun-
ders, Trinci, 1979) nim ucrtonyaercs (Mullins, Ellis, 1974).

Jis ONMHOTHI KapTUHBI, WUTIOCTPUPYIOLIEH OJHOTHITHOCTh MeXa-
HHU3Ma POCTa y CTEHOYHBIX KJIETOK, MPHUBELY €LIe HECKOJIBKO MPUMEPOB.
ITepBhIit kacaeTcs pa3BUTHS pU30UIIOB Bojiopocin Fucus. Ha Bepxyliike
pusonza, BeIAYMBaromierocs u3 3urotel, “...the cell wall is weakest”
(Taylor et al., 1996, Fig. 10, moamuce); 3Ta c1ab0CTh ONMPENesieTCs 1c-
TOHUEHHUEM aluKalbHOW KieTouHoW creHKH (Brawley, Robinson, 1985,
Figs. 3-6; Harold, 1990). Bropoii npuMep m00aBiIsIeT K CIUCKY €IIe OJ1-
HY TpyNIy — MOYKYIOIIHECs APOXOKU; B MEeCTe 00pa3oBaHusl (BbIMAYNBA-
HUS) TTOYKH CTeHKa KieTku pasmsrdaercs (Cabib et al., 1989). Ilocnen-
HSS TPYMITa BKIIOYAET TPAMITOJIOKUTENBHBIX OakTepwid. “Since bacteria
have no internal skeleton or muscle-like organs to create [pa3Hble U He-
penko cioxHsle — Bb] forms, the shapes must somewhat result from tur-
gor pressure and from the restraining forces supplied by the cell wall.
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Any shape other than a sphere implies asymmetries or nonuniformities in
the properties of the wall.” (Koch, 1990, p. 327).

Utak, mo coBpeMeHHBIM IMpECTaBICHUSAM “...turgor pressure and
the non-uniform biochemical composition of the cell wall.” (Chebli,
Geitmann, 2007, p. 235) onpeznenstoT HEpaBHOMEPHBIN, MOISIPU30BAH-
HBIH, POCT CTEHOYHBIX KJIETOK. ['paduuecku 3Ta Monesb n3o0pakeHa Ha
pucyske 2b.

[Ilupokoe NpUHATHE MOJEIU B HEMAJION CTEINEHHU, 4 JIyMaro, OIpe-
ACJCTCA TEM, YTO OHA BIIOJIHE OYCBHJHA WU MOAKPCIUIACTCA, B 4aCTHO-
CTH, MHOTMMH NIPUMEpPaMH M3 Hallleil moBceJHEBHOM u3HU. Emie He Tak
naBHO (DyTOOMUCTBI WTrpad MSIYaMH, UMEBIIHNMH ABYXCIOWHYIO 000-
JIOYKY, TJIe BHYTPEHHIOI PE3UHOBYIO KaMepy OKpy»Kajla MOKpPBIIIKA, CO-
CTaBJIEHHAs! KyCOUKaMH KOXXU. B HagyTOM Msue Kamepa MIOTHO MpHJe-
raja K TOKpHIMKe (KaK KIETOYHas MeMmOpaHa K cTeHke). JlaBienue
BHYTPEHHETO BO3JyXa PaBHOMEPHO pachpeaessuioch Mo Bced Iuiomanu
KaMepbl U TIOKPBILIKA W MpHUAaBaio Msdy cdepuueckyto popmy. Korna
HUTKH, CLUIMBABLIME JIOCKYTHI MOKPHILIKH, PBaINCh, KaMepa BbIMAYMBA-
J1ach CKBO3b OOpa3oBaBimieecss oTBepcTHE. “‘PocT” BEIISTYMBAHUS, KOHEY-
HO, OBbIT OTpaHUYEHHBIM, T.K. OH HE COMPOBOXKAAJCS 0OaBIEHHEM HOBO-
ro BO3/yXa M CTPOMTENBHOTO MaTepuaia. BHelIHe NbUIbLEBYIO TPYOKY
nian THQY OOJBINIe HAITOMUHAET PYKEHWHBIN CTBOJN. BHYyTpeHHee maBie-
HHe, BO3pacTalolllee BCIEJCTBUE CropaHHs MOPOXOBOTO 3apsja, He Je-
(dopMHpYeT CTaTbHOH KOpIyc, HO IBUTAET MyJI0 — aHaior ciaboii Bep-
XYUIKH MBIbIEBOH TpyOku mnu rudel. [Ipumeps npoueccoB, MOX0XUX
Ha HEPaBHOMEPHBIH, B YaCTHOCTH BEPXYILEYHBIH, POCT CTEHOUHBIX KJIe-
TOK MOKHO OBLITO OBl BCTIOMUHATH U J1ATIee.

HecmoTtpst Ha conuaHyto 000CHOBaHHOCTb U OYEBHIHOCTH MOJEIN
aNMKaJIbHOIO POCTA, IO MMOBOAY HEE BBICKA3bIBAIOT U HEKOTOPBIE COMHE-
HUs. VX BBIpakaloT, B 4YaCTHOCTH, aBTOPBI, paHee BCELENO MOINEPKH-
BaBILIME TMIaBHBIE MOCTyAaTsl Teopuu (cpaBH. Harold, 1990 u 2002). Oc-
HOBaHUEM TMOCIYXHWIM AaHHble, 4yTO TH(]bl oomuueTroB (Saprolegnia,
Achlya) MOTYT pacTH TIpy O4Y€Hb HU3KOM WJIH K€ HYJIEBOM TyPropHOM
nasieHnu (Money, Harold, 1993; Harold et al., 1996). Otu ¢akTsl MBI
BCIIOMHHMM IIO3[IHEE, a MOKa CTOMUT 3aJaTh BONPOC: €CIIM HE AaBJICHHE
KUJIKOW BHYTPEHHEH Macchl, TO YTO MHOE MOXKXET IBUIATh BEPXYIIKY
kietok? CorjaacHO MOJENH, IPUHATON MHOTUMHU JJIsl )KUBOTHBIX KJIETOK,
000JI0YKY TOJNKAIOT CJIOKEHHbIE B IMYYKH AKTHHOBBIE (QHUIAMEHTHI. Y
OOMMLIETOB aKTHMHOBBIE (PUIAMEHTHI NEHCTBUTEIBHO NOCTHUTalOT CaMOM
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BepmmHbl (Jackson, Heath, 1990, tekct u Fig. 6), HO aBTOpHI cumTany,
YTO anMKaIbHBI AKTUHOBBIH KOJIMA4YOK CIYXHUT JIMIIb YKPEIJICHUIO
cnaboil anuKanbHOM CTEHKH. B MBbUIBLEBBIX TPyOKax MyYKH aKTHHOBBIX
¢umamenToB (cables) mo BepmmHBI BooOmIe He moxomsat (Miller et al.,
1996; Vidali, Hepler, 2001; Cai, Cresti, 2009). Ocrtaercs ele oJuH Ba-
pHaHT — OOKOBBIE CTEHKH TPYOKH YAJHHSAIOTCS CaMu, 0€3 BIMSHUS BHYT-
peHHel Macchl. (IToHsTHO, YyTO 3Ta Macca JOJKHA YBEJIUYUMBATHCS MPO-
MOPLMOHAJIBHO, MHAYE BHYTPU BO3HUKHET Pa3peKEHHOE IPOCTPAHCTBO).
Ho Hepler et al. (2001, p. 161) cneunanbHo noguepkHyu, 4to “Growth
is restricted to the tip of the dome, with no elongation occurring along
the sidewalls.” Boobme, TpyaHOo BOOOpa3uTh, YTO CAMOCTOSTEIBHBIH
POCT CTEHOK MOXET CO3/IaTh IMPaBWJIBHBIA MOTYCHEPUUECKH KyIO,
KaKHUM SIBJISIETCS] BEPIIMHA MbUIbLEBON TPYOKH M rpuOHON bl MU Ha-
POXIAroIascs Mo4yka APOXOKEH. 3aTO JIETKO MPEACTaBUTh, YTO TaKas
dhopma sBISIETCST pe3yJBTATOM BO3JACUCTBHS (pagHOMepHO20 Oas1eHUs)
KUJKON BHYTPEHHEN MaCChI.

Mogens, onuceiBaromyto (popmoodpasoBaTenbHbIE MPOLECCH Y
CTEHOYHBIX KIIETOK, sI Oyay Ha3bIBaTh cudpomexanuyeckoii (cM. bop-
xBaparT, 2002a,6, 2009). Bece nanbHelnee n3nokeHUe HALENEHO HA yT-
BEpKACHUE ITOM MOJIEIH B KAUEeCTBE YHUBEPCAIBbHON CXEMBI, CIIOCOOHON
OOBSCHUTDH CaMble pa3Hble MEXaHUUECKHE PE0OPa30BaHMs y CaMbIX pa3-
HBIX KUBBIX IOJOCTHBIX TEJ.

KJZ@WIKU, He umernuue CmenHKu

[Ipoynasi cTeHKa WrpaeT MEPBOCTENEHHYID POJIb B MEXaHHUYECKUX
MpeoOpazoBaHMIX PACTUTEIHHBIX M UM MONOOHBIX KJIETOK. B yTBepxkme-
HUU TAKOr0 MHEHHS Chirpajl pojib U TOT (DaKT, YTO MOCIE yAajICHHUS
CTCHKH “TOJIbIe” KJIETKH — MPOTOIUIACTHI — MPUHUMAIOT CPEPUIECKYIO
(hopMy, T.e. HE COXpPaHSIOT B OTCYTCTBHE CTEHKH BHUJ, MPUCYIIUA HOP-
MaJbHON KiIeTKe. B Tex ciydasx, Korja MpOTOIUIACTBI CO3JAIOT CIOXK-
HbIe (POPMBI, 3TO MPOUCXOAMT, KaK MOJArarT, MoJ JNEHCTBHEM 0COOBIX
¢axTopos. Tak, Steinberg (2007) onucan roibix MyTaHTHBIX Neurospora
(TpuOBI), KOTOpBIE IaBajd BHIPOCTHI, MOMOOHBIC TceBmOTOmUsAM. [lpu
3TOM aBTOp OBUI YBEPEH, UTO Pa3BUTHE OTPOCTKOB HE MOXKET OBITh BbI-
3BaHO CWJIaMH, OOBIYHO JEHCTBYIOIIMMU B CTEHOUYHBIX Kierkax: “The
formation of cellular extensions in the absence of a cell wall indicates
that internal cytoplasmic forces are generated that might involve the cy-
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toskeleton.” (Steinberg, 2007, Fig. 5, momnuce). B oTHomeHnn m3Ha-
YJaJlbHO OECCTEHOYHBIX (TOJIBIX) JKUBOTHBIX KJIETOK U OJAHOKJIETOYHBIX
OpraHu3MoOB NMOJ00HOE MHEHHE CUUTAIOT eule Oosiee onpaBaaHHbIM. L{u-
TUPYsl aBTOPOB, MPEANOJIOKHUBIIMX y4YacTUE TMAPOCTATHYECKUX CHJI B
(hopMHpPOBAaHUHU BBIPOCTOB KUBOTHBIX KiieToK, Harold (1990, p. 413) niu-
cam: “If it is true, as Oster and Perelson (208) have recently argued, that
motive power is supplied by a gradient of hydrostatic pressure, the gulf
[kypcuB mo#i — BB] that apparently separates morphogenesis in walled
and unwalled cells will narrow still further.” Ho cymectByer i mpo-
nacTh Ha caMoM Jene?

CymiecTByeT d MPONacTb MEXAY CUIaMH, ACHCTBYIOIIUMH B Ha-
JlyBa€MOM MsU€ M B CTBOJIE CTPESIOIIErO pyXbsi? [IBIKyIIeld cuioil B
o0oux ciydasx siBigercs gaBieHue rasa. [Ipu 3TomM HamyBaeMblld Ms4d
CTaHOBMTCS IIapOOOPA3HBIM, a CTBOJI, AAaBJICHHE BHYTPHU KOTOPOTO HPHU
BBICTpEJIe TOAHUMAETCSl YPE3BBIUAHO BBICOKO, OCTAETCS IUIMHIpHYE-
ckuM. OZHAaKO eciH B CTBOJ IIOMECTHTh YPE3MEPHBIN 3apsij, OH MOXKET
B31yThCs. JKUBOTHBIE KJIETKU IPU MEPEHECEHUH MX B TMIIOTOHUYECKUHN
pacTBOp uacTto paspbiBatorcsi. Ho eciau Bona odeHb ObICTPO BXOIUT B
MBUIBLIEBYIO TPYOKY M PE3KO MOJHUMAET TYpPropHoe AaBlieHHe, TpyOka
toxe sonaercs (Messerli, Robinson, 2003). MckyccTBeHHBIM pa3msirye-
HHUEM aIllMKaJIbHOW CTEHKH MbUIBLEBON TPYOKH yAaBanoch HOOUThCS Ia-
POBUAHOTO pa30yXaHUsl BEPXYILIKH, a MPU OCOOCHHO CHUJIBHOM pPa3Msr-
4yeHuH — ee pazpyuenus (Parre, Geitmann, 2005).

Mogenb, npuHsATas Uil CTEHOUHBIX KJIETOK, SICHO TOBOPHT, YTO JEJI0
3aKJII0YaeTcs He B A0COJIOTHBIX BEIMYMHAX (MIPOYHOCTh 00O0JI0UKH, BEIH-
YhHa TYpropa), a B omHocumenvHvlx. BHyTpeHHee NaBiieHue He 00s3a-
TEJIBHO OJDKHO OBITH OY€Hb BBICOKMM, HO JIMIIb TAKMM, YTOOBI MPEOAO-
JIETh CYMMapHO€ CONPOTHUBIICHNE 000JIOYKH U Hapy)HOW Maccel. U mons-
PHU30BaHHBIN alTUKAJIbHBIA POCT OCYIIECTBIISETCS HE MOTOMY, YTO 000JI0U-
Ka Ha BepXyLIKe ciadas, a IOTOMY, YTO OHa cladee, 4eM B APYTUX MECTax.
Beccrenounsle knetkn Toxke 00mamaroT TypropoM. OH HEBENWK (HAIPH-
Mmep, 0,1 atMocdeps! B Helipone — Bray et al., 1991), HO, KaK TOJBKO 4YTO
ObUTO CKa3aHO, BHYTpPEHHEE JaBieHHe He 00s3aTeNbHO NOJKHO OBbITh
OonpmM. O00M0YKa K& OECCTEeHOYHBIX KIIETOK COBCEM HE Takasl Mpod-
Hasl, Kak cTeHO4HbIX. [Ipobiiema j10KaabHOro pocTa 6ECCTEHOUHBIX KIETOK
3aKJII04aeTcsl B TOM, HACKOJIBKO 3Ta 000JI0YKa OJIHOPOJHA, €CTh JIU B HEH
MeXaHU4eCcKast TeTePOreHHOCTb.
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BrinsunBanns 6€CCTEHOYHBIX KIETOK BEChbMa pa3HOOOPa3HEI, O YeM
CBUACTCJILCTBYET MHOKECTBO HaSBaHHﬁ, MMPUMECHACMBIX JIA UX ONHCaA-
Hus. Humke peus molaeT B OCHOBHOM O CTPYKTYpax UYETBHIPEX THIIOB.
Ot10: 1) UMIMHAPUYECKHE MUKPOBOPCUHKH, TOKPHIBAIOILIKE TOBEPXHOCTh
CTallMOHAPHBIX KJIETOK; 2) TUIOCKHE W YacTO OYeHb IIMPOKHE JaMeJIH-
MOJNH, OCOOCHHO XapaKTepHbIE AJIsl pacTyluX (HEHpOH) WM JBUTAIO-
UXCS KIETOK; 3) BBICTYNAIOLIUE U3 JAMEIUIMIOAUN LUUIMHIPUYECKUE
W crnabo KoHudeckue ¢unonoauu; 4) My3BIPEBUIHBIC BBICTYIIBI
(“blebs”, “vesicles” B aHII0A3bIYHON IUTEPATYpE, JaTIbIIE — “TIy3bIpH’),
BO3HHMKAIOLIME HAa MOBEPXHOCTH TNIAAKMX MYCKYJBbHBIX KJIETOK MPU HX
cokpamiennu (Fay, Delise, 1973; Ives et al., 1978) u campIx pa3HBIX He-
MBIIIEYHBIX KJIETOK, MPEOBIBAIOIIMX B caMOM pazHoM cocTtostHuH (Cun-
ningham, 1995; Mills et al., 2000). OTUMH My3bIPEBUIHBIMU BBIMTYNBA-
HUSMU ¥ HAYHEM TTOJIPOOHOE paCCMOTPEHNE KIETOYHBIX OTPOCTKOB.

“The formation of blebs can be assumed to result from the internal
pressure of the cells and local weakenings in the cortical complex,
caused either by loosening of the connection between the plasma mem-
brane and the cortical fibrillar net, or by weakening of the net structure
itself.” (Bereiter-Hahn et al., 1990, p. 185). C pa3Hoii cTeneHb0 YeTKO-
CTH M C Pa3sHbBIMH HIOAHCAMH TaKylO CXeMy Ipeularajd MHOTHUE aBTOPbI
(Godman et al., 1975; Tickle, Trinkaus, 1977; Fedier, Keller, 1997; Kel-
ler, Eggli, 1998; Yoshida, Inouye, 2001; Charras et al., 2005, 2006; Lan-
gridge, Kay, 2006; Paluch et al., 2006; Yoshida, Soldati, 2006; Fackler,
Grosse, 2008). Kak BuauM, oHa BIOJHE COOTBETCTBYET MOAENU (TUAPO-
MEXaHUYIECKOW), BRIPAOOTAHHOM TSI CTEHOUYHBIX KJIETOK — pasHoe NaB-
JieHrne Ha 000JI0UKY U HepagHoe COTIPOTHBIEHUE MocieqHel. B orcytet-
BHE CTEHKH POJIb PETYIATOPA MEXAHUUECKOTO COCTOSHHUS 000JI0UKH “Oe-
peT Ha ce0s1” KOPTHKAIBHBIA CJIOH, B OOJBIION Mepe COCTOSAIINN M3 aK-
TUHOBBIX (riaMeHTOB. [l0sABICHHMIO My3bIpel MPEALISCTBYET €ro pas-
pPYLIEHHE WM OTCIOCHHE OT IIa3MalleMMbl. ¥ HOBOOOpa30BaHHBIX ITy-
3pIpell KopTHKanbHbIM cioi moutn orcytcTByer (Keller, Eggli, 1998;
Charras et al., 2006; Fackler, Grosse, 2008). O0oio4ka, mpeicTaBIeHHas
OJHOM MeMOpaHOM, OKa3bIBaeTCsl, BEPOSATHO, TOBOJBHO TOMOTEHHOH, U
MOTOMY ITy3BIPH IPUHUMAIOT ChEepUUIECKYI0 popmy.

Coepuueckas popma my3sIpeit, 6€3 COMHEHHS, CITy)KHT HamOoJjee
CHUJIbBHBIM aprymeHTOM B IIOJIB3Y TOT'O, YTO OHHU pacCTyT IOA paBHOMED-
HBIM JIaBJICHUEM KUIKOH LUTO30JbHON Macchl. I[ly3plpy HAuUMHAIOT BBI-
MTYUBATHCA Kak Mmoiycdepsl U Mo3/AHee MOTYT CTAHOBHUTHCS TOYTH TOJ-
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HBIMH IapukaMu (Hanpumep, Cunningham, 1995, Fig 4; Shi et al., 2005,
Fig 1). Ha 3aBucumocTb pa3BuTHs My3bIpel OT JaBIE€HUS LIUTO30J yKa-
3BIBAIOT M 3KCIIEPUMEHTANbHBIEC JaHHbIe. BolpamunBas KapuuHOCApKOM-
HBIE KIETKH B TUNepToHWuYeckoil cpene, Fedier, Keller (1997, p. 335)
MIPUIIUIM K BBIBOAY, 4TO ““...the reduction of free water within the cells...
is the direct cause for inhibition of blebbing and locomotion.” B my3bI-
PsiX, HAKOHEL, HET My4YKoB akTUHOBBIX punameHTOB (Keller, Eggli, 1998;
Torgerson, McNiven, 1998; Shi et al., 2005), koTopble, KaK MoiaraorT,
YYacTBYIOT B CO3JIaHMH OTPOCTKOB JIPYTHX THUIIOB (CM. HUXKE).

Wnes, uTto ruapocraTudeckoe OaBieHHE orpenensier GopMHpoBa-
HHUE KJIETOYHBIX BBIPOCTOB, BBICKA3bIBAJIaCh HE TOJIBKO 110 IIOBOMY ITy3bl-
peil, HO U OTHOCHUTEJIBLHO BBIPOCTOB MHOM KoH(urypauuu. Habmonas 3a
MOBEZICHUEM CIIEPMAaTO30MI0B B BOJE pa3HOM ToHUMYHOCTH, Tilney, Inoué
(1985) obHapyxunu, 4TO B THIOTOHUYECKOW CpeAe MX aKpOCOMAJIbHBIE
OTPOCTKM YIUIMHSUIMCH ObICTpee, a B THIEPTOHHYECKONH — MeIJIEeHHEE;
MIPU BBICOKOW OCMOJIIPHOCTH OKPY’KaIOLIEro pacTBOpa OTPOCTKH BOBCE
npekpamany pocT. OCHOBBIBasICh Ha TakuX AaHHbIX, Oster, Perelson
(1987) pemmnu, 49TO CHJIOW, YIJIMHSAIONMICH aKpPOCOMANBHBIH OTPOCTOK,
SBIIIETCSl THJIPOCTATMYECKOE JaBJE€HHE, MOAHHMMAIOLIEecs BCIEICTBHUE
MOCTYIUIEHUs] BOAAa H3BHE. ABTOpPHl YYWUTBIBAIM, YTO 3TO AaBJICHUE
JOJDKHO PaclpoCTPaHATHCS OJMHAKOBO BO Bce cTOpoHEL. [lonnepxusars
MUIMHIPUYECKYI0 (POPMY OTPOCTKOB MOMOTANH, 10 MX MHEHHIO, TPO-
JIOJBHO PacIiONOKEHHBIE aKTUHOBBIE (DUITaAMEHTHL.

Oster, Perelson (1987) npupanu cBoeil rumotese MUPOKOE 3By4a-
HHE, paclpoCTPaHUB €€ Ha BBIPOCTHI PAa3HOIO THUIIA, U OHU HE ObLIM B
3ToM oauMHOKH. Yoshida, Inouye (2001) He BuAenu akTHHOBBIX (uia-
MEHTOB Yy HEPEIHEro Kpasl pacTylUuX BbIsTYMBaHUU Dictyostelium u pe-
LIMJIM, YTO Kak ITy3blpuaThle, TaK M LHUIMHAPUYECKHE OTPOCTKH CIIM3E-
BHKa Pa3BUBAIOTCS I0J1 JAaBleHUeM LuTo30s. He nenanu pasnuuus me-
KAy pasHoro ponaa BeimguuBaHusmu Fedier, Keller (1997, p. 326):
“...hydrostatic pressure rather than actin polymerization at the front is
the direct force driving the membrane forward during bleb formation.
Cells with lamellipodia show a similar response to hypertonic media,
suggesting that basically similar mechanisms may operate in both forms
of protrusions.” Ermie paHblie Tak K€ pacCMaTPUBAIU POCT JaMEJTHIIO-
nuii Bereiter-Hahn et al. (1981) u Strohmeier, Bereiter-Hahn (1987).

OO6nMK 1en0ro psna BHIISIYMBAHUN AEHCTBUTENBHO MO3BOJISIET AY-
MaThb, YTO M OHH, [TOJOOHO Iy3BIPSIM, PAacTyT HOJ AEHCTBHEM THAPOCTA-
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TUYECKUX CHJI. MUKPOBOPCHHKHM, KaK IbUIbLIEBas TpyOKa MM rpuOHas
ruda, UMeroT BUJ MPAaBUIBHOTO IIMJIMHAPA, @ UX BEPXYIIKa — BUJL MOJTY-
cdepuueckoro kynona (cM. anekrpoHorpammsl: Mooseker, Tilney, 1975;
Chambers, Grey, 1979; Hirokawa et al., 1982). Takumu ke ObIBalOT H
¢dunomoguu (cm. Bridgman, Dailey, 1989, Fig. 2; Lewis, Bridgman,
1992). U3 uMAMHIPUYECKOTO CTBOJNA M B3IyTOH BEPXYILIKU COCTOST aK-
pOCOMaNbHBIE OTPOCTKH CIIEPMATO30HMI0B MIVIOKOXKHX, JIOKAJIbHbIE B3/Y-
THs nosBisAoTcs U Ha cTBojie (Tilney, Inoué, 1982, 1985). [lomobubie
B3/IyTHSl BO3HUKAIOT Ha cTBoJIe Heiiputa (Aletta, Greene, 1988), a Takxe
Ha MHKPOBOPCHHKAx, IpHIaBas IMOCICOIHUM YETKOBHIHYIO (opMmy
(Chandler, Heuser, 1981). B3nyBaThcst MOKET ¥ BEpPIINHA MUKPOBOPCH-
HOK, M TOTJIa OHHM CTaHOBsTCS OynaBoBumHbiMH (Godman et al., 1975).
B3nytus HaOnromanu Takke Ha BeplidHEe (UIONOIMI KOHyca pocTa
HeripoHa (Yamada et al., 1971). [laxe B CTpOCHHH IMIHPOKUX M IUIOCKUX
JTAMMEINTUTIONUI €CTh 3JIEMEHTHI, MO3BOJIAIOIIME MpeANnonaraTb, 4ro M
OHU (OPMHPYIOTCS MO/ PABHOMEPHBIM JIABICHUEM KHIIKOTO LHTO30JIS.
A nmeHHo, Ha BepTukaiabHOM cpese (Radice, 1980, Fig. 6; Bereiter-Hahn
et al.,, 1981, Figs. 7-9) ux mepegnuii kpaii cBoeil OKpyrioil ¢opmoi
BEChbMa MOX0K Ha BEPXYIIKY MUKPOBOPCHHOK.

ITpuuunoi, mo kotopoit Fedier, Keller (1997) He nenanu paznuuuit
MEXIY My3BIPSIMU U JIAMEJUIMIOAMAMH, ObUIO TO, YTO 3TU BBIMAYMBAHUS
OJIMHAKOBO PearupoBalii Ha THIEPTOHHUYECKHE pacTBOpbl. EcTh cBene-
HUS, YTO TMIIOTOHUYECKAs cpela CTUMYJIHMPYET 00pa30BaHUE BBIPOCTOB
¢udpodbnacros (Carton et al., 2003). Forscher et al. (1987, Fig. 10, nox-
nuck) Buaenu kak “Filopodia [konyca pocra — BB] rapidly extend and

swell immediately after K* treatment...”. Ha6nronas poct HEMpUTOB B
aHM30TOHMYECKUX pacTBopax, Bray et al., 1991, p. 507), nanpotus, pe-
LMY, YTO TOJY4YEHHbIE MMH IaHHBIE “...argue against an osmotic

mechanism for growth cone extension and show that the growth of filo-
podia, in particular, is unlikely to be driven by osmotically generated
hydrostatic pressure.” B menoM, pe3ylbTaThl OIBITOB, MPOBEIEHHBIX
Bray et al. (1991), He ogHO3Ha4HBI. B rumepToHUYEcKOil cpene pociu
TONBKO (UIOMOIUM, N1a W TO JIMIIb Kakoe-To Bpems. [lozgHee oHH
YMEHBIIAJNChH, a JaMEJJIMIOANN CXUMAINCh YXKe B caMOM Hadaie. B
TMIIOTOHUYECKOH ke cpele HaOJroNaics HE TOJNBKO YCKOPEHHBIH pocCT
LeNbIX HEMPHUTOB, HO TAaK)Ke MX BETBICHHE, MPUYEM Ha KaXKJOW BETBH
pa3BUBAJICS HOBBIM KOHYC POCTa, CHAOEHHBIN JIAMEJUIMIOAUAMU U (HH-
nonoausaMu. CaMu aBTOpPHI Mpu3HaIH, 9To “It is possible that under nor-
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mal conditions the elongation of the axonal cylinder may be derived in
part from a small positive internal pressure.” (Bray et al., 1991, p. 515).
OueHunBas pe3ysbTaThl OMBITOB MO BBIPALIMBAHUIO KJIETOK B aHU30-
TOHUYECKUX CPEAax, Hallo UMETh B BUILY, YTO KJIETKH CIIOCOOHBI aKTUBHO
perynupoBath CBOil 00BEM, O YeM M3BECTHO JOBOJBHO NaBHO — yxke 30
JIeT Hazaj, Hampumep, ObLIO 3asBieHO, uyTo “... volume regulation is a
fundamental cellular process...” (Cala, 1980, p. 684). lns omucanus
MIPOLIECCOB PETYJIMPOBaHUs MPHUHATH Ja)Ke CIELHaIbHbIE CJIO0BOCOUYETA-
HUSl C yCTaHOBHUBILIEWCS aOOpeBHATypOW: PeryisaTopHOE YMEHbILIEHHE
o0bEMa (regulatory volume decrease — RVD) u perynstopHoe yBenauye-
Hue o0béMa (regulatory volume increase — RVI). Perymstoprsie crmo-
COOHOCTH KJIETOK TOKa3aHbl B OMBITAaX, KOT/A KIETKH, NeOpPMUPOBaH-
HBI€ B THIIO- MM TUIIEPTOHUYECKOM PAacTBOPE, aKTUBHO BOCCTAHABIIMBA-
i cBoii 06veM u dopmy (Mast, Hopkins, 1941; Grinstein et al., 1984;
Eveloff , Warnock, 1987). Ho 1 B eCTECTBEHHBIX YCIOBUSIX 00BEM KiIe-
TOK HE SIBJISIETCS TIOCTOSTHHBIM, U MOXET MEHSATHCS, HalpuMep, B OTBET
Ha pasnnuHble ctumynasl (Hoffmann et al., 2009). O’Neill (1999) crenu-
AJIbHO MOJYEPKHYJI, YTO KJIETKH MIIEKONUTAIOIUX MEHIIOT 00BEM HMEH-
HO B M30TOHUYECKOH Cpejie, U Ha3Ball 3Ty CIOCOOHOCTh MX (hyHIaMeH-
TaJbHBIM CBOUCTBOM. CIIOCOOHOCTBIO KIIETOK PEryJIMpoBaTh CBOW 00beM
00BSICHSIN, HAIPUMEP, KPATKOBPEMEHHOCTh BIMSHHUS aHU30TOHHMUYECKON
Cpelbl Ha TYprop NbUIbLEBBIX TPyOOK (cM. Bbime Benkert et al., 1997).
Knetku perynupyior cBoii 00beM MyTeM TpaHCIOPTa BOABI Yepe3
MemOpany (Wehner et al., 2003; Papadopoulos et al., 2008; Hoffmann et
al., 2009). OcobeHHo 0OJBITIOE BIUSHUE HA BOJIHBIN TPAHCIIOPT OKAa3bI-
BAaIOT CIELMAIM3UPOBaHHbIE MEMOpaHHbIE KaHANbI, aKBallOPUHBI, KOTO-
pble MHOTOKPAaTHO YCKOPSIIOT MPOXOXIEHHE BOJIbI Yepe3 IUIa3MaleMMy
(Verkman, 2005; Verkman et al., 2006; Papadopoulos et al., 2008), a y
pacTeHui Takxke M yepe3 MeMOpaHy (ToHorutact) Bakyosied (Chrispeels,
Maurel, 1994; Chaumont et al., 1998). AxBanopuHbl HalJ€HbI MOYTH Y
BCEX JKMBBIX OpraHu3MoB, HauwHas ¢ mpokapuoT (Engel et al., 2000;
King et al., 2000; Maurel, Chrispeels, 2001). FiMeHHO TOCT€ OTKPBITHS
AKBAallOPUHOB TIPE/ICTABICHUE O BAKHOW POJM BOABI B MEXaHHMUYECKHX
npeo0pa3oBaHMsAX KIETOK CTalo 0cOOEHHO KpenHyTh. B craThe mox Ha-
3BaaneM “Cells move when ions and water flow” Schwab et al. (2007, p.
428) koucratupoBanu: “...work from the last 10-15 years provides
compelling evidence that ion channels and aquaporins are indispensable
for efficient cell migration.” Loitto et al. (2002, p. 212), XoTs u cormna-
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IIAJTMCh C THUIMOTE30M O BeMyIed poJii aKTHHOBBIX (DHIaMEHTOB B (op-
MUPOBAaHHUY BBIMSTUMBaHUM (cM. Takxke Loitto et al., 2007), nonaranu, 4to
“...water-selective aquaporin channels regulate lamellipodium formation
and neutrophil motility.”

MHeH#ue, YTO aKBaIOPHHBI MOBBIMIAT (OPMOOOPA30BATEILHYIO U
JIBUTATENbHYIO0 aKTUBHOCTh KIJIETOK, OMMPAETCs, B YACTHOCTH, Ha DKCIIe-
pUMeHTabHBIE aHHBIE. TOMBKO YTO MPHUBEACHHOE 3akiodeHne Loitto
et al. (2002) 6p110 MOAACPIKAHO PE3yJIbTaTaMU OIBITOB 1O OJOKHUPOBa-
HUIO aKBamopuHOB y HelTpoduios. [lo nanueiM Hara-Chikuma, Verk-
man (2006), KJIETKH MOYEUHOT'O SMUTENHSI MYTAHTHBIX MBIIIECH, JTUIICH-
HBIE aKBallOPUHOB, XYK€, YEM KIETKH HOPMAaJIbHBIX )XHBOTHBIX, (HOPMHU-
pOBaJIM JIAMEJUTMIIOJIUA W HAIOJOBUHY YMEHBIIAIN JBUTATEIbHYIO aK-
TUBHOCTbH; UCKYCCTBEHHOE BBEJICHUE aKBAIIOPUHOB B MEMOpPaHy MYTaHT-
HBIX KJIETOK BOCCTaHABIIMBAJIO WX JBHUTATEILHBIC PEAKIINU. ABTOPHI CIie-
UATBHO OTMETHIIH, YTO (OPMOOOpa30BaTENbHBIC U JBUTaTEIbHbBIC Pa3-
JINYUS HOPMAJBHBIX U MYTaHTHBIX KJIETOK OBUIM CBSI3aHBI HE C pa3Ivyu-
€M aKTHHOBOTO amnrapara, a ¢ pa3HOi MHTEHCHBHOCTBIO TpaHCMeMOpaH-
HOTO TepemernieHus BoAbl. [1ogo0HEIM 00pa3oB Benmm ceOsl KIETKHA acT-
pornuu (Saadoun et al., 2005), Gosiee TOro, aBTOPHI MPEANOIOKUIN, YTO
“...the ability of water channels to accelerate cell migration may be a
general phenomenon in mammalian cells.” (p. 5696).

Kak BuguM, Uzies 0 TOM, YTO THIPOCTATHUECKOE JaBlIeHHE PYKOBO-
Ut (hopMooOpa3oBaTeIbHBIMU MPOLIECCAMU B JKMBOTHBIX KIIETKaX, H
MMEHHO 00pa3oBaHMEM BBIIYUBAHUMA, TOBOJBHO MOmyispHa. OmgHAKO
JUTSL Pa3BUTHUSl OTHENBHBIX BBHIMAYUBAHUKA TMPOCTO NABICHHUS ILIUATO30JIS
MaJio, AJIsl 3TOr0 HY>KHA ellle MEXaHUYecKasi FeTepOreHHOCTb 000JI0UKH,
HaJIM4re B Hel c1a0bIX yyacTKOB. DTO yCIOBUE TOXKE COOTIOAETCS.

IIpn oOpa3oBaHWM ITy3BIpEeH JOKAJIBHOE oOciaabiieHne 00O0JOUKH
MPOMUCXO/UT 32 CUET pa3pylleHHs KOpTeKa W/WIK 3a cdeT oclabieHus
€ro CBA3M C KJIETOYHOH MeMOpaHo# (cM. BbIle). Toiabpko 4To chopMHupo-
BaHHBIE My3bIPH UMEIT Mano cyOmemOpanHoro aktmHa (Keller, Eggli,
1998; Charras et al., 2006; Fackler, Grosse, 2008); 31eKTpOHOTpaMMEbI
MOKAa3bIBAIOT, YTO MX 00OJNOYKa 3HAYUTEIBHO TOHBIIE, YeM Ha JPYTHX
yuactkax (Fay, Delise, 1973, Fig. 6; Kargacin, Fay, 1987, Fig. 9). Ilo-
no0HOE HAOIIOJAIOT U Y BBITITYMBAHUIN IPYTUX THIIOB.

Bereiter-Hahn, Liiers (1998) oOHapyxuiu ocinabiieHue CBs3ei Kop-
TUKaITbHBIX (PUIAMEHTOB C KpaeBO# IIa3MajieMMOU JIaMEeJTUTIONUH Ke-
patouuToB. HepaBHOMEpHOE pacnpeneseHne KOPTUKAIBHBIX aKTHHOBBIX
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(¢umamMeHTOB OBLTO HAWIEHO B TOJSIPHOM Teje APOOSIIErocs sima Ma-
JIOUIETUHKOBOTO 4epBs Tubifex — GpUIaMEeHTBI KOHLIEHTPUPOBAJIHMCH TIIaB-
HBIM 00Pa3oM Y OCHOBaHUS MOJSPHOTO Tella U OBbIJIM PeIKK Ha €ro CTEH-
kax u BepmuHe (Shimizu, 1990); HE3aBUCUMO OT IPYTHX HCCIEIOBaTE-
Jiei aBTOp TPEAIONIOKUI, YTO BBHIMSYMBAHUE IMOJSPHOTO TeJa OIpe/e-
JS10T ABa (akTopa: 1) pocT AaBiIeHUS BHYTPH Sila U 2) MEXaHUYECKOe
ocnabneHre 000JIOUKH sHIa Ha aHUMAalbHOM TIOJIOCE, 00YCIIOBIEHHOE
peayKuueil TaM aKTHHOBOTO KopTekca. PaspymieHme wimm oTcioeHHe
KOopTekca HabJrofany Ha NepeHeM Kpae IBHXKYILIMXCs KiIeTok (Stossel,
1993), mpu ¢opmupoBanuu BeimsauuBaHuii ameO (Stockem, Ktlopocka,
1988; Grebecki, 1990), Dictyostelium (Merkel et al., 2000; Yoshida,
Inouye, 2001), makpodaroB, acTpOIMTOB, KIETOK IIUTOBUIHON YKeJe3bl
(cm. Grebecki, 1994), npotucra Vampyrella lateritia (Hiillsmann, Gre-
becki, 1995). Ioxanyii, muws Keller, Eggli (1998) nporuBonocrasisiiu
JIAMEJUTUIIOINY TY3bIPSM, OTMeYast, YTO Ha Kpalo JIaMEJUTUIIOUIA KIIETOK
KapILHOCapKOMBI [I71a3MalieMMa He OTcIauBaeTcs OT KOpTeKca.

OTueTnMBOe KOHCTPYKTUBHOE CXOJICTBO C IMBUILLIEBBIMUA TPYyOKaMH
win rudaMu JeMOHCTPUPYIOT pacTymiue oTpoctku Dictyostelium, onu-
cannble Yoshida, Inouye (2001, Fig. 13, noanuce). Bot xak 3t oTpocT-
KM BbINIAIAT Ha cragusax 4 u 5: “(4) Contraction of the cortical layer
continues to force the cytosol into the protrusion. The protrusion expands
because of the low tension of its membrane which lacks a cortical layer
of F-actin. (5) A cortical layer of F-actin ... extends from the cell body
into the protrusion along its lateral membrane, but the absence of F-actin
cortex at its distal region allows its further elongation.” Ha craguu 4 ot-
POCTOK MMeEeT My3bIpeBUAHYI0 GopMy, Ha cTaauu 5 (M MPH MOCIENyI0-
1IeM YJUIMHEHUH), TIOCJIe YKpeIJIeHns OOKOBBIX CTEHOK OTPOCTOB aKTH-
HOBBIM KOPTEKCOM — MHUIMHIApHYECKyro. CXOACTBO BBIMISTYMBAHUN Dic-
tyostelium ¢ anuKaaIbHO PACTYIIMMH CTEHOUHBIMH KJIETKAMH yCHIINBAET-
sl ellle TeM, 4TO IMyTeM HK30LMTO3a HA UX BEPLIMHY BBIBOIUTCS MaTEpH-
aJ1, HeOOXOAUMBIH JIsi CTPOUTENHCTBA HOBOH IazmaneMMebl. [lomoOHOe
HaJICTpaBaHUE aNMKaIbHOH MeMOpaHbl M KOpPTEKca MPOUCXOJUT M B
BBIMISTYMBAHUAX KUBOTHBIX KJIeTok (Bray, 1970; Bergmann et al., 1983;
Bretscher, 1983; Pfenninger, Johnson, 1983; DeBiasio et al., 1988; Kel-
ler, Eggli, 1998; Charras et al., 2006; Fackler, Grosse, 2008).

Wrak, cxema, BeipabOTaHHasl JJIsl CTEHOYHBIX KJIETOK (CM. puc. 2B),
HAXOJHWT, KaK OyJTO, BECOMYO MOJIEPKKY U B OTHOIIEHUH OECCTEHOY-
HBIX. BONBIIMHCTBO aBTOPOB, OJHAKO, TOTOBHI MPUMEHHUTH TaKyl0 MO-
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JIeTb TOJBKO K IY3BIPEBUIHBIM BBIPOCTaM, cama GopMa KOTOPBIX MO/I-
TaJKUBACeT K TAKOMY BbIBOAY. [IpeicTaBUTh, 4TO paBHOMEPHOE JaBJICHUE
XKHUIKOTO LIMTO30JI1 CHOCOOHO co3fgaBaTh He cdepuueckue (QUrypsl,
TpyaHee. [loaToMy HempecTaHHO BeIyTCsS MOWCKH IPYTHX MEXaHHU3MOB,
KOTOPbIE MOTJIM Obl MPOM3BOIUTH UIMHIAPUYCCKUE WA TUIOCKUE BBIIIS-
yrBaHUs. B mocnenHue roabl JOMUHUPYET MHEHUE, YTO OCHOBHYIO pa-
00Ty TIpH pa3BUTHH (PUIOTIOANH M JTAMEIUTUITOANN BBITIONHSIOT aKTHHO-
Bble (DMITAMEHTHI, KOTOPbIE, Y/UIMHASACH 32 CYET MPUCOETUHEHHUS MOHO-
MEpPOB Ha CBOMX MAHMCTAIBHBIX KOHIAX, TOJKAIOT IIa3MajeMMy (CM.
Abraham et al., 1999; Borisy, Svitkina, 2000; Sheetz, 2001; Fenteany,
Zhu, 2003; Grimm et al., 2003; Pollard, 2003; Pollard, Borisy, 2003;
Ridley et al., 2003; Ponti et al., 2004; Small, Resch G. P. 2005; Yama-
zaki et al., 2005; Mogilner, 2006; Conti, Adelstein, 2008; Iwadate, Yu-
mura, 2008; Le Clainche, Carlier, 2008).

[Monywaercst, TakuM 00pa3oM, 4TO €ClIM B MUPE CTEHOYHBIX KIIETOK
JefcTBYeT Bcero oauH (popMooOpa3oBaTebHBIA MEXaHU3M, TO B MHUpE
0ECCTEeHOYHBIX KJIETOK BBIISTYMBAHUS MPOU3BOJATCS 10 KpailHeld mepe
IIBYMsI Pa3IMYHBIMU criocobamu. 311ech CiielyeT 00paTUTh BHUMaHHE Ha
TO, YTO pa3HbIE OTPOCTKM HEPEIKO TOSBIAIOTCA Ha OJHHX U TEX XKe
KJIETKaX, OHM BEChMa M3MEHYMBBI U MOTYT MEPEXOIUTh IPYT B Jpyra.
TakoBbl, Hampumep, HEOONBIIME BHICTYNBI (Spines), HaXOZSAIIHEcs Ha
KOHI[aX Pa3BUBAIOIIMXCS ICHAPUTOB M UMEIOIIHE (OPMY TOHKHX (HIIO-
MOJWH, MAaCCUBHBIX WJIM TpUOOBHIHBIX BbinsiumBanuii (Parnass et al.,
2000; Hering, Sheng, 2001). [Ty3sipu HEpenKO BO3HUKAIOT PSIIOM C MHK-
poBopcunkamu (Sheetz, 2001), a Taxke Ha TIEpEeIHEM Kpae IBIDKYIIHXCS
KJIETOK, T€ MOTryT 00paTUMO MpeoOpa3oBHIBATHCS B JaMEJUIMIOANN
(Keller, Eggli, 1998; cM. Taxke Flanagan et al., 2001). ABTOpOB 3T0 He
cmymraer. Borisy, Svitkina (2000, p. 109), Hanpumep, JOITyCKald, 4TO
“It is not at all unreasonable to suppose that multiple mechanisms for
cellular protrusion exist, with certain ones being dominant in particular
cellular contexts.” [TomoOHBEIM 00pa3oM BBICKA3BIBAJWCH U APYTHE HC-
caepoBatenu (Heidemann et al., 1990; Munevar et al., 2001; Yoshida,
Inouye, 2001; Langridge, Kay, 2006). Mexny Tem, oka He BUTHO OCO-
OBIX PE30HOB JIJISl IPUHATHUS UAEH MHOKECTBEHHBIX MEXaHU3MOB, U KOH-
KpPETHO — JUIs IPUHATHUS TUTIOTE3HI “‘TONKAIOMNX (PHIaMEHTOB .

KakoBa noka3zatenpHas 0a3a KOHIEHIIMU TOJKAOIUX (PUIaMEHTOR?
Bo MHOroM oHa OCHOBaHa Ha 3KCIIEPUMEHTAX, IIPOBOJUMBIX C TIPUMEHE-
HUEM IMUTOXaJa3uHOB, T/le HAOIIOAa KOPPEISIIUI0 MEXIy MpeKparie-
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HUEM TIOJMMEPHU3aIMi aKTHHA W HapyIIeHHEM MPOIECCOB IBHKEHUS
KJIETOK ¥ JOPMHUPOBaAHUS X OTPOCTKOB. HO MBI y’ke 3HaeM, 4To pe3yJb-
TaThl IOJJOOHBIX OMBITOB MOKHO WHTEPIPETUPOBATH MMO-PA3HOMY, B TOM
YUCIIE U B MOJIB3Y AEUCTBUS THAPOCTATUUECKUX CHIL

CrnenmanbHyI0 TOANEPKKY KOHIENus Hanuia (cM. Borisy,
Svitkina, 2000; Mogilner, 2006), ka3ajoch Obl, B TPEACTABICHHUIX O
BHYTPUKJIETOYHOM IBW)KEHUU OakTepuu Listeria. AKTHHOBBIE (pUIaMeH-
ThI, OKpY’Karolie 0akTepuio, GOpMHUPYIOT AITUHHBIN XBOCT, HAINPaBJIeH-
HBIi B CTOPOHY, MPOTHBOMNOJOXKHYIO NBMXeHHto, U Tilney, Portnoy
(1989) mpenrnonoxuan, 9To IMEHHO OH | ToJNKaeT Oaktepuro. CBOIO 10-
raJKy OHW TIPOBEPHIIH, 00paboTaB KJIETKH, ComepKamye OaKTepHH, ITH-
toxanasuHoM D. Hamo cka3aTh, 4To OakTepuu ABUTalIMCh BHYTPH KIIET-
ki U 0e3 aktmHOBOTO XBOcTa (cM. Tilney, Portnoy, 1989, Fig. 23), Ho
TJIaBHOE Jake He B 3ToM. lIpencTaBieHus o ponu akTHHA B IEepeMele-
HuU Listeria camu 1o cebe ABISIOTCS TUIIOTE30H M MOTOMY HE MOTYT
CITyHTb 0a30i )i AATLHEHIITNX MOCTPOCHUH.

He nmes, no cymecTBy, NpsMBIX J0Ka3aTeJbCTB, MOJAEIb TOJ-
Kalomux (uIaMeHTOB BBI3BIBAET, BMECTE€ C TEM, PSJ BOIPOCOB.
[Ipexne Bcero, HET YBEPEHHOCTH B TOM, YTO aKTUHOBBIE (DHIIAMEHTHI
JNEMCTBUTENBHO YNHUPAKTCS B IIazMaleMMy. TmiarenbHee BCETO
MPOCTPAHCTBEHHBIE OTHOIICHHS (DPUIAMEHTOB C IJIa3MaleMMOM uc-
CIIeI0BaHbl, BEPOSITHO, B MUKpoBOpcuHKaX. O pe3yipTarax MOXKHO
cyauTh nmo mpuBoauMoi nurtare: “Although electron microscopy is
perhaps the best assay for identifying specific interactions of fila-
ments with membranes, there is no evidence, as yet, which demon-
strates a physical connection between core filaments and the mem-
brane [anukanbHOW MeMOpaHoii BopcuHOK — BB]. We can only say
that the barbed ends of core filaments are embedded in a densely
staining region of cytoplasm which in turn is very close to the
plasma membrane.” (Mooseker et al., 1982, p. 233). [lo ganHBIM
Lewis, Bridgman (1992), aktuHOBblEe (prIIaMEHTBI B JaMEJUIUIIOAUN
KOHYCa pOCTa KOHTaKTUPOBAJIM C alWKaJIbHON IJa3MaJEMMOW MO-
CPEACTBOM KaKOTO-TO aMOp(HOTO Wi TI00YJsSpHOTO MaTepuaia.
Ho BoT Bompoc — ciocobeH iu gaxe 3JIEKTPOHHBIA MUKPOCKOT BBI-
SIBUTH abcoitomublli KOHTAKT? MeXIy TeM, MPOMEXYTOK XOTs OBl B
OJINH aKTHHOBBIH MOHOMEp, U JaXKe MEHbIIE, YXKe He T03BOJIUT (Pu-
JNaMEeHTy JaBHTh Ha MEMOpaHy.
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[IpobnemMa KOHTaKTa MMEET W eIle OAMH acmekT. Eciam KOHTakT
€CTh, KaKMM 00pa3oM MOHOMEpHI aKTHHA BCTPAWBAIOTCS MexAy (uia-
MEHTaMH U KJIETOYHOH MeMOpaHoi? Bbulo BhICKa3aHO MHEHHE, YTO
MIa3MalieMMa BCe BpeMs CIIBITHIBAET OPOYHOBCKHE JIBUKEHHS, H KOTAa
OHA OTXOJIUT LIEHTPOOEKHO, AKTHHOBBIE MOHOMEPHI MTPUCOETUHSIOTCS K
MUCTAILHBIM KOHIIaM (unameHToB (cM. Mogilner, Oster, 1996). B pe-
3yJibTaTe MOIYyYalioch, YTO KJIETOYHAas MeMmOpaHa IBUTaeTcs ‘‘cama’, a
(bmTaMeHTHI TOJBKO TOJAEPKUBAIOT €€ HA HOBOM MecTe. B Oosnee mo3a-
Heit Mmoenu (Mogilner, Oster, 1996) OpoyHOBCKOE JBHIKEHHE OBLIO Tie-
penaHo KOHIIaM caMuX (PUIaMEHTOB, KOTOPBIE B aMesmunoAusx (Small
et al., 1995, 2002; Borisy, Svitkina, 2000) moxgxogsaT Kk MemOpaHe He
NEPIEHIUKYISAPHO, a Koco. He Oyaydn crmocoOOHBIM OIICHUTh 3TO MHEHHUE
MO CYILECTBY, OTMEUY, YTO HM HAa KaKue CrelnalibHble HaOMI0IeHUSI OHO
He ormpaetcd. Loitto et al. (2002, 2007), oOHapy>KUB 00UIIHEe aKBATIOPH-
HOBBIX KaHAJIOB B MeMOpaHe (IIONOUA, MPEIOKUIN ellle OJUH MeXa-
HU3M, BBI3BIBAIONIMK KonieOaHMe Tia3ManeMMbl. B ux Bapuante MHTEH-
CHBHOE TOCTYIUIEHHE BOABI Yepe3 aKBAllOPUHOBBIE KaHAJIbl MOIHUMAET
THAPOCTATHYECKOE NaBlieHHE B (MIIOMOAMSIX NBIDKYIIHXCS (GuOpobdiia-
CTOB, M 3TO pPa3pblBaeT KOHTAKT (UIAMEHTOB C MeMOpaHOW. ABTOPBI
MOCTYJMPOBATM TAaKOW MEXaHU3M ISl TOAICPKKH MOJIENN TOJKAFOLINX
(mTaMeHTOB, HO IO CYIIECTBY OHHM MNepefalid POib ABMKYIIEH CHIIBI
JIABJICHUIO LIUTO30JIs.

He B momnp3y KOHIENUUH TOJIKAIOUIMX (UIAMEHTOB TOBOPUT TOT
(hakT, 4TO aKTHHOBBIE (PUIAMEHTHI KJIETOYHBIX OTPOCTKOB HE BCET/IA I10-
Ka3bIBAIOT CTPOTYIO YMOPANOYEHHOCTH. [IpogonpHble MydKkn ¢uiameH-
TOB CYLIECTBYIOT, HAPHUMEP, TOJIBKO B 3PEJIbIX MUKPOBOPCHHKAX, TOT/IA
KaK Ha PaHHUX CTAIUSIX PAa3BUTHUSI OTPOCTKOB (PHIIAMEHTHI, KaK IMPaBUIIO,
obpazyrot Oecniopsmounyto ceth (Chambers, Grey, 1979; Tilney, Jaffe,
1981). Ilyukn ¢unaMeHTOB MOTYT OTCYTCTBOBaTh U B TOHKHX BBIPOCTax
(Savion, Selinger, 1978), u B BBIMIAYMBAaHUAX CKJIag4yaToro tuma (An-
drews, 1976). Schroeder (1972) noutu He BUAEN (PUITaAMEHTOB B MUKPO-
BOPCHHKAaX, MOKPHIBABUIMX 3WUTOTY Mopckoro exa. “In untensed, for-
ward-moving lamellar protrusions [snuTenuanbHbIX KieTok — BB],
microfilaments appear disorganized and anisotropically oriented.”
(Kolega, 1986, p. 1400). Begg et al., (1982, p. 24) monaramu, 4TO
“...formation of actin filament bundles is not necessary for MV [mMuxpo-
BOPCHHKH Ha MOBEPXHOCTH 3UIOTHI MOpcKoro exa — Bb] elongation but
is required to provide rigid support for MV.” JleicTBUTENTEHO, MUKPO-
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BOPCHHKH, T'I€ MPOJOJIbHBIX MyYKOB ()MIIAMEHTOB HET, NIE€PECTAIOT OBITh
npaBWIbHBIMU LUIUHApaMu (Savion, Selinger, 1978; Chambers, Grey,
1979). B ombitax Marsh, Letourneau (1984) neliputbl, 00paboTaHHEIC
UTOXaNa3nHoOM B, He maBany mamMeIumoAnii U (GUIOTOIHH, HO POCTH U
BETBUIIUCH, HUKAKMX OPraHW30BAHHBIX AKTHHOBBIX (DMIAMEHTOB B HMX
BEPXYIICYHBIX OTIeNaX He Obu10. Y Hactosmux amed (Sarcodina) akTu-
HOBbIE (PHUIIaMEHTBI COCPENOTOUEHBI B KOPTEKCE, B HIOILUIA3ME UX HET.
Mexay TeM ameObl JIETKO MPOU3BOMAAT IICEBIONOINH, a (IIOTHPYIOIIKE
ameOBbl pa3BUBAIOT JUIMHHBIE TOHKHE BBIPOCTHI; Y OJM3KUX K amebaM (o-
pamMuHU(ep MOoJOOHBIE BBIPOCTHI, JOCTUTAIOLUIME OCOOEHHO OOJBILON
JUIMHBI, TIOJYYHIIH CIIELIMATbHOE Ha3BaHUE PU3OMOAHI.

CriepMaTo30HMIbl HEMATOJ], MPAKTHYECKH HE HMMEIOIINE aKTHHA,
MOJI3aI0T, BBIMYCKask KPYIHYIO MCEBAONOANIO, a Ha €€ MOBEPXHOCTH 00-
pa3yroT MHorouucieHHble BoinsiunBanus (Nelson at al., 1982; Roberts,
Streitmatter, 1984). Sepsenwol et al. (1989) Ha3pIBamu 3TU BBICTYIIBI
“villipodia” u onpenenunu ux kak finger-like projections, Ho Ha HEKOTO-
pbix QoTorpadusx onn umeroT Bux my3bipeit (Nelson at al., 1982, Fig.
1). IlceBmomoanio 3aIOIHAIOT OYEHb TOHKHE, 2-3 HAHOMETpa TOJIIIMHOMN,
(UIaMeHTBI, COCTaBJIeHHBbIE OCOOBIM OenKoM (major sperm protein —
MSP). Otu ¢unaments! cknaapiBatoTes B fiber complexes, KoTopeie 3a-
xomaT B villipodia 1 KakuM-TO 00pa3oM y4acTBYIOT B JBIKEHHH CIIEp-
maTo3ouaoB (Sepsenwol et al., 1989). Otu fiber complexes MoryT yanu-
HATBCA in Vitro, 1 ObUIO BBICKA3aHO MHEHHE, YTO OHHU TOJIKAIOT W BBIMSI-
YMBAIOT [UIA3MAJIEMMY CIIEPMATO30MI0B, T.€. QYHKLMOHAIBHO 3aMEHSIOT
3mech akTuHOBBIE IMydkHu (Roberts, Stewart, 2000; Bottino et al., 2002).
Ota runoTesa pacuvpuia 06JacTb IPUMEHEHHS UJIEU O TOJKAIOIIEeH po-
a1 (QUIAMEHTOB, HO He No0aBUja HUKaKMX HOBBIX apryMEHTOB B €€
N0JIb3Y M HE PEIlnIIa CBSI3aHHBIX ¢ Hel mpoliiem.

BcmomHuM, HakoHell, 4To (JOpMY MEHSIOT HE TOJIBKO LIENbIe KIeT-
KM, HO M MX TOJIOCTHBIE OpraHesibl. bolbiyio H3MEHYMBOCTD IEMOHCT-
PUPYIOT MUTOXOHIPHUH, KOTOPble MOTYT NMPUHUMATh, B YACTHOCTH, BHUI
BeTBsmmxcs Tpyoouek (Hermann, Shaw, 1998; Yaffe, 1999), a Takxe
BaKyosn pacTuTesnbHbIX KieTok (Chaumont et al., 1998). Ovecka et al.
(2005) ommcanm u 3aduxcupoBanu Ha (ortorpadum (Fig. 2d) Bakyoisb
KOPHEBOI'O BOJIOCKA, KOTOpPas VIMHHBIMU MaJIbLEBUIHBIMU OTPOCTKAMHU
BJlaBaJIach B CyOanMKaJIbHYIO 30HY; OTPOCTKU HE OBbLIM CTAaOUIIBHBI, 2 BCE
BpeMsi MeHs gopmy (cMm. Takxe Cole, Fowler, 2006, Fig. 1b). Axtu-
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HOBBIE (DMITAMEHTHI BHYTPA MUTOXOHIPHH W BaKyoOlled, HACKOJIBKO MHE
U3BECTHO, OTCYTCTBYIOT.

CpaBHUBas ABE MOJEIHU — “TONKAIOLIETO LUTO30JS U “‘TOJKAIOLIUX
(nraMeHTOB” — MOXKHO KOHCTAaTHPOBAaTh, YTO apTyMEHTALMS B IOJIB3Y
NEPBOI CXEMBI MPEACTaBIsAeTCs Ooyiee COJIMIHOW. JTa cxema cama Mo
ce0Oe BMOJIHE OYEBUAHA M, KPOME TOTO, MOXKET OINEPEThCcS Ha OOLIEeTpH-
HATBIE TPENCTaBICHUS O MOp(OTeHe3e CTEeHOUYHBIX KieTok. K Tomy ke
MpUMep My3BIPeH SICHO MOKA3bIBAET, YTO TUAPABIMYECKUNA MEXaHHU3M Y
0ecCTeHOUYHBIX KIETOK AEWCTBUTENbHO paboraeT. B oTHomeHnn Tonka-
HUs QUIaMEHTaMU HUKaKHX aHaJIoTWi He cyliecTByeT. TBepaoi omopoi
(hmTaMeHTO3HON MOJIENH Ka3alnuCh Pe3yJbTaThl OMBITOB, IPUMEHSBIIINX
UTOXATa3UHbl M JIATPYHKYJIUHBI, HO Mbl BHJIIENH, YTO 3TU Pe3yJIbTAThl
MOTYT OBITb UCTOJIKOBAHBI M B TMOJIb3Y THAPOCTATUUECKOTO MEXaHU3MA.
[Ipu 3TOM THApPOMEXaHWYECKass MOJENb HEe BCTPEYaeT TeX TPYIHOCTEMH,
KOTOpBIEC CTOST HA MYTH (PUIAMEHTO3HOW. AKTHHOBBIE (PHIAMEHTBI MO-
TYT OTCYTCTBOBaTh — LIMTO30JIb €CTh Bcerna. He u3BecTHo, ynuparoTces au
(unaMeHTH B IIa3MalleMMy — )KUAKUN LIMTO3071b “‘yIHupaeTcs’ BCeraa.

[To MoeMy MHEHWIO, OJHA THAPOMEXaHWYecKas Mojenb (puc. 2b)
crocoOHa OOBSICHUTH PA3BHTHUE J1700bIX KIIETOUHBIX BBIMAYMBaHMNA. He-
BEpHE B €€ IIUPOKOE IEHCTBUE BO MHOTOM OIpENeNsieTcss yOeKaeHueM,
YTO PaBHOMEPHOE IaBJIIEHHE >KAIKOTO IIMTO30JS JOJDKHO CO3/1aBaTh
chepuueckue Gopmbl. J[eHCTBUTENHLHO, TIOYEMY MHOTHE BBIMSTYHUBAHUS
WMEIOT BUJ UMIMHAPOB WM TUIACTHH, 8 HE B3AYBarOTCS MOJ00HO My3bI-
psam? YacTHUYHBIA OTBET Ha ATOT BOMPOC YK€ OBLT NaH BHIMIE (CM. OCO-
6enno Yoshida, Inouye, 2001), 6071ee MOTHBIN KAET HAC BIIEPEIH.

IMOPHOHBI M JINYUHKHU MO3BOHOYHBIX

Buinayueanus enympennux opeanos

BeinsurBaHne BHYTPEHHHX OPraHOB 3apojbliieil (JIMUMHOK), mpe-
’KIIe BCEr0 KHIIKH, PACCMAaTPUBAIOT OOBIYHO KaK M3rMOaHHE SITHUTEIH-
QIIBHOTO CJI0SI. MeXaHUYeCKUe CHIIbI, KOTOpbIe MOTJIN Obl CrUOaTh M-
TeNWH, He M3BECTHBI. B mocienHue roapl mpeobiagaeT MHEHHE, YTO OC-
HOBHYIO POJIb UTPacT U3MEHEHHE (OPMBI STMHUTEIHABHBIX KIETOK, OIMH
KOHEI[ KOTOPBIX CKHMMAETCS MPU COKPAIIEHUH aKTOMHO3WHOBOTO KOP-
Tekca. DTy UACK yao0Hee oOCYIUTh B CICAYIONICH TJaBe, TEHeph XKe
eie pa3 oOpaTUM BHHUMAaHHUE Ha YCTPOWCTBO BHYTPEHHUX opraHoB. OHHU

33



SIBIISIIOTCS TIOJIOCTHBIMU T€JIAMH U 3aII0JHEHBI KHUIKOCTBIO (Xopaa — 00-
BOJHEHHBIMU KJIETKaMH), a TOTOMY TIOIAAI0T B 30HY JAEUCTBUS TUIPO-
MeXaHW4eckor Monenu. B Takom ciyuae mpu oOpa30BaHUU JIOKATBHBIX
BEITISIYMBAaHUH JOJKHBI BHITIONHATHCS J[BA YCIOBHS: 1) Haam4uue Typropa
Y 2) HaJTU9he MEXaHUIECKOW reTeporeHHOCTU 000I0UKH.

Oprasbl Jal0T BHIMSTYUBAHUS BO BPEMsI CBOEI'O pOCTa, KOTia JaBlie-
HUE BHYTPHU HHUX O€3YCIIOBHO MPEBOCXOAWT HAPYKHOE — B MPOTHBHOM
Clly4ae 3TOro pocTa MpocTo He Obuio Obl. BeTpedaer nm BHyTpeHHSS
Macca OpraHoB (KHMIKOCTb) IPH CBOEM PACHIMPEHUU COMPOTUBICHUE
06osouku? Cloil 3MUTENMANBHBIX KIETOK, COCTaBISAIONIMNA YacTb 000-
JIOYKHA OPTaHOB, CIIOCOOEH 3a cueT mpoivdepanny yYBeTHIWBaTh CBOIO
momanas. Ecou on OyaeT nenaTh 3TO IOCTATOYHO MHTEHCHBHO, TO TIpe-
MATCTBUS POCTY BHYTPEHHEH Macchl MOXKET U He co3laBath. bazanbHas
MeMOpaHa MOXXET YTOJNIIAThCSA, M YTOIIIAETCS, MyTeM MacCUBHOTO TPH-
0aBJeHUS HOBBIX BOJIOKOH K OTKPBITHIM TIOBEPXHOCTSIM, HO PaCUTUPSITHCS
cama He crmocoOHa. B »TOM OTHOIIEHWM OHa MOJOOHA CTEHKE KJIETOK
pacTeHuii u TpUOOB, KOTOpas YBEIWYMBAET IUIOMIAAh 332 CUET PACTATH-
BAIOIIETO JACHCTBUS YBETUUHMBAIOIIEICS BHyTpeHHEH Macchl. COOTBETCT-
BEHHO, MHEPTHas 0a3ajbHas MeMOpaHa JIOJIKHA OKa3bIBaTh COMPOTHUBIIC-
HUE JIaBJICHUIO ATOM MacChl, a caMa >KUJKasi Macca, BCTpeyasi CONPOTUB-
JIeHWe, TOJDKHA PaBHOMEPHO ITaBHUTh Ha MeMmOpany (smuTenuii). MuHade
TOBOPSI, TOJIOCTHBIE BHYTPEHHHUE OPTaHbl SBISIOTCS TeJIaMU TYPTOPHBI-
MU. XOpay, KCTaTH, TPAAULUOHHO TAKUM TEJIOM U CUUTAIOT.

Wrak, ogHO ycinoBre paOOTHI THAPABINYECKOTO MEXaHH3Ma B MOp-
(oreHe3e IMOPHOHANBHBIX OPTaHOB LETMKOM BBITIONHsSETCA. JlocTarod-
HOE 4KCIIo (PaKTOB CBHJIETEIILCTBYET, UTO BTOPOE YCIOBHE — JIOKAJILHOE
ocnabneHne 000JI0YKH — TOke cobmomaercs. HepaBHOMEpHOE pa3BUTHE
OazampHOM MeMOpaHb! (KOJTAreHOBOTO CJI0S) HE pa3 OTMEUEHO Ha CTEH-
kax 3adgatkoB jerkux (Wessells, 1970; Brody et al., 1982; Gallagher,
1986; Moore et al., 2005) u cmonnbix xene3 (Grobstein, Cohen, 1965;
Nakanishi et al., 1986, 1988) miexonuTaromux — TOJIIMKWHA MEMOpPaHBI B
MecCTax BBIMSTYMBAHUMA OKa3bIBAJIaCh MEHBIIIE, YeM Ha COCETHUX YUacTKax
snuTenus. B xone aHruorenesa, mpoOUCXOSIIETO MMyTeM BETBICHUS KPO-
BEHOCHBIX COCY/IOB, 0OazajbHas MeMOpaHa WX CTEHOK pa3pyllaercs B
MecTtax oopazoBanus BeIpocToB (Patan, 2000).

To, 4TO BBHIMSIYUBAHKS BHYTPEHHUX OPTaHOB IMOSIBISIOTCS U PacTyT
MOJT PaBHOMEPHBIM JABJICHHUEM >KUIKOCTH, MOATBEPXKIAET MX Qopma.
[Ipu cBOEM BO3HWKHOBEHHH (Ha CTAJMH IOYEK) OHHU YacTO OBIBAIOT ITy-

34



3pIpyaTeiMu. OIIHYM, HAOpUMEp IUIABaTEJIbHBIM My3bIpb PHIO WM JIErO4-
HbIE€ MY3bIPbKH MJIEKOMHUTAIONINX, OCTAIOTCAd TaKUMH Ha BCIO JKHU3Hb, O
YeM TOBOPAT M UX Ha3BaHMA. [lpyrue, HanmpuMmep MOYEUYHbIE KaHANbLIbI,
CTaHOBSATCSl NPAaBUJIBHBIMU TPYOKaMH, KOTOPBIE TOXE BPAI JU MOTYT
(opMupoBaTHC MHAYE, KaK MOJ PAaBHOMEPHBIM JaBlIEHHEM BHYTpPEHHEU
XKUAKOCTH. [IpM3HaHHOE TypropHoe Telo — XopAa — JAEMOHCTPHpPYET
WMEHHO LMIMHAPUYECKYI0 opMy (JIydlle cKa3aTh, Ha HOMEPEUHBIX Cpe-
3axX UMEET BUJI IPABWILHOT'O KPYyTa).

Hapyoicnvle svinsuusanus

B oTnnune oT XUAKOTO COAEP)KMMOr0 BHYTPEHHUX OPraHoOB, Mac-
ca, 3aHMMAIOILasl MePBUYHYIO MOJIOCTH SMOPHOHA, UMEET CIOXKHBIA CO-
ctaB. HekoToprie ee KOMIIOHEHTHI, MPEX/IE BCETO 3aYaTKH CKEJeTa, SB-
JISFOTCS AKECTKUMHU CTPYKTypaMu. B mpuHumne, oHu Moriau O6b1 MpOU3BO-
JIUTh JIOKAJIBHOE JABJICHHE HAa JKTOAEPMY M BBIMSIYMBATH €€ TaM (Kak
AaKTHHOBBIE MTyYKH B THITOTE3€ TOJKaromux (pumamentoB). Ha camom ne-
Jie, OAHAKO, HU OJWH SMOPUOHANBHBIN (IMYMHOYHBIN) OpTaH He KOHTaK-
THUPYET MPSIMO C HKTOJEPMOM, UTO JIETKO BHJETh HA CAMBIX Pa3HbIX TUC-
Tonoruueckux cpesax (cm. puc. 317, 417). DrnekTpoHOrpaMMBbl MOKa3bIBa-
10T, YTO K 3KTO/IEpPME TECHO HE MPHUIIETAIOT Jake KIETKU, BEpHEE UX Te-
na. Tak, B MMOYKe KOHEUYHOCTEW KypHUIbl, TJIOTHO 3allOJHEHHOW MeE3eH-
XUMHBIMH KJIETKaMH (CM. JUId IpuMepa puc. 4A), IUIIb UX TOHKHE OTPO-
CTKM JocTuraroT OazaimpHONW MemOpanbl (Singley, Solursh, 1981); “...
there is a region about 0.3 pum thick from which the main body of the
cells is always excluded.” (Gould et al., 1972, p. 328). O ToM, 4TO KIET-
KM HE OKa3bIBAIOT MPSMOTO MEXaHWYECKOTO BIUSHUS HA MPOLECCH BbI-
MSYUBAHMUSA, TOBOPST MPUMEPHI, KOIJIa MX B BBIPOCTAaX Tejla BOOOIIE
npaktuuecku HeT (puc. 3A, B; 4B). Tak ObiBaeT naxke B MOYKax KOHEY-
HOCTEeH TeTparol, 0OBIYHO COAEPIKAIINX MHOTO Me3eHXUMBI. Hampumep,
JIACTaJIBHBIA CETMEHT (IITABHUYOK) KOHEYHOCTEH JIMYMHKA CHOMPCKOTO
yrio3y6a (Salamandrella) mouTH HE CONEPIKUT KIETOK, HO PACTET OUEHb
osicTpo (BopxBapar, 1994, 2000).

Takum 00pa3omM, TOJIBKO aMOP(HBIN BHEKJIECTOUYHBIN MATPUKC TPH-
JIETaeT K 3KTOAiepME U MOXKET OKa3bIBaTh Ha Hee AasiieHue (bopxmapar,
2000, 2002a,0). AMOp¢HBIH MaTpUKC MPENCTaBIsIeT cOO0KW CHMIIBHO 00-
BogHEeHHOe BemiecTBO; Newman, Frisch (1979), Hanpumep, Ha3pIBaIH
MaTPUKC TOYKHM KOHEYHOCTEH KypHIBl Pa3KMKEHHBIM T'HaTypOHOBBIM
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reneM. DTO 3HAYHT, YTO TETEPOTEHHOE SAPO LENOTO IMOPHOHA (JIHMYHH-
KH) B3aUMOJICHCTBYET C 00OJIOUKON (IKTOIEPMOM) Kak elIMHas BBICOKO
TIacTUYHass macca. BcTpedas mpu cBOeM pOCTE COMPOTHBICHUE 000-
nouky (TMpexe Bcero 0a3anbHON MeMOpaHBI), 3Ta Macca, Kak W JKAJ-
KOCTh BHYTPEHHUX OPTaHOB, JOJKHA PABHOMEPHO pacIpeAeisiaTh JaBiie-
HUE TI0 BCel ee TUIomaan, a popMa Tena JoHKHA CTPEMUTHCS K apoo0-
pasHoii. J[eicTBUTENbHO, XOTS BECh SMOPHUOH (JIMYMHKA) HE BBITIIATUT
MPOCTHIM MPABWJIBHBIM TEJIOM, €r0 YaCcTH HEpeaKo ObIBatoT TakuMH. Ty-
JIOBMIIIE YU XBOCT PAaHHUX IMOPHOHOB, HANIPUMEP, MOTYT OBITh OKPYTJIbI-
MU B TIOTIEPEYHOM CEUEHHH, & TOYKH KOHEUHOCTeH aM(puOHil BOZHUKAIOT
Kak Hactosmue mnomycdepsl. [lmaBHBIE, pOBHBIE W3THOBI AKTOMEPMEI,
yacTo BUAMMBIE Ha mpenaparax (cM. puc. 4I, a Takke TJaBy
“CTSKKU”), Toxke CO3Aal0T BIIOJIHE OMPEACTICHHOE BIIEYATICHHUE, YTO
CTEHKH TeJla WCIBITHIBAIOT PaBHOMEPHOE JaBIIEHUE BHYTPEHHEH MacChI.
[Touemy sxe Teno >MOPHOHOB (JINUMHOK) pacTeT HEPAaBHOMEPHO W TNPH-
HUMaeT HemnpaBwibHYIO (opmy? [loyeMy Kakue-TO €ro 4acTH pacTyT
OBICTpee, BBITYMBAIOTCI? B Teopuu OTBET MBI yXKe 3HAEM — MOTOMY,
9T0 000JI0YKa (IKTOZEpMa) MEXAaHMUYECKH T€TEPOreHHa U €€ YacTH OKa-
3BIBAIOT JABJICHUIO BHYTPEHHEH MacChl HEOJMHAKOBOE COINPOTUBIICHUE.
Taxk nu 3TO Ha MpaKTHKe?

Cample pa3HbIe BBITITYUBAHUS SMOPHOHOB (JTUYMHOK) JEMOHCTPH-
PYIOT c1abo pa3BUTYIO O6a3anbHyI0 MeMOpany. OcOOEHHO MOJTHO 3TO J0-
KYMEHTHPOBAaHO Ha TPUMEpEe MOYEK KOHEYHOCTEH, Ubsi Oa3alibHasi MEM-
OpaHa Bcerja 3HAYUTENHHO TOHBIIIE, YeM Ha COCETHHMX yYaCTKaX KOXKH.
Bosiee Toro, B caMux mo4kax CyIlleCTBYET MPOKCUMO-AUCTAIbHBIN “Tpa-
JIMEHT yTOHUYEHUs  — Oa3anbHas MeMOpaHa OKa3bIBae€TCs OCOOCHHO TOH-
KOH, HEPEOKO Ja)ke MpepbIBacTCs, Ha BepIIuHe BelnAuuBaHus (Balinsky,
1957; Jurand, 1965; Ede et al., 1974; Kelley, Bluemink, 1974; Raynaud
et al.,, 1974; Bopxsapar, 20026). Salpeter, Singer (1960) nHaGmomanu
UCTOHYCHHE 0a3aibHOIl MEeMOpaHBI TaK)Ke Ha BEPIIMHE pPEreHEPHUPYIO-
e KOHEYHOCTH TpuToHa. MHorma cimabocte MeMOpaHBI MOXET OBITh
caencteueM ee Hepopassutus (Smith et al., 1975). OObr4HO e oHa Tep-
BOE€ BpPEMSI HE MOKA3bIBAET SIBHBIX OTJIMUUH (puc. 3A), HO yKe B caMOM
Havane (HOpPMHUPOBAaHUS MOYKH KOHEYHOCTH OKAa3bIBAETCS CHIIBHO pPas-
pymenHo# (puc. 3b; 4A). CTaB OTHOCHTENFHO TOHKOH, anMKaipbHas 6a-
3ajpHas MeMOpaHa JI0Jro MOJJACPKUBACT TAKOE COCTOSIHUE — s HaOJIro-
Tl TPalMeHT YTOHYEHHs] B KOHEYHOCTH aM(puOUil BIUIOTH A0 TMOIHOTO
(opMUpOBaHUS TaM XPAIIEBOTO CKeleTa. B KOHEYHOCTAX XBOCTATBHIX
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36MHOBOJHBIX OcjabieHne 0azabHON MeMOpaHBI OBIIIO OOHAPYKEHO HE
TOJIBKO B WX IUCTaJIbHOW YacTH, HO M Ha OBICTPO PacTyIIMX Mpe- U Mo-
ctakcuanpHoM Kpasx (Borkhvardt, 2001). Kpome Toro, oTHOCHTEIBHO
cmabas OazaimpbHast MeMOpaHa Oblila HaliileHa Ha 3aJHEM KOHIIE TeJa dM-
opuona cesproru (bopxsapar, 20026), Ha BepIIMHE HEMAPHBIX TUIABHU-
KOBBIX CKIanok JuunHOK pei0 (Nadol et al., 1969; puc. 3A) u am¢pubmii,
Ha BEPIINHE ONEePKYJISPHBIX KPHIIEK (puc. 4b) U Hapy>KHBIX JKaOp JIHMYH-
HOK 3€MHOBOJHBIX, OaJTaHCEPOB XBOCTATHIX aM(puouii (puc. 4B).

B nenoM, ruapoMexaHU4ecKyo MOJeNb, NMPEeNI0XKEHHYIO Ui Kile-
TOYHBIX BbIIsiuMBaHU (puc. 2b), BIOJHE MOKHO HNPUMEHUTb U K 3M-
OpHOHANBHBIM (JINYMHOYHBIM) BBIIISTIYMBAHUSIM KUBOTHBIX.

BIIATYUBAHMUS
Kaerkn
Auooyumos

OHJOLUWTO3HBIE BIITYMBAHHA TOCTOSHHO BO3HUKAIOT HA TEJIE CaMBIX
pa3HbIX KJIeTOK. Hepenko Ha BHYTpEHHEH MOBEPXHOCTH BISAYMBAHUN
KOHIIEHTPHUPYIOTCS KJIATPUHOBBIE O€NKH, U MOJNaratoT, YTO UMEHHO 3TOT
CJIONl MOXXET WrpaTth akTUBHYI0 posib B uHBaruHaumu (Heuser, 1989;
Pypaert et al., 1991; Qualmann, Mellor, 2003). Habnronenus 3a kiaarpu-
HOBBIMM PEILIETKAMH BCKPBITBIX KJIETOK IIOKa3ajd, YTO OHM AEHCTBU-
TeabHO MoryT u3rubarbcs B npucytctBum AT® (Heuser, 1989), Ho
KJIaTPUHOBAs OOKJIaAKa Ha SHAOLHUTO3HBIX BITYMBAHUSIX OBIBAaET AAJEKO
He Bcerga. BakHyro ponb B OpraHu3allii SHIOLUTO3a OTBOIST TAaKKe
aKTUHOBBIM QuiameHTaM. O6 ydacTuu (pUiIaMeHTOB CyIST IO UX MPH-
CYTCTBHIO B 30HE BIISTYMBAHUS, & TAKXKE M0 PeaKLMH KIETOK Ha 00paboT-
Ky LUTOXaJla3MHAMU U JIATPYHKYJIWHAMHU. Takue MeTonbl B Iy4llleM ClTy-
4yae MOT'YT YKa3aTh Ha 603MOJICHYIO POJIb AKTUHOBBIX (PUIaMEHTOB, HO HE
CTIOCOOHBI OIPeNeNUTh, B UeM OHA COCTOUT. B camom aene, 3Ta ponb 0
cux nop He pacimudposana (Engqvist-Goldstein, Drubin, 2003; Yarar et
al., 2005; Kaksonen et al., 2006). Ogna u3 runote3 (cM. Kaksonen et al.,
2006) UCXOAMT U3 TOTO, YTO AKTHHOBBIC (DUIAMEHTBI YIIUPAIOTCS B KJIe-
TOYHYl0 MeMOpany. Ilpu ux ymmHeHuu, 3a cueT noOaBlieHHS Ha IUC-
TaJbHOM KOHIIE HOBBIX MOHOMEPOB, CTapble Y4YacTKU CIBUIarTCA
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BHYTpPb. DTH yYYaCTKH CBS3aHBI ¢ MEMOpaHOH U TAHYT ee 3a coboit. Gre-
becki (1991) u Klopocka et al. (1996) nonaranu, uyto ipu GopMUpOBa-
HUU TUHOIUTO3HBIX KaHAJIOB aMmeObl IIa3MajieMMy BTSATHBAE€T BHYTPb
COKpPAIAIOIINICS KOPTEKC.

OO6cy>xaast Tporece dHIAOIMTO3a, 00paIaroT BHUMAaHUE Ha TO, YTO
W3rHOaHMI0 KJIETOYHOM MeMOpaHbl MNpEenaTCTBYeT €€ HaTsKeHHe
(Raucher, Sheetz, 1999). I'oBopst o daxTopax, 3aTpyIHSIIOMMX SHAOLHU-
TO3 Y CTEHOYHBIX KJIETOK, YKa3bIBalOT Ha POJb TYPrOpHOTO IAaBIICHUS.
JlelicTBUTENBHO, B TYprOpHBIX KJIETKaX SMHIEpMHUCa JyKa, Hampumep,
Oparka et al. (1990) sHOOINTO3HBIX My3BIPEKOB HE BHAEIU. B oTHOIIE-
HAW PAacTHTETLHBIX KieTok Gradmann, Robinson (1989) paccumranu,
YTO OKaiMJIeHHBbIE (OJEThIE KJIATPUHOM) IMY3BIPbKH MOTYT (hOPMHUPO-
BaThCA TOJBKO MPHU IOBOJBHO HU3KOM JaBJICHHH, MEHEe OIHOW aTMo-
ctepsl. Ho maxke mpu HyJeBOM Typrope, T.€. Py PaBEHCTBE BHYTPEHHE-
r0 ¥ HapyXHOTO JaBJI€HUs, BIAYMBAIOMIAsCA TUIa3MalieMMa JOJKHA UC-
MBITBIBATH CEPbE3HBIE TPYTHOCTH.

DopMupys 3HIAOUUTO3HBIE My3bIPbKH, TUIA3MaNeMMa He MPOCTO U3-
rudaeTcs — oHa noepyoicaemcs BHyTPb KineTku. Kakum obpazom 060504-
Ka MOXKET TOTPY3UThCS BHYTPb 3aMKHYMOL TIOJIOCTH, HANlOJHEHHOU He-
corcumaemsiM BeIECTBOM? DTOT BONPOC JOJKEH CTOSAThH MEpen Hccie-
JIOBATETISIMU JI700bIX BIITYMBAHUM, W HA OJIHA WHBarMHAIIMOHHAS MOJENb
He OynIeT MONHOIIEHHOH, ecnu He nacT Ha Hero orBera. Odell et al.
(1981) — equHCTBEHHBIE U3BECTHBIE MHE aBTOPBI, KOTOPHIE TAKOH BOMPOC
3a/aiM ¥ Ha HEro OTBETWIN. PaccMaTpuBas racTpyisiuio y MOPCKOTO
eXa, OHH TPEATIOIOKUIIHN, YTO CaMO BISTYNBAaHUE (apPXEHTEPOH) yCTpaHsI-
€T CONpPOTHBIICHUE BHYTPEHHEH MacChl, MEXaHMYECKH BBITECHSS >KUA-
KOCTb OnacTysibl HapyXy. Bo BpeMsi 3HIOLMTO3a TO K€ CaMoe€ JOJKHBI
JlenaTh MellKhe BIsTYuBaHuA. MOXHO TPEUIOKUATh M IPYTroil BaphaHT:
BIISTYMBASICh, DHAOIMTO3HBIE My3bIPHKH TMOBBIIAIOT JAaBJICHUE BHYTPH
KJIETKH, ¥ OHO PAcCTATMBAaeT IUlazMayieMMy (Mj1a3MajeMMy U CTEHKY Y
CTEHOYHBIX KJIETOK). [IpoBepuTh 00a BapwaHTa B HAIM JHU BPSI JIH
BO3MOJKHO, XOTSI ObI MOTOMY, YTO BPA[ JIM BO3MOXHO C/ETaTh COOTBET-
cTByIolMe poMepbl. Ho coMHeBaTbesi B CIOCOOHOCTSAX SHAOLMTO3HBIX
BISTYMBAHUHA BBIOIHITH PaboTy, KOTOPYIO B pACTUTEIHHON KJIETKe, Ha-
MPUMeEp, BBITIONHIET MOTYIECTBEHHBIN TYprop, MOXXHO U IOJKHO. Tem
Oosee, yTO MBI aK€ HE 3HAEM, KaKue€ CHJIbI MPU IHAOLMTO3€ JBUTAIOT
KJIETOUHYIO0 MEMOpPaHy BHYTb.
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B npunnune npobiaema norpyskeHus 000J0YKH BHYTPb KIETKH WIN
M000T0 APYroro MOJOCTHOTO Tella MMEET BIOJHE MPOCTOE pEIeHUE.
Ecnu BHyTpeHHsIsT Macca AaBUT Ha 0OOJIOUKY CHJIbHEE, YeM Hapy>KHas,
0005I09Ka CMeMIaeTcss HEHTPOOEKHO — TaKue JEUCTBUS MBI pacCMaTpH-
BaJIM B Npenplayineit riaase. Uto OyaeT, eciiu 00beM Aapa YMEHbIIUTCS U
BHYTpEHHEE aBJI€HHE CTAHET MEHbIIE HapyXKHOro? OTBET O4eBHJIEH —
BHEILHSS Macca JBUHETCS K LEHTPY Tena, B 0071acTh HU3KOTO aBJICHUS,
cMellas Tyja ke 000104ky. B Takoil cxeme ymeHbleHne o0beMa BHYT-
peHHel MacChl IBUTCS HE CIEACTBUEM BIIsTuMBaHusd, kak nymanu Odell et
al. (1981), a, HanpOTUB, €ro NPUYKUHOM.

IIpupoaHsie mpoueccsl, TAe BISYMBAHUSA HECOMHEHHO CIEAYIOT 3a
yMEHbIIEHHEM 00beMa BHYTPEHHEH Macchl, Mbl HaOII01aéM TOCTOSHHO
U ToBceMecTHO. [IpumMepom siBisieTcss cMOpIIMBaHME OOBOAHEHHBIX Tell
(dpykTOB, OBOIIEH, MEPTBBIX KUBOTHBIX...) TIPH WX BBICBIXaHWH. VHBa-
TUHALIMIO JIETKO CIPOBOLIMPOBATH MCKYCCTBEHHO, MIOMECTUB OPraHU3MBbI
B TUNEPTOHUYECKUH PacTBOpP, KOTOPBI OCMOTHYECKUM IyTEM BBITATH-
BaeT BOAY M3 mojocTed. B Takoil cpene )KMBOTHBIE KIETKH U MPOTHCTHI
YMEHBUIAIOT pa3Mepbl U Ha WX MOBEPXHOCTH HOSABISIOTCS YIIyOseHus
(Mast, Hopkins, 1941; Bereiter-Hahn, Strohmeier, 1987). Dai et al.,,
(1998) maBanu neliponam Lymnaea (Gastropoda) HabyxaTh B TUIIOTOHH-
4ecKOil cpelie, a 3aTeM NepeMelaid UX B U30TOHUYECKYIO; TaM KIIETKH
CKUMAITUCh, M Ha MX OOpallleHHOW K cyOcTpary cTopoHe (hopMHpoOBa-
JUCh TyOokue BrsiunBanus. [1o HaOmoneHusM Zonia, Munnik (2008, p.
861) Hax meuThIIeBEIME TPyOKamu Tabaka, “Hypotonic treatment and cell
swelling stimulated exocytosis and attenuated endocytosis, while hyper-
tonic treatment and cell shrinking stimulated endocytosis and inhibited
exocytosis.”

BrnsuuBaHue npu oTpULATENbHOM BHYTPEHHEM IABIEHUH CTOJIb JK€
OUYEBUHO, KaK M BBINSTYMBAHUE TPU MOJOKHUTEIHHOM, U SKCIIEPUMEHTHI
3TO MoATBepxkAalT. Ho ObIBaeT ju BHyTpeHHee daBleHHE OTPULATENb-
HBIM B HOpManbHBIX Mop¢orenezax? [IpuBoauT a1 ero nageHue K pas-
BUTHIO BrisiumBaHuii? TpaHchopmanus Acanthamoeba BO BpeMsi MHIH-
ctupoBanus (Bowers, Korn, 1969) noka3biBaeT, 4To KJIETKU IEHCTBU-
TEJNBHO MO2ym aKTUBHO CTUMYJIMpPOBaTh WHBaruHauuu. Ha mepBoii cra-
nuu Acanthamoeba oKpyrisaiack, 3aTeM HauMHaja TEPsiTh BOLY U CUJIb-
HO yMEHbIIaja pa3Mephl; OHOBPEMEHHO KJIETOYHAs MeMOpaHa BIISTYH-
Bajach B Pa3HBIX MECTax M B TeJ€ KJIETKH BO3SHUKAIN OTKPBITHIE HAPYXKY
MUKPOILEJH.
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IIpuBeneHHBIN NpPUMEP AKTUBHOIO CTUMYJIMPOBAHHUSA BIISITYMBAHUN
MyTeM MOHW)KEHHsI BHYTPEHHETO AaBJieHMs Moka eauHudyeH. Ho o cmo-
COOHOCTH KIIETOK PEeryJupOBaTh CBOM 0O0BEM HM3BECTHO HEMalo (CM.
BhIlIe). Tak ke U3BECTHO, YTO MYJIbCAlUs KJIETOK €CTh UX OOBIYHOE CO-
crosiHue (Trinkaus, 1969). U3 matepuanoB npenplayiel riiaBel Mbl 3Ha-
€M, UTO KO0JIEOATEIBbHBIM ITPOIIECCOM SIBJISIETCSI POCT CTEHOYHBIX KIIETOK,
W OJHOW W3 MPHUYMH 3TOTO HA3BIBAIOT KOJICOAHWs BHYTPEHHETO JIaBlie-
Hus. BcnoMHuM, Takoke, 9To B TH(ax OOMHUIIETOB, HAMPUMED, TOJIOKH-
TEeIbHOE BHYTPEHHEE JIABJICHUE MOXKET OITyCKaThCs mouTH a0 Hyns (Har-
old et al., 1996). Ecnu 0HO OITyCTHUTCS HIXKE BHEITHETO, TO 3TO Heus-
OeoicHo TIPUBENET K BIISTYUBAHUSM, MPHU YCJIOBUU, KOHEYHO, YTO CHIIBI
HApYXKHOTO JIaBJIeHUs OyIeT MOCTaTOYHO, YTOOBI PEOJIONIETh elle U COo-
MIPOTHUBIICHHUE 0O0TOUYKH.

Wtak, cornmacHO HOBOW THMIOTE3€, ABWXKYLIEH CUIOW B pa3BUTUHU
BISTYMBAHUM BBICTYIAeT JaBJEHHWE HApYy>KHOM Macchl. DTa Macca Npea-
CTaBJIAET CO00M MO0 KUAKOCTD, JIMOO OOBOJHEHHBIN BLICOKO IUIACTHY-
HBIi MaTpukc. [laBneHne Takod Macchl OyIeT CTPEMHUTHCS CO3/1aBaTh
chepuueckue GUrypbl. DHIOLUMTO3HBIE BITYMBAHKUS BO MHOTHX CIydasx
TaKOBBIMH U SIBIISIOTCS, HE CIYYailHO MX Ha3bIBAIOT M M300paXKaroT ITy-
3pIpbkamMu. ViIMeHHO 1m1apooOpasHas (opMa BBHIMAYUBAIONIMXCS My3bIpen
(blebs) yTBep>kJaeT B MBICJIH, YTO OHU BO3HUKAIOT MOJ JABJICHUEM IIH-
TO301s. B OTHOIIEHWH K€ SHAOIMUTO3HBIX TY3BIPHKOB MOOOHBINA BBIBOL
— 0 JIaBJICHHUU HaPYKHOM KHUIKOCTH (MaTpPUKCa) — ClIEiaH He OblI. Mex-
Iy TeM, TIPEJICTaBUTh, KaK CTOJIb MIPABUIIbHBIE (PUTYPBI MOTYT CO3/IaBaTh,
CKa)XeM, TAHYIIUE YCHIINS aKTUHOBBIX (DMIIaMEHTOB, HAMHOTO TPYAHEE.

ITockoabKy Hapy>KHas Macca BBICOKO MJIACTUYHA, €€ JaBJICHHUE pac-
MpeJIeNsIeTcs pABHOMEPHO TI0 BCEH MOBEPXHOCTH KJIETOK. B aTOM cirydae
JIOKaJIU3alysl MHBAarMHAIMN TOJDKHA OMPEAEIsAThCI MEXaHHUEeCKON TeTe-
POTEHHOCTBIO O0OJOYKH, HAJMYWEM B HEH clabbIX ydacTKoB. B oTHO-
IICHUU BBIMSIYMBAHUI TakuX (aKTOB OBLJIO MPHUBEICHO HEMAJIO, B OTHO-
IICHUY BISTYMBAHUN MHQOpMAIYs OYeHb CKyaHas. [loka equHCTBEHHBIC
M3BECTHBIE MHE BIISTYMBAHUS, Ybsl 000JIOYKA SIBHO YCTYIAET 10 TOJIIIMHE
COCEIHMM YYacTKaM, — 3TO IMy3bIpbkH (surface vesicles) y mokosiuxcs
rIaZKUX MycKynbHBIX KieTok (Devine et al., 1972, rekcr u Figs. 9, 22).

Wrak, NpuuMHON BHSYMBAHUM, KaK W BBIIIYUBAHUN, S IPU3ZHAIO
pa3HUIly JABJICHUI BHYTPU MOJOCTHOTO Te€da M CHapyXu OT Hero. Mo-
Jlenb “‘BIsUMBaHUE B cnaboM MeECTe 1O AaBlieHHeM TOMOTeHHOH Ha-
pykHOH Maccel” (puc. 2B) no cyiecTBy NOBTOPSIET MOAENb ““‘BBINAYNBA-
HUE B CTa0OM MeCTe TOJ JaBJICHHEM T'OMOTEHHON BHYTPEHHEH MacChl”
(puc. 2b), HO, Tak cKa3aTh, C OOPaTHBIM 3HAKOM.
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Jlenenue

B aTOM pazmene pedsr moWmeT o IeleHUH, TIaBHBEIM o0pa3om, Oec-
CTCHOYHBIX KJIETOK, KOTOPOE SBJSETCS, MO CYIIECTBY, PA3HOBHIHOCTHIO
BIISTYMBaHMs. B OTHOIIEHWM CHJI, COBEPIIAIOIIUX ITOT MPOILECC, JABHO
CIIOXHIICS KOHCEHCYC. TlomararoT, 9To KJIETKY COKAMAaeT M IEeTUT COKpa-
TUTCJIIBHOC KOJIBIIO, CJIO’)KEHHOC AaKTHMHOBBIMHM W MHO3HUMHOBBIMH (1)1/1.]'[3-
MeHTamu. Wiest COkpaTUTENnbHOTO KOJIblla MosiBHiIach naBHO (Marsland,
Landau, 1954), u nonyunna BceoOmiee npu3Hanue (cM. Sanger, Sanger,
2000; Yumura, 2001; Pollard, 2003; Albertson et al., 2005) mocie Toro,
KaK 107 TU1a3MajJIeMMOH OOpO3.Ibl IeJICHUs ObLITU HakIeHbl AKTHHOBBIC U
MHO3UHOBEIE (PUIIAMEHTHI.

KakoBel apryMeHTBHl B TIOJB3Y HIEH COKPATHUTEILHOTO KOJIBIIA,
KpOMe HalW4us TaM aKTHHOBBIX M MHO3HMHOBBIX (uiameHToB? Bo-
MEPBBIX, 3TO KOJBIIO BPEMEHHOE, OHO TMOSBIISICTCS K HAYally JCJICHHS H
WCYe3aeT cpa3dy Mo ero OKOHYaHWW. Bo-BTOPHIX, (UIaAMEHTHl OpPUEHTH-
pOBaHBI 110 HepI/IMepr KJIETKH, YTO B HpI/IHHI/IHe ITIO3BOJISIET UM €€ CKH-
MaTh. B-TpeThux, COKpalleHue He MPOUCXOIUT MOCe 00pabOTKU KIETOK
[UTOXAlIa3MHAMH, XOTS €CTh M MPOTHUBOMNOJOXHBIE aaHHbIe (Krishan,
1972). Be3ycnoBHo, 00JIBIIIOE BIMSIHIE HA YMBI OKa3bIBAIOT 00OIINE TIPeI-
CTaBJICHUSI O POJIM aKTOMHO3MHOBOTO KOMILIEKCA B COKPAILEHHUH MBIIIIT
M KOpPTEKCa HEeMBIIIEYHbIX KieToK. Co3/1aBas MOJEIh COKPATHUTEIHLHOTO
kosbia, Schroeder (1973, p. 1688) 6v1 yBepen, uro “ The contractile
machinery in cells is often, if not universally, fibrillar in nature.” Ho B
MBIIIIAX, BEPHEE B MOMEPEYHOITOIOCATHIX BOJIOKHAX, AKTHHOBBIE U MUO-
3WHOBBIE HUTH CKJIAJIBIBAIOTCS B CTPOTO YIOPSIOYEHHYI) CApKOMEPHYIO
PEIIeTKYy, W €CTh MpsAMbIe HaOIIONEHNS 32 UX IBIKEHHEM (CKOIBKECHH-
em). [lonararor, 4TO pacroyioKeHUEe aKTUHOBBIX U MHO3WHOBBIX (puia-
MEHTOB B COKPAaTHTEIHLHOM KOJbIIE HAIOMHHAIOT TAKOBOE B CapKOMeEpe
(Sanger, Sanger, 1980, 2000), omHaKO HUKAKOTO CKOJBKEHHUS (PrlaMeH-
TOB B KOJIBLIE MPSIMO HE HAOIIOAAIIH.

He umest cTporux OKa3aTeNbCTB, HJEs COKPATHTEIHHOTO KOJbIA
BCTpPEYAET, B TO K€ BPEMs, HEMaJo pa3HOro poja TpyaHocteil. EcThb
nanueie (Neujahr et al., 1997a), uTo pacupeneneHne akTHHOBBIX U MHO-
3MHOBBIX (DUIIAMEHTOB B JICJIAIICHCS KIETKE HE COOTBETCTBYET TPaIUIIU-
OHHOI cxeme. He mM3BeCTHO, KaKk COKPATUTENbHBIE YCHUIHS TIePEIaroTCs
Ha KJIETOYHYI0 MeMOpany. CaM OCHOBOIIOJIOXKHUK YICHHS HAOIIOIAT KaK
3UroTa MOPCKOTO €Ka 3aKaH4uBaJla JejeHue (Ipu AMaMeTpe B 00JacTu

41



00opo31BI OT 2,5 MKM 710 HyJIs) 6€3 COKpaTHTEIbHOTO Kojblia (Schroeder,
1972). Boob6uie, Schroeder oTHOCHIICS K 3aTpYJHEHUSIM TEOPHU BIIOJIHE
CephEe3HO M JJaKe CHEeUUANbHO MEePeYUCINI UX B OJHOH U3 MO3IHUX CTa-
Tel (Schroeder, 1990). [IpuBeny auine onAKH 3amaHHBIA UM Bompoc. Kak
COKpalieHne cyoMeMOpaHHOTO aKTOMHO3WHOBOTO KOMILJIEKCA TPOU3BO-
IUT yHUJaTepajibHOE (HampUMep, Y KUIIEYHOMOJIOCTHBIX) MM AUCKOM-
JanpHOe (HampuMep, y nTuim) Apobnenne? Iy oOBSCHEHHWS yHUIIATe-
pajJbHOrO JIpoOJeHUs MNPeIUIOKEH MEXaHU3M COKPaTUTEIbHOM Iyru
(Salmon, Wolniak, 1990), HO ero neiictBue He pacmiMpOBaHO.
Sanger, Sanger (2000) cunTany, 4To U1 pa3leNeHus KJIETKN Ha JIBE J10-
yepHHe HeOOXOAMMO MMEHHO MOJIHOE KOIbLo. OTHOCUTEIBHO AMCKOM-
JAILHOTO JAPOOJICHHsI, HACKOJIBKO MHE M3BECTHO, BOOOIE HET HUKAKUX
HICH.

HauOonee 3HauumbIM (aKTOM, HOANEPKHUBAIOLIMM KPUTHYECKOE
OTHOIIICHHWE K KOHICMIMHA COKPATUTEIHHOTO KOJIbIA, SIBISETCS TO, YTO
KJIETKH MOTYT JenuTbcsi 0Oe3 mMuo3uHa. Tak TMOCTyHaroT MyTaHTHBbIE
npeacrasutenu Dictyostelium. VIHOTa MX JMIIEHHBIE MUO3WHA KJIETKH
o0pa3yroT ray6okue u mupokue 0opo3as (“pseudo-cleavage furrows” —
Fukui et al., 1990), B npyrux ciydasx [eJeHHE AOXOAUT 1O KOHIa
(Knecht, Loomis, 1987; Neujahr et al., 19976; Zang et al., 1997). Tax xe
BeIM ceOs KIETKU TOYeK KPBICHI U KIETKH (PHOpocapkoMbl, 00paboTaH-
Hble MHTHOUTOPOM MHO3MHOBOW aKTMBHOCTH — OneO6ucratuHoM (Ka-
nada et al., 2005), 1 aBTOpBI MOCUUTANIN 3TO MPSMBIM CBHIETEIHCTBOM B
mone3y ““...contractile ring-independent equatorial furrowing in mam-
malian cells.” (p. 3865). I'pamoTpunatensHpie OakTepUH HE HMEIOT
CTEHKH U JIEJATCs, KaK U )KMBOTHBIE KJIeTKH, nepetskkoit (Koch, 1990).
Mexay TeM y HUX HET HM aKTWHa, HU MHO3uHA. [lonararor, 4to 3x€ch
(YHKUMOHAIBHBIM aHAJOrOM COKPAaTUTEIBHOIO KOJbLA 3YKapHOTHYe-
CKHX KJETOK chykuT TyOynuHoBoe koiblio (Lutkenhaus, Addinall,
1997), HO Kak OHO NIEUCTBYET — He sICHO. HamoMHI0, 4TO rjaaBHOE B TE€O-
PUM MBILIEYHOT'O COKPALICHUS — 3TO B3aUMOAEHUCTBHE HUTEH ABYX pa3-
HBIX TUMOB. KpoMe TOro, MHO3WHOBBIE TOJIOBKH BBITIONHSIOT HE TOJIBKO
MEXaHMUYECKYIO (DYHKLHIO, HO yYacTBYIOT B BRIPAOOTKE SHEPTHH.

O6o03peBasi TPUALATUIETHIOK MCTOPHIO TEOPUU COKPATUTEIHHOTO
konbia, Uyeda, Nagasaki (2004, p. 4) B3su Ha cebst CMENOCTb 3asBUTH,
gyro “...there is surprisingly little compelling evidence in the literature
that myosin II, or the purse-string mechanism, is essential for cytokinesis
of adherent somatic cells. Evidence taken to support the essential role of
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myosin II in cytokinesis is mostly ambiguous, if not negative.” 3aBep-
mias KpUTHYECKHH 0030p, CleIyeT BCIOMHHUTH €IIe OJWUH HW3BECTHBIN
(hakT, KOTOPEIiA, TEM HE MEHEE, COBCEM HE MPHBJICKACT BHUMAHUS YYCHBIX.
JlensaTcst Beb HE TONBKO KIETKH, HO U UX MEMOpaHHBIE TIOJIOCTHBIE Opra-
HEJUTBl — MMTOXOHAPHHM, anmapaTsl [ 0Jb/KH, MIACTHUIBI PACTCHUH, Ba-
KYOJId CTEHOUYHBIX KJIETOK. Y 3TO MOXKET NpOUCXOUTh HE TOJNBKO B XOJIe
UUTOKWHE3a. Anmapar [onbke, HallpuMep, TIOCTOSIHHO OTITHYPOBBIBAET
(OTMOYKOBBIBAET) CEKPETOPHBbIE MY3bIphKU. HHMKAKMX COKpaTHUTENIbHBIX
KOJIEIl Y OpraHeJul HE OMUCAHO.

CrocoOHOCTh KIIETOK M JPYTHX IMOJIOCTHBIX TeJ JETUThcS 0e3 ak-
TOMHO3MHOBOTO KOMIUIEKCA HE OTPHUIIAET, KOHEUHO, €r0 yUacCTHsl B IIUTO-
KHHE3€ TeX KJIETOK (OOJIBIIMHCTBA), TI€ OH €CTh. HOo 3TH mpuMepsl oT-
YEeTIUBO YKa3bIBAIOT Ha CYIIECTBOBAHWE MHOTO WM Ja)K€ MHBIX MeEXa-
HU3MOB KJIETOYHOTO JIeTIeHHA. A B TaKOM cllydae TPaJHWIMOHHAs CXeMa
TpebyeT 0coOCHHO cephe3HbIX O00OCHOBaHMHA. Kpome Bcero mpouero,
OHa, KaK M JIt00as Jpyras MOJeNb BISTYUBAHMS, 00S3aTEIbHO JOJDKHA
OOBSICHHUTD, 32 CYET KaKMX OCOOBIX JIEHCTBHIA 00OJI0YKA TMOTPYXKaeTcs
BHYTPb 3AMKHYMOU TIOJIOCTH, HATIOJIHEHHOW HecoHcuMaemMbiM BEIIECTBOM.
WNHuaue roBops, CHOCOOHO JIM COKPATUTEIBHOE KOJBLIO NESIICHCs KiIeT-
KH BTSHYTh €€ MeMOpaHy B HEC)KUMAEMYIO [TUTOILIa3MYy ?

KakxoBel MOTYT OBITH MHBIE MEXaHWU3MBI JIeJeHH KIeToK? OmHOTO
npuMepa OyJeT AOCTaTOYHO, YTOOBI MOHATh, O YEM MOXXET UATH PEUb.
PactutenbHbie KISTKH, KaK U3BECTHO, UMEIOT OCOOBIH Crioco0 AeneHus,
HE TIOXOXKUI Ha crmoco0 neneHns 0ecCTeHOUYHBIX KieTok. OmHaKo, Toj-
BEPTasch IJIa3MOJIN3Y, OHU MOTYT €r0 H3MEeHHTh. B c1abom rumepToHu-
YECKOM PacTBOpE MPOTOIUIACT MOCTENEHHO YMEHbIIAET 00beM, OTCIIau-
BaeTCs OT KJIIETOYHOW CTEHKH W MPUHUMAET CPEPUIECKYIO HITH IUTHIICO-
UOHYI0 (HOPMY; OMCIOUSUULICS NPOMONIACH MOXNCEM OelUmMbCs nymem
nepemsiocku (Komapos, 1949, puc. 32). [TockonbKy yMEHbIICHHE 00be-
Ma TPOTOIUIACTA, a, 3HAYUT, YMEHBIICHHE €r0 BHYTPEHHETO aBJICHUS
0€3yCJIOBHO HAaYMHAETCS paHbIIe JAENEHIsI, MOKHO C OCHOBAaHHEM TIpe-
roJjiaraTh, YTO IMEHHO TaJICHUE JaBJICHUS BHYTPU MPOTOILIACTA SIBIISCT-
Csl MPUYUHOW pa3BUTHS OOpO3IbI JeieHus (BrssumBaHus). WHTEpecHo,
YTO yMEHBIIEHHE 00BeMa CTEHOYHBIX KJIETOK MOXET MPOUCXOIUTh U
mpu 00BIYHOM criocobe aeneHus. Tak, cpa3y Mocie AeJeHHS IUATOMO-
BOM BOJOPOCTH JIBE OYEPHHUE KJIETKH B CyMME OKa3bIBAJIUCh MEHBIIE
OJIHOM MaTepUHCKOM (3akmroueHue caenaHo no: Wordeman, Cande,
1990, Fig. 1). Ha cxemarnuecknx n300pakeHUSX NEJSIUXcS OeccTe-
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HOYHBIX KJIETOK TOKa3bIBAIOT OOBIYHO WX YBETHYEHHE (HampuMep,
Hiramoto, 1981, Fig. 1). beictpo nenuBmuecs kinetku Dictyostelium,
cyns o otorpadusam cpeaHux U 3aBepmaromux craauii (Neujahr et al.,
19976, Fig. 8B), coxpaHsiu [JIMHY U YMEHbIIAIH 00bEM; IPU MEIJICH-
HOM JIeJIeHHsS OHM COBEPLIEHHO OTUYeTNIMBO yBenunuuBainu juHy (Fig.
8C, monHas cepus). B nenom, yJyiMHEeHUE KJIETOK MPH JEICHUU SIBIISETCS
BITOJTHE OOBIYHBIM SIBIIEHHEM, U 5 caM ero HaOmoman B ¢umsmax. Koch
(1990) maxe mpeTOKIIT MEXaHU3M JEJICHHs TPaMOTPHIIATEIbHBIX OaKTe-
PHii, KOor/1a pacxXosIIMecs MoJoca KIETKH “pa3phIBatoT’ ee.

YBenuueHue pa3sMepoB, Kak OOBEMHBIX, TaK M JMHEWHBIX, HECO-
BMECTHUMO C JIF000H MOZEINBIO BIISIYMBAHUS, B TOM YHCIIE C MOJEIBIO IU-
TOKHWHE3A, HpHHHMaIOH.[efI B Ka4YC€CTBE €TI0 NPHUYUHBI TaJICHUEC BHYTPCH-
HETO JaBJeHHs. JTO 3aTPyJAHEHHUE CHUMAETCS, €CJIU JOMYCTUTh, YTO H3-
MeHeHHe oO0beMa BHYTPEHHEH Macchl (BeTMYHMHBI BHYTPEHHETO JaBlie-
HUS) JIEJSIIMXCS KIETOK €CTh MPOIece KoiebamenbHulll — Macca (J1aBiie-
HUE) TO YMEHBIIIAETCS, TO yBEIUYMBaeTCs. Takoe AOMYIICHUE BIIOJHE
peanmcTidHO. B mpenpiaymieM paszene Mbl yiKe TOBOPHIIN O ITyJIbCAIHH
KJIETOK, KaK pacTyIIHNX, TaK U HE PacCTyIINX, U BCIIOMHHAJIH, YTO TYpProp
B TH(ax OOMMIIETOB MOXKET IajaTh MOYTH A0 HyJsd. Tenepsb K00aBiO
erie oauH (hakT MoAOOHOTO pojia, KacaloIuiics Kak pa3 mpolecca aele-
HUs OeccTeHOUHBIX KieTok. Dan, Dan (1947) ommcanu apooOsimeecs sid-
110 MEIY3bl Ha TPEX CTaIUsAX MEePBOTO JAeNeHus U oTMeTuiau: “When the
blastomeres round up again in later stages, the contour becomes smaller
once more.” (p.171; kypcuB moii — Bb); xonebanus oopema Obun 3a-
¢ukcupoBansl Ha pucynke (Fig. 4).

Ecnu BHyTpeHHee AaBlieHUE ACIAIICHCS KIETKH JCHCTBUTEIBHO
KOJIeOneTcs, TO CIemyeT OXHIATh, YTO W pa3BUTHE OOPO3IbI OyneT Ko-
nebaTelbHBIM TporieccoM — 6oposna OyaeT yriayOasaThCes MpH MMaaeHuN
BHYTPCHHET'O JAaBJICHUA W BO3BpAIlaThCA B MPEKHEES COCTOAHUEC MPU €TI0
MOBBIIIICHHUH, KOTJIa OHO OKa)eTcst OoJblie BHeIIHero. J[s coBepIiieHus
[UTOKWHE3a HEOOXOIMMO, YTOOBl BO3BpATHBIE CMEIIEHUS THA OOPO3IbI
OBLIM MEHBIIE MOCTYINaTCIIbHBIX. Bot TYT U MOXET CKa3aTbCs BJIMAHUC
“COKpaTUTEIBHOr0” KOJbLla, KOTOpOE MOJ00HO 0Opydy OMOSCHIBAET
KJIETKY W MPENSATCTBYIOT YBEJIHUEHHUIO ee auaMerpa. [lomroca He mMeroT
TaKOTO YCHJIEHHUS U TIOJ JaBJIEHWEM pa30yxarolied IUTOIUIa3Mbl pacxo-
JSATCA. HNMeHHO Tak BO BpEMs pOoCTa MCHAKOT CBOU MPOIMOPHHHU OITOSACAH-
HBIE LEJUTIOJIO03HBIMI MHUKPOGHUOPHIIIAMHA PACTUTENBHBIE KIETKA — Y-
JIMHSIIOTCS. Ha KOHIIaX, HO COXPaHAIOT TOJIIMHY (CcM. BbIlle). [ToHATHO,
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YTO OTPAHUYUTENHHOE, HE COKPATUTENFHOE, KOJIBIIO BIIOJIHE MOXKET JeH-
CTBOBaTh 0€3 MHO3MHOBBIX (PMIAMEHTOB — JJISl BBITIOJHEHHS ACCUBHON
pPOJAM BMOJIHE OCTATOYHO OJHMX AKTUHOBBIX. A OHM B KOJIbLIAX €CTb
Bcerna. CAep KMBAOIIYIO POJIb BIOJHE MOXKET WrpaTh U TyOYJIMHOBOE
KOJIBIT0 OaKTepHi.

Bropoe ycnoBue rumpomexaHudeckoil moaenu — cinabocTh 000-
JIOUKU B MeCTe MHBaruHauuu (puc. 2B) — B ciiyuae ¢ AeIAIIUMUCS KIIET-
KaMH Ha TIEPBBIA B3I HEe coOmogaeTcs. boiee Toro, Haau4mue “‘cokpa-
TUTEJIBHOTO KOJIbIIa BO3MOXHO JIaXK€ YCHUJIMBACT COMPOTHBIICHUE 000-
JIOYKH [ABJICHUIO HapyXHOH Maccel. OpHako ocnabistomuii daxkTop
BCE-TaKW €CTh U TyT. B aHadase kierka, maxxe ObIBIIAs 10 3TOTO chepu-
YeCKOM, MpEBPAIAETCA B 3JUIMIICOMI, KPUBU3HA MOBEPXHOCTH KOTOPOTO
B cpegHel yacTu, MecTe Oynyuiei 00po3abl, CTAHOBUTCS MEHBIIE, YeM
Ha moiocax. Poib cBofla B yBeNMMUEHHH POYHOCTH CTPOUTEINHHBIX KOH-
CTPYKIMI BCEM M3BECTHA, M TIOHSATHO, YTO TIOBEPXHOCTh KJIETKH B Cpe-
Hel yacTu OyIeT NpOTUBOCTOATH HAPYKHOMY JaBJICHHUIO HE TaK yCIeml-
HO, KaK Ha nomocax. [lokazaTenbHo, YTO mepes Ha4ajaoM JIEJIEHHUs PaB-
HOMEPHO IpOOSIIascs 3uroTa MOPCKOTO €Xa YIUIOIIAETCs] OJUHAKOBO 1O
BceMy 3kBaTopy (Mabuchi, 1994, texct u Fig. 2d), a HepaBHOMepHO
apobsimasicst 3urota Xenopus — Tonbko cBepxy (Bluemink, de Laat,
1973, tekct u Fig. 1a).

IIpu yrayGnenunn 6opo3nbl ApoOieHUs 3UroThl Xenopus B ee
CTCHKHM BCTPaMBAIOTCS HOBBIE yuacTku MeMOpanbl (Bluemink, de Laat,
1973; Byers, Armstrong, 1986; Danilchik et al., 2003), uto BoobOme xa-
paKTEpHO IS Mpolecca AelIeHus JKUBOTHBIX KJIEeToK: “...targeted mem-
brane addition during cleavage furrow formation is a fundamental and
widely conserved mechanism of animal cytokinesis.” (Albertson et al.,
2005 p. 92). Byers, Armstrong (1986) nonaranu, 4ro 100aBIeHHE HOBO-
ro MaTepuaia K Iuia3MajieMMe COBepLIaeTcs B paiioHe GOKOBBIX CTEHOK
6opo3abl npodaenusi. Danilchik et al. (2003) oGnapyxuau Oojblioe
YHCIIO DK30IMTO3HBIX MOP Ha AHE OOPO3BI M PEIINIH, YTO HOBBIA MaTe-
puaJ OTKJIaabIBaeTcsd UMEHHO TaM. JloOaBieHue K mia3ManieMMe HOBOTO
MaTepuana TOXe JOKHO YMEHbBIIATh €€ CONMPOTHBIAEMOCTh JaBICHUIO
HapYXKHOH cpelbl, KaK 3TO MPOUCXOUT, HAPUMEDP, Ha BEPIIUHE PACTy-
el mpUIBIeBO TpyOKHu. B cBsi3m ¢ 3TMM oOparaeT Ha ceOs BHUMaHHUE
OJIMH, Ka3aJl0Ch Obl, HE3HAYUTENBbHBIN ()aKT, KOTOPBIA, HA MO B3I,
CIIy>KUT BIIOJIHE CEPbE3HBIM apryMEHTOM B I0JIb3Y POJIM BHEIIHETO /JaB-
JICHWSI B IEJIEHUH KJIETOK.
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Ecam cokparmaromieecss KOJBIIO TSHET IIa3MajieMMy BHYTpPh, 00-
po31ia nefieHus JOJIKHA UMETh BUJ MPSAMOW WIH CyKarolencs BIaJIUHbI,
IIEJTN; CXeMaTUYeCKHe U300paXKeHHs U PsiJl OPUTHHAIBHBIX QoTorpaduii
BITOJTHE COOTBETCTBYIOT TaKOMy mporHo3y. OmHako 6opo3ma apoOieHus
3Urothl pasHeix am¢uomii (Selman, Perry, 1970; Byers, Armstrong,
1986), a Takxke meayssl (Dan, Dan,1947, Fig. 4) 3aMeTHO pacuupsieTcs B
cBOel TIy0oKoH yacTH. Majo COMHEHHH, YTO PaCIIMPEHNE MPOUCXOIUT
M0/ IaBJICHUEM BHEKJIETOYHOM JKUJIKOCTH, a BCTpauBaHUE HOBOTO MaTe-
puana B IazMaieMMmy 3ToMmy crocoOcTByeT. Takoe ke pacmmpsonee,
BepHee, yIiayOusromee BO3JCHCTBAE HapyKHAas Macca JODKHA OKasbl-
BaTh U Ha JHO OOPO3HI.

JKuBoTHBIE

OtoT pazmen ynobOHo HadaTh nutatoi: “Invagination of epithelial
tissue occurs during gastrulation, neurulation, and organogenesis in
many organisms. However, the underlying morphogenetic mechanisms
of invagination are not understood.” (Kimberly, Hardin, 1998, p. 235).
3ameuy cpasy, YTO MHBAarMHaIMIO TPYIHO MOHSTh, €CIH PacCMaTpPUBATh
ee Kak IpeBpalieHus oo iuib “epithelial tissue”.

Tacmpynayus

lacTpynsiuus UTIOKOXKHUX SIBISIETCS, OBITH MOXKET, HanboJee MOJIHO
M3YYEeHHBIM IMPOIIECCOM WHBAarWMHAIMHM Yy )KMBOTHBIX. TeM He MeHee, OT-
HOCHTENIbHO HemaBHO Davidson et al. (1999, p. 221) 3asBuinu, 9To ...
despite a century of work... there is still no answer to the question: How
do sea urchins invaginate?” OTBeTBI, KOHEYHO, €CTh — HET COTJIACHS.
BepHee, ecTb 1 0HO, HO TOJILKO B 0OIHOM Borpoce. [IpakTudecku Bce aB-
TOPBI PA3IENIAIOT MPOLIECC TACTPYIIALMH UIVIOKOXKHX Ha J[Ba Tara — mep-
BUYHBIN (BISYMBaHWE BET€TATUBHOW IIACTUHKU ¢ 00pa30oBaHUEM apXeH-
TepoHa) U BTOPUYHBIN (YIJMHEHHE apXxeHTepoHa). U s kaxaoro cy-
iecTBYIOT cBou Mognenu. Davidson et al. (1995) mpoananusupoBanu
MSTh CXEM, OMMCHIBAIOLIMX MPEBPAILEHUs TIEPBON CTAANU, HO HE PELIH-
JIUCH BBIJENUTH U3 HUX JYUIIyI0; T€ K€ CXeMbl (QUTypHUpOBaIH U B OoJee
no3aneit crathe (Keller et al., 2003). Yame Bcero npuurHy BISTYMBAHUS
(u3rubaHusi) BereTaTUBHOM IJIACTUHKH BUJAAT B CYKEHMH alWKaNbHBIX
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KOHILIOB COCTaBJIAIONINX ee KaeTok (cMm. Davidson et al., 1995, 1999; Na-
kajima, Burke, 1996; Kimberly, Hardin, 1998). U3-3a »Toro kierku
MPUHUMAIOT OYTBUIKOOOpA3HBIA BUM, a BCS TUIACTUHKA CTAHOBUTCS, HA
cpesax, BeepooOpazHoit. [logo0HbIe M3MEeHEeHHS KISTKH MPETepIeBaoT B
xone ractpyisiiuu amduowmii (Keller et al., 2003; Lee, Harland, 2007), a
TaKKe MPY M3THOAHUM SMUTENUATBHBIX TUIACTOB, JAIOIIUX HAYalo pas-
HBIM OpraHaM IMO3BOHOYHBIX; TaM KJIETKH HA3bIBAIOT €IIe TPYIIEBUIHBIMH
WU KIMHOBHIHBIMU. [lojararoT, 4To anuKajabHbIE OTHEIBI KIETOK CIKH-
MAaIOTCS 32 CUET COKPAILIEHUS] KOPTUKAIBHBIX aKTOMUO3WHOBBIX KOJIEII.

I'nnote3, OOBSICHAIOMMX YUIMHEHUE MEPBUYHOM KHIUKU (BTOPOH
atamn) MeHblme. CorracHo 0ojiee CTapoil 3TO MPOUCXOIUT 3a CUET TIHY-
IUX YCWINK TceBaonoanii (Humonoauil) BTOPUYIHBIX ME3EHXHUMHBIX
KIJIETOK, CBS3BIBAIOIIUX BEPXYIIKY apXEHTEPOHA C OJacTOAEpMOi aHU-
manpHOTO Tonroca (Dan, Okazaki, 1956). Ota unes BcTpeTnna psia BO3-
paxenuit (Hardin, Cheng, 1986; Hardin, 1988). beuio ykazano, 4to ya-
JIMHCHHUE apXCHTEPOHA MPOMCXOIUT TPU W3HAYAILHOM OTCYTCTBUH (U-
JIOTIOINY WJIM TIPU UX MUCKYCCTBEHHOM yjaneHnu. Kpome Toro, ObLT npu-
BEIICH MPUMEP IK30TaCTPYJIbI, KOT/Ia UCTIOIL30BaTh TAHYIIYIO CHITY Kile-
TOYHBIX OTPOCTKOB HUKaK Henb3s. llo3gHee yyiMHEHHE apXEeHTEepOHa
CBSI3aNM ¢ U3MeHeHHeM (DOPMEI (yIJIMHEHHUEM 10 €T0 OCH U YIUIOUICHH-
€M) U TEPETPYINIHUPOBKON KIETOK, COCTABJISIOMIMX CTEHKY MEPBUYHOM
kumk# (Ettensohn, 1985a; Hardin, 1988, 1989). ABTOpHI pu 3TOM HU-
YEro He CKaszajlu O MPUYMHAX KJIETOYHBIX MpeBpalleHud. Mexay Tem,
BITYMBAIOIIMIACS apXEHTEPOH BCTPEYAET COMPOTHBIECHHE >KUIKOCTH
OJracTorens, U Hy>)KHO CIEITHAIBHO OOBSICHUTD, KaK €r0 CTEHKH P 3TOM
HE TOJIBKO YJIMHSIOTCS, HO €Ile U YIUIOIATCs.

B 1902 romy Rhumbler (cm. Davidson et al., 1995) Bbickazan MHe-
HHE, YTO BISTYMBAHWE BETCTATHMBHOM IIACTHHKU IPOHUCXOIUT BCIEICT-
BUE TNAJICHUS JaBJICHUs B Ojacroliesie. JTa Uaes HE MOJydYuiia pacipo-
CTpaHEeHUsI, BO MHOTOM Hu3-3a paboTsl Moore, Burt (1939), rne aBTOpHI
MOKa3aJH, YTO W3BIIEUYECHHAs M3 3apOJblllla BEreTaTHBHAS IUIACTHHKA
criocoOHa WHBaruHUpoBaTh. [locie MOATBEpPXKIEHUS ITUX PE3yJbTaTOB
(Ettensohn, 1984) npakThyecku HE OCTAIOCh COMHEHUN B TOM, 4YTO
“...the forces responsible for invagination must reside in the vegetal
plate itself.” (Davidson et al., 1995, p. 2005). Jannsie Moore, Burt
(1939), onHako, He KaXXyTCs CTOIb OJHO3HAYHBIMU. DKCIIEPUMEHTATOPHI
BBIPE3aJii TUTACTUHKY Ha CTAIuM PaHHEH TracTpyibl, KOTJa BIITYMBAHHE
yxe chopMUPOBATIOCh, 1 BaXKHBIM CUHTAIH TO, YTO PAHHHWHA apXEeHTEPOH

47



HE perpeccupyer, a IMpoA0IDKaeT pactu. bojee Toro, Ha TpenCcTaBIieH-
HOoM uMmu pucyHke (Fig. 1) BUIHO, 9TO mOCJ€ M3OJSAIUU BEreTaTUBHOM
TUTACTUHKY BISIYMBAaHUE YBEIMYUBAIOCH Mano. ['opa3no 06mbiime u3me-
HEHU MpeTepreBaiy Kpas MIIACTHHKH, KOTOPbIE, pPa3pacTalnch, CMbIKa-
JIUCh U BOCCTAHABJIMBAIHN 3aMKHYTYIO cepy; 3aBepIlleHHE racTpyJIsSIUu
npoucxoauso yxe B Heil. Ettensohn (1984), B otianuue ot Moore, Burt
(1939), BeIpE3an BEreTaTHBHYK IUIACTHHKY IO Hadaja racTpyJsiUud U
TOXe HaOroan oopa3oBanue apxeHrepona. OaHaKo equHCTBEHHAS (o-
torpadusi, nokassiBatomas apxenrepon (Fig. 2), cnenana aBTopoMm Ha
CTaJIn¥ CBEPHYTOW BETE€TATHUBHOM IJIACTUHKH, KOT/Ia OHA YK€ MPEeBPaTH-
J1ach B 3aMKHYTYIO cdepy. M3 onmucanuit He sicHO, chOopMHUPOBATIOCH JTH
BIISTYMBAHHE JI0 3aMbIKAHHS IMOJIOCTH WM MOCJIE.

Be3ycnoBHEIM  BBIBOJIOM W3 PACCMOTPEHHBIX JKCIEPUMEHTOB
(Moore, Burt, 1939; Ettensohn, 1984) sBnsieTcss TO, 4TO BereTaTUBHAs
MJIaCTHHKA CHOCOOHA pa3pacTaThCs U CBEpPThIBaThCA B 1ap. Ho ee cro-
COOHOCTh JTaBaTh HACTOSIIMIA apXCHTEPOH, HE MPEBPATHBINUCH B 3aMK-
HYTYIO TIOJIOCTh, TpeOyeT, Ha MO B3TJIS, JalbHelIIel mpoBepku. Bume-
CTe C TeM, HUKTO HE 3aMEeTHJI, 4TO Apyrue onbelTel Moore, Burt (1939)
CBUJIETEIILCTBOBAJIM HE MPOTHB, a B MOJIb3Yy rUnoTe3sl Rhumbler. Y nanss
OCMOTHYECKUM MYyTEM BOJYy M3 paHHEH OJacTylbl MOPCKOTO €Xa, aBTO-
PBI TOOWBANKMCh HHBAarMHALIMN €€ CTEHKH M TOIyYalii B pe3yJibTare KOH-
CTPYKIIMIO, KOTOPYIO Ha3BaJIM JIOKHOW ractpysioi. Eciu Bogy ynansanu
W3 MO3JHEH OJacTyJIbl, TPOUCXOAUIO YCKOPEHUE HOPMAaJIbHOTO TacTpy-
JISIUOHHOTO TIPOIIEcca.

Odell et al. (1981), mepBeie ¥ €NMHCTBEHHBIE, OOPATHIN BHUMaHUE
Ha TO, YTO YKUJKOCTh OJIACTOIIENSI B CHIIY CBOCH HEC)KMMAaEeMOCTH JIOJIXK-
Ha TPEMsATCTBOBAaTh WHBaruHanuu. OHU TPEINOJIOXKHUIN, YTO apXeHTe-
POH YCTpaHSIET 3TO TPENSATCTBHE, MEXaHWYECKH BBITECHSS >KHIKOCTD
OJtacTyJbl HapYX)Ky. MOXKHO MPEANOJIOKUTD €I, YTO JIaBJICHUE MHBAru-
HUPYIOIIETO apXEHTEPOHA PaCTATUBAET 0JaCTONEPMY, YTO JIOJIKHO BEC-
TH K YBETUYEHUIO 0011eTo (O1IacToresns IFC apXeHTepOoH) pa3Mepa M-
Opuona. Mmeromiuecs Ha 3TOT CUET JUTEpaTYPHbIC JaHHbIC MPOTHBOPE-
YUBBL. ABTOpBI, pa0OTaBIIME JO TPHUILATHIX TOAOB IMPOILIOTO BEKa,
MPUHAMAJH, B OCHOBHOM, YTO 3MOPHOH B XOJI€ TaCTPYJISAIIUN HE YBEIH-
ypBaeTcs, U auib Horstadius mmen mHoe mMuHeHue (cMm. Dan, Okazaki,
1956). Ettensohn (1984) nabxronan yBennueHre SMOPUOHOB, HO B JIpY-
ro#t crarbe (Ettensohn, 1985a) oH KOHCTaTUPOBANI, YTO 00BEM HE MEHSII-
cs1. Dan, Okazaki (1956) roBopuim 0 IOCTOSTHCTBE 00BeMa.
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OueHuBas NpUBEICHHBIE Pa3MEPHBIE NAHHbBIE, HA0O UMETh B BULY,
4TO yBeJMYeHUe oObeMa [enoro IMOpHOHa ellle He O3HavaeT, yTo Oia-
CTOLENb TOXKE yBeauunBaeTcs. [10gHBIN 3apobIll BKIFOYAET U apXEHTe-
POH, KOTOPBIH JIEKHUT BHE NIEPBUYHOM MOJIOCTH Tea U 3al0JIHEH HapyxX-
HOH >XuIKoCThIO. [loaToMy, ecnu oOmmii 00beM SMOPHOHA COXpaHSIET
MOCTOSIHCTBO, OJacToLeNb MPHU POCTe MEPBUYHOM KUIIKH OJAHO3HAYHO
yMeHblIaeTcs. TakuM oOpa3oM, NpUBEIEHHbIE BBIIIE Pa3MEPHbIE MOKa-
3aTesld CBUIETENbCTBYIOT, CKOPEE, B IOJIb3Y yX0Ja BOJbI U3 OnacTouesns
BO BpeMs racTpyisiiuu. Ho MOXeT JIn 3T0 MpOMCXOIUTh 3a CUET BBITEC-
HEHUs ee apXeHTepoHoM, kak ayMmanu Odell et al. (1981)? B npunnune,
JaBJIEHHE CIOCOOCTBYET MPOXOXKIACHUIO BOJBI Yepe3 MeMOpaHbl. X0po-
10 M3BECTHO, HAIIPHUMEP, YTO BOJA MOCTOSIHHO MOKHUIAET KPOBEHOCHBIE
KalWJUIApBl, ¥ POUCXOIUT 3TO OJlaronaps BHICOKOMY JABJIEHHUIO B COCY-
nax. Ho B 3ToM ciydae M3BeCTEH M MEXaHU3M, CO3JAIOILMI AaBIeHUE, —
pabota cepaeuHoil Mpimiel. CriocoOHa JIM MHBaruHUpYOIas Berera-
THUBHAsI IUTACTHHKA MOPCKOTO €Xa BBIMOIHUTH TOZ00HY0 padoTy?

Cxema Rhumbler, npuaumaromas B KkauecTBe MPUYUHBI racTpyJis-
LMY NaJIeHne BHYTPEHHETO NaBJIeHUs, TPYAHOCTH TaKOI'0 PoJa CHUMAET,
U MBI BHUJIETH, YTO HEKOTOpBIe OmbITEI Moore, Burt (1939) manu mon-
nepxky apeBHel unee. Takata, Kominami (2001) u Kominami, Takata
(2004) poIBUHYINCH B 3TOM HANpaBJIECHWUH eIle Janblne. ABTOPHI 00-
HapyXWiId, YTO JaBJIEHUE BHYTPU SMOpPHOHA SBISETCA JOBOJIBHO BBICO-
KUM Ha CTaauu OJacTylbl U noHudcaemcs 10 Havana ractpyisuuu. HMc-
KyCCTBEHHOE MOBBILICHUE NaBJIEHHUs B OJIacTyse TOPMO3UIO (PopMHUPO-
BaHUE apXEHTEPOHA, U aBTOPbl PELIWIM, YTO €ro MOHWKEHUE IPU HOP-
MaJILHOM pa3BUTHUU oOjecyaem Tporndanue (BISYMBAaHUE) BEreTATHB-
HOW TutacTHHKH. 110 3aBepIIeHNH MepBOro ATana racTpyJsiui BHYTPEH-
HEe JaBJIEHUE OISITh MOJHUMAJIOCh, U apXEHTEPOH NPUMEPHO Ha J1Ba 4a-
ca MpeKpalajl pocT; 3aTeM JAaBJIeHUe HEMHOTO MOHMKAJIOCh, U MEPBUY-
Has kuika OpicTpo yanussuiack (Kominami, Takata, 2004, tekcr, Fig. 2
U MOJNKCH K HEMY). DTU JaHHbIE, KPOME BCETO MPOYEro, YKa3bIBalOT HA
KojlebamenvHblll XapakTep U3MEHEHUs NaBleHus BHYTpu amOpuona. (C
9THM, KCTaTH, MOTJIM OBITh CBSI3aHBI YINOMSHYTBIE BBIIIE Pa3HOUTECHHUS
aBTOPOB, IPOBOJUBILUX U3MEPEHUS IMOPUOHOB).

B nonp3y Toro, 4T0 MMEHHO J1aBJIEHUE >KUAKONH Macchl ONpeesseT
BO3HUKHOBEHHE M POCT apXEHTEPOHA, CBUETENHCTBYIOT HAOIIOAEHUS
Dan, Okazaki (1956) 3a npoueccom 3K30racTpyiauui. ABTOpaM yaaBa-
JIOCh CHPOBOLMPOBATH 00PA30BaHKE IK30racTpyJibl HA CTaAUU JOBOJBHO
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MPOTSIKEHHOTO apxeHTepoHa. [lociaegHuit ykopadyuBalcs, SIUTENINM,
OKPYKaIIIUK 01acTONOp, BBIMAYUBAJICA, U, HAKOHEI], apXCHTEPOH BbI-
BOopaumnBaiics u3 mosoctu sMopuoHa (Dan, Okazaki, 1956, Fig. 6). [Ipo-
[IECC OYEHBb MOX0X Ha BHIBOPAYHMBAHWE IaJbIICB PE3NHOBOM IEpUaTKH,
YTO MHOTHE HaBEpHsKa HaOMI0Aadu B OBITY. UTOOBI BEIBEPHYTH MajbIIbl,
HaIOJIHAIOT TMepyaTKy BO3AYXOM, 3aKpBIBAIOT OTBEPCTUE (CO3MaI0T
3aMKHYTYIO TIOJIOCTh) M HaXMMAIOT HAa HAAYyTYH 4YacTh. [lambipl Oyk-
BaJIbHO BBICKAKUBAIOT HApYyXKy. MeXaHW3M BBIBOPAUMBAHUS MaJbIEB
MEpYaTK NNOHATCH, U HUKAKUX HHBIX MCXaHU3MOB IJIA BbIBOpaYUWBAHUA
apXeHTEepPOHa MPU SK30TaCTPYIAINHA He BUAHO. ABTOPHI TaK U OMUCHIBA-
JIM TOT TPOIIECC — KaK 8bIMAaiKU8aHUe apXeHTepoHa. BritankuBaer, ec-
TECTBEHHO, KHJIKOCTh 0JIacTOIEISI.

Eme o 3akpeiTus GiacToropa apXeHTEpPOH JIaeT OOKOBBIC BHITISYH-
BaHUS — Ny3blpeguoHble TEIOMUYECKe KapMaHbl. JlJi1 uX pa3BuUTHs TO-
K€ HE BUAWUTCA UHBIX MPUYKUH, KPOME AaBJICHHA XKUIAKOCTHU, HAIIOJIHAIO-
IIeH MOJIOCTh NMEPBUYHON KHIIKW U SBISIOLICHCS B 3TO BpeMs €Ille 4a-
CTBIO Hapy>KHOU CPEIIbL.

Taxkum 06pazoM, mepBOe YCIOBHE THAPOMEXAaHUIECKOW MOMIEITH —
MnageHue BHYTPECHHETO JAaBJICHUA HMXKC BHCIIHECTO — OTHOCUTEJILHO IaCT-
PYJSIUM MOPCKOTO €Ka TOIyYaeT JOBOJILHO CEPhe3HOE 00OCHOBAaHHME.
Hpyroe ycnoBue — JIokampHOE OcaabiieHue 000JI0YKH — 31€Ch TOXKE CO-
Omromaercs, naxe ‘B ABOWHOM® BHJE. Bo-miepBhIX, 0azanbHas MeMOpaHa,
MOKPBIBAIOIIAsl BHYTPEHHIOIO MOBEPXHOCTh TacTpyJibl, HA CTEHKax ap-
xeHTepoHa orcyTtcrByeT (Ettensohn, 1984). Bo-BTopbiX, BereratuBHas
TUTACTUHKA, B OTJIMYME OT JPYTHX YacTed OJIaCTOAEpMBI, SBISETCS ILI0-
CKOM, YTO U OTPa’KEHO B €€ HA3BaHUM; O 3HAUCHUH KPUBU3HBI TOBEPXHO-
CTH B IIJIaHE COTMPOTUBIISEMOCTH JIABJICHUIO MBI YK€ TOBOPHJIH.

[IpenmMy1iecTBOM THAPOMEXaHUYECKOH MOJIENH SIBJIAETCS TO, YTO
OHa He TpeOyeT pa3zefieHHs Mpolecca TacTPYJISAIUA MOPCKOIO €Ka Ha
pasubie dTanbl. OIHOTO JABJICHUS HAPYKHOHM JKUIKOCTU BIIOJHE JOCTa-
TOYHO, 9TOOBI IPOBECTH MHBArWHAIIMIO apXEHTEPOHA OT Havala 0 KOH-
na, oT A3rnOaHusT BET€TATUBHOM IIJIACTUHKHU 0 JOCTHUKCHUA apXCHTEPO-
HOM aHUMAJILHOT'O TMOJIIOCA.

B mogensx, mpemycMaTpUBAIOIIMX aKTHBHOE H3THOaHWE Berera-
TUBHOW TUTACTUHKH, OOJBIIOE BHUMAHHE YIENAIOT U3MEHEHHIO €€ KJle-
TOK, KOTOpPbIC NP BIAYUBAHUK CTAHOBATCA 6yTI)IJ'IKOBI/I)1HbIMI/I. Cunra-
10T, 9TO KJIETKA U3MEHEHSIOT CBOIO (POPMY aKkTHBHO, HO OHH MOTYT Jie-
JaTh 3TO W MAcCHBHO. KJIeTKM BereTaTMBHOM IUIACTHHKH SIBISIOTCS BEI-

50



coknmu. Ecniu mpeacTaBuTh, 94TO MIIACTUHKA IPOTHYJIACH IO IaBJICHHEM
HapY>KHOU XKUAKOCTH, BEPIIMHBI KJIETOK 3aiiMyT MECTO B paliOHE €€ Ma-
JIOW KPUBH3HBI, & UX OCHOBaHHS — B palioHe Ooubioi. B Takux ycinoBu-
SX TJIOTHO YIMAKOBaHHBIE KIETKH O0JXCHbI CTaTh OYyTHUIKOBHUIHBIMH.
[Moxoxyro onepaiuio JIeTko MpojeiaTh Ha OOBIYHOM CTOJIE C TOMOIIBIO
KaKUX-HUOYIb MaJIoYeK, CKPEIUICHHBIX HA OJIHOM Kparo — MPH JaBICHUH
Ha IETI0YKy OHAa M30THETCS, a CBOOOIHBIE KOHIIBI MajJ0vYeK Pa3oumayTCs.
Ho npupona nopapuia HaM )KUBOM 3KCIIEPUMEHT, MOKa3bIBAIOLIUNA TO KE
camoe, XOTbh U B “‘00paTHOM” BUE. DNUTENIMH OJacTybl akTHHUN Nema-
tostella vectensis CoXXeH OYEHb BBHICOKMMHU KJIETKaMH, 3aHUMAIOIIMMU
OKOJIO TPETH IMaMeTpa SMOPHOHA, TaK YTO MPOTHKEHHOCTh BHYTPEHHEN
MOBEPXHOCTH OJacToiepMbl (Majol KPUBU3HBI) U HApy>KHOW (OOMbIION
KPUBU3HBI) CHIILHO Pa3lIM4al0TCs. AMUKAIBHBIC OTAEIBI KIETOK 01acTo-
JIEPMBI, JIeXarue B 00IacT OOJBIION KPUBU3HBI, OKa3bIBalOTCS PaCIIH-
pPEHHBIMH, a IeJble KIeTKd — KIMHOBUAHBIMH (wedge shaped) (Kraus,
Technau, 2006). Takum 00pa3zoMm, u3MeHeHHEe (DOPMBI KIETOK, MpeBpa-
IeHHe WX B OYTBUIKOBHIIHBIC BIIOJIHE MOXKET OBITh HE MPUYWHOU W3TH-
0aHNs BETeTaTUBHOMN TUIACTUHKH, a, HATIPOTHB, €0 CIEACTBUEM.

W3 dakToB, kacarommxcs ractpyisuuu amuOuid, oTMedy JIHIIb
0e3yclIOBHOE W 3HAYUTENbHOE YMEHbLIeHHe oObema OjacTouelns, 4YTo
JIETKO BHJIETh HA PHCYHKaX B COOTBETCTBYIOMIMX ydeOHHMKaX. Kakum 00-
pa3oM KHIKOCTh IMOKHJIAET IOJIOCTh Teslo? BvITecHseTcss MHBaruHU-
pytoumM apxeHteponom? B 3ToMm 1uiaHe emne 6osiee BrieuaTIseT JaHLIET-
HUK, SMOPHOH KOTOPOTO TPH TacTPYJIAIHN MPEBpaIIaeTcs B JBYXCIOH-
HYI0 Yally, noumu auuieHHylo nonocmu. 1o o6pa3HOMY BBIpaXEHHUIO
Kapncona (1983), ¢urypy, noqo0OHy0 4YalieBUIHON TacTpyJie JIaHIET-
HUKa, MOXXHO TOJTYYHUTh, HAIABUB MaJIbIIEM Ha MMPOKOJOTHIA PE3HHOBBIN
MsuuK. bractyna naHneTHuka (M HUKakasi Apyrasi) ABIPSBBIM MSYHKOM
HE SIBJIAETCS, U TPYJIHO MOBEPUTH, YTO €€ SMUTEIUN MOXKET Pa3BUTh CH-
7y, CloCOOHYIO BBITECHUTH M3 0JacCTOLENS TIOYTH BCE €r0 CONEPKUMOE.
[IpumeuarenbHO, KCTAaTH, YTO JUIsl CO3AAHMSI IPOCTOM M MOHATHOM Kap-
THHBI HHBaruHamu KapicoH ucnons3oBai aggexm napyacnozo oasie-
Hus. B mpupoae naBsmias Hapy>KHas macca Bcerja ‘‘Ha MmecTe”’, Halo
TOJIBKO JaTh €l BO3MOXKHOCTE Ce0s MPOSBUTH, T.€. YMEHBIIUTH AaBICHUE
B Omacroriene. UToObl Hapy)KHas Macca MOTJa MPOSBIATE ceOst m30mpa-
TeJabHO (JIOKaNBbHO) Ojacromepma JOJIKHA ObITh MEXaHMYECKH TeTepo-
reanoil. [Ipo gaBreHue B OnacTyle JIaHIIETHHKA HUYETO HE M3BECTHO, a
BO3MOJKHAsl TPUYHMHA JIOKAJIBHOTO OCia0ieHrs OIacToepMbl HAM 3Ha-
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KoMa. BrissunBaHue MpOUCXOIUT TaM, Tie BEICOKHE KJIETKH 01acTOepMBbl
(OPMHPYIOT MJIACTUHKY.

HapnyCHble BNAYUBAHUA Y 3M6pu0HO6‘ U JUYUHOK NO360HOYHbIX

[lyrem BnsiuMBaHMS B MEPBUYHYIO MOJIOCTH Tella PaHHUX 3MOPHO-
HOB (pOPMHPYIOTCA, KaK W3BECTHO, 3a4aTKH LIEHTPaIbHONH HEPBHOW CHC-
TEMbI, BHYTPEHHETO yXa, OpraHOB OOOHSHHS, XpyCTaIUKa. 3HAYUTEILHO
MO3/IHEE TaKUM >ke 00pa3oM 3aKiaiblBalOTCsl KOXKHBIE kene3bl. [Ipouec-
CBHI Pa3BUTHS HEPBHON TPYOKHM M OPraHOB UyBCTB HCCIIEIOBAHBI OYE€Hb
THIATENLHO, HO €UHCTBA B MOHUMAHHUH JIBUKYIIUX (aKTOPOB JOCTHUT-
HyTO He ObLIO (cpaBH. Burnside 1973; Schroeder, 1973; Zwaan, Hendrix,
1973; Karfunkel, 1974; Schoenwolf, 1979; Brun, Garson, 1983; Etten-
sohn, 19856; Schoenwolf, Smith, 1990). Emie He Tak maBHO aBTOp IIH-
pokoro 0030pa (Gordon, 1985, p. 229) 3aseisn, yto “Neurulation is an
unsolved process...” bosiee Bcero nomynspHa Haesi, 4TO SMUTENTNATBHBIN
cyIoi mporudaercs Omaromaps H3MEHEHHIO (OPMBI €ro KIETOK, KOTOPhIE
CTaHOBSITCS TPYIIEBUIHBIMU — CY>KEHHBIMU Y BEPIIMHBI U PACITUPEHHBI-
MU B ocHoBaHUH. TpaHchopmauusi KJIETOK, B CBOIO OuYepeib, €CTh pe-
3yJbTAT COKpAIeHUs] CyOMeMOpaHHBIX aKTOMHO3MHOBBIX KOJIEIl B aIlu-
kaneHOM yactu (Bernfield et al., 1973; Burnside, 1973; Schroeder, 1973;
Spooner, 1973; Odell et al., 1981).

[IpencraBnsercs, 4To BepXyLIEYHbIE OTAEIBl KJIETOK, CKaTble CO-
KpaTUTEIHHBIMU KOJBIAMH, JOJDKHBI OBITH OKPYTIBIMH B TIOMEPEYHOM
CEUeHHH, U KJIETKaM JIeHCTBUTEIBHO MPUAAIOT Takylo GopMy Ha cxema-
TUYECKUX pUCYHKax (Hampumep, Burnside, 1973, Fig. 15). Mexny Tem
Schroeder (1973) He HaIIen MpPaBWIBHBIX KOJIEI] HA MOMEPEYHBIX THCTO-
JIOTHYECKHUX cpe3ax KJIeTOK MHBAarWHUPYIOIIed HEpPBHOW TUIACTHHKHU KY-
puubl. Bece cyOMeMOpaHHble GuaaMeHThl ObUTM OPraHU30BaHbI B MOJIH-
TOHANBHBIE (DUTYPBI, CAMH KIETKH UMENH Ha Cpe3ax Ty )K€ TOJIUTOHAIb-
Hyto popmy (Schroeder, 1973, Fig. 8). ABTop ObLT yIWBJIEH TaKOW Kap-
TUHOM, HO HE Halled el YyIOBIETBOPUTEIBHOTO OOBsICHEHUs. Ybot-
Gonzalez, Copp (1999, p. 273) npunum K BeIBOIY, 4TO ““...contraction of
actin microfilaments is not obligatory for epithelial bending during embry-
onic morphogenesis.” Ilo muenuto Colas, Schoenwolf (2001), anukanb-
HBIE COKpaTUTENbHBIE KOJbla CKOpee CTaOWMIM3UPYIOT (OpMY KIETOK,
4eM MEHSIOT ee. HarmomHIo, 4To cama criocoOHOCTh KIIETOYHOTO KOPTEK-
ca MPOU3BOJIUTH COKPAILICHHUS 1aJIeKO HEe OUYECBHTHA.
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IToce aTOro KpaTkoro 0630pa 0OpPaTUMCS, MPUBBIYHO, K THIPOME-
XaHUYECKOH MOJCJIN. HaqHy C TOro, 4To YK€ CaM BHUJ MHOI'UX SKTOACP-
MaJIbHBIX BIISTYMBAHUI HABOJUT HA MBICITb, YTO OHH Pa3BUBAIOTCS O]
JIaBJICHUEM Hapy>KHOW KUAKOCTH. Bce MHBarmHaImm UMEIOT BITOJTHE OK-
pyriyto GopMy, 3a YTO M TIOJTYYMIIM Ha3BaHHUs, CKaXKeM, OOOHSTEIbHBIX
MEIIKOB MJIM CITYXOBBIX My3bIpbKOB. KoKHBIE Kene3bl aMmpuomii octa-
10TCs ChEePUUECKUMH Ha BCIO KHU3Hb.

ITepBoe ycnoBue, MpeayCMOTPEHHOE THPOMEXAaHUYECKON MOJIE-
JIbIO — NaZICHUEC BHYTPCHHETO AaBJICHHA — ITOKa HE UMECT CUJIbHOM noa-
nepxku. [Ipsimble 1aHHBIE O TOM, YTO AABJICHUE B IEPBUYHON MOJIOCTH
SMOPHOHOB (JIMTYMHOK) YMEHBITAETCS B X0OJI€ OHTOTEeHEe3a (KaK B CIydae ¢
racTpyJBIIUE MOPCKOTO €Xa), MHE He U3BECTHHI. O TOM, 4TO TaKoe ObI-
BaeT, MOXHO CyIUTh 10 COKpallleHno o0beMa Tena. [lepBoiii mpumep —
3TO XOPOIIO U3BECTHBIN ()EHOMEH YMEHBIIIEHUS Tea TNIUHOK aMprOnit
B X0J1e MeTamopdo3a. [Ipy 3TOM MOTYT YMEHBIIATECSI U €0 OTJEIbHbIE
YacTH, YTO OYEHb IPKO AEMOHCTPUPYET, CKaXKeM, JiexKallas Mo 03Bo-
HOYHHMKOM Xopza skepisiaku (Anura) (bopxsapar, 1982, puc. 176,8).
BTopoii npuMep — 3T0 3aMETHOE YMEHBIIIEHUE MONEPEYHOTIO CEUCHUS
XBOCTOBOTO OTZeTIa y SMOPHOHOB PhIO M 3eMHOBOJIHBIX, IPOUCXO/SIIEE
B TO BpeMs, KOTJa pbIXjias Me30JepMa YIIaKOBbIBAETCS B INIOTHBIE COMH-
161 (bopxBapar, 19916).

OTHOCHTENIFHO JIPYTO#l COCTABISIONIEH THAPOMEXaHUIECKOW Mojie-
JIM — JIOKaJbHOTO OocyiabjieHnsi 000J04YKH — JaHHBIX 3HAYUTEIBHO OOJb-
me. bazampHas memOpaHa OTCYTCTBYeT B 3aKJaJKax OOOHSATEIHHBIX
memkoB Ambystoma (Balinsky, 1957) m uHTeHCHBHO pa3pylraercss npu
WHBarvHaluy 3MUTEIHAIBHOTO €105, (POPMUPYIOLIET0 KOXKHBIE KeJe3bl
amdubmii (coocTBenHble HabmoaeHus). [locnenquuii pakT ocoOeHHO HH-
TepeceH, TaKk KaK paspylleHne 0a3anpHOW MeMOpaHbl M 3aKIIaKa JKeie3
(BISIYMBaHUE STMUTENMS) TPOUCXOAAT B X0JIe METaMOpP(o3a U COBMAIAIOT
MO0 BPEMEHHM C YMEHbBIIEHHWEM IaBJICHHS BHYTPH MEPBUYHOH MOJIOCTH
Tena. Ecim ciiydaeB pazpyiieHus: 6a3anpHO MeMOpaHbl U3BECTHO TMOKa
HEMHOTO, TO APYroe CTPYKTYpHOE U3MEHEHHE, Ocaabistonee 000J0UKYy,
WITIOCTPUPYETCS OONBIIUM YMCIIOM MpuMepoB. [TomoOHO apxeHTepoHy
MOPCKOTO €Xa W JaHIIETHUKA, HEpBHAs TPyOKa, OOOHSATENbHBIE MEIIKH,
CIIyXOBBI€ ITY3bIPbKH M XPYCTAIHUKH Y 8Cex MO3BOHOYHBIX 3aKJIa/IbIBAIOT-
Ci KaK BIIMYMBAHHA OTHOCHUTCIIBHO INIOCKUX YYaCTKOB 3KTOACPMBI, CJIO-
KEHHBIX BBICOKUMH KJIETKaMH. DTH YYacCTKH UMEIOT U COOTBETCTBYIO-
Iye Ha3BaHUA. 3a9aTOK HEPBHOW TPYyOKHM MMEHYIOT HEPBHOM IIACTHH-
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KO, a 3a4aTKM JAPYrux OpraHoB — IJlakojgamMu. TepMuH “Tiiakoja’” mpouc-
XOJUT OT IPEYECKOro CIOBA, 03HAYAIOIIETO “TUIOCKOCTh, “TIJIaCTUHKA .

Y IMBUTETbHOE KOHCTPYKTUBHOE CXOJICTBO C TBUIBLIEBEIMH TpPYyO-
KaMd WM TPUOHBIMH THU(daMU JIEMOHCTPUPYIOT pPa3BUBAIOIIAECS Ka-
HaJIBIBI MIIEYHBIX kee3 Mbimu (cM. Williams, Daniel, 1983). Pactymue
afvKallbHbIE OT/AENbl KaHalblEB YBEHYAHbI OBaJbHBIMH KOHIEBBIMU
nmoukamu (end buds); 30HY, IepeXOAHYIO K TpyOUaTOMy KaHAIbITy, aBTO-
pel uMeHyrOT meikoi (neck region). Bepxyiednbie smuTenuanbHbIE
kieTku (cap cells) akTuBHO pazmHoxkatoTcs. [lokpbiBaromias ux 0azasnb-
Has TuractuHKa (basal lamina) Ha OPSAIOK TOHBIIE, YeM B 00JIACTH IIEH-
ku. KpoMme Toro, cTeHka 1eiku ycuiieHa CJI0eM COeIMHUTENBHON TKaHH,
KOTOPOTO HET Ha CaMO BEPXYIIIKE.

CTAXKKH

BrinsunBaHus U BISIYMBaHUS, BOSHUKAIOIINE 32 CUET JIABJICHUS Ha
000J10YKy TIIACTHYECKOH MAacCChl, MOJDKHBI “‘CTPEMUTHCS K OKpPYTJIOH
¢dopme 1 yacTo elicTBUTENBHO ee mpruoopeTaroT. Ho Tak ObIBaeT He Bce-
ra, Ipyd 3TOM Y SMOPHOHOB (JIMYMHOK) TMO3BOHOYHBIX JKUBOTHBIX Ha-
OmronaeTcst ompezeNeHHass 3aKOHOMEPHOCTh. BhINssunBaHus, 3ammoHeH-
HBIE JKUJKOCTBIO, BCErNla MMEIOT OKPYTIYI0 (OpMy, TOT/Aa KaK OpTraHbI,
coJlepKalife Me3eHXHMMY, OBIBAIOT Takke M miockumu (puc. 3A, B).
Crpoesa (1950) monarana, 4To TpeyrojapHYIO (B MONEPEUHOM CEUEHHH —
cM. puc. 3B) GopMy TUTaBHUKOBOM CKIIAIKH JIMIYUHOK aM(puOHiA moaaep-
JKUBAOT ME3CHXMUMHBIC KIICTKH, KOTOPBLIC COCAHMHAIOT ITPOTHBOIIOJIOXK-
HbI€ CTEHKU W MPEMmSITCTBYIOT UX pacxoxaeHuto. [loxoxxee MHEHHE BBI-
ckazpiBan Lgvtrup (1983). BooOrie, K1€TOK B IIaBHUKOBBIX CKIIAAKaX
OUYeHb MaJlo, 3aTO MHOTO KOJUIar€HOBBIX BOJIOKOH, KOTOPBIE MPOTATHBA-
10TCsl MKy cTeHkamu (puc. 3B, 4/1) u mornu Obl ux ckpemsaTh. [loka-
3aTeNbHO, YTO Ha MEepPEeTHEM KOHIIe CIIMHHOM MJIaBHUKOBOW CKIIAJIKH TO-
JIOBACTUKOB JKaOBI, TJIE€ TAKUX BOJIOKOH OOHApy>KEHO He OBLI0, CKIIajaKa
cuibHO pazdyxana (bopxeapar, 2000). Crnenyroniuii mpumMep He MEHeEe
BbIpa3uTeNeH. BonokHa, BuanuMble Ha pucyHke 4/, pacmnoyioxKeHbl paB-
HOMEpHO, W CTeHKH TUIABHUKOBOW CKJIAIKK 37IECh POBHBIE. B mapHBIX
IJIaBHUKax JIMYUHOK CEBPIOTH TaKkoM PaBHOMEPHOCTH HET. Tam k cTeH-
KaM CKJIaJIOK TMPWIETAIOT pajuajbHBIE MYCKYJbI, U BOJOKHA MPOXOMST
TOJIBKO MEXIy HUMHU. B MecTax, T1ie IMydKkH BOJIOKOH KpEISATCS Ha CTEH-
Kax CKJIalOK, MOocieIHHe 00pa3yloT yriayOJieHus, TaKk 4TO MOBEPXHOCTh

54



MJaBHUKa oka3biBaetrcs BosiHMCTOM (BopxBapar, 2000). DTo cpaBHEHUE
MOKa3bIBAET, KaK OYATO, UTO KOJIJIAT€HOBHIE BOJIOKHA, CBSI3BIBAIOIIME MPO-
THUBOMOJIOKHBIE CTEHKU MJIABHUKOBBIX CKJIAJOK, NEHCTBUTEIBHO OrpaHU-
YHBAIOT WX PACXOXKJACHHE W TAKUM CIIOCOOOM BIHSAIOT Ha (OPMY ITHUX
yacteill Tena. To ke caMmoe MPOUCXOJIUT U C LIEJILIM TEJIOM.

Oprasbl, 3aHUMaIOIIKUE MEPBUYHYIO MOJIOCTh Tella, HE UMEIOT Tpsi-
MOrO KOHTaKTa C AKTOAEPMOH (CM. BBIIIE), HO OHM HE “IUIaBarOT’ CBO-
60aHO B Me3eHXMMHOW Mmacce. KosareHoBble BOJIOKHA, TPOHHU3BIBAIO-
1€ TI0JIOCTh, CBA3BIBAIOT BHYTPEHHHUE OPTaHbl IPYT C IPYTOM U C IKTO-
nepmoit (Lipton, Jacobson, 1974; Bellairs, 1979; Schoenwolf, 1979;
BopxBapnar, Kosanenko, 1985, 1986). Opransl, TakuM 00pa3oM, OKa3bl-
BAIOTCS TIOJIBEIICHHBIMA K KOXK€, a MPOTHUBOJICKAIINE YIACTKH CTCHKHU
Tela 4epe3 3TU OpraHbl, UTPAIOLIUE POJb MPOMEKYTOUHBIX 3BEHBLEB,
BCTYMAIOT B CBS3b JIPYT C ApyroM. PacmpeneneHre CBA3YIOMNX BOJIOKOH
MEHSIETCS TI0 X0y OHTOTeHe3a. Ha cragum HecerMeHTHPOBaHHOU Me30-
JIEPMBI U LENbHBIX COMUTOB BOJIOKHA Pa3MEIalOTCsl paBHOMEPHO (puc.
5A), ¥ B 3TO BpeMsl X MEXaHHUUYECKOe NeHCTBHE OOHAPYXHUTH TPYAHO.
[locne pacnagenusi coMUTOB U 00pa3oBaHHWS MHOMEPOB BOJIOKHA KOH-
HEHTPUPYIOTCS (OCTAIOTCS) B palloOHE MOMEPEYHBIX MHOCEMT, U TOrAa UX
BJIMSIHUE CTAHOBUTCSA OYEBUIHBIM. B MecTax MpUKpEIUieHUs K HUM BO-
JIOKOH CTEHKH Teia (GpopMHUpyIOT OOpO3dbl, M MOBEPXHOCTH IMOPHOHOB
(TMYUHOK) OKa3bIBaeTcsi BOTHUCTOMU (puc. 41, 5b). Tam, rine BHyTpeHHUE
KOHIIBI T€X >K€ CENTaJbHBIX BOJIOKOH KPEMSITCS Ha XOpJAe U HEPBHOM
TpyOKe, MOCIIeIHIEe, COOTBETCTBEHHO, natoT BeICTymHl (bopxBapar, Ko-
BasieHko, 1985, 1986; Ha cxeMaTnueckoM PUCYHKE 5B BEICTYIIBI XOPIbI
HE ToKa3aHbl). Y 3MOPHOHOB aKyJbl KOJIJIAr€HOBHIE BOJOKHA CKJIa/bIBa-
IOTCSl, KpOME€ TOTO, B FOPU3OHTAJIbHbIE “TNTACTUHKU, KOTOPBIE COENU-
HSIIOT DKTOJEPMY C HAPYKHOM CTEHKOW IETOMUYECKON TMOJOCTHU; B MEC-
Tax MPUCOSAMHEHUS BOJOKOH 3KTOAEpMa 00pa3yeT MpoaoJbHbBIE YIiyo-
nenus (puc. 3T).

BonokHa ¥ KIETKH, CKPEIUIAIoNIie MPOTHUBOJEKAINE CTEHKU TI0-
JIOCTEH W TPEMITCTBYIOIINE WX PACXOXKICHHUIO, ObUIM paHee Ha3BaHBI
ctsoxkamu (bopxsapar, 2000). Ponb cTsbkek, KOHEYHO, MACCUBHAs — OHA
MPOSIBIISIETCS TOJIBKO B MPOIIECCE PACIIMPEHHsI BHYTPEHHEH MacChl U BhI-
3BAHHOT'O UM IEHTPOOEKHOTO CMemIeHHsT 000I09KH. CTSHKKH HapyIIaroT
IUTABHOE PaCIIMPEHUE AApa U MPEHATCTBYIOT (POPMHUPOBAHUIO TPABUIIb-
HBIX OKPYTJIBIX TEIT; YIUIOMICHHBIE IIABHUKU PHIO JTAal0T 3TOMY XOPOIIHA
npumep. Kuika u ee mepuBaThl, KPOBEHOCHBIE COCY/IbI, TIOYEYHBIE Ka-
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HaJbIbI, HEpBHAS TPyOKa, 3a4aTKH OPTaHOB YYBCTB 3aIOJHEHBI HE Me-
3eHXMMOM, a JKUJKOCThI0. HUKaKUX CTSHKEK TaM HET, M OTH TeJia Bceraa
SIBJISIFOTCS] [MJIMHIPUYECKUMU WIIH ITy3bIPYaThIMHU.

CTsDKKH, BO3MOXKHO, PUHIUMAIOT YYacTHe HE TOJBKO B YHCTO (op-
M000Opa30BaTeNbHBIX, HO U B JIPYrUX MOPQOreHETHYECKHX Mpoleccax.
[TpumepoM MOKET OBITh UX POJIb B pa3pyIICHUH SITUTECIUAIBHBIX CTCHOK
COMHTOB, IPUYMHBI KOTOPOTO IO CHX Mop He sicHbl (cM. Balling et al.,
1996). Cmemasch MEeHTPOOEKHO, IKTO/IEpMa TSHET 32 COOOW COMHTHI,
CBSI3aHHBIE C HEU CTsDKKaMu (cM. puc. SA). [TocKoIbKYy COMUTHI 3aKper-
JIEHBI TAK)K€ HA OCEBBIX OpraHax (XOpAa Ha pUCYHKE 5), BO3HUKAIOT CU-
JIbI, KOTOPBIE pa3phIBaOT Me3oAepManbabie 01oku (bopxBapar, 2002a).
HoBble axThl yKpeIuIsioT U paciupsioT 3Ty uaero. Ha pucynkax 3/1 u
3E BUIHO, UTO UMEHHO T€ KJIETKU MapUeTAIbHON LEITOMUYECKON CTEHKH,
KOTOpBIE KPEMSTCS HA HKTOAEPME, BBIXOAAT U3 AMUTEIUAIBHOTO CIOS.
Coznaercs BevyatieHue, 4YTo 3KToAepMa C MOMOIIBIO CTSKEeK OYKBaJIbHO
BBIPBIBAET UX OTTY[A.

DneMeHTHI MOI00HbIE CTSHKKaM Teja MO3BOHOYHBIX CYIIECTBYIOT U
B KJIETKaX, HO O HUX y/I00HEe CKa3aTh B APYTOM MECTE.

JJOKOMOIIYSA 1 ®OPMUPOBAHUE
ICEBJAONOIN AMEB

B nurepatype, MOCBAIMIEHHOHN XKU3HU KJIETOK, aMe0Oi JacTo Ha3bI-
BaloT ciau3eBuka Dictyostelium. B 3Tol rnaBe peub moiner o “Hacros-
mux”’ amebax, npocredmux u3 rpynisl Sarcodina. Co3aaB 3TUX NPOTHUC-
TOB, NpHUPOJA NPOBEJIa OYEHb YJNAuHBIMA, AJS HAc, SKCIEPUMEHT, pac-
mM(poBKa KOTOPOTO MO3BOJISAET 3aMETHO MPOJIBUHYTHCS B MOHUMaHUU
3aKOHOMEPHOCTEW KJIETOYHBIX MpeBpalleHuid. IMEHHO Mo3ToMy 00CYX-
JleHre TIpeoOpa3oBaHmii aMmed BBIZCIICHO B OCOOYIO TJIaBy.

AmeObI 006J1a1ar0T 10 KpaiiHel Mepe MBYMsI YHUKAJIBHBIMU OCOOSH-
HOCTSIMH. Bo-mepBhIX, B MX 3HIOIUIA3ME HET aKTHHOBBIX (HIAMEHTOB,
CHOCOOHBIX TOJKATh IUIA3MOJIEMMY INPH IBIKEHHH KJIETKH WM POCTE
ncepononuil. CoriacHo o0leMy MHEHUIO, 3TY POJib BBIIOIHAET IHIO-
riasMa. MIHbIMH clloBaMH, 3/1eCh TOYHO M3BECTHO, KaKUM 00pa3oM Me-
XaHWYECKUE YCUIIHS MEPEeAaloTCsl Ha KIETOYHYI0 MEMOpPaHy M BbIMSAYH-
BalOT €. Bo-BTOpBIX, y psina amed, B 4aCTHOCTU Y A. proteus, IpA ABU-
KEHUH WM pOCTe MCEeBAONOAUI HaOIr0AaeTCss MOUTHBINA TOK 3HIOILIA3-
MBI, HalpaBJIEHHBIH OT 3afHEro Kpas (0T ypouzaa) K MepeaHeMy WM K
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BEpILMHE NICEBAONOANI. 3a CUET HHTEHCUBHOTO 3HIOLNATO3a (MMTMHOLUTO-
3a) y4acCTKH XBOCTOBOM I1a3MalleMMBbl NONAJat0T BHYTPb KJIETKH. TOKOM
SHIIOMJIAa3Mbl 3TOT MaTepuall TPaHCIOPTHPYETCS K BBIMSTYMBAIOLIMMCS
KpasiM, TJe HCIIONB3YeTCsl Ha MOCTPOEeHUE HOBOM 000104ku (Stockem,
Ktopocka, 1988). Takum o6pa3om, IUTOIIA3MATHUECKANA TOK HIpaeT
KJIFOUEBYIO POJIb B IBIKEHUH amMed M pOCTe WX TICEBAOMOIMIA, OCYLIECTB-
TSl MEXaHWYECKOE BO3JEHCTBHE Ha IMJIa3MaleMMy W JIOCTaBKY CTpPOM-
TeJIbHOTO Marepuana. He ciyyaiiHO aBTOpBI, M3y4aBLIME JIOKOMOLIMIO
ameOsl, “...concentrated mainly on the mechanisms generating and con-
trolling the endoplasm stream.” (Grgbecki, 1984, p.116).

TyT NpuUXoauTCs MOCETOBATh HAa TO, YTO BBICKA3bIBAHUS aBTOPOB 00
SHJIOMIa3MATHYECKOM (LIMTOIUIA3MAaTHYECKOM) TOKE, OIHMCHIBAEMOM Y
pasHbIX KIETOK, HE SIBJISIOTCA JOCTaTOYHO cTporumu. LluTommazmoii
MPUHATO Ha3bIBaTh BCIO BHYTPEHHIOK Maccy KIETKH, KpoMe sifpa. B Hee
BXOZST KUAKUHA IIUTO30JIb, OPTaHEIUTbl U Pa3HOr0 pojJia yacTUlbl. Bu-
JETh IBM)KEHUE IIUTO30JI1 MBI HE MOXKEM, MBI PETUCTPUPYEM TOJBKO Tie-
peMelIeHue OTHOCHUTENFHO KpYHHbIX Ted (4acTtui). CoriacHo coBpe-
MEHHBIM MPEACTaBIECHUAM, 3TU Tejla NePEeMELIAtoTCsl 110 KJIETKE 3a CYET
paboThl MOJIEKYJSPHBIX MOTOPOB, KOTOpPbIE aKTUBHO JIBUTAIOTCSI BIOJb
MHUKPOTPYOOYEK MM BIOJb aKTHHOBBIX (uiaMeHTOB. UuTas o mia3ma-
TUYECKOM TOKE, KaK MPaBWJIO HE 3HAEllb, UMEIOT JIM aBTOPBl B BUIY U
JIBIKEeHHE 1IMT0307s1. Takoe cI0Bo BOOOIIE peiKo BCTpeyaeTcs B ONuca-
HusX. B sHmonnaszme ameObl HET MUKPOTPYOOUEK M MyYKOB aKTHHOBBIX
(MIaMEeHTOB, U MOTOMY OHA MPEACTABISIET TOT CYACTIIMBBIN CiIydaH, KO-
r7la MOXHO TOYHO 3HATh, YTO LIUTO30JIb (KUIKOCTD) TEUET BJIOJb KIETKU
W UIMEHHO OH MEPEHOCUT BCE BEIECTBA.

Kazasnoch Obl, ame0a J1erKo pacKpbIBaeT CEKPETHI, BHICTABIISIA HAIO-
Ka3 CBOIO BHYTPEHHIOIO XKM3Hb. DTa “NIPO3PAuYHOCTh’, OJHAKO, SBIAETCS
obmanuuBoii. 1o coBam Allen (1961, p. 212), “There are very few bio-
logical problems in which so many theories have been proposed to ex-
plain so few data, as has been the case of ameboid movement.” [Ipormmto
30 netr, u Dembo (1989, p. 1053) mpusnan, uto “Debate about the
mechanism of amoeboid motions has gone on since the last century...,
but as yet the dynamical laws that govern these phenomena are largely
unknown.”

B cBoeit kitaccuueckoit padote Mast (1926) crnenyronum oopa3zom
MPEACTAaBIII MEXaHU3M JIOKOMOLMK aMeObl U POPMUPOBAHUS €€ TICEBIO-
noauii. Mast npuHUMAI, YTO MOKOsIIasicss aMeda HaXOAUTCS B TYprop-
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HOM coctosHuu. Ee “...internal osmotic pressure counterbalances the
elastic tension of the plasmagel [moTHBIN nepudepuyeckuil ca0i TUTO-
m1a3msl], and the beginning of movement in such a specimen is due to
local solution and consequent weakening in the plasmagel, resulting, ow-
ing to contraction elsewhere [1 mocienyroIeMy YBEITUICHUIO BHYTPEH-
Hero gaBieHus], in local stretching and the formation of a protuberance.”
(p- 410). “...locomotion [ameObI] may be looked upon as being essen-
tially due to contraction of the thick sheet [mma3zmarens] covering the
posterior end, forcing the column of fluid, the plasmasol, in the [mna3zma-
reneBoit] tube forward against the thin sheet [mna3marens] at the anterior
end, stretching it and pushing it forward together with the surface mem-
brane...” (Mast, 1926, p. 412; cioBa B KBaJpaTHBIX CKOOKax W KYpPCHUB
mou — BB). [lna3smazonp (3HIOMIa3Ma), TeyeT BIepen, yCTeeT U Hal-
CTpanBaeT TPYOKy Iuta3Marelns (9KToruia3Mbl). HoBeie qacTi TpyOKH He-
MOJIBM’KHBI OTHOCHTENILHO TOYKH B MPOCTpaHCTBe. JIBUrarommuiicst Bre-
pell XBOCT MpUOJMKaeTcs K HUM U BKIIOYaeT B CBOM cocTaB. BriroueH-
Hasl 9KTOIUIa3Ma PazKIKaeTCsl M OMAThH TEUET BIEpeN.

Cxema Mast — paBHOMEpHOE BHYTPEHHEE JaBJICHHE TUTIOC JOKaJb-
HOe ocjabieHne 000JI0YKM — B KOTOPBIH YK€ pa3 MOBTOPSET THIPOME-
XaHUYECKyI0 Mozeib. BepHee, oHa MOBTOpSET ee B HAIlleM TEKCTe, a B
WCTOPHUH HayKH ObLiIa, MOXET OBITh, IEPBOA. DTa CXeMa COXpaHWIa 3Ha-
YeHHUE JI0 HAIUX JHEeW, MOJy4HB JIOTIONHEHUSI U yTOUYHEeHHs. Tereps JIy-
MaloT, 4TO OcCiadlieHHe PBarMHUPYIOIIEH 000J0YKH MPOUCXOIUT B pe-
3yJbTaTe pa3pymIeHUs] KOPTEKCa WM OTCIOCHHUS OT HETO IIa3MaJeMMBbI
(Stockem, Ktopocka, 1988; Grebecki, 1990). Crano u3BecTHO, TaKkxKe, 4TO
KOPTEKC ABMKYIIEHCS ameObl MEePUOANYECKH pa3pyllaeTcsl He TOJBKO Ha
MepeHeM KOHIIE, HO U Ha 3anHeM (Stockem, Kiopocka, 1988). Ho npupoaa
[MUTOIIA3MATHYECKOTO TOKAa BO MHOTOM OCTaeTcs 3arafodHoi. boib-
UIMHCTBO BClies 3a Mast cuMTaeT, 4To [UTO30Jb MEepeMeNacTcsl BIepe
COKpallleHHeM KOPTHUKAJIbHOTO CJIOS XBOCTOBOIO OoTAena. Ha cokparie-
HUE ypOWJa yKa3bIBaeT, KaK MOJArarT, €ro MOPIIMHUCTOCTh Y ABHKY-
meiics ameOnr (Mast, 1926; Wehland et al., 1979). Kpome Toro, unes
COKpallleHHs: XBOCTOBOTO OTHAeNa OOBICHSET ABW)KEHHE BIEpe] 3aTHEro
koHma knetku. Grebecka, Grebecki (1975), mpaBna, He cumTanm Takoe
00BSCHEHHE YIOBICTBOPUTEIHHBIM M TPEATIONOKIIIN, 9T0 “...uroid, un-
dergoing its own contraction, is simultaneously dragged forwards by the
contraction in the trunk” (p. 359). Bce-Taku IIaBHBIM OCHOBaHHEM Jy-
MaTh, YTO COKpAIIEHHE MPOUCXOIUT UMEHHO B XBOCTOBOW YaCTH, SIBIISET-
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csl, HaBepHOe, yOeXIeHHe, YTO TOJIBKO TaK MOXHO OOBSCHHUTH, MOYEMY
SHJIOTUIA3Ma Te4eT OT 3aJHero KOoHLA K TepefHemy. Takas MochUIKa He
Ka)KETCsl BEPHOM.

Uro Oyzmer ToIKaTh YpOU IpH CBOeM cokpaieHnn? OH OyaeT Tol-
KaTh ¢mon6 UMTOIUIa3Mbl. [Ipu 3TOM HaOmojaTenb yBHIUT JBHXKEHHE
MepeIHero M 3afHEero Kpas BHYTPEHHEH Mmacca, yBUIUT MepeMelleHre
BCEH KJIETKH, HO TOKa IUTOIUIa3Mbl He YBHIUT. Ho Ml ero Bumum! Ilo-
yemy? [loTomy, 4TO 3HIOMIA3Ma OBUKETCS Obicmpee, YeM BCs KIETKa,
4yeM ee 3aJHui U nepeaHuil kpas. OAHAKO B 3aMKHYTOM NPOCTPaHCTBE
XKHUIKOCTh HE MOKET T€4b B OJHOM HAaINlpPaBJICHWH — OHA MOXET TOJBKO
LUPKYJINpOBaTh. [lefiCTBUTENBHO, CYIIECTBYET MHEHHUE, YTO B TO BpEM,
KaK IEHTpaJibHas 4acTh LMTOIUIA3Mbl (3HIOMJIa3Ma) TEUET BIIEpPENl, €€
nepudepuueckuil cioi (SKTormIa3Ma) TeueT Haszal; 3TO SIBIECHHE IOJTY-
90 Ha3BaHWe ‘‘QoHTaHHOTrO” ABMKeHus (fountain streaming)
(Stockem, Ktopocka, 1988). I co3naTenbHO ckazan “MHeHHE”, a HE Ha-
omonenune. Mast (1926), nanpumep, BUael 00paTHOE JBIKEHUE DKTO-
IJ1a3Mbl TOJIBKO y MOKOSIIEHCS aMeObl, HO CHELMaIbHO MOAYEPKHUBA,
YTO 3KTOIJIa3Ma NOJ3YIIel aMeObl HenoO08uUICHA OMHOCUMENbHO MOYKU
6 npocmpancmee. 51 npocMaTpuBall (GUIBMBI, OKA3bIBAIOIINE JIOKOMO-
LU0 pa3HbIX aMe0, U HU pa3y He BHJEIN Jake HaMeKa Ha CMELIeHHE Ha-
pyxHoro cnos. Eciau IOBMkeHHE 3HIOMIAa3Mbl BIEpEN BBHINVIAOUT Kak
MOIIHBIA MOTOK, TO CMEIIEHHE DKTOIUIa3Mbl B JYYIEM CIIydae pacro-
3HAeTCs JIMIIb C MPUMEHEHUEM CIHEeLUALHBIX METOAUK (CM., HapUMep,
Grebecki, 1984).

Coscem HemaBHO Rogers et al. (2008) moaTBepaniIvn HaTU4We IUP-
KYJISIUUHM LUTOIUIa3MBbl B TICEBIOMOAMSX (JI000NOAMAX) A. proteus W Ha-
3BajJil NMPUYMHY CYLIECTBOBaHMsA oOpaTHOro Toka. “‘Particles embedded
in the endoplasm are forced by the cytoplasmic pressure in the direction
of the lobopod, whereas particles embedded in the cortex tend to have a
small velocity in the opposite direction. This well-known but counterin-
tuitive phenomenon, known as the fountain effect... is due to the cortex
of the lobopod being connected directly to the cortex of the entire cell:
since the cortex is contracting everywhere, it draws the lobopodial cortex
back toward the cell body.” (Rogers et al., 2008, p. 3317). O6mwuit 00B-
€M KOPTUKAJIbHBIX YacTull, ABUTAIOIIUXCS OT BEPIUMHBI I1CEBIOIOIMH,
OBLUT HaMHO20 MEHbIIEe 00beMa MIIOTHBIX BKIIIOYCHUH, HAITPABIISIFOIIUXCS
K BEpLIMHE; OBIKYLIUHCS nepudeprdeckuil cioil gaxe He ObUT CIIJIOMI-
HeiM (Rogers et al., 2008, Fig. 6a). Kpome Toro, KOpTHKaIbHBIE YaCTHIIBI
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CMEIIAIUCh 3HAUUTENIBHO MeJjieHHee. MHave roBops, npsamMoil (3Ha0111a3-
MaTHYECKHI) TOK 0 MOIIHOCTH HAMHO20 TIPEBOCXOIMI 00paTHBIN (3KTO-
Tula3MaTUueckuii). Macca BO3BpallaroIeiicsl HUTOIIa3Mbl JOKHA OBITh,
KOHEYHO, MEHBIIIe, TOW, YTO MPUTEKAET K MePeHEMY Kpalo, T.K. Kakas-To
€€ 4acTb UIET Ha CTPOMTENILCTBO HOBOM BEpLIMHBI. TeM HE MeHee, Bps.
JIM OCTaTKX MOIIHOTO 3a/IHe-NIEPEJHEro TOKa MOTYT OBITh CTONb Malbl,
YTO A7 WX OOHApYKEHHS HAJ0 MPHUMEHSTHh CIEIHaTbHBIE TEXHOJIOTHH.
3amedy, 9TO MHUPKYJHLKSA LUATOINIA3MBI, B BHAE ‘‘oOpaTHOro QoHTaHa”,
JIETKO PacIiO3HAETCS B MBUIBIIEBLIX TPYyOKax U rpUOHBIX TH(ax.

Rogers et al. (2008, Fig. 6a) noka3zanu o0paTHOE ABUKEHUE YACTHLL
TOJIEKO B Jobomoausx. Ecnu amkeHne nepruepruuecKoi MUTOTUIA3MBI
OTPOCTKa MPOU3BOAMUTCS COKpaIlleHHEM KOopTeKkca “‘everywhere”, TO Kak
KOpTeKC BefeT cels B Tesne aMmeObl, Kyaa asuraercs Tam? M kak MIMeHHO
OH COKpAIaeTCcs, YTOOBI TIHYTh KOPTEKC IMCEBAONOANNA? ABTOPBI HUYETO
00 3ToM He roBopsT. Ho momycTuM, 4TO 4YacTh TBEpHOTo MaTepuana
JIECTBUTEIBHO BO3BpalllaeTCs Ha3ajd, K caMoMy ypouay. A Kyna JeBa-
€TCsl )KMIKOCTh (LIMTO30I1b), IpUTEKAromas K nepeqHeMy kpato? Ee Toxe
msaHem Hazall COKpammarommiicss koptekc? Ilo MoeMy MHEHHIO, KHI-
KOCTh BO3BpAILIAThCS K 3aJlHEMY KOHILy BooOLIe He modcem. BepHee, He
MOXET y ameObl, IBUKYILIEHCS 3a CUET COKpPAIIEHHUs] XBOCTOBOT'O OTAEA,
MMOCKOJIBKY He Modcem Te€db B 30HY OoJiee BBHICOKOTO JaBJIEHHUSA. AKTO-
MHUO3UH JIEKUT Cpa3y MOJA KIETOYHOH MeMOpPaHOH, U ero CoKpalieHue
JIOJIKHO TOJIKaTh BIEPEN] 6o HUTOILIA3MY.

B ornmuune ot OonpmnHCTBa aBTOpoB, Allen (1961) momaran, dro
COKpaIleHne IPONCXOIUT HE B 3aHEM, a B MEPETHEM OTnaeje ameObl, U
CHJIBI, IEHCTBYIOIIME HA DHJOIIIa3My, HE TOJKAIOT, a TIHYT €€ BIepes.
He oGcyxnmas 3Ty uneto camy 1o cebe, 3aMedy, 4To OHa OOBSICHSET, 0
CYILLECTBY, JHIIb MPOUCXOXKIECHUE IHIOMIA3MAaTHYECKOIO TOKa, HO HE
JIOKOMOIIMIO aMeOBl.

MHe pelieHue 3arafky 3HAOIUIa3MAaTUYECKOr0 TOKAa BUAMTCS TaK:
ame0a 8600um 600y Ha 3a0HeM KOHYe U 8bl80OUM ee Ha nepeornem. Mbl
YK€ 3HaeM, YTO KIETKH CIIOCOOHBI aKTHBHO PEryJHpOBATh CBOH 00BEM
3a cHeT BBOJA U BBIBOJA BOJBI. DTO criocoOHa fenaTh U ameba (cMm. Mast,
Hopkins, 1941). Ilpeanaraemas rumoTte3a JIOMYCKaeT JIMIIb, YTO OHA
TPaHCIOPTUPYET BOLY Uepe3 MeMOpaHy 4pe3BblYaifHO OBICTPO U B OTpe-
JIeNIeHHBIX MecTaxX. Ecnu nomyIienne BepHO, TOKOMOTOPHBIN IIUKI aMe-
OBI OyZIeT BHITIIAIETH CICTYIOIINM 00pPa3oM.
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B nukiie ecth nBe uepenyrommecs (asbl. B neproii (puc. 6B, b)) Bona
BXOJIUT B KJIETKY HA €€ 33/IHEM KOHIIE, YBEIMIUBAeT 00BEM [IUTOILIA3MBI U
JieNiaeT BHYTPEHHEE JIABJICHWE BBIIE HAPYKHOTO. DKTOIIIa3Ma ypouza Ha-
CBILIAETCS] BOAOH, paKIbKaeTcsl U “npeBpamaercs’’ B dHAomIazmMy. OnHo-
BPEMEHHO KOPTEKC MEPEIHEro Kpasi pa3pylIaeTcsl, SHAOIUIa3Ma MPOTAJIKH-
BaeT 0ciabiIeHHy0 000JI0uUKy (IUTa3MaeMMy) BIiepel U JBUTraeTcsl (BBIIs-
YKBaeTCsl) BMECTE C HEll — KIeTKa YIUIMHSETCs. JHIO0IIa3Ma B Toi (aze
OTTEKaeT OT 3aHET0 Kpasi, HO HEeMOABIKHA OTHOCUTENBHO MepenHero. [lo-
CIIe ATOTO BXOZ BOZBI MpeKpaImaercs, 060104ka (KOPTEKC) BOCCTaHABINBA-
€T IEeJIOCTHOCTh; ameba MMEeeT MakcHMallbHyro JUMHYy (puc. 6B, B;). Bo
BTOpO# (paze (puc. 61, ['1) Bona BEIXOOUT U3 KIIETKU Ha €€ TIepeIHEM KOHLIE,
BHYTpPEHHEE JABJICHWE MaJaeT OTHOCHUTEIbHO BHemHero. OOe3BOXKeHHas
anuKaibHasg dHAOIUIA3Ma T'YCTeeT M “mpeBparaercs’’ B dKToruiazmy. Kop-
TEKC ypousa paspyaercs, 000J04Ka 3/1ech ociadeBaeT, U Hapy>KHasl BOJa
CKAMAEeT 3aIHUH OTen — aMeba yKopaduBaeTcsl. JHIOIIIa3Ma B 9Toi (asze
TEYeT K TMepeHeMY Kparo, HO HEMOJBI)KHA OTHOCHUTENBHO 3aaHero. Korma
WCTeYeHHEe BOJBI MpeKpaiaercs, aMe0a BO3BpalaeTcsi K Ha4albHOMY CO-
cTosiHUIO (puc. 6A, A, A;). CymMMapHOe CMEIIEHHE SHAOMIAa3Mbl 3a JIBE
nmrHamuueckue (asel (puc. 6: b + I, B + I')) npeBbiiaer cMelenue emnoit
KJIETKH, T.€. SHJIOIIIa3Ma JIBIXKETCS ObICTpee Bcei aMeObl (UTO BCE U BUJIAT).

Pemmast mpoGiieMy DBWKEHHS SHAOIUIA3MBI, “IPOTOYHAs’ MOJAETH OJ-
HOBPEMEHHO TIOKa3bIBAET, KaK BHYTPEHHEE ABICHHE MEHsIETCS 0e3 BCSIKOTO
KOPTHKAJIBHOTO COKDAIIEHNS M KaK JBWXKYTCS TEPEIHUA U 3aHAN KOHIIBI
kJ1eTku. Mogzenb npennonaraer, yto ameda npu ABM)KEHUH NEPUOAUYECKU
MEHsET pa3Mephbl (JUIMHY), U Takue KosieOaHusl JeHCTBUTEIBHO OOHapyXe-
HBI Y Pa3HBIX IBHKYLIMXCA KIETOK, B YaCTHOCTU y Amoeba proteus (Satoh
et al., 1985). MopmuHICTOCTh YPOHIa TIOABIKHONH aMeObl OOBIYHO pac-
CMaTPHBAIOT KaK pe3yJbTaT cOoKpauleHusi koprekca (Mast, 1926; Wehland
et al., 1979). He o4yeHb MOHATHO KaK JIOJDKEH COKPAIATHCS KOPTEKC, YTOOBI
BBI3BaTh CMOPIIMBaHKE MEMOpaHbl. 3aTO BIOJIHE MOHSITHO KaK 3TO MPOUC-
XOOUT TPU CXKATUM KJIETOK B THUIEPTOHUYECKOM pacTBope (cM. Mast,
Hopkins, 1941; Bereiter-Hahn, Strohmeier, 1987; Dai et al., 1998) u, raB-
HOE, TIOHATHO, TTOYeMY MTPOUCXOIUT. MBI 3HaeM, TaKXKe, YTO KOPTEKC YpOu-
Jla TIEPUOJMYECKN Pa3pyIIaeTcs, T.€. €ro 000JI0YKa MEPUOIMIECKH OCIal-
nsiercsi. [Ipy majeHuM BHYTPEHHETO AaBJICHWs] IMEHHO OHA B MEPBYIO Ode-
peab 1oKHa 1eopMUpOBaTHCS AAaBICHUEM HapyKHOHM BoAbl. TakuM obpa-
30M, YITyOJIeHus] Ha KOHIIE JBIKYIIEHcS aMeObl UM Ha BEPXYIIKE peTpak-

61



TUpytomei ncesaonoanu (Cameron et al., 2007) MOryT ObITH UHTEPIIPETH-
POBaHBI KaK BISTYMBAHHS HAPY>KHOHN JKUIKOCTH.

Kpome 10BOSABHO XOPOLIO BUIMMBIX BAABIEHHIA, TIOBEPXHOCTh YPOUIA
TIBIDKYIIIEHCS aMeObl HeCeT MHKPOCKOITHMYECKHE MUHOIMTO3HBIE YTiyOJie-
HUs. OTU yIIyOJeHUs TOXKE PAacCMaTpPUBAIOT KaK PE3yJbTaT COKPAaTHTENb-
HbIX aeiictBuil koprekca (Grebecki, 1991; Kiopocka et al., 1996; otuactu
Stockem, Klopocka, 1988), Ho HHYTO HE MelaeT ¥ B HUX BU/IETh BIISTYHNBA-
HUSI, BO3HUKAIOIIKE 107 ABJICHUEM Hapy>KHOU BOIbL. [1000HBIE KaHAb-
1Bl (MUKPOIIEIH) MOSBISIIOTCA Ha Tene Acanthamoeba, xorga oHa TepsieT
BOJTy TIPH MHIMCTHPOBAHWH (CM. BbIIIE). TakuM 0Opa3oM, BCe BISTYMBAHUS
ypovaa WM YOUPAOMIMXCsl TCeBAONOANHA aMeOBl MPECTaBISIOTCS OIHO-
TUITHBIMU 00pa30BaHUAMHM, KOTOPBIE pa3IM4aroTCs JHIIb pa3mepamu. Bee
BMECTE 3TU BISIYMBAHUSA “ChEAalOT MOHEMHOTY XBOCTOBYIO YaCTh KICTKH U
TaKAM CITOCOOOM “IBHUTarOT” ee 3aIHuK Kpai Briepe. OnrChIBas BIKEHIE
ameObl, MOJKHO TOBOPHTH, UTO OHA pacmem Ha TIEPETHEM KOHIIE U pedyyu-
pyemcs Ha 3a7JHEM.

MEXAHUKA HEMBIHIEYHbBIX BECCTEHOYHbBIX
KJIETOK

B npoBeneHHOM BBIIIE 0OCYXICHUM BISTYMBAHUN W BBITISTYMBAHUH
0eCcCTEeHOYHBIX KIIETOK HEKOTOPBIE BOMPOCHI OCTAIHCH OTKPBITHIMH. JTO
KacaeTcsl mpexie Bcero (popMbl OTPOCTKOB, KOTOpask Hapsiay C “‘TIOHSAT-
HOW™ Ty3BIPEBHIHOW HEPEJKO OBIBACT IMJIMHAPUYECCKONW MM TUIOCKOM.
Teneps, nmest B apceHarne Oomnbine (HakTOB W UAEH, MOXHO BEPHYTHCA K
CTapsIM MpodIeMaM B 00CYTUTh HOBBIE.

Pa3Burtue oTpocTKOB

Cpenu 0TpOCTKOB OECCTEHOUHBIX KJIETOK ITy3bIPEBHUIHBIE BBITISTIHBA-
HUS, TI0 O0IEeMy MPHU3HAHHUIO, POPMHUPYIOTCS IO JABICHHEM ITUTO30JIS.
[IpuHATH Takylo K€ TOUKY 3pEHUS B OTHOIUICHHM JIPYTHX OTPOCTKOB —
TOHKHX (DUIIOTIOUH M 0COOSHHO JIMCTOBUIHBIX JIAMEIIIUIIOUN — BO MHO-
rOM MEIIAeT UX BHEIIHUK BUA. [ 'mapomexaHudeckas MOJEIb MPU3HAET,
410 (hopMa OTPOCTKA BO MHOTOM ONPEENSAETCS COOTHOIICHUEM TIPOYHO-
¢t 000JIOYKU Ha €ro BepiiuHe U Ookax. Takol MOAXO[| MO3BOJISET 00b-
SICHUTh CO3JIaHWe IWIMHIPUIECKOH (popMbl y oTpocTKOB Dictyostelium,
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YbH OOKOBBIE CTEHKH 110 Mepe YIUTMHEHUS YKPETUISIOTCSI aKTHHOBBIM KOP-
TekcoM (cM. Boimie Yoshida, Inouye, 2001). Kpome Toro, Mbl 3HaKOMH-
JIUCh C MHEHHEM aBTOPOB, MOJAraBIIMX, 4TO ()OPMY MHKPOBOPCHHOK U
aKpPOCOMAITLHBIX OTPOCTKOB TO/IIEPKUBAIOT [IEHTPAJIbHEIE IyYKHA aKTHHO-
BbIX ()MIIaMEHTOB. Terneph MOXKHO OoJjiee NMPEAMETHO CYIUTh O TOM, Kak
OHHU 3TO AETAIOT.

B MHKpOBOpCHHKaX KIETOK KHIIEYHOTO JSIUTENUS IEHTPATbHEIE
MMyYKH aKTUHOBBIX (PMJIAMEHTOB HMMEIOT TOMEpEeYHbIE CBS3M C IIa3Ma-
nemmoit  (Mooseker, Tilney, 1975; Matsudaira, Burgess, 1979;
Hirokawa, Heuser, 1981; Burgess, Prum, 1982). To xe camoe Habmona-
1 B HEMpPUTaX, T/Ie B COCTaB IIEHTPAIFHOTO OCEBOTO KOMILIEKCa, KpoMe
AKTHHOBBIX (DUIaMEHTOB, BXOAAT U MHUKpoTpyOouku (Yamada et al.,
1970, 1971; Hirokawa, 1982; Schnapp, Reese, 1982); B Tene HeiipoHa
(mmaMeHTBI pacronaratoTcsi OecropsI0YHO, MOMEPEYHBIX COETUHEHHN
menbie (Hirokawa et al., 1984). ABTOpBI Ha3BIBAIOT CBS3YIOIIUE JJIE-
MEHTHI MOMEPEYHBIMU MOCTHKAMU (cross-bridges), Mbl K€ TEerepb MOXKEM
MMEHOBaTh UX CTsDKKaMu. O TOM, YTO CTSDKKU JEUCTBUTEIBHO BBINOJI-
HSIOT MEXaHWYECKYI0 (YHKIMIO, HArJSIIHO CBUAETENbCTBYIOT Mapal-
JIEJIFHO MPOUCXOSIINE U3MEHEHUS BHEIIIHETO BUA PACTYIIETO HEHpOoHa
U cofepxalierocs: B HeM nurockeneta (cM. Jacobs, Stevens, 1986). Teno
HeWpoHa He NMPOAYLUPYET CTSIKEK (IOMEPEUHBIX MOCTUKOB) M COXpaHs-
€T OKPYTIyI0 GOpMY; €ro MOJIOJBIE OTPOCTKH, KOTOPHIC €Ille HE Pa3BUIIN
CTPOTO OPraHMW30BAHHOTO IUTOCKENETa, JEMOHCTPUPYIOT HEMPaBUIIb-
HyI0 (Qopmy; 3penbie HEUPUTHI, 00JaTal0Ne OCEBBIM ITUTOCKEIETHBIM
KOMIUIEKCOM M TIOMEPEYHBIMH MOCTHKAMH, CTaHOBSITCS IMPaBHIbHBIMU
UUATUHAPAMU.

B my3wIpsx, rae akTHHOBBIE (PUIAMEHTHI UMEIOTCS TOJIBKO B KOP-
TeKce, CBA3EH, TOJJOOHBIX CTSKKAaM, HET. 3aTO OHU €CTh B TUTACTHHYATBIX
JIAMEJIIUIIOAMSX, OOraThlX aKTHHOBBIMU (huiaMeHTaMHu. B nmameriumo-
Iusix KoHyca pocTa Heifpona Tosney, Wessells (1983) Buaenu ¢unamen-
ThI, IPOTATUBAIOIINECS MEXIY BepXHEW W HIDKHEH IIa3MalieMMaMH, U
CXeMaTHYeCKH M300pa3miii UX Ha PUCYHKE; B OTCYTCTBHE TaKuXx (ria-
MEHTOB BEpXHsisi MeMOpaHa naneko otxonuna ot HwkHel (Tosney, Wes-
sells, 1983, Fig. 17). Lewis, Bridgman (1992) manum B TeX ke JaMen-
JUTOJUSX JIBE TPYMITbl aKTHHOBBIX (prnmamenToB. OnHU, JTUHHBIE, TSIHY-
JIUCh BJOJIb HWKHEW M BEpXHEW MeMOpaHbl, OOjbllas WX 4acTh ObLIa
oOpailieHa K BepXyIIKe OMEpeHHBIMH KOHIlamMH. J[pyrue, KopoTkue, Gu-
JIAMEHTHI PacIoyIaraliuch KOCO MEXIY BepXHEW W HIDKHEH IIa3MalieM-

63



MOH W WMenn pasHyro moysspHocTh. “The shorter meshwork filaments
may act as scaffolding, maintaining the volume of the lamellipodia.”
(Lewis, Bridgman, 1992, p. 1241). B namennunoausx 3nuaepMaibHbIX
KI1eToK Xenopus “A fibrillar meshwork connects the 'dorsal’ and the 'ven-
tral' cell membranes.” (Bereiter-Hahn et al., 1981, Fig. 8, moanucs). Ha
pHUCYHKe 9 aBTOpPHI MOKA3al1 JaMEeJUTUIIOANI0, UIMEIOLIYIO B3AyTHE Hela-
JIEKO OT Kpasi, 1 OTMETWIX B MOAIKUCH, YTO HA Kparo “... the membranes
are held together by a fibrillar meshwork. In the swollen region the fila-
ments are less dense [KypcuB Mot — BB].” B TekcTe aBTOpHI BBIpa3uinch
eme Oonee ompeneneHHo: “... formation of a flat cytoplasmic lamella
requires interconnection of the membranes by filaments (Fig. 8). Weak-
ening of this interconnection would lead to the formation of bulges or
blebs due to internal hydrostatic pressure.” (Bereiter-Hahn et al., 1981, p.
301). CesizaM BepxHe W HWKHEW MeMOpaH JaMeJUTUIOIUHU (CTSKKaM)
COOTBETCTBYIOT, TIO-BHIUMOMY, BEPTHUKAIbHBIE YEPTOUKH, H300paKeH-
HbIe Ha cxemaTuueckoM pucyHke (Bereiter-Hahn et al., 1981, Fig. 27a).

Wrak, MOXXHO TyMaTh, YTO KOHCTPYKTUBHBIE OCOOCHHOCTH KJIETOY-
HBIX OTPOCTKOB — T€TEPOTEHHOCTh 000JIOYKH M HAJTMYHE CTSKEK — BIIOJ-
HE MO3BOJISIOT UM TIOJ PABHOMEPHBIM JIaBJICHUEM LUTO30Js1 MPUHUMATH
nobvle GopMBI (Iy3bIpyaThie, HUINHAPUYECKUE, MIIOCKUE. . ). Teneps Ha
ouepenu Apyrou Bompoc: “Kak 310 naBienue nogHumaetcsi?”’ OTHOCH-
TEJILHO PacTyIIUX KIJIETOK, Hampumep, HelpoHa oTBeT mpoct. [lomyuas
BOJly U CTPOMTENbHBIE MaTephalbl U3BHE, HEMPOH YBEIMYHBAET BHYT-
PEHHIOI0 MacCy U, COOTBETCTBEHHO, JaBlIEHHE 3TOW MacChl Ha 000IIOUKY.
A xak OBITH C He pacTymMMH KjieTkamu? EcTh MHEHHWe, 4TO JaBlieHHE
BHYTPHU HHX TOBBIIIAETCS CKATHEM KOPTEKCAa. APryMEHTOM CIYXKUT TO,
YTO Yy MYyTaHTHBIX ocobeit Dictyostelium, MuIeHHBIX MHO3WHA, BBIIIS-
yuBaHus He oOpasyrorcs (Yoshida, Inouye, 2001). Bmecte ¢ Tem Yo-
shida, Inouye (2001) HaGnrofany MosiBJICHUE KPYIHBIX My3bIpEei y HOp-
MaJbHBIX KJIETOK, 00pa0OTaHHBIX IUTOXanasuHoM A. Takas oOpaboTka
JTUKBUIUPYET (PUIAMEHTO3HBIN aKTHH, U HE TIOHSTHO, Kak 0e3 Hero Muo-
3UH MOXET paboTaTh. ABTOpHI 3TO He 00cynwin. B apyrom uccienosa-
HUU OBIJIO TIOKAa3aHO KaK pa3HbIe BBIIIYMBAHHS, B TOM YHCIE ITy3bIpe-
BHIIHBEIE, (DOPMHPOBAINCH Y KIIETOK MYTaHTHBIX Dictyostelium, TUIICH-
HbIX MHO3MHOBBIX HUTel (Fukui et al, 1990). Ha 3ToM OCHOBaHMM aBTO-
PBI CIeTau BBIBOJI, YTO JIJISl PA3BUTHUSI OTPOCTKOB CHIIBI, TEHEPHPYEMEIE
MHO3UHOM, HE HY)KHBI.
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B oTHOIIEHNHM HE PACcTYIINX KIETOK 00CYKIAlOT U APYTOH CIocod
MOBBIILICHHST BHYTPEHHETO JaBlIeHHUs — MyTEeM yBEJIHUeHHs oO0bema IH-
TOMJa3Mbl 32 c4eT BBOJA BoAbl. B cxeme, mpencrasienHol Papadopou-
los et al. (2008, Fig. 4b), BeIMSIUMBaHUIO TIEPEIHETO Kpas IBUKYIIEHCS
KJIETKH MPEALIECTBYET BXOXKIEHHE BHYTPb HOHOB, a TAK)Ke JETOTNMEpH-
3alMs aKTHHA, YTO MOBBIIIAET OCMOTHYECKYIO KOHIIEHTPALIMIO LIUTO30JIs.
[To cozmaBiiemMycsi TpaiveHTy B KIETKY YCTpeMJIsieTcs HapyXHasl BOJa,
MepeaHnil oT/en pa3dyxaeT W BBIMSIUYMBAETCSI. DTOT MEXAHU3M JEHUCTBY-
eT oco0eHHO A(h(PeKTHBHO NpU aKkTMBU3alNMK akBanopuHoB (Verkman,
2005, Fig. 4B; Verkman et al., 2006). (ABTOpBI HE NPUHUMAIHN BO BHH-
MaHHUe, YTO JaBJIEHHWE OT BXOJAMIEH BOJABI JOIDKHO PaCcIpOCTPAHATHCS
OJIMHAKOBO BO BCEX HAMPABIEHMSX, U TJIa3MajieMMa BBIMSATUTCS HE TaM,
rJie OCTyNnuja BoJia, a TaM, I/ie OHa ciabee).

[IpoTuB TOTO, YTO POCT BBHIITYMBAHHIA MPOUCXOINT 32 CUET BXOJA B
KJIETKY BOJIBI M YBEJMYEHHUsI ee 00beMa, CBUAETENbCTBYIOT, Kak OyATo,
npsMbie HabmoaeHus. KieTku, naromye BhIMIYUBAaHUS, HE MEHSIOT pas-
MEPHI — MapajuIeIbHO C YBEIMYEHUEM OTPOCTKOB TEJO KJIETKH YMEHbIIIA-
ercs (Tickle, Trinkaus, 1977; Charras et al., 2005). [Ipu pa3Butun KpyIi-
HBIX OTPOCTKOB y Dictyostelium, noaBepraBIiuxcs BO3AEHCTBUIO XUHU-
Ha, TeNO KJIETKH MOIJIO COBCEM MCYE3HYTh, BECh [IUTO30JIb “‘TIEpEINBa-
cs” B orpoctok (Yoshida, Inouye, 2001, Fig. 11). O mocrostHCTBE 00Be-
Ma kieTku ropopuiu U Langridge, Kay (2006), Toxxe paboTasmme ¢ Dic-
tyostelium. Bmecte ¢ Tem, Ha mpenctaBieHHbIX uMH rpadukax (Fig. 3)
BHUJIHO, YTO 00BEM IMOCTOSIHHBIM HE ObLI — OH cJ1abo xonebancs. MOoXHO
MPEINOI0KUTh, KaK 3TO OBIIO CIENaHO paHee B OTHOIICHWH MHBAarvHa-
UUH ¥ JOKOMOLMM amMeOBbl, YTO MEPHUObI BXOJa BOABI B KJIETKY CMEHs-
I0TCs TIeprUoJaMu ee Bbixoaa. OTPOCTKU YBEJIMUMBAIOTCS BO BPEMS BXO-
I1a, a BO BpeMs BBIX0/1a TPOUCXOINUT YMEHbIIIeHne Tena kieTku. [Iporecc
OTCJIOEHUS] aKTMHOBOTO KOpPTEKCa OT alMKaJbHOW IMjla3MajeMMbl OTpO-
cTkoB Dictyostelium Toxe MOxeT ObITh KosebaTenbHBIM (Yoshida,
Inouye, 2001).

JlokoMonus
JBrKy1ascs KJIE€TKa MPOU3BOJIUT HECKOJIBKO MEXAHMUYECKHX OIle-
parmii. OO0CyXIeHHe OTHON W3 HUX — BBIIIYMBAHHS TIEPEIHEr0 Kpas —

MBI YK€ 3aBepliniiv. Tenepb, He BhITyCKas U3 BUAA LIEJION KIETKH, yAe-
UM 0c000€ BHUMaHHE MEPEMEIICHHIO €€ Tella M XBOCTA.
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XOTsI IepeMeNeHHIO Tejla KIIETKH YIS MeHbIIIe BHUMAaHUS, 4eM
BBHIMSTYMBAHUIO TIEPEHETr0 Kpasi, pa3HooO0pa3usi BO B3MIIAJAX 3/€Ch, IMO-
Kanyi, 6onblie. MHOXKECTBO MHEHUH HE MPHUBEJIO K SICHOCTH B MOHUMa-
HUU TpoOJIeMbl, O YeM TOBOPST HEpElKHe CETOBaHWsA. B kauecTBe mpu-
Mepa mpuBeny cioBa Fukui et al. (1999, p. 877): “... little is known
about the mechanism that brings the posterior cell body forward.” Camu
aBTOpHI cuuTanu, 4ro ““...F-actin flows rearward in the posterior cell
body of migrating Dictyostelium amoebae... this flow is responsible for
the generation of traction forces for cell migration...” (Fukui et al.
(1999, p. 885). Ilo muenuro Bretcher (1988, p. 235), “...there exists a
continual flow of plasma membrane from the front of the cell towards
the rear, both on the dorsal and ventral cell surfaces. It is this flow which
pushes on those feet attached to the substrate and thereby produces the
force to move the cell forwards.” IlosicHsIs1 CBOIO MOJIEINb, aBTOP CPaBHUII
KJIETKY C TAaHKOM. Ha OCHOBE ONBITOB, MPOBEIEHHBIX C UCTOIB30BaHUEM
MeMOpaHHBIX MapkepoB, Anderson et al. (1996, p. 1209) pemwnu, yTo
“...ellipsoidal cell body [keparomuroB — BB] rotates during
translocation.”, TeJI0 KJIETKH Kak OBl KaTUTCS 3a JaMenunoguei. Iwa-
date, Yumura (2008) moctynupoBaiu Hanuuue “elastic transition zone”,
COCAMHSAIONICH MepeJHUN U 3aIHUI KOHLBI KJIETKH U 00eCIeynBaroLIeH,
BUIUMO, MEIJICHHOE MOATATUBAHUE 3aJHEr0 Kpas MpH BBHITIYHBAHUA
nepennero. Kak ycrpoeHa 3Ta 30Ha, aBTOPBI HE CKa3aJiu.

Yamie Bcero JBMKEHHE TeNa KIETKH CBS3BIBAIOT C COKPATHTENbHBI-
mu perictBusimu (cM. Conti, Adelstein, 2008, Fig. 2B). B monnmanunun
TOTO, KaK M TJe 3TO mpoucxonuT, eaumnctBa HeT. “The cell body is
dragged in the direction of locomotion by the fibrils emanating from the
basal filament cortex to the upper membrane of the lamella.” Bereiter-
Hahn et al. (1981, p. 303). Svitkina et al. (1997), nuzy4aBuiue JIOKOMOITH-
W10 KepPaTOLUTOB, MOJIarajiv, 4To TeJO KIETKH JIBUTAETCs 32 CUET COKpa-
LIEHUS] AKTOMHO3MHOBOTO KOMIIJIEKCA, PACIOJIOXKEHHOIO B MEPEXOTHON
30HE OT JAMEJUIAIIONNHU K Telly KIeTKH. Kak 3To cokpaineHue ABUTaeT
TEIO KIETKH, MHE OCTalIOCh HesCHBIM. Wittmann, Waterman-Storer
(2001) 3aMeTHIM, YTO COKpAILIEHUE MPOUCXOIUT B TEJI€ KJIETKH, HO HU-
KaKuX JajJbHEHIIMNX pa3bsicHEHUH He caenanu. CoKpaTUTENbHbIE IEUCT-
BHS TIPUITMCHIBAIOT U caMOMYy 3aJHeMy oTneny kietku (Jay et al., 1995;
Iwadate, Yumura, 2008).

BecoMbiM aprymMeHTOM B MOJIB3Y MIEH COKpAIIEHHsS CUHUTAIOT 3a-
MeJIeHHe OBMKEHUS KIIETKA WU PEeTPaKIUU €€ ICEBIONOAUNA Yy My-
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TaHTHBIX Dictyostelium, mumennabix muo3uHa (Jay et al., 1995; Iwadate,
Yumura, 2008). 3amennenue, OAHAKO, HE €CTh MPEKpaIleHue, U s, B OT-
JIUYHEe OT aBTOPOB, BOCIIPUHUMAIO 3TH JIaHHBIE, KaK yKa3aHHE Ha TO, 4TO
KIIETKH Mo2ym IBUTAThCA 0€3 MHO3WHA, TO €CTh 0e3 aKTOMHU3WHOBOTO
cokpamienus. Jlpyrue HaOmoAeHUs TOBOpAT 00 3TOM emie sicHee. Tak,
HelTpodmibl, 00paboTaHHBIE MHIMOUTOpOM MHoO3MHA (2,3-butanedione
monoxime), 3aMeIJIsIA PETPAKIMI0 XBOCTOBOTO OTZENa, HO 3TO MPOMC-
xommio Toapko “...on adhesive substrates... and not on poorly adhesive
substrates...” (Eddy et al., 2000, p. 1287). (Y Dictyostelium u HeHTpoO-
(UII0B, KCTATH, OTCYTCTBYIOT CTPECC-BOJIOKHA, €AMHCTBEHHBIE AKTOMHUO-
3WHOBBIE KOMITJIEKCHI HEMBIIIEYHBIX KJIETOK, COKpAIIeHne KOTOPBIX Ha-
Oyromanu in vitro — cM. BBIIIE). TakuM 00pa3oM, TEO KIETKH Modicem
JIBUTATBCA U Ogueaemcs 0€3 y4acTHs COKPAaTUTEIbHBIX aKTOMHUO3HHOBBIX
KoMmIutekcoB. boree Toro, ¢hmbpobnactel, oOpaboTaHHbIE 01e00HMCTATH-
HOM, HHTHOMPYIOUIUM JIeSITETbHOCTh MHO3WHA, J1a)Ke YBEITUYUBAIH CKO-
pocth nokomonmu (Even-Ram et al., 2007) u Tak ke Beau ceOs smuTe-
JTUAITEHBIE KIIETKH TIOYKU C MCKYCCTBEHHO Je(pOpPMHUPOBAHHBIMH MHUO3U-
HOBBIMU (prummamentamu (Zurek et al., 1990). Lo et al. (2004, p. 988) ObI-
T yAUBIIEHBI, 0OHapyxkuB, 4To “...myosin [IB null fibroblasts were not
only capable of migration but also migrated at a higher raw speed than
did control cells.”

OCOOHSKOM Cpe/iv KHBOTHBIX KJIETOK CTOSIT CIIEpMaTO30U bl HeMa-
TOJl, y KOTOPBIX MPAaKTUYECKH OTCYTCTBYIOT KaK aKTWH, TaK U MUO3HMH
(Nelson at al., 1982; Roberts, Streitmatter, 1984). [lomararor, uto npu
NBIKEHUH WX (YHKIMOHAIBHO 3aMEHSIOT (DMIaMEHTHI, COCTABJICHHbIE
cneruduueckum OenkoM (major sperm protein — MSP). B nepenneii
YacTH KJIETKH 3TH (UIaMEHTHI CKJIAJIBIBAIOTCS B IMYyYKH U 00Opa3yroT
renb. ““...elastic energy stored during bundle formation generates tension
in the cytoskeleton to pull the cell body forward when the gel solates.”
(Bottino et al., 2002, p. 375). Monenb OoJiee MOHIATHA MHE B IPYT'OM H3-
noxenuu (cM. Roberts, Stewart, 2000; Miao et al., 2003). ITo Habarome-
HUSM in vitro, BOJIOKHA, cocTaBieHHble MSP, MOTYT Kak ymJIWHSATHCA,
TaK U YKOPa4MBaThCs; IPH YKOPOUECHUH 3aKpETUIEHHbIE Ha KOHLIAX BOJIO-
KOH YaCTHIIBl JIBUTAIOTCS BMECTE C HUMHU. ABTOPBI TPEIANOIOKIIN, YTO
3a CYET YKOPOUEHHUS STHUX BOJIOKOH B OCHOBAHHH IICEBIOIOINN U TIPOUC-
XOJIMT MOATSATHBAaHUE TeJla KIETKH Brepel. K kakuM 4acTsM Tena KiIeTKu
KpensTCs BOJIOKHA U KaK OHU MIEPeatoT YCHIINS, CKa3aHO He OBLIO.
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Haunnas pasnmen, Mbl BELIETMIA B IBUTATENFHOM IUKJIE KJIETKH He-
CKOJIBKO OTIEpalfif, HO COOMPAJIMCh HE YIyCKaTh U3 BUJA KICETKY Kak Iie-
noe. JIns moHUMaHus MeXaHu3Ma JIBKCHHUS 33]THETO OTJeNa 3TO 0COOeH-
HO BaXHO. Jle7o B TOM, YTO BBINISTYMBAHKE MEPEIHETO Kpasi KIETKH TPH-
BOJMT K €€ YUIMHEHUI0. MeXIly TeM JABMKYIIHECS KIETKH, B OTIUYHE OT
PaCTyIIMX, B LEJIOM pa3Mephbl COXPAHSIOT, U MOTOMY MapaJIeNIbHO C Y-
JTMHEHUEeM KJIETKa JIOJDKHA YKOpadnBaThca. 10 €CTh JAODKHA HE MPOCTO
JIBUTATh 3aJHUHM OTEJN, TOATATHBATH €r0 BCIE 3a MEepeHNM, a UMEHHO
yropauugamucs. [lonepeMeHHOE yIJIMHEHNE U YKOPOUYCHUE JIEHCTBUTEb-
HO HaOmroany y apmxymmxcs kiaetok supotenns (Kolega, 2006).

TeopeTHdeckdn MOXKHO TIPEICTAaBHTh CceOe HECKOJBKO CIOCOOOB
ykopoueHus. 1) Cuiipl, BRINAYUBAIOIINE TIEPEIHUNA Kpail, pacTAruBaroT
0OKOBYIO ITazMaieMMy (Kak pe3uHy), a MOTOM OHa COKpalaercs (Kak
pesuna). [logoOueli Mexanusm Chen (1981a) npeanoxun Aas peTpak-
uuu xBocta (hrubpodiactoB. OHAKO €CH MepenHss YacTh KIETKH Hal-
crpauBaetcs (Bergmann et al.,, 1983; Bretscher, 1983), pactsarusanus
0OKOBOI1 TIIa3ManeMMbI OBITh HE JTOJDKHO. 2) 3aHUN Kpail OATITHBaET-
cs (32 CYET HEM3BECTHBIX COKPATUTENBHBIX JTEHCTBHIA), TIPH 3TOM OOKO-
Bas masManemma ‘‘cmopiiuBaercs’. Chen (1981a,06) meiicTBUTEnbHO
BUET CKJIaJKU MeMOpaHbl B 3a1HeH yacTu puOpodIacToOB U CUUTAN, YTO
OHH PACTIPaBIAIOTCA MPH BHIMSYMBAHUH TEPENHEr0 oTAena KieTkn. Ha-
JUYHe TaKoro ‘‘3amaca’ ObUIO MPEACTABICHO KaK HEOOXOIUMOE yCIOBUE
BeimsiurBanus. OgHako Ha gotorpadusax (Chen, 1981a, Fig. 9 C-E) Bua-
HbI IPOCTO SIMKH (BIISTYMBAHUA), HHOTAA C MOJHATHIMHU Kpasimu. 3) 3an-
HUHM Kpail CKUMAaeTcs 3a CYEeT COKPAILIEHHsS KOPTEKca, KaK 3TO MPUHATO
MHOTUMH B OTHOIIEHUH aMeObI (CM. BBIIIE), a TAK)KE B OTHOIICHUU PET-
pakuuu Bcakoro poaa orpoctkoB (Cunningham, 1995; Merkel et al.,
2000; Baas, Ahmad, 2001; Yoshida, Inouye, 2001; Gallo et al., 2002;
Charras et al., 2006). Bropoil u TpeTuil BapuaHTHl NpEANONAratT CO-
KpallleHHue KOPTEeKCa, HO, KaK MBI 3HA€M, HUKAKUX BECKUX apTyMEHTOB B
TMOJIB3Y CYIIECTBOBAHHE Y HEMBIIIEYHBIX KIETOK TAKUX CIIOCOOHOCTEH 10
CUX TIOp HE MpHUBeAeHO. 4) 3aaHuil Kpail BISUMBAETCS, KaK 3TO Mpeay-
CMaTpUBaEeT cxeMa JJOKOMoIUU aMeObl (puc. 6). IMEHHO 3TOT MeXaHU3M
s COOMPArOCh MPENJIOKHUTH TENEePh IS ceX ABMKYIIUXCS KIIETOK.

[IporouHas Momenb, OMKUCHIBAIOIAS MEXAHNU3M JIOKOMOIIMH aMeOHbl,
MpelyCMaTpUBaeT, B YaCTHOCTH, TaKWe ACHCTBUA: 1) KojicOaHUE BHYT-
peHHero naBieHus (00beMa) BCIENCTBUE IMOMEPEMEHHOTO BXOJa U BEI-
X012 BOABI U 2) BISIYMBAHUE XBOCTOBOM IJIa3MaIEMMBbI BCJIEACTBHE Ia-
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JIeHUs] BHYTPEHHETrO JaBIIEHUS W OJHOBPEMEHHOTO OCIa0JIeHUS TaMm
000s10ukH. [10X0kKKE MBICIH BbICKa3bIBAJIUCh B OTHOLICHUH JABIKYIIHX-
Csl )KMBOTHBIX KJIETOK, XOTS KOHKPETHBIE CXEMbl ObUIM pa3HbIMH. Papa-
dopoulos et al. (2008) cuurtanu, 4TO BOAA BBIXOAMUT U3 KIETKH TaM XK€,
r7e u BXOauT (crepenu), a B cxemax Lang et al. (1998) u Schwab (2001)
BOJIa BXOJMT B KJIETKY CIIEPE/IH, a MOKUIAET €e Yepe3 3aJ(HI0 MeMOpa-
Hy, BCien 3a yxomsmumu noHamu. Ilpum stom Schwab (2001, p. 741),
Cy[sl TI0 BCEMY, pacCMaTpHBaJl BBHINISTYMBAHKUE TIEPEAHETO OTIENa KIETKU
U PeTpaklH{IO 3aJHETO Kak SBIEHUS ofgHoro mopsaka: “If retraction of
the rear part of migrating cells involves local cell shrinkage, one might
anticipate that local cell swelling at the front contributes to the protrusion
of the lamellipodium.” Cormnacuo moxenu Schneider et al. (2000) yxon
VMOHOB KaJus U3 3aJHEH YacTH KIETKU MPUBOJIUT K MOTEPE BOJBI XBOCTO-
BBIM OTJIEJIOM W €T0 CXKaTHIO; U3MEHEHUS! HOCST Ko.1ebameibHblil XapaK-
Tep. DTo MHEHHE OBIII0 000CHOBAHO KOHKPETHBIMH HAaOMIOACHUSIMHU HAJl
KJIETKaMH MMOYEYHOT0 3nuTesins. O poyid BHYTPEHHETO NaBJICHHS B TIPO-
JBIKEHWH 3aJHET0 Kpas MHUIPHUPYIOIIEH KIETKH roBopuid Yoshida,
Soldati (2006, Fig. 8, moanuce): “The decrease in cytoplasmic pressure
allows the opposite [3aguuit — BI'] end of the cell to retract resulting in
net centroid translocation.”

B oTHOmEHnn ameObl MHOIO OBLIO TIPHHATO, YTO €€ 33aTHUN KOHEI]
penyuupyetcs (“chemaercsa’) 3a CHEeT Pa3BUTHSA MEIKUX W MEJIbUanIIImX
BIISTYUBAHUMA. SIMKM M MOPUIUHBI ObLTH ONMHUCAHBI TAaKXKe Ha XBOCTE (hUO-
pobmactoB (Chen, 1981a, Fig. 9 C-E), Ha BepmuHe HCKYCCTBEHHO CO3-
NIaHHBIX, a TIOTOM BTATHBAIOIIHUXCS OTPOCTKOB Dictyostelium (Merkel et
al., 2000), na cnamaromumxcs my3sipsax (Cunningham, 1995; Charras et
al., 2006). Kak u B Apyrux momoOHBIX ciydasx, AyMaroT, 4To yriyOie-
HUS TIOSIBIIIIOTCS B PE3YJIbTaTe COKpAIEHUS] KOPTEKca, HO HE OOBSICHS-
10T, KaK IMEHHO OH JIOJKCH COKpPAIaThCsl, YTOOBI UX co3aaTh. Jist mpo-
BEPKH 3TOH TUIOTE3BI MPUPOA IIPOBEJa MPOCTO dKcrepuMeHT. Ha Tene
(HO He Ha MCEeBIONOIMHU) CHEPMAaTO30MAOB Ascaris BO3HUKAIOT MHOIO-
yucieHHble sMKHU (Sepsenwol et al., 1989), HO B 3TUX KJI€TKax HET aKTH-
HOBBIX M MHO3WHOBBIX (DUIAMEHTOB, HEOOXOJUMBIX JUIS CO3JaHUS CO-
KpaTUTETbHBIX KOMIUIEKCOB. Ecim cokpalenne KopTekca 3/1eCh UCKITO-
YaeTcs, OCTaeTCsd €IMHCTBEHHAs MPUYHMHA TOSBIEHHS SMOK, a UMEHHO
BIITYMBAHHE HAPYKHOW MacChl MPH MajCHUM BHYTPCHHETO JaBJICHHMS,
T.€. TaK, KaK 3TO ObLIO MPUHATO BHIIIE [T CAMBIX Pa3HBIX WHBArMHAIUIA
(puc. 2B). B 3TOT cnucok BMOJHE MOTYT MOMNAcTh U BCE APYrye BISYH-
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BaHMsI, Pa3BUBAIOLIMECS HA BTATMBAIOIIMXCS YaCTIX KIETOK M MOCTEIECH-
HO “crenaromue” ux. [eiicrBurensHo, Tosney, Wessells (1983) oOHapy-
KU B PETPaprupylolinX OTAenax KOHyca pocTa HEMPHUTOB My3bIPbKH,
KOTOpBIE, 10 MX MHEHHIO, cofiepkany ““...internalized remnants of veils
or of the microspikes...” (p. 408).

Kak u Bce mpouune cxembl, HOBast MOJieNb, CHOPMYJIMPOBAHHAS CHA-
qana a1 o0bsICHEHHS MEXaHW3Ma JIOKOMOINH aMeOs! (puc. 6) u mepeHe-
CeHHasl Telepb Ha Jpyrue KIETKH, HEe HMeeT aOCOJIOTHBIX [0Ka3a-
TenbcTB. Ho oHa He BeTpeuaeT, kak OyATO, U HEMPEOIOJUMBIX MPEMnsT-
cTBUHA. BaxkHO, YTO B OT/IMYME OT MPOYUX CXEM, MOAEb MpeAaraer 1o
CYLIECTBY €IMHBII MEXaHU3M JJIsl ABWKEHHUS KaK 3aJHEr0, TaK U Mepea-
HETO OTJIEJIOB KIIETKH, T.€. KIIETKH KaK IeJIOTO.

BHyTpuUKJIE€TOYHBIN TPAHCTIOPT

[IpoGieMa BHYTPUKIETOYHOTO TPAaHCIOPTA HE UMEET MPSIMOTO OT-
HOIIICHHSI K TeMEe W3JI0’KEeHUS, HO MOCKOJIbKY HaM IPHUXOJWIOCH €€ 3a-
TparuBaTh, TEMEPh CTOUT CHEIHANBHO YJIETUTh 3TOMY BOIIPOCY HEKOTO-
poe BHUMaHHE.

B nacrosmiee Bpems npeobiiamaeT MHEHHE, YTO Pa3IUIHBIE YaCTH-
upl, “...as large as nuclei and as small as RNA molecules.” (Pollard,
2003, p. 741), pa3HocAaTcs MO KIETKE MOJIEKYISIPHBIMH MOTOpPaMH, KOTO-
pble aKTUBHO JBHUTAIOTCS BAOIL MUKPOTPYOOUEK (IMHEWHBI 1 KHHE3HWHBI)
WM BIOJb aKTHMHOBBIX (PHJIAMEHTOB (HEMbIlIC4YHbIe MHO3MHBI) (Vale,
1999; Reese, Haimo, 2000; Mehta, 2001; Gross et al., 2002; Schliwa,
Woehlke, 2003; Hirokawa, Takemura, 2005; Hollenbeck, Saxto, 2005;
Miiller et al., 2008). MHBIe crtocOOBI MMepeHOca Ha3bIBAIOT PENKO, HO OHU,
TE€M HE MEHEE, €CTh.

He BBI3BIBaET COMHEHHMIA, 9TO MO TETy aMeObl BKIIOUCHHS TMEpeMe-
maroTcss TOkoM IuTo30isa. Harold (2002) momyckanm, 9TO TpPaHCHOPT
BHYTPH CTCHOYHBIX KJIETOK TOXKE€ MOXKET OCYIIECTBISATHCS TOKAMU KHJI-
koctu. Lew (2005) Habmronan ABM)KEHHE MACISHBIX Kareib B TPUOHOMN
rude U PenIui, 9To OHHU JBUTAIOTCS 0€3 y4acThsi MOJEKYISIPHBIX MOTO-
POB, a IJILIBYT BMeCTe ¢ muto3oieM. Mitchison, Kirschner (1988), roo-
ps O JBW)KCHHHM AKTHHOBBIX MOHOMEPOB K BEpXYIIKE KOHYyCa pocTa,
npumenwn cioBo “diffuse”. Zicha et al. (2003) paccuuTanu, 4To CKO-
POCTh TIOCTYIUICHHS TIIO0YIISIPHOTO aKTHHA B BBIPOCTHI IEPETHETO Kpas
¢ubpobracToB HE MOMKET OBITH JAOCTUTHYTa MPOCTOW Iuddy3ueH, ans
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3TOr0 HEOOXOAWM aKTHBHEIN TpaHcmopT. Ilpu 3TOM OHM OTBepriu yd4a-
CTHE TPAHCIIOPTHBIX MOTOPOB B JIocTaBke G-aKTHHA M MOJIaraljid, 4To ero
MEPEHOCUT TOK LUTOIIa3Mbl, HAMpPaBISEMBIN BIEpell CKAaTUEM Teia
KIeTKU. ECTh U Apyrue npuMepsl BHYTPUKIETOYHOTO TPAHCIIOPTA, KOTAa
MOJIEKYJIIPHBIE MOTOPBI BPsi JIM pabOTaroT.

B my3bIpuaThiX BBINISYMBAHHUSX YXUBOTHBIX KIETOK OTCYTCTBYIOT
MHUKPOTPYOOUKH M MYyYKH aKTHHOBBIX (PHJIAMEHTOB, KOTOPbIE MOTIIH OBI
y4acTBOBaTh B TPAHCIIOPTHBIX Tporieccax, u Torgerson, McNiven (1998)
OBUTH YBEPEHBI, YTO OPTraHEIUIbl MPOHUKAIM B Iy3bIPH AIllMHO3HBIX KJIe-
TOK TOJIXKEITy IOYHOM JKee3bl C TOKOM LIMT030J1s. BriomHe BeposATHO, 4TO
TakuM ke TyTeM (a He nuddysueit) ciaemyroT k MeMOpaHe Iy3bIpel ak-
THHOBBIE MOHOMEDHI, KOTOPBIE CO3Jal0T NIEPBOHAYATIBHO MOYTH OTCYTCT-
ByIOIIME TaM (uiaMeHTHl. Y HEKOTOPBIX MYTaHTHEIX Saccharomyces
(IpoXOKHM) HET TMYYKOB aKTHHOBBIX (DUIAMEHTOB, HEOOXOIUMBIX JUIS
JIBUKCHHSI MOJICKYJISIPHBIX MOTOPOB, HO 3TO HE BIIMACT Ha MEepEMEILECHUE
mutoxoHapui (cM. Yaffe, 1999). OOmenpuHATO, YTO CEKPETOPHBIC (K-
30IIUTO3HBIE) MYy3BIPHKH, IOCTABISIONINE CTPOUTENBHBIA MaTepuasl K
pacTymiel BepXyIIKe CTEHOYHBIX KJIETOK, IEPEHOCATCS MOJIEKYJISPHBIMH
motopamu (Fischer-Parton et al., 2000; Vidali, Hepler, 2001; Taheri-
Talesh et al., 2008; Cai, Cresti, 2009). Ho Tak ke eIMHOAYLIHO BCE yKa-
3BIBAIOT, YTO AKTHHOBBIE (PMIIAMEHTHI B CyOanMKaIbHOW 30He TpaKTHde-
CKH OTCYTCTBYET; MPOTAKEHHOCTh CBOOOIHOM 30HBI B MBUIBLIEBOH TPYO-
ke Lilium, nanpumep, nocturaet 20 pm (Miller et al., 1996). 910 BBI3BI-
BaJo HejmoyMmeHue, u Zonia, Munnik (2008) ynenwnu npobieme crieru-
aTbHOE BHUMaHHE. ABTOpHI HAIIIM, YTO B IBUIBIIEBOW TpyOKe Tabaka
9K30LMTO3 COBEpIIAETCS HECKONBbKO OTCTYIs OT BepmMHbL. Taheri-
Talesh et al. (2008), onHako, cnelUalbHO MOAYEPKHYIH, YTO K30LUTO3
B rude rpuba Aspergillus TpoxomuT Ha caMoM (extreme) TepeaHeM
kpae. Kpome Toro, sHAOLKUTO3HbIE My3bIPHKH U 110 JaHHBIM Zonia, Mun-
nik (2008) gBuraroTcs BHYTpb TPYOKH OT CaMOT0 MEPETHETO Kpas.

Takum 00pa3oM, TOK ITUTO30JI OE3YCIOBHO SIBISIETCS OIHUM W3
CHoco0OB MEepeMEIIeHHsT YacTHLl BHYTpU KieTok. Kak co3maercs 3TOT
ToK? OOBIYHO yMaIOT, YTO IIUTOIIA3MY JIBUTAET COKpAIICHUE KOPTEKCa,
HO eCTb OOJIBIIIFIE COMHEHHS B TOM, YTO TaKO€ COKpaIleHrne BooOIIe ObI-
Baer. [IpemnoxxeHHas ambTepHaTHBHAS MOJENb — “TpoTodHas’ (puc 6) —
NPeIoaraeT, YTo TOK IIUTOIIa3Mbl BO3HHKAET, KOTJa KJIETKA aKTHBHO
BBOJIUT BOJy B OJIHOM MECT€ W BBIBOAMT B ApyroMm. Ecnm mMojens BepHa,
Hazo0 OyJeT MpU3HAThH, YTO KIETKH CHOCOOHBI CO3/IaBaTh *‘CHEIHaIi3u-
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pOBaHHbBIE” TOKH ITUTO30JIs1 U C UX MOMOIIBIO “IIeJIEHANpPaBIEHHO’ Tepe-
MEIIaTh YacTUIbl. IHTEeHCU(DUITMPOBATh JOKAIBHBIA BBOJ U BBIBOJ] BOJIbI
KJIETKH MOTJIM Obl MyTeM BCTPaWBaHUS aKBAllOPHHOB B OIpPE/ICICHHBIC
Y4acTKH CBOei meMOpaHbl. HepaBHOMEpHOE pacmpeselieHue aKBaropu-
HOB B IJIa3MasieMMe JelicTBuTeNbHO Haomoaanu (Loitto et al., 2002).

MBIINEYHOE COKPAIIIEHHUE

Teopusi MBIILIEYHOTO COKpalIeHUsl pa3padaTbiBaslach TMIaBHBIM 00-
PasoM Ha MpUMepe MONEPEYHONONI0CATOr0 MYCKYJIBHOIO BOJIOKHA, KOTO-
poe TOKa3bIBaET OYEHb CTPOTYIO BHYTPEHHIOIO opranuianuio. CokpaTu-
TEJIbHON €IUHHLIEH 37IeCh SBISETCS CapKoMep, MPeACTaBIAIOMNI co0oii
TPEXMEPHYIO PELIETKY, COCTABJICHHYIO TOJICTBIMH MHO3MHOBBIMU M TOH-
KUMH aKTHHOBBIMHM (uiaMeHTaMU. [lepeaHio U 3aHIOI0 CTEHKH cap-
KoMepa 00pa3yroT IIOTHbIE Z-UCKH, HA KOTOPBIX KPEMATCS aKTHHOBBIE
BOJIOKHA COCETHUX CApPKOMEPOB.

CoxpaTUTeNbHBIH NPOLECC YK€ NABHO CBSI3bIBAJIM C AKTUHOM H
MHO3MHOM — OCHOBHBIMH OeiikaM# MbIil. [lepBoHaYanpHO Tonarai,
YTO YKOPa4yMBAIOTCS caMM MHUO(UIaMEHTHl. Bo3HMKIIas B cepeauHe
NPOLUIOT0 BEKa MOJENb CKOJIB3ALIMX HUTEH MOCTYJIMpPOBaja, YTO CO-
KpallleHUEe €CTh Pe3yJIbTaT B3aUMOACUCTBUS AaKTUHOBBIX U MMO3UHOBBIX
(UIaMEHTOB, KOTOPbIE MPH pabOTe MBIIIBI CBOCH UIMHBI HE MEHSIOT.
MoTopamMu, IpeBpalalOUIMMU XUMUYECKYI0 SHEPTUIO B MEXaHUYECKYIO,
ObUIM MPU3HAHBI TOJIOBKM MHMO3MHOBBIX MOJIEKYJ. DTH TOJIOBKH B BHIE
MOTMEPEYHBIX MOCTHKOB MPOTATHBAIOTCS K aKTWHOBBIM (pruiaMeHTaM W
MEPUOJNYECKH TPUCOEIUHSIIOTCS U OTCOEIUHSIIOTCS OT HUX B XOJAE CO-
Kpatenus. [IpucoennHUBIINCDH, TONIEPEYHBIE MOCTHKH ITOBOPAYMBAIOTCS
W TSHYT aKTUHOBBIE HUTH K Cepe/inHe capkoMepa. 3a HUTSAMH CIETYIOT
Z-ITUCKH, capKkoMep yKopaunBaeTcs. M3rubanne monepeuHblx MOCTHKOB
MPOMCXOAMT 3a CUYET KOH(POPMALMOHHBIX W3MEHEHHUI MHO3MHOBBIX I'0-
JIOBOK, CBsI3aHHBIX ¢ (hochopunupoBannem AJI® u nedochopummupona-
HuemM AT® (Rayment et al., 1993a,0).

Mogenb CKOMB3AMMX HUTEH (MOMEpPeuHBIX MOCTHKOB) OBICTPO 3a-
HsUIa TOMMHHUPYIOIIEE MOJIOKEHUE B MPEICTABICHUSIX O MBILIEYHOM CO-
kpamenuu. “In 1972 the field of actomyosin interactions was summa-
rized in a conference at Cold Spring Harbor... After this meeting many
participants thought that the problem of muscle contraction was solved
“in principle.”” (Cooke, 2004, p. 643). OnHako OKOHYaTEIbHOE peLIeHNe
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Tak ¥ He npuuuio. Bece BpeMs mpensaraiotr pasHbele BapuaHThl AEHCTBUSA
MHO3UHOBBIX MOoTOpoB (Harrington, 1979; Bafios et al., 1996; Houdusse,
Sweeney, 2001; Tesi et al., 2002; Masuda, 2003; Lampinen, Noponen,
2005) u pgake MOABEPrarOT COMHEHHUIO CIPAaBENJMBOCTh BCEM MoOnEIu
(Schutt, Lindberg, 1992; Martin-Fernandez et al., 1994). CetoBanus Ha
HECOBEPUICHCTBO 3HAHWK O MPHUPOJE MBIIIEYHOTO COKpAILEHUsI HE Tpe-
kpamatorcs: “Over a century has passed since Kiihne first extracted the
proteins actin and myosin from muscle..., yet the molecular origin of the
force produced between these two components remains one of the out-
standing puzzles in biology”. (Block, 1996, p. 151); “And perhaps it is
only when molecular and integrative perspectives are taken together that
we can suddenly appreciate just how far we are from understanding the
contractile event.” (Gunst, Fredberg, 2003, p. 415); “...although there is
a general consensus that tension generation is produced by a swing of the
lever arm in myosin heads attached to actin, many uncertainties remain.”
(Offer, 2006, p. 205). OcobeHHO JIFOOOTBITHBI BRICKA3bIBAHHSI OCHOBATE-
nel teopun ckonb3sammux HUTe. B cnoBax H. E. Huxley (2004, p. 1413)
npeobnagaer ontummusM: “...I really do believe that, altogether, there is
now incontrovertible evidence for the correctness of the tilting lever-arm
model, although of course many important details still remain to be worked
out.”” A. F. Huxley (2000, p.1194) nemaer akiieHT Ha TPYIHOCTSAX TEOPHH
— “The preceding paragraph mentions three recent observations that have
not yet been incorporated into current theory, but there are many other
unanswered questions that have been with us for many years.” — u 1o-
6asnset: “Apart from these recognized uncertainties, there is always the
possibility that something totally unexpected [kypcus moit — Bb] will
turn up, as happened with the disproof of the lactic acid theory and the
discovery of sliding filaments.” Umenno “fotally unexpected’ s u mo-
npoOyI0 U3TI0KUTH J1anee.

KakoBbl Obl He OBUTH yCHeXd KOHLEMUUH MOMEPEYHBIX MOCTHKOB,
aOCOJIOTHBIX AOKA3aTEIbCTB OHA HE MMEET U J0 CHX IOP OCTAEeTCsl THII0-
Te30i. DaKThl, MOJIOKEHHbIE B OCHOBAHWE MOJIEIH, — JIBHXKCHUE MHO(H-
JIAMEHTOB OTHOCHUTENILHO JpPYr Apyra, 3aBUCUMOCTh BEIMYMHBI Pa3BH-
BAa€MOM CHJIBI OT CTENEHHU MEPEKPhIBaHUS HUTEH, HAJMYUE MONEPEUHbIX
MOCTHKOB, W3MEHEHHE YIJla MX HAKJIOHAa — CBUIETEIbCTBYIOT JIMIIb O
TOM, YTO MEXaHHU3M MOMNEPEUHBIX MOCTUKOB MO2 Obl IEHCTBOBATh, HO HE
0 TOM, YTO OH PeaNbHO JAeHcTByeT. MoJenb CKOMB3AMIMX HUTEH Haxo-
IUT, TIO0 CYILIECTBY, JHIIb OAWH ACHCTBUTENBHO CEPbE3HBIH apryMEHT B
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CBOIO TTOJTB3Y. B yClIoBHAX dKCIIEpUMEHTa OBIIO0 ITOKa3aHO, YTO MHO3WH 1
aKTUH MOTYT JIBHUIaTbCS OTHOCHUTENIBHO APYr Apyra W pasBUBaTh IIpU
stom cuiy (Toyoshima et al., 1987; Umemoto, Sellers, 1990; VanBuren
et al., 1994; Guilford et al., 1997). K coxanenuto, TpyIHO cKa3arh, Ha-
CKOJIBKO TaKO€ B3aMMOJICHCTBHE MHO3WHA M aKTHHA in Vitro COOTBETCT-
BYET UX B3aUMOJEHCTBUIO in Vivo. B MHTAKTHBIX MBILILAX MHO3UHOBBIE
TOJIOBKH COBEPIIAIOT pabOYMii X0/ TOIBKO B OJJHOM HaIpaBJIeHHUH, TOT/Ia
KaK B OMBITaX OHM JIBUTAIOTCS W B obOpatHoM (Guilford et al., 1997; Ya-
nagida et al., 2000). Otcrona nomyckarT (Yanagida et al., 2000), uto me-
peMelieHrne MUO3HHA in Vitro €CTh BCETo JIUIIL OPOYHOBCKOE JIBHYKEHUE.
Wmeto mormepevIHpIXx MOCTHKOB JIYHIIIE BCETO MOTJIH OBI IMOIEPKaTh
MpUMepsl MOTOPOB, T/I€ MOCTYJIMPOBAHHBIN CIOCOO MpEBpaIleHUs XU-
MUYECKOH HHEPTrUU B MEXAHUYECKYI0 TOYHO YCTAaHOBJICH. YBBI, TaKHUX
aHanoruii HeT. M3BecTHBIE MOTOPHI, @ UMEHHO MPOMBINIICHHbIE JIBHUTA-
TeH, paboTaloT COBceM MHauye. B MopuIHeBBIX MOTOpax — MapoBOW Ma-
[IMHE, IBUTaTEJI€ BHYTPEHHErO CropaHusi — pabouMii XOJ MOPIIHS CO-
BEpLIAETCS 32 CUET Pa3HUIIbl BHYTPEHHEro (B 3aKpBITOM KaMepe) U Ha-
py’XHOTO (aTMOC(EpHOTro) HaBicHWM. Pa3zHuila naBieHWE omnpenenser
JABUXKCHHUE MAaCC U BO MHOI'X )Z[pyFI/IX cnyqa;{x. BI)ICOKOC JaBJICHUEC BbI-
OpackiBaeT CHapsbl W3 CTBOJIOB OPY/IHM, JIaBy BYJKAaHOB, BOJIY WU Tap
reitzepoB. BeTprl m MOpckHe TedeHUs B OOIBION CTEIIEHN ONPEIemsioT-
CAa pa3HHHeﬁ JaBJICHUSA B COCCIHHUX YaCTAX BOBI[YIHHOFO WX BOIOHOI'O
OKeaHOB. MOXKHO KOHCTaTUPOBaTh, UTO, HAPSIY C TATOTEHUEM, UMEHHO
pasHuya dasieHull SIBIAETCS BAKHEHIINM nepsuyHbiM (PaKTOPOM, BBI3BI-
BAIOIIMM TPSMOJTMHEHHBIE TIEPEMEIICHNUS MacC B HEOPTaHUIECKON TpH-
poJie ¥ B MHIAYCTPUAIBHBIX MOTOPaX, pabOTAOIINX HA XUMHUECKOM TOII-
nuBe. B 3Ty cxeMy JIerko BOMCBHIBAIOTCSI U BCE PAaCCMOTPEHHBIE BBILIE
JKUBBIE TIOJIOCTHBIC T€la — HEMBIIICYHBIE KJIETKH, MHOTOKJIETOIHBIC Op-
TaHU3MBbI, OPTaHeJIbl U opraHbl. [lomepedHomnonocaToe BOJOKHO, pabo-
Tarollee Mo 3aKOHAM TEOPUU CKOJB3SAUIUX HUTEH, U3 HEe BhINaaeT.
Mopnenb CKONB3SIUX HUTEH, pa3paboTaHHas Ha Oasze TMOMEpeyHO-
I10JIOCAThIX MBIIIII, 651na HepeHeceHa Ha TIJIaJKue€ MbIIIIbI, HO OCHOBA-
HMI JIJIS 3TOro COBCeM Mayio. HacTosero CKoIbKEHHs HUTEH B Ijiaj-
KUX MBIIIEYHBIX KJIE€TKaxX HUKTO He HaOmroman. Hukto He HaOmroman u
3aKOHOMEPHOTO TIPOJOJIBLHOTO CMEIICHHS TaK Ha3bIBAEMBIX TIJIOTHBIX TEJ
— TpearnojaraéMbIX aHajoroB Z-JIHCKOB MOMEPEYHOINOIOCATHIX MBIIIII.
MuodunamMeHThl TIAAKUX MBI HE TOKa3bIBalOT MPABUIBHOTO PacIio-
noxenust (Tyreman, Molloy, 2003), k Tomy xe axtuHOBbIE (Gunst,
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Fredberg, 2003), a, Bo3MoxxHO, 1 MUO3HHOBEIE (Seow et al., 2000) HuTH
HECTaOWJIbHBI — OHU YaCTUYHO JICMOJUMEPHU3YIOTCS BO BpeMs pejiakca-
MU KIETKU U MOJUMEPU3YIOTCS (BOCCTAHABJIMBAIOTCS) MPH €€ aKTHBA-
i, OTHOCUTENBHYIO TPOTSHKEHHOCTh MHO3WHOBBIX M AKTWHOBBIX (H-
JIAMCHTOB, XapaKkTep pa3MelIeHUs U CIIOCO0 paboThl MONEPEYHBIX MOC-
THKOB OLIEHHBaIOT Mo-pazHoMy (cM. Kargacin et al., 1989; Small et al.,
1990; Xu et al., 1996; Herrera et al., 2005). O6cyxnas opraHu3aInio
COKpPaTUTENBHOTO ammapara TJIaJKUX MBI, HEKOTOPBIE aBTOPHI IMPH-
3HatoT, 4yto ‘“‘The intracellular organization of contractile filaments... is
still poorly understood.” (Kuo, Seow, 2004, p. 1503), uto “...the sar-
comeric structure akin to that in striated muscle, which allows the sliding
of contractile filaments to be translated into cell shortening has yet to be
elucidated.” (Herrera et al., 2005, p. 2381).

Cpenu CTpYKTYPHBIX U (PYyHKIIMOHATBHBIX Pa3IUYUN TJIAIKUX H T10-
NEPEYHOIOJIOCATHIX MBIIII] HEKOTOPhIE MPHUBJIEKAIOT 0c000e BHUMAHHE.
'maakas MycKyJbHas KIETKa COJIEPKUT OTHOCHUTEIHLHO HAMHOTO MEHb-
Ie MHUO3WHA W, COOTBETCTBEHHO, TMOIEPEYHBIX MOCTHKOB (MOJEKYIISp-
HBEIX MOTOpOB), YeM IomepeyHonojgocaroe BoyiokHO (MBanoB, 1950;
Murphy et al., 1974; Dillon, Murphy, 1982; Warshaw et al., 1987). He-
CMOTpsI Ha 3TO TJIajKas MBIIIIA Pa3BUBAET, HA €IUHUILY MOMEPEYHOrO
CEYeHUSs], TAKYIO K€ WU Jake OONBIIYI0 CHITY, YeM MOIMEPEYHOII0I0Cca-
tasg (Murphy et al., 1974; Dillon, Murphy, 1982). HekoTopbie Habroe-
HUS in Vitro MOKa3ajiu, YTO MHO3MHOBAS TOJIOBKA TJIAJAKOW MBIl pado-
TaeT ropazno 3PQPeKTUBHEE, YeM MHUO3MHOBAS TOJIOBKA CKEIETHON MBIIII-
el (VanBuren et al., 1994). Ognako damie GeHOMEH OOBSCHSIOT TEM,
YTO TONEPEYHbIE MOCTUKH TJAJKHX MBIIICUHBIX KJIETOK JIOJIBIIE COXpa-
HAIOT “pabouyro” CBsI3b C aKTMHOBBIMH (uinameHTamu (Siegman et al.,
1980; Dillon, Murphy, 1982; Murphy, 1994; Guilford et al., 1997; Butler
et al., 2001).

Emte onHO pasznuyure riajkux W MOMEePEYHOIOIOCATHIX MBI Kaca-
€TCsl MX CIMOCOOHOCTH K YKOpodeHHi0. [lomepedHomnonaocaTsie MBIIIIBI
MO3BOHOYHBIX B HOPME yKOpauMBaroTca Ha 25-60 mpoIeHToB, moneped-
HOIIOJIOCAThIE MBI HACEKOMBIX — 3HauuTeNbHO MeHbine (Edwards et
al., 1956). I'nagkue MycKyJIbHBIE KIETKH MTO3BOHOYHBIX KMBOTHBIX YKO-
paunBaroTcs B yetbipe (BerumncieHo no: Fay, Delise, 1973, Fig. 1) u naxe
B 1Tk (Draeger et al., 1990) pa3. CTpykTypHas OCHOBa CIIOCOOHOCTH K
TaKOMYy MaclITaOHOMY YKOpoueHHIo Mano moHstHa (Xu et al., 1996).
3Ty 0COOCHHOCTP TJIAZIKUX MBIIIEYHBIX KIETOK OOBSICHAIOT TEM, UTO HX
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aKTHHOBBIE HUTH TIO IJIMHE 3HAYUTEIHLHO TIPEBOCXOMAT aKTHHOBBIC HUTH
capkoMepoB (Small et al., 1990). [lpyryio npuuuHy BUASAT B TOM, YTO
aKTUHOBBIE (DMIIAMEHTHI TJIQJKONW MBIl CKOJB3ST ¢ KAXKIOH CTOPOHBI
MHO3WHOBBIX HUTEW TOJIBKO B OJTHOM HANpPAaBIEHWH; OHH HE HATAIKHBA-
IOTCSI Ha BCTPEUHBIE HUTH (KaK 3TO MOXET IIPOUCXOIUThH B CapKoMepe) U
He TopMOo34T ABrxkeHue (Xu et al., 1996).

CaMbIM yIOUBUTEIHHBIM CBOMCTBOM TIAJAKHX MBI SBJISETCA TO,
YTO OHHU TPATAT HA CBOIO PabOTy O4YEeHHb MaIo dHepruu. [Ipu ToHnIeCcKOM
HaIpsHKEHUH TJIAJKOW MBIIIIBI PACX0]l XMMHUYECKOW PHEPTHH OKa3blBa-
ercs B necatku U aaxe coTHu (300-400) pa3 MEHbIIUM, YEM IPHU TETa-
HAYECKOM COKPAIEHUN CKEJIETHOH MBIIIIBI TOW K€ CHUJIBI; BEIIMYHHA
SHEPronoTpeOIeHus HE KOPPEIUPYET MPSIMO C CUJIOW TOHYycCa, a Hamps-
J)KEHHasi MbllIa npaktuyecku He ytomisiercs (MBanos, 1950; Gliick,
Paul, 1977; Siegman et al., 1980; Somlyo, Somlyo, 1994).

ITocne Bcero ckaszanHoro MHenue, 4to “‘Smooth muscle exhibits bio-
physical characteristics and physiological behaviors that are not readily
explained by present paradigms of cytoskeletal and cross-bridge mechan-
ics.” (Gunst, Fredberg, 2003, p. 413) yauBrieHust He BbI3bIBaeT. B TO xe
BpeMs MOBEICHUE TTIAAKUX MYCKYJIBHBIX KJIETOK, KaK MBI C€iYac YBUIANM,
BIIOJIHE COIJIACYETCS C MOCTYIaTaMu THAPOMEXaHUUYECKON MOJEIH.

Cokparasick M30TOHHYECKH B YCIOBHSAX DKCIIEPUMEHTA, TJIaJKue
MBIILIEYHbIE KIETKH YMEHBIIAIOT CBOM 00beM (pumepHo Ha 20% B OTbI-
tax Fay, Delise, 1973). IIoHATHO, YTO 3TO MOKET IMPOUCXOIUTH TOJBKO
3a cyer morepu Boabl. bruto Beickazano mHeHue (Kargacin, Fay, 1987),
YTO TIPH COKpAICHHUH aKTOMHO3MHOBOTO KOMITJIEKCAa BOJA W3 KIETKH
BeITeCHACTCA. CKENTHYECKOEe OTHOIICHHE K HUJe€ MEXAaHUYECKOrO BEI-
TECHEHHs yKe OBLIO TPOSBICHO BHIIE IPU 00CYKIEHUH Pa3HBIX BIISYH-
BaHMA. B ciydae ¢ TIagKMM{ MBIIEYHBIMH KIETKAMH €CTh BO3MOJXK-
HOCTh MPOTECTUPOBATH THIOTE3Y AAHHBIMU €Ille OJHOTO SKCIEPHUMEHTA.
[Ipu u3oMeTpUUECKOM COKpAIICHUH TIaJKUX MYCKYJIBHBIX KIETOK IMpPO-
WCXOAMIIO YMeHbIeHUe ux nomepeunoro cedenus (Gillis et al., 1988), a,
3HAYUT, 00BeMa U BOJHOTO conepkanus. OTHAKO COKpalleHHEe aKTo-
MHO3UHOBOTO KOMIUIEKCAa HE MOTJIO OBITh 3TOMY NMPUYUHOM, TaK KaK, MO
CJIOBaM aBTOPOB, MHO(UIAMEHTHI TSHYJUCH BIIOJIb, a HE TIOMEPEK KIIET-
ku. Ocraercs MPU3HATH, YTO COKPAIIAIONTUECS TJIATKHE MBIIIICUHbBIE
KJICTKH YMEHBIIIAIOT 00BEM 33 CUET aK/MUBHO20 BBIBEICHUS BOJBI OCMO-
TUYECKHUM ITyTEM.
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Pacciabmsisice mocne COKpaieHusl, TJaJKHE MBIIIEYHbIE KIETKH
VAJTUHSIOTCS M BO3BPAIIAIOT MPEXHIOW GopMy. OmHO U3 00BSICHEHHH
3TOro (peHOMEHa COCTOUT B TOM, YTO MPU COKpAILEHUH KIETKH KaKHe-TO
CTPYKTYPHI BHYTPH HEE C)KUMAIOTCS, a KOT/Ia aKTUBHOE COKPaTUTEIHHOE
JIefiCTBUE TIPEKPaIaeTCsl, HAKOTUICHHbIE CHJIBI Pa3/BUTAIOT KOHIIBI KJIET-
ku (Warshaw et al., 1987); kak ycTpoeHa Takas “mpyxuHa’, aBTOPbl HE
ckazamu. TeopeTHyeckr MOXKHO TOBOPHUTH O PACTAIKHMBAHUHM KOHIIOB
KJIETKM aKTHHOBBIMU BOJIOKHaMH. Takoe 0ObsICHEHHE NMPUBOIAT B OTHO-
[IEHUH HEMBILIEYHBIX KJIETOK (CM. BBIIIE), HO B JAaHHOM cllydae OHO
MPEACTABIAETCS €IIe MEHEEe BEPOSTHBIM, T.K. aKTMHOBBIE BOJIOKHA Kak
pa3 mpu penakcanuu pacnamarorcs (cM. Gunst, Fredberg, 2003). ['nmas-
HOE JK€ 3aKJII0YAaeTCsl B TOM, YTO KIETKH, paccialissch W YJUIMHSACH,
BOCCTaHaBIHMBAaIOT 00BEM, @ 3TO MOMKET MPOUCXOOUTH TOJBKO 33 CYET
BO3BpAIllEHUs] BOJBI, TIOKUHYBIIEH MX MPU COKpalieHuu. ExumHCTBEHHO
cripaBeNIMBBIM TipencTaBisieTcss mHeHue (Kargacin, Fay, 1987), uto yn-
JUHEHUE TTaJKOW MYCKYJIbHOM KJIETKU MPH pelaKcaly MPOUCXOIUT 3a
CYET OCMOTHYECKOTO BBO/IA BOJBI.

Wtak, mpakTu4eckn HE BBI3BIBAET COMHEHHH, YTO, COKPAIIAsiCh M
pacciabnssch, raKiue MyCKYJIbHbIE KIETKH aKTUBHO BBIBOZST U BBOJST
BOJZly, YMEHBLIAIOT WIH YBEJINYMBAIOT 3TUM 00BEM LIMTOIUIA3MBI M BHYT-
peHHee JaBlieHHe U, IO KpailHelH Mepe YacTUYHO, UCTIOIB3YIOT 3TH TIPO-
LEeCChl JUIsl YKOPOUYEHHUs] WIM YyJUIMHEHHs CBOero Tena (00 M3MEHEHHUH
TOJIIMHBI KIETKH cM. Hipke). [1o cyTH Takoii ke MexaHu3M ObLT IPUHST
BHIIIE JUII OOBSCHEHUS JIOKOMOIIMM aMeOBbl M JKUBOTHBIX KIETOK. TOT
(hakT, YTO TIAAKHE MYCKYJIBbHBIE KIIETKH, KaK M HEMBIIIEYHBIE KIETKH,
MOTYT YKOpauuBaThcs ToJIbKO Ha ogHoM KoHIe (Fay, Delise, 1973), ye-
JIMYUBAET CXOACTBO MPOLIECCOB MBIILIEYHOTO COKPALIEHHUS U KIETOYHOTO
JIBAKECHHS.

[MpennokeHHbI MEXaHNU3M COKpPAIEHHUs [NIAJAKUX MBIIICYHBIX KIle-
TOK, KPOME IMPOYero, JIErko OOBICHSAET MEepPEUUCICHHbIE BbIIE 0COOEH-
HOCTH B TIOBEJCHWHU TIATKON MYCKYJAaTypbl, TIPEXKAE BCETO — Mailyko
9HEPrOeMKOCTb COKPATUTENBLHOro mpolecca. [Ipu cokpalleHuH KieTka
TPAaTUT PHEPTHIO JIMIIb HA BBHIBEIEHHE BOABI, @ COOCTBEHHO MeXaHHYe-
CKyI0 pa0OTy BBITIOJHSET JaBJICHWE BHEIIHEH Cpeabl, BO3MYITHOW WIIH
BOJHOW (Y BOAHBIX OpraHU3MOB). JIOCTUTHYB TOHycCa, KJIETKa BOOOIIe
MOXET yKe “HHM O 4eM He 3a00THTbCs” — ee 00beM U (OopMy LETHUKOM
MOJ/ICP’KUBAET BHEIIHEE AaBJieHHE. 3HAMEHHUThIe MaraeOyprckue moiny-
mapusi BEChbMa HarIsJHO WITIOCTPUPYIOT 3TO COCTOSHUE.
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Ecam rmagkne MycKyIbHBIE KIETKH YMEHBITAIOT JUIHHY ITyTEM yia-
JICHUsI BOJIbI, UX CIIOCOOHOCTh CUJIBHO YKOPAuMBaThCs TOXKE HE BBI3bIBA-
€T yIUBJICHUS. Y AVBIIEHUE BhI3BIBACT Apyrou ¢akt. Cokpamasich H30TO-
HUYECKH, KIIETKH HE TOJHKO YKOPAYUBAIOTCS, HO U YTOJNIIAIOTCS B CBOEH
CpeIHEH YacTh; YUIMHSSACH NPH PeNIaKCallii, OHM OIATh YTOHYAIOTCS
(Fay, Delise, 1973; Fisher, Bagby, 1977; Warshaw et al., 1987; Kargacin
et al., 1989). [lomocTHOE TE€IO HE MOKET YMEHBIIATh BHYTPEHHEE JaBiIe-
HU€ ¥ OTHOBPEMEHHO YBEIUYNBATh CBOM JINHEHHBIE pa3Mephl; TOYHO TaK
K€ pa3Mepbl HE MOTYT YMEHBIIATHCSA MPHU YBEIUYCHUM JaBieHHUS. MbI
YK€ BCTPEYAIUCh C TaKOW MPOOIEMOH MpHu OOCYKIACHHU KJIETOYHOTO
NIeJICHUS, U TOoTAa OBUIO CIeJaHo JOIYINCHHE, YTO N3MEHEHHe BHYTPEH-
HEro namieHus (00beMa) sIBJIIeTCs KojieOaTeIbHBIM MPOLIECCOM, rie ¢a-
3bl YMEHBLICHUS U YBEIMYEHUS JABJICHUS IEPUOIUYECKHA CMEHSIOT IPYT
npyra. Temeps 3T0 pelieHrne MOXKHO MTEPEHECTH Ha TIIaJKUe MYCKYJIbHEIE
KJIETKH. MO>KHO IIPEATIONOKUTE, YTO IPU COKPAILEHUH (YKOPOYEHHUH) UX
00bEeM YMEHBIIIAeTCs HE BCE BPEMS; IEPUOIUIYECKU OH YBEJIUUUBACTCS, U
B 3TH MOMEHTHI KjeTka yrommaercs. [lomoOHeIM 00pa3oMm yBenndeHne
o0beMa KIIETKH, TPOUCXOJsINee MpHU ee paccinabieHuu (YITHHEHHH),
BpEMEHaMHU CMEHSETCS €ro YMEHBIICHUEM, U TOT/Ia KJIeTKa YTOHYAeTCs.
Putmudeckue cokpaiieHus JeHCTBUTENBHO OOHApPYXKEHBI Y Pa3HBIX
IIaJKUX MBI KaK in vivo, Tak u in vitro (Haddock, Hill, 2005; Kasai et
al., 1994). beutn oTMeUeHBI, TaKKe, HEOOIbIINE KOJeOaH s HaNPsKEH-
HOCTHU KJIETOK, KOTOpPBIC HAKJIaJbIBAJIUCh Ha 0OIIee TOHMYECKOE COKpa-
menue (Bond et al., 1984). PurmMuyeckre n3aMeHEeHHUS IJIMHBI M TOIIHUHEI
KJIETKH JOJDKHBI, BEPOSTHO, KOPPEIUPOBATH C TAKUMH XK€ W3MEHEHISIMHU
COMPOTHUBISAEMOCTH 000J0YKU Ha KOHIICBBIX U OOKOBBIX YYacTKax Tena,
BBIPOKECHHBIX, HAPUMEP, B JIOKAIbHBIX MU3MEHEHUSIX €€ TOMIUHbL. Jlo-
KaJIbHBIE Pa3JIMdds B TONIIHHE 000JIOYKH HA CaMOM JIieJie CYIIEeCTBYIOT.
V' cokpamaronmxcs TIagKuX MYCKYJBHBIX KJIETOK BO3HUKAIOT ITy3bIpe-
BUJIHbIE TOHKOCTeHHbIe BhinsunBanus (Fay, Delise, 1973; Kargacin, Fay,
1987), y mokosmuxcs KIETOK eCTh Moxokue BrsrauBanusa (Devine et al.,
1972). Ognako nuHaMHKa 3THX 00pa30BaHU HE TIPOCIICKEHA.

B riamkux MyCKyJNBHBIX KIETKaX OOHapy»eH elle OJUH BOJIHOO00-
pasHBIN TMpoIecC, a IMEHHO KOJIeOaHWS KOHIIEHTPAIUH BHYTPUKIETOY-
Horo kanpuus. Ca?* to BBIOPACHIBAETCS M3 TOJIOCTEH capKoIIa3MaTHde-
CKOT'0 PETUKYJIyMa, TO BO3BpaIaeTcsl Ha3aj; YaCTh HOHOB BXOIUT TaKkKe
cHapyxku (Hamada et al., 1997; Savineau, Marthan, 2000; Pabelick et al.,
2001; Bergner, Sanderson, 2002; Koenigsberger et al., 2004; Jude et al.,
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2008). ITonaratoT, 4TO COKPATUTEIBHBINA PUTM MBIIIEYHBIX KJIETOK 3aBH-
cur ot koneGanuii [Ca™*]i (Haddock, Hill, 2005). KoneGanus [Ca**]; 06-
Hapy»KeHbl 1 B HeMbIIeuHbIX KieTkax (Meldolesi, 1998), o mynscaumu
KOTOPBIX MBI TOBOPWJIM HE pa3. MOHBI Kalblus, KaK 1 MOHOBAJIEHTHBIC
WOHBI, TPUHUMAIOT Y4YacTHE B TEpPEMEIEHUN BOJbI Yepe3 KIETOYHYIO
MemOpany (Grinstein et al., 1984; Eveloff, Warnock, 1987). Ecnu Boa-
HO€ COAEPKMMOE TTAJKNX MYCKYJIBHBIX KJIETOK AEHCTBUTENBHO KOIEO-
JIETCSI TIPU UX YKOPOYEHUH WIIH YAJTUHEHUH, STH U3MEHEHHS MOTYT OBIThH
TECHO CBSI3aHBI C KOJIEOAHUSIMH TOHYCa KJIETOK M KOHIIEHTPAIUU Ca™. B
XO0JI€ MOJIIPU30BAHHOIO POCTA CTEHOYHBIX KJIETOK TEMI 3TOr0 pocTa H
koHueHTpauus Ca’* B anmMKaIbHOM 30HE MEHSIOTCS KaK pa3 B YHHCOH
(Harold, 2002). A MBI TOMHHM, YTO OAHOW W3 MPUYUH POCTOBBIX KOJIE-
0aHuil HAa3bIBAIOT U3MEHEHHE TYPTrOPHOTO JaBJICHHUS.

XapakTepuzysi paboTy TIaJKuX MYCKYJIbHBIX KIETOK, OOBIYHO TO-
BOpAT 00 ux ykopouenuu. Mullins, Guntherroth (1965, p. 594) npenrio-
noxkuiu, uTo “Cell expansion rather than shortening is seen as the prime
mover of muscle contraction.” ABTOpBI MPOAEMOHCTPUPOBAIHA 3TO HA
MpUMepe AJTMHHOTO 0aJuIoHa, COTHYTOTO B METIIIO; METIS MMUTHPOBAIa
CTEHKY TpyOuaToro opraHa, HampuMep KpOBEHOCHOTo cocyxa. [lpu Ha-
MOJIHEHUHN €ro BOJIOW, OajsIOH yTONIancs, U MPH 3TOM MPOHUCXOAMIIO
yMeHblIIeHHue npocBeTa neTiu (“cocyna”). I'magkue MycKyJbHbIE KIIET-
K{, KaK MBI BUJEJH, PU COKPAIIEHWH HE TOJBKO YKOPAuMWBaIOTCS, HO U
YTOJIIAIOTCS, U 002 N3MEHEHHUSI MOTYT OBITh BaXKHBI JIJIS BBITIOJHEHUS UX
MEXaHUIeCKUX (OyHKITHA.

OdeHp Ba)XXHO, YTO, B OTIMYUE OT KOHIIETIIUU ITONEPEIHBIX MOCTH-
KOB, THIPOMEXaHUYECKasi MOJeNb PadOThI II1aKOW MYCKYJIbHOU KIETKH
MOXKET OMNEPETHCS HA MPUMEP ABHUraTeNei, CO3JaHHBIX KaK YEIOBEKOM,
Tak 1 npuponoit. Cpeny HHIYCTPHATFHBIX MOTOPOB OCOOEHHO MpUMeda-
TEJIbHBI NEPBBIE B UCTOpUHU NapoBble MamuHbl [lenu ITanuna u Tomaca
Hrrokomena (koner; 17 — nagano 18 BexoB). OHU paboTanu HE MPOCTO
M0 MPHUHIUITY Pa3HUIBI ABJICHUH, HO IMEHHO TaK, KaK 3TO MpeaycMaT-
pUBAET HOBas TUMOTE3a PabOTHI TNAAKUX MYCKYJIBHBIX KieTok. llop-
LIeHb 3TUX JBHraTeneil coBepiian paboyee NBUKEHUE MO JeHCTBHEM
aTMOoc(epHOTO JaBleHHs, KOT/Ia Mocie KOHIEHCANY Tapa B LWIHHIPE
CO3/1aBaJIOCh pa3pe’KeHHOEe MPOCTPAHCTBO. DTH JABHUraTelld 4acTo TakK U
Ha3bIBAIOT — aTMOC(EPHBIMU TAPOBBIMU MALTMHAMH.

XO0poIIo U3BECTHO, YTO TUAPABIMYECKAN MEXaHU3M UCTOJIb3YIOT U
KUBBIE MAITMHBI, a8 IMEHHO PACTUTENbHBIE KJIETKH, IPUBOISIINE B ABH-
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JKEHHE JacTH IEeJIOTO OpraHu3Ma. B 3BONIOINY pacTeHUH “... Bce B 00Ib-
HIed CTEMeHW Pa3BHBAECTCS CIIOCOOHOCTh K OOpaTUMBIM JIBIKEHUSIM Ha
OCHOBe UBMEeHsoue20cs mypeopHo2o dasienusi [Kypcus Mot — BB]. Ta-
KO MEXaHM3M BO3HHK MpHU (POPMHUPOBAHUH YCTHHUI] YK€ Y TEPBBIX BBIC-
IIMX Ha3eMHBIX PaCTCHUH. 3aTeM MeIJICHHBIC TYPropHbIC ABMKEHHUS (Ha-
CTUM) HAUMHAIOT MCIIOJIb30BAThCS ISl ABMXKCHUS JINCTHEB, 3aKPhIBAHUS U
OTKpBIBaHUs IBETKOB. HakoHEIl, MOSBIAIOTCS OBICTpBIE OOpaTUMBIE TYp-
ropaele nBrkeHus — ceficMonactun.” (ITonesoit, CamamaroBa, 1985, c.
191). IIpumepoM pa3BUTOrO BUTaTEIHHOIO ammapaTa pacTeHUA MOXKET
CIIyKHUThb CUCTEMa CIEIMATU3NPOBAHHBIX 00pa30BaHUI — MOAyIIeUeK, —
obecrnednBaromas PUTMAYECKOE CKIIAIBIBAHUE W PACIpaBICHUE CIOXK-
HBIX JTUCThEB 0000BBIX. [1oayIIeuKu pacmonoXeHbl B COUICHEHMSIX Me-
KAy cTeOsieM M YepeliKoM, MEXIY YepellkoM M TUTACTUHKOW JHCTa U
Mexy uctoukamu. OHH COlepiKaT MOTOPHBIE KIIETKH, KOTOPBIE, MEHSS
CBOE TYypropHoe naBieHHE (00BEM), BHI3BIBAIOT JBIKCHHE BCETO JIMCTA
WJIM JJUCTOYKOB. BBICTpBIE TYypropHbsie NBIKEHUS (CEHCMOHACTUN), KaK U
MBIIIEYHbIE COKpALIEHUs, 3amycKatTca noreHuuanoM aeicteus (Ilone-
Boii, CanmamaroBa, 1985). M B aTOM ciydae mponacTH MEXKITY KUBOTHBI-
MU U PACTUTETHHBIMU KJIETKAMU HE BUIHO.

B03MOXXHOCTh OOBSCHUTH COKpAIlleHHE TJIAJKUX MYCKYJIbHBIX KIle-
TOK TIOCTyJIaTaMH THAPOMEXaHWYECKOW MOJEH caMa 1o cebe He OTpH-
[1aeT MEXaHWYECKOTO YYaCTHs B 3TOM MPOIECCE MHUO3MHOBBIX U aKTHHO-
BbIX (priiaMeHTOB. OHAKO Tereph 3TO y4acTHE HaJ0 JOKa3bIBaTh OCO-
OEHHO TIIATEIHHO W HE TOJIATraThCs M3IUIIHE Ha TIPUMEP MOTIEPEYHOIIO0-
JocaTeix MbII. bomiee Toro, Teneps y)ke caMu TaKHe MBI MOTIIH
OBI CTaTh IPUMEPOM JIJIsl TIONIEPEYHOIIOJIOCATHIX.

[TomobHO rmamKoit MyCKYJIBHOW KJIETKE W BCEM IPYTUM PaccMOT-
PEHHBIM BBIIIE )KUBBIM OOBEKTaM, MBIIIEYHOE BOJIOKHO SIBIISIETCS 3aMK-
HYTBIM TOJIOCTHBIM TeJoM. CTPYKTypHOMY CXOJICTBY COOTBETCTBYET U
CXOJICTBO B moBeneHuu. [lonepeuHononocaroe BOJOKHO TepseT BOAY U
CKMMAETCsl B THTIEPTOHUYECKOM pacTBOpe, HaOMpaeT BoLy U HabyxaeT —
B runmoTonnyeckoM (Reuben et al., 1964; Drewnowska, Baumgarten,
1991). I1pu HaOyxaHWU yBEIMYMBACTCSA KaK TOJIIWHA, TAK W, B MCHBIIICH
CTeIeHH, JUIMHA MBIIICYHBIX BOJIOKOH (Blinks, 1965; Brette et al., 2000),
WHOT/Ia TIOSIBJISTFOTCS Ty3BIpeBUIHBIE BhITITunBanus (Brette et al., 2000).
[MuHOUMTO3HBIE BISYMBAHUS (IY3bIPHKH) HAOIIOAAIN y BOJIOKOH, CXKU-
MaBIIuXcs B runeproHnyeckom pactsope (Dydynska, Wilkie, 1963).
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B otnuuune ot riaakoil MyCKyJbHOW KJIETKM COKpaIllaroIleecs Myc-
KYJIbHOE BOJIOKHO, OJIHAKO, HE COBEPINACT aKmusHo20 O0OMEHa BOJOU C
OKPY>KaIOIUM PacTBOPOM — OOIIENPU3HAHO, YTO OHO HE MEHSIET CBOETO
o0BeMa TMpH COKpallleHnd. Bmecte ¢ TeM, BOJIOKHO, YaCTHYHO WIIM TIOJ-
HOCTBIO JuIIeHHoe capkoneMmmbl (Gordon et al., 1973; Godt, Maughan,
1981; April, Maughan, 1986), u naxe otnenpHas MuopUOpHIIA
(Hanson, 1952; Bartoo et al., 1993; Colomo, 1997) ykopauuBaroTcs u
Pa3BHUBAIOT CUJTY; BETMYMHA CHIJIBI MOKET OBITh TaKOW kK€, KaK M B WH-
TakTHOM BoJIokHe (Godt, Maughan, 1977; April, Maughan, 1986). D10
SICHO TOBOPHUT O TOM, YTO UMEHHO OMKpblMds aKTOMHUO3HMHOBAS PEIIeTKa
capkoMmepa SIBISIETCS COKpaTHTeNbHON emmHuiei. CriocoOHa M Takas
pelieTka BecTu ce0s MoJA00HO KIIETKE, Ybs IUTOIIa3Ma OKpPY)KEHa I0-
nynpoHuiaeMorr MemOpaHor? OKa3bIBaeTCs, YTO TMPH ONPEICIICHHBIX
YCIIOBUSIX — CIIOCOOHA.

YacTYHO WM TIOJHOCTBIO JIeMEeMOpaHU3WPOBAaHHOE (OTKPHITOE)
MBIIIEYHOE BOJIOKHO, IMOMEIIEHHOE B PEJIAKCAIMOHHBIM PacTBOp Cpasy
Moclie pa3pylieHns CapKoJIeMMbl, HaOupaeT Boay W HaOyxaer (Matsu-
bara, Elliott, 1972; Gordon et al., 1973). IIpu >TOM POUCXOIUT yBEIH-
YCHHME PACCTOSHHUS MEXIy MHO(QUIAMEHTaMM, CapKOMEp YTOJIIAeTCs
(Godt, Maughan, 1977; Goldman, Simmons, 1986). Boxy u3 BoJOKOH
MOJKHO OTISITh BHIBECTH M BEPHYTh UM H OTIENIBHBIM CapKOMEpaM TpexK-
HUH BUI, TO €CTh CKATh UX. DTOr0 TOCTUTAIOT, MIEPEBO/IA BOJIOKHO B I'M-
MEPTOHUYECKUH PacTBOP, BBICOKAs TOHUYHOCTh KOTOPOTO OTNpPEAeisIeTCs
KpPYNHbIMY MOIIEKYyJaMy (HampuMep, AEKCTpaHa), He CNOCOOHbIMU NpO-
xooume Mmedcoy muoguramenmamu u nponuxams 6 capkomep (Godt,
Maughan, 1977; Millman et al., 1981, 1983; April, Maughan, 1986;
Goldman, Simmons, 1986; Metzger, Moss, 1987; Kawai et al., 1993;
Wang, Fuchs, 1995; Irving et al., 2000). B aTom ciydae akTOMHO3HHO-
Bas peleTka BeAeT ce0s Kak OObIYHAs KIIETKa, Tepsolas BOIY IO OC-
MOTHYECKOMY TPaJIUEHTY.

UuCThll aKTOMUO3WH, HAXOJSUIUICS B COJIEBOM PacTBOpPE OIpee-
JICHHOT'O COCTaBa, TOXKE CIIOCOOCH TEPATh BOJAY M CXKUMATHCS, a IPU U3-
MEHEHHH KadyecTBa PacTBOpa — OMATh ¢ Habupath U HaOyxaTh. CymecT-
BOBAJI0O MHEHHE, YTO TaKHe MPEBPAIICHNs aKTOMHO3WHOBBIX IIEHT in Vi-
fro IMATUPYIOT MBIIIEYHOE COKpalleHne u pacciadnenue (cM. MBaHOB,
1950). Ota uned He mosydnsia paclpOCTPaHEHMs, U OJAHOM U3 MPHUYMH,
BEPOATHO, OBIJIO TO, YTO aKTOMHO3HH B OIBITaX CKUMAJICS MO BCEM Ha-
npasneHusiM. Ha pucynke 9 B xuure MBanosa (1950), manpumep, u3o-
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Opa’keHa aKTOMHO3WHOBAs JIEHTa, KOTopas mocie mobapieHus AT
YKOPOTHJIAaCh TIOYTH B J[Ba pa3a, HO yTOHYMJIACh elle Oosbiie. Capkome-
PBI IeMeMOpaHU3NPOBAHHBIX BOJIOKOH, HAOMPAKOIIUE U TEPSIONINE BOILY
B PacTBOpax pa3HOW TOHWYHOCTH, MEHSIOT TOJIIHWHY, HO COXPaHSIOT
nauHy (April, Maughan, 1986). AKTHBHO COKpamammuecs OTAeTbHbIC
MUO(QUOPHILTBI YKOPAYMBAKOTCS U OJTHOBPEMEHHO 3aMETHO YTOJIIIIA0TCS
(Hanson, 1952; Lionne et al., 2003). HakoHnern, capkoMepbl HHTaKTHBIX
MBIIIEYHBIX BOJIOKOH, COKPAIAIONTUXCS W30TOHMYECKH B HOPMAaJIbLHOM
PUHTEPOBCKOM PacTBOPE, YTOJIIAIOTCS (YBEIMUYUBAIOT PACCTOSHUE MEXK-
oy muogpunamentamn) coceM maino (Millman, 1998).

Kak BuIyuM, HU B KaKUX MCKYCCTBEHHBIX YCIIOBHSX IOBEICHUE aK-
TOMHO3WHOBBIX KOMIUIEKCOB HE IOBTOPSIET IMOBEICHHUE CAPKOMEPOB in
Situ. DTO KacaeTcsl B TOM YHCJI€ U aKTUBHO COKpAILAIOLIEHCsS U30JUPO-
BaHHOW MHOGUOpWIIEL. BMecte ¢ Tem, sBisieTcst pakToM, YTO TIPH OI-
PEIeNIeHHBIX 00CTOATENLCTBAX BOJIA BXOJUT M BBIXOJIUT U3 CAPKOMEPOB
1 MeHseT uX Gopmy. MoryT Takue 00CTOSTENLCTBA CKIIaIbIBATHCS B UH-
TaKTHOM MEBIIIICYHOM BOJIOKHE?

Kpome 1rorurazMel, HAMOTHSIOMIEH CapKoOMep, PACCTOSHUS MEXITY
MHOHUIaMEHTaMH TIOAJEPKUBAOT ekTpoctarnueckue cuibl (Elliott et.
al, 1970; Millman, Nickel, 1980; Irving et al., 2000). Ecnu Boga yiiner u3
CapKOMEpOB, a OJTHOMMEHHBIE JJICKTPUICCKHUE 3apsabl, JOKATH30BaHHBIE
Ha MHO3WHOBBIX M aKTHMHOBEIX HUTSX, HE IMO3BOJISAT MM CONM3UTLCS, TO Z-
JUCKK OyIyT JABHWTaThCs K CEPEJMHE CapKOMEpa, B 30HY MOHMKEHHOTO
naBieHus. Boma neificTBUTENHHO YXOMUT U3 CapKoMepa TIPH COKPAIeHUH
MBIIIeYHoro BosiokHa in situ (Carlsen et al., 1961), HO 3TOT aKT HAXOAUT
00BSICHEHHE U B paMKaX TPaJWIIMOHHON KoHLenuu. Ecnu capkomep yko-
pauuBaeTcs 3a c4eT paboThl MOMEPEYHBIX MOCTHKOB, COMMKaromuecs Z-
JIMCKH B JTFOOOM ciTy4yae JOJDKHBI BEITECHATH M3 HETO BoAy. Bmecre ¢ Tem
B MBIIIEYHOM BOJIOKHE MEPUOIUYECKH BOZHUKAET CUTYyaIlMs, KOTJa BOJa
MorJIa Obl yXOJUTh U3 CAPKOMEPOB OCMOTHYECKUM Ty TEM.

Kak ¥ B rmagkux MBIIIIAX, MPOIECC COKPAIICHHSI U paccialdIeHus
MOTIEPEYHOTIONOCATOTO BOJIOKHA KOPPEIHPYET C KOJeOAHUSIMHU KOHIICH-
TpalMM LUATOIIA3MaTHYECKOTO Ca®*. Korma KabLuii BEIXOIUT W3 IHC-
TEPH CapKOILIa3MaTHYECKOTO PETHKYIyMa B IIMTOILIA3MY, OMBIBAIOIIYIO
MUO(QUOPHILIBI, OH YBEIMYMBAECT €€ TOHUYHOCTh. DTO CO3aE€T OCMOTH-
YECKUM TPaueHT MEXay MHUOMDUOPUIIIAMU M OKPYXKAroIIed capKoIias-
MO, MO0 KOTOpOMY BoOJila MOrjla Obl MOKHIATh capkoMmepbl. Ho noHBI
KaJIbIIASA — ATO HE KPYMHBIE MOJIEKYJBI AekcTpaHa. OHH MOTYT JIETKO
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NPOHUKATh B (PUIAMEHTO3HYIO pelIeTKy W OBICTPO JIMKBUIMPOBATH OC-
MoTHYeCKHUil TpanueHT. [lokazaHo, 4TO KOHIEHTpAIs HOHOB BHYTPH U
CHapy>Hu TOHKOW (muameTpoM 1-3 MKM) MUOGUOPHWILIBI ypaBHUBAECTCS
MeHee ueM 3a muuiucekyHay (Telley, Denoth, 2007). Ycneer nu Bona
MMOKUHYTBH CApKOMEPBHI IO TOT0, KaK HOHBI KalIbLHA Ty1a TPOHUKHYT?

TeopeTHuecKH CyIIECTBYET Criocod BOCIPENATCTBOBATH MPOHUKHO-
BEHHUIO MOHOB KaJlbLlusl B capkoMmephl. Takoi mperpagoi Mor Obl CTaTh
CYMMapHbIH MOJI0KHUTETbHBIN 3apsi (puI1aMeHTO3HOH! pemeTku. B nemom
9TOT 3apsii U3MEHYMUB, €70 3HAK 3aBHCUT, HAIIPUMEpP, OT BeaW4uHbI pH.
[Ipu pH, paBHOM msTH, 3apal HEUTpalieH; Mpu noBbieHuy pH oH cra-
HOBUTCSL HETraTUBHBIM, NMpU ero noHwkeHun — no3utuBHbIM (Elliott,
1973; Godt, 1981; Naylor et al., 1985; Millman, 1998; Regini, Elliott,
2001). Bo3MOXHO, YTO 3JIEKTPOCTATUYECKUE XapAKTEPUCTUKU TOJCTBIX
A TOHKHUX HUTEH 3aBUCAT TakXe OT Haandus cBoboxHoit AT®D. Bo Bci-
KOM cllydae MHUO(MIaMEHThl MBIILEYHBIX BOJIOKOH, IOMEIEHHBIX B pe-
nakcauroHHbIi (AT® npucyrctByer) U B puropHbiii (AT® orcyTcTBY-
€T) pacTBOPBI, HeCIX pas3Hble 3apaasl (Bartels, Elliott, 1985).

B cBete ckazaHHOro BO3MOKHBIN “THAPABIMYECKUI CLIEHApHil CO-
KpallleHUs] capKkoMepa MONepPeUHON0NI0caTOro MBIIIEYHOI'0 BOJIOKHA MOT
OBl BRINJISIIETD Tak (puc. 7). OHBI KaJbIMs BBIXOAAT M3 CapKoIla3zMa-
TUYECKOr0 PETUKYJIyMa B IKCTPaAQUOPUIUILIPHYIO CapKoIja3My U MOBbI-
HIAI0T €€ TOHHYHOCTh — CYMMAapHBIA JIEKTPHUYECKUH 3apsp capkoMepa
CTAaHOBUTCS TMOJIOKHUTEIBHBIM (BO3MOXKHO, B pE3yJIbTaTe NMPEBpaLlCHUN
HYKIICOTHIOB) — u3-3a 3Toro Ca’* He muddyHmmpyer B capkoMepsl, U
BOJIAa BBIXOAMT OTTYAA MO OCMOTHYECKOMY TpaJUeHTy — B capKoMepe
CO3/1aeTCsl MOHWKEHHOE JaBJI€HHE — HAIU4YHe OJHOUMEHHBIX (TIOJOXKH-
TEJbHBIX) JJEKTPUYECKUX 3apsJ0B HA MHO3MHOBBIX M AKTMHOBBIX HUTSX
HE TO3BOJISIET UM CONMKATHCS — Z-ITUCKH OBUTAIOTCS B 30HY MOHHMKEH-
HOTO JTaBJIEHHUS, CAPKOMEP YKOPauYNBaeTCsl.

Takoil MeXaHHW3M COKpPALIECHHMsS Ka)KETCsl BIIOJIHE NPUEMIIEMBIM B
OTHOILIEHUH OJHOTO CapKoMepa, HO MPUMEHEHHE ero K 1ol Muopuo-
puiie BCTpeyaeT 3aTpydHeHue. Eciu paBneHue MOHMXKaeTcs OHOBpe-
MEHHO BO BCE€Hl MHOGUOpPHIIIE, TO COCETHUE CApKOMEPHI TAaK XK€ OIHO-
BPEMEHHO JOJUKHBI “‘BCAChIBATh’ pa3AeiAOIUNA UX Z-AUCK, T.€. IO Cy-
LIECTBY MPENATCTBOBaTb €ro CMELIeHWIo. To4HO Takas ke mpodiema
BCTAaeT, BIPOUYEM, U MPU HCIOIb30BAaHUHM MOJEIU CKOJIB3SIIUX HUTEH —
COTJIAaCHO 3TOW CXeMe aKTMHOBBIE (PMIAMEHTBI COCEIHUX CapKOMEpPOB,
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MPUKPEIUICHHBIE K OJHOMY Z-JHUCKY, TSHYT €ro B HPOTHBOIOJOXKHBIC
cTopoHbl. OOCYKIEHUS BOMIpOCa B JIUTEPATYPE ST HE BCTpedall, U COOCT-
BEHHOTO pEIlIeHus celyac He UMer0.

HoBrle mnpenctaBieHuss O COKpalIeHUH MOMEPEUHOINOIOCATHIX
MBIIII] HE TPOTHBOpeYaT 6a30BBIM (haKkTaM, Ha KOTOPBIX MOCTPOEHA KOH-
LEeNIus CKONB3SAMMX HUTEH. B mepByro odepenp 3TO KacaeTrcs camoro
(akTa CKOMBKEHUs, AaBLIETO Ha3BaHHE MOJAETH. B TpamuiuoHHOH cxe-
M€ aKTHHOBBIE HUTH JABUTAIOTCS MMOTOMY, YTO MUO3WHOBBIE TOJOBKH 115i-
HYym UX; BMECTE€ C HUMH OHHU TSIHYT W Z-IUCKU. B ruapoMexanuyueckoit
MOJENU Z-TUCKU MOJKAI0m aKTUHOBBIE HUTH, TO €CTh CKOJBKEHHUE HU-
TeW OKa3bIBACTCS HE MPUUYMHOU YKOPOUEHHS CAPKOMEPOB, a €0 CIEACT-
BHeM. MOXeT BO3HUKHYTh BOIIPOC, IOYEMY TOHKHE HUTH HE NedopMu-
pYIOTCSl, KOraa Z-AUCKU WX TOJKaroT. OTBET HAXOJUM B 00pa3HOM BBI-
paxenuu H. E. Huxley (1969, p. 1360), koTophblii nucan, 4To Muodmia-
MEHTBI CKOJIB3AT “...on a cushion of long-range electrostatic forces...”
[Ipu 3TOM aKTHHOBBIE HUTH MOTYT MEXAaHMYECKH WJIM DJIEKTPOCTaTH4e-
CKHU JICWCTBOBATh Ha IMOMEPEYHbIC MOCTUKU M M3rHOATh MX — 3TO 00BsIC-
HWIO OBl (haKT PACIIOIOKEHUSI MOCTUKOB TMOJI Pa3HBIMHU yTJIaMU K MHO-
¢unamentam. Eme omuH (akT, 3aHUMAIONIN Ba)KHOE MECTO B COBpe-
MEHHON TEOpUU MBIIIEYHOTO COKpAIeHUS, yCTaHABIUBAET IIOJIOXKHU-
TEJBHYIO CBS3b MEKIY CTEIICHBIO HAJIETaHUsl TOJCTHIX U TOHKHX HUTEH
JIpyT Ha Jpyra (OO Kakoro-To mpenesna) U BeIUYUMHOW CHJIbI, pa3BUBae-
Mo capkomepoM. lIpudrHy 3aBHCUMOCTH BHAAT B TOM, YTO OT CTENEHU
HaJICTaHHs 3aBUCHUT YMCJIO PabOTAONIMX MHO3MHOBBIX T'OJIOBOK (MOTO-
poB). Ho 3HadeHue romoBok HE TOJNBKO MexaHW4eckoe. FIMEHHO Ha HUX
MPOUCXOIUT ruaposin3 ATD, a CKOPOCTh THIPOJIN3a MHOTOKPATHO YBe-
JMYUBAETCS B MPHUCYTCTBUM (unamento3Horo aktuHa (Lymn, Taylor,
1971; Geeves, 1991). Uem Gomblile MUO3WHOBBIX TOJIOBOK COCEICTBYET C
aKTHHOBBIMH HHTSAMH, TeM OOJbIle U TeM OBICTpee BhIpabaThIBaeTCs
sHeprusa. Kpome Toro, B3auMHOE MTPOHUKHOBEHHE MUO(MDUIAMEHTOB YBe-
JIMYMBACT YUCJIO MPOTUBOCTOSIIUX OJHOMMEHHBIX 3JICKTPUUYSCKUX 3apsi-
JIOB, YTO YBEIUYMBAET PACTAIKHBAIOIINE CHIBI W MPEMSATCTBYET IOIe-
pedHOMY CKaTHhio (YTOHUEHHI0) capkoMepoB. B cBoe Bpems Elliott et. al
(1970) Bugenu B pacTaJKUBAIOUIEM NCUCTBHM DJIEKTPUUECKUX 3apsIoB
OCHOBHYIO MIPUYHHY COKPAIIEHHSI MBIIIILI.

Htak, B MOMEPEUHONONOCATHIX MBIIIIAX PabOTy BEITOJHSIET aKTO-
MHO3UHOBas PEIETKa, B INIAJKUX MBIIIIAX — BCs KieTka. Ho B aToi
KIIETKE TOXXE€ €CTh CBOEOOpa3zHasi peIlIeTKa, CIOKEHHas MapayuieIbHo
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UIYIIUMHA aKTHHOBBIMH U MUO3MHOBBIMH (puinameHTaMu. Y JeMeOpaHu-
3UPOBAHHBIX TJIAJKUX MBIIIEYHBIX KJIETOK UMEHHO OHa, BO3MOXHO, Oe-
peT Ha cedst cokpatuTenbHble GyHKIMHA. Takue KIeTKH COXPaHSIOT CIIO-
coOHocTh cokpamartkes (Small, 1974; Saida, Nonomura, 1978; Kargacin,
Fay, 1987; Bialojan et al., 1988; Kargacin et al., 1989; Butler et al.,
2001; Niiro, Ikebe, 2001; Wilson et al., 2002), HO B oTau4ue OT AeMe0-
PaHU3UPOBAHHBIX TMONEPEYHOINOIOCATHIX BOJIOKOH CO3Jal0T MEHBIIYIO
cuiny, deM uHTakTHele (Arner, 1983; Kossmann et al., 1987). Kak ato
4acTo OBIBaET B HBOJIOIUH, TIONIEPEYHOIIOIOCATHIE MBIIIIHI PA3BUIIH all-
napar, KOTOPBIH TOSBWJICS YXe Yy WX TMPENIIeCTBeHHUI] — TIAIKUX
MBI, YTO BBRIUTpANIM KUBOTHBIE YCOBEPIICHCTBOBAB PaboTy aKTOMHO-
3MHOBOr0 KOMILIEKca?

[lepBoe mpuobOpereHre, KOTOPOE KaKeTCsh OUYEBUIHBIM, — 3TO yBe-
JUYEHUE CKOPOCTU COKpaiieHHs. [IoHATHO, 4TO BBIBECTH BOJY M3 OT-
KPBITOM TPEXMEPHOM PEIIETKH MOXKHO ropa3fio ObIcTpee, 4eM depe3 Io-
JMYTIPOHUIIAEMYIO KIIETOYHYIO MeMOpaHy. OJTHAKO ¥ MPEMSITCTBOBAThH €e
BO3BPAILCHUIO B Ty )K€ OTKPBITYIO CHCTEMY, T.€. MOJIEPKHUBATh CapKO-
Mep B “00€3BOKEHHOM™ COCTOSIHUM, HaBepHOe, TpyaHee. /s atoro He-
00XOIMMBI JOMOJHUTENBHBIE IHEPreTUYeCcKue 3aTpaThl, U TMONEepPeyHO-
MOJIOCAThIM MBIIIIAM TPUXOJUTCS MX HECTH KakK IJIaTy 3a CKOPOCTb.
BtopeiM mprobperenuemM Oblia BO3MOXKHOCTH 00Jiee TOHKO PETryJIHpO-
BaTh COKPATHUTENBHEIN Mporecc. B rmagkux Mbiimax oOMeH BOJOH OCy-
LIECTBISAETCS MEXIY KIETKOM M TKaHEBOM JKHUAKOCTBIO (puC. 8A), KOTO-
past OoJiee WM MeHee U3MEHUYMBA B OTHOILIEHUMH HOHHOTO cocTaBa. [ maj-
KH€ MBIl OBICTPO pearvpyroT Ha M3MEHEHHEe XMMHYECKOTO COCTaBa
OKpY>Kalollel cpenbl, YTO, KCTaTH, MIMPOKO HCIIOJIB3YIOT B MEIUIIMHE U
B OKCIIEPUMEHTAIIBHBIX HCCIEN0BAaHUIX. B MOMepeyHononocaTbix MbIII-
1IaX BOJHBIA OOMEH MPOXOAWT BHYTPH 3aMKHYTOW ITOJIOCTH BOJIOKHA,
MeXIy capkoMmepamu U capkorutasmor (Fig. 8b), rae moctosHcTBO cpe-
OBl TojjepkuBaercss Oosiee cTporo. TeHASHUMS K yBETHMYEHHIO CTa-
OUIIBHOCTH JKM3HEHHOM cpeibl BOOOIe XapaKTepHa sl SBOJIOLUH KH-
BOTHBIX (M YE€JIOBEUECKOro OOIecTBa). B KadecTBe MPUMEPOB MOXKHO
MIPUBECTHU MEPEXObI OT IMOPHOHAIBHO-THYNHOYHOTO Pa3BUTHA K IIEITH-
KOM SMOpPHOHAIBHOMY WU OT MONKWIOTEpPMUU K roMoTepMuu. He wc-
KJIIOYEHO, YTO B CIIy4ae C MBIIILIAMU UMEHHO MEPEXO0J] COKPATUTEIBHOIO
anmapara K paboTe B Majo U3MEHYMBOH cpesie (BHYTPH BOJIOKHA) MO3BO-
JIAJ IBUTATEIHHOU (CKETIETHOM) MYCKYJIaType CTaTh MIPOU3BOJIBLHOM.
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3AKIIOYEHHUE
I'mapomexanunyeckasi Moaenb

[IpakTiyaeckn Bce TpoIecchl, MEHSIomue GopMy KIETOK, OTHOKIIE-
TOYHBIX OPraHU3MOB M SMOPHUOHOB (JIMYMHOK) YKHUBOTHBIX, MOXHO YJIO-
JKUTH B JIBa KJlacca — BBIMITYMBAHUS (9BarMHAIIMN) W BISTYMBaHUS (MHBA-
ruHauuu) (puc. 2b, B). IIpoueccel BEINSTYMBAHUS U BIISTYUBAHUS ONUCHI-
BalOT OOBIYHO KaK M3TrHOaHWe IIa3MaleMMBbl (Y KIETOK) M SMHUTEIH-
albHOTO cJos (Y JKMBOTHBIX). [[Jsl SKCIIEpUMEHTAILHOTO WU3YyYeHUs 3a-
KOHOMEPHOCTEH MpeoOpa3oBaHUs dSIUTENNEB, HApPUMEp, HCIIONB3YIOT
€ro M30JIMPOBAaHHBIE (parMeHThl. Mexay TeM, B IPUPOJe MPOCTO Kile-
TOYHOU MeMOpaHbl UM TIPOCTO dNUTENUs He ObiBacT. OHM BCernaa cyie-
CTBYIOT KaK 00OJIOUKH 3aMKHYTBIX TOJOCTHBIX TeN (KJIETOK, IENBIX M-
OpHOHOB, WX YacTeil). DTH 00OMOYKA HHUKOT/Ia HE JBUTAOTCS CaMH IO
cebe, a TOIbKO BMECTE C HaxXOJIIEHCs MOJl HUMH BHYTPEHHEH Maccoi
WIH OKpYXarolied ux HapykHoW. COOTBETCTBEHHO, BBINSIYUBACTCS HE
miazMajieMMma (3MUTENui), a BHYTPEHHsSI Macca BMECTE C IUIa3MalleM-
MO (PIUTEINEM); W B TIOJOCTh TEja BISYMBACTCS HE IIIa3MareMma
(amuTenuit), a HApyXKHAS Macca BMECTE C IJIa3MajJeMMOU (3MUTETHuEM).
Takoe MOHMMaHNWE yCTPOWCTBA U TIOBEJEHU JKUBBIX TEN W JIETIO B OC-
HOBaHHWE YHHBEPCAIHLHOW MOJIENH, ONMCHIBAIOIIEH MEXaHW3M pPa3BHTHUS
CaMbIX pa3HbIX MHBardHAIMKA W BardHaIMid. ITa MOJEIb B CBOE BpeMs
(bopxBapar, 2002a,0) Obl1a Ha3BaHA TUAPOMEXAHHYECKOM.

[Iporieccr! BHIMSYUBAHUS W BISTYMBAHHS THAPOMEXaHWYECKAs MO-
JleJb pacCMaTpHUBAECT KAK B3aMMOJACHCTBUE TPEX 3JIEMEHTOB: 1) BHYT-
peHHel Macchl (spa), 2) okpykaroiieil ee 000JI04ku U 3) HapyKHOM
Macchl. He3aBuCHMO OT cocTaBa BHYTPEHHEH W HapyXHOH macc, ¢ 000-
JIOYKOM BCerga KOHTAKTHPYeT >KUIKOCTb WM BBICOKO OOBOJHEHHBIH
BHEKJICTOYHBIN MaTPHUKC; B CHJIy 3TOTO MacChl OKa3bIBalOT Ha 00OJIOUKY
paBHOMEpHOE AaBieHue (puc. 2A). AkmusHo yeenuuueas unu yMeHbuidsl
00vem HympeHHell Maccol (8 nepeyro ouepeds 3a cuem 66800d U 8bl800A
800b1), NOJIOCMHOE MeNo cO30aem Pa3HUYy MeHCOY 6HYMPEHHUM U 8Heul-
Hum oaenernuem (puc. 2b, B). Buympennssa (napyoicnas) macca cmpe-
MUMCA 8 30HY MeHbUle20 0asieHUs, HO 000104YKa CMagum eii npezpaoy.
Buympenuaa (napyoicnasn) macca npeodonegaem conpomugnerue 060-
JIOUKU, cMewaem ee Hapyaicy (8HYmMpPb) u 0sueaemcs emecme ¢ Hel. Tam,
20e 0bonoyka conpomugniemcs MeHee éce2o (20e obonouka “crabee’),
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Macca dsudicemcest bvicmpee, mo ecmo svinauueaemcs (puc. 2b) unu ens-
yusaemcs (puc. 2B). Yposenv conpomuenenus obonouxku oasnenuro on-
peoensiemcs ee COOCMEEHHBIMU CBOUCMBAMYU (MUKPOCMPYKMYPOLl, MO-
WUHOT, CMEeNneHblo KPUBU3HbL), a makdice (npu 8bINAYUSAHUU) HATUYUEM
UNYU OMCYMCMBUEM CIANCEK, CEAZLIBAIOUWUX NPOMUBONONIONCHBIE YUACH-
Ku obonouxku (puc. 5). AkmusHoe uzmMeHeHue SHympeHnHe20 00bemMa U
OasiieHusi Modcem umems KojaebamenbHvill Xapakmep, npu KOMOpOM
¢hazvl yeenuuenus u ymenvuienus obvema (Oasienus) yepedyiomes. He-
00XOJMMBIM YCJIOBHEM Pa3BUTHS BISTYMBAHUN W BBIMSIUMBAHUN SBJISICTCS
MOCTYIUIEHUE K HUM BEIIECTB, HAJICTPaNBaIOIUX 000JI0UKY.

ITo kpaiiHeil Mepe YacTh MOCTYJIaTOB MOJIETH HE SIBJSIOTCS HOBBIMU.
Npen o BaxKHOM poJIM TUIPOCTATUYECKOIO JABJICHHUS B TOW WM HMHOM
(hopMe BBICKa3BIBAIMCH MHOTOKpATHO. Hannuue TypropHOro MaBiieHUS U
MeXaHWYeCKasl TeTepOTreHHOCTh O0OJIOYKM JaBHO TPU3HAHBI YCIOBHUEM
HEPaBHOMEPHOTO POCTa KIETOK, 00JaalolIiX MPOYHON CTEHKOH (pacTh-
TEJBHBIX, TPUOHEIX. ..). JIeHCTBHEM TeX ke (DaKTOPOB OOBIYHO OOBSICHSIOT
MOSIBJICHHUE Ty3bIPEBUIHBIX BBHIIITYMBAHUN y OECCTEHOUHBIX KIEeTOK. ['mi-
pOMexaHW4YecKasi MOJIeNb PACHPOCTPAHSIET STH MPUHIIMIEI HA 3HAYUTEINb-
HO OOJIbIliee YMCII0O OOBEKTOB M MPOLIECCOB: “‘KIACCHUECKUE’ BBINSUMBA-
HUS U BIsiYUBaHUs (00pa30BaHKE KIETOYHBIX OTPOCTKOB M TIOYEK KOHEU-
HOCTEH, racTpyiauus W T.J.), KIETOYHOE eJIeHNe, N3MEHEHHS IBHKY-
IIUXCS KIIETOK, MBIIICYHBIE COKpaIleHusI. MexaHu3M, MpeajaraeMblii Mo-
JIeJbl0, IPOCT U BIOJHE OYEBUICH, €r0 JEHCTBHE MBI IOCTOSIHHO Ha0JIIO-
JlaeM B TIPUPOJIE, a TAKXKE B padOTE CO3aHHBIX YeJIOBEKOM MAIIIHH.

MexaHn4ecKHe (l)aKTOpr B PaHHEM OHTOr¢HeE3€¢ IMO3BOHOYHbBIX

YroOsbl sicHee TPeICTABUTh 3HAYUMOCTh THIIPOMEXaHUYECKUX (ak-
TOPOB, Ka)KETCsl TMOJIE3HBIM IPOCIEANTh, B YHCTO MOBECTBOBATEIBHOM
MaHepe, X BO3MOXKHOE JIEHCTBHE B pealbHOM OHTOTeHe3e. B kadecTBe
0a30BOr0 00BEKTA TAKOTO CIIEHAPHS BRIOPAHBI XBOCTATHIE 3¢€MHOBOTHEIE.

OCHOBHOH TpEH]| OHTOT€HE3a — 3TO yBEJIWYEeHHE pa3MepoB (POCT)
Bcero sMOpHoHa (JIMUMHKH) U €ro YacTed, Korga BHyTPEHHEE JaBlCHHE
MPEBBIIIAET HAPY)KHOE; B 3TO BpeMst (OPMHUPYIOTCS BBITITYMBAHUA. bBbI-
BalOT NE€pUOaAbl, OJHAKO, KOTAa JaBJICHUC B TEX WJIM UHBIX IOJOCTIAX I1a-
JaeT, ¥ TOrJa BO3HMKAIOT BIsSIYMBaHUs. B Gonee moapoOHOM U3I0KEHUH
Pa3BUTHE BBITIISTUT CIEITYOIIAM 00pa3oM.
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Ha panneii cragun apoOJieHHs MOJIOCTh HapOXKIaroImencs 0acTy-
JIbI IUPOKO COOOIIAETCS C OMBIBAIOIIEH KHUIIKOCTHIO, IaBJICHUE B HEH He
oTaMYaeTcss OT HapyxHoro. Ha cragum 3penoil GmacTynbl MpoOHMLAE-
MOCTb €€ CTE€HKH MagaeT, 1 3MOPUOH IMOJydaeT BO3MOXXKHOCTh AKTUBHO
perynvMpoBaTh BHYTpeHHee naBieHue. OcMoThdecKass KOHIEHTparys
MOJIOCTHOM XHUIKOCTH YMEHBLIAETCsI, BOJIa HAYMHAET MOKUIATh OJIacTo-
LeJb, AAaBJI€HWE B HEM MOHMXAETCsl OTHOCUTENBHO BHeIIHero. Hapyxk-
Hasl )KUIKOCTh IporudaeT 6acTofepMy U BIABIUBAET €€ B MOJIOCTh OJ1a-
CTYJIBI — MPOUCXOANT TacTpyisiius (cM. puc. 2B).

Ha cranum Helipynbl naBieHHe BHYTPH NEPBUYHON MOJIOCTH TeJsa
MPONOJKAET NagaTh. B 3T0 BpeMs myTeM BISTYMBAHUS B IEPBUUHYIO I10-
JIOCTh BO3HMKAIOT HEPBHAs TPyOKa, CIYXOBBIE My3BIPHKU. DTO MPOUCXO-
JIUT B 00J1aCTH TUIAKOJ, T1I€ MOBEPXHOCTh IMOpHOHa yiiomena. Kinetku
JOPCaJbHOM ME30[€pPMbl YNAKOBBIBAIOTCS B COMHTBI, BEHTpPaJbHbIC
KJIETKU CKJIAJIBIBAIOT CTEHKH LEIOMHYECKOH mojocTu. OTPOCTKH Me30-
JIepMaJbHBIX KJIETOK M KOJUIAT€HOBHIE BOJIOKHA KPEMATCsS Ha 3KTOAEpME
Y BHYTPEHHHX OpraHax, CBA3bIBasi UX IpYT ¢ APYyroM (cM. puc. SA).

Ha cranum opraHorenesza BHYTPEHHSS Macca 3MOpHMOHA HauWHAeT
pactu. Pa30Oyxasi, oHa TOJKaeT SKTOAEPMY OT LIEHTpPa; FIKTOAEepMa, 3aKpe-
TUIEHHAs Ha BHYTPEHHUX OpraHax, B CBOIO O4Yepellb, TAHET Tya ke (LeH-
TpoOEXKHO) COMUTHI M AapUETaNIbHbIE CTEHKH LenoMa. COMUTEI, 3aKpen-
JIEHHBIE HAa LIEHTPAJbHBIX OpPraHax, He BBIIEPKMBAIOT HAIPSKEHUS, UX
SMUTENNAlbHBIE CTEHKH paspyuiarorcs. LlemoMuyeckue CTEHKH coxpa-
HSIIOT LEJIOCTHOCTh, U TOJBKO OTHENbHBIE KJIETKH, CBS3aHHBIE C 3KTO-
nepmoi, mokumarT ux (cMm. puc. 3/1, E). B pe3ynsrate cBoOOIHBIE Me-
3eHXMMHBIE KIIETKH 3allOfHII0T MEPBUYHYIO IMOJOCTh Tena 3MOpHOHA
(cM. puc. 5b). BOnOKHa-CTSKKM COXPaHSIOTCS MPEMMYIIECTBEHHO B
paiioHe IONMepeYHbIX MHOCENT, INl€ OHM MNPOJOJDKAIOT OrpaHUYUBATH
HEHTPOOEKHOE CMEIIEHHE IKTOEPMbI. B 3THX MecTax Ha Teje MOsBIIs-
10TCsl OOPO3/KH, €ro MOBEPXHOCTh CTAHOBHUTCS BOJHUCTOM (puc. 417; cMm.
Takxe puc. 5b).

3aTpyaHss HEHTPOOEKHOE CMEIIEHNE IKTOIEPMBI, CTSKKH OTpaHU-
YUBAIOT PacIIMPEHUE BHYTPEHHEH Macchl, HO KOXKHBIH MOKPOB, B Iep-
BYIO ouepenpb OaszanbHas MeMOpaHa, [IeaeT 3To U caM. PacTymas BHYT-
PEHHs Macca [IPE0JI0JIeBAeT CONPOTUBIEHUE KOKU U OTOJBUraeT €€ OT
ueHTpa. bazanpHas mMemOpaHa MecTamMH paspyllaeTcs, CONPOTHUBIEHHE
MOKPOBOB TaM yMEHbBILAETCS, U BHYTPEHHAS Macca B 3TUX MECTax pac-
HIMPsIETCs] 0OCOOCHHO OBICTPO — BhIMAYMBAETCs. Tak BO3HUKAIOT U PACTyT
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XBOCT, HelapHas TUTaBHUKOBas cKiamka (cM. puc. 3B), HapykHBIE Kab-
pbl, TIOYKM KOHeuHocTel (puc. 4A; cMm. Takxke puc. 3b), xabepHbie
kpbiiku (puc. 4b), 6ananceps! (puc. 4B). MHorounciaeHHble nonepey-
HbIE CTSDKKM B HEMNAapHOW IJIaBHUKOBOW ckianke (puc. 4/1; cMm. Takxke
puc. 3B) u xabepHbIX KPBIMIKaX IETal0T UX MJI0OCKUMHU.

OMOpHOHANBHBIE (INYMHOYHBIE) OpPTaHbl — UEJIOM, KUIIKA, HEpBHAsI
TpyOKa, KPOBEHOCHBIE COCY/IbI, IOYEYHBIE KAHAIBIIEI — PETYIHPYIOT CBOE
BHyTpEHHee JaBjieHrne aBTOHOMHO. OHO OOBIYHO MPEBHIIAET IaBJICHNUE B
NEPBUYHON TOJOCTH Tejda, YTO MO3BOJIAET OpraHaM pacTH. DTOT pPOCT,
KaK 1 POCT LeJIOro SMOpHOHa (JINYMHKHU), MOKET ObITh HEPABHOMEPHBIM.
B mecrax, rae 6a3anpHas MeMOpaHa SMUTETHATFHOW CTEHKH paspylia-
€TCsl, JKUAKOCTh, 3aMOJIHAIOIAs] OPTaHbl, BHITMOAET AMUTEINNA U BBITISTUH-
BaeTCs BMECTE C HUM B MOJIOCTh Tena. TakuM criocoO0OM 3aKiabIBatoTCs
Y TIOTOM YCIIOXKHSIOTCS JIE€PUBATHI KUIIKU (3KeJIe3bl, JeTKHE), TOYKYIOTCS
KalWJUISPbl M TIOYEYHbIE KaHAJbIIbI, YATUHIIOTCS CBSI3aHHBIE C [EIOMH-
YeCKOil MOJOCTHIO MPOHEPPHUUECKHE MTPOTOKH. . .

OKTOoAEpMa, CACPKUBAIOIIAA PACIIMPEHUE BHYTPEHHEN MacChl, UC-
MIBITBIBAET B TO )K€ BPEMS €€ pacTATHUBAIOIIee BIHUSIHUE. DTO 00YyCIOBIH-
BaeT JI0JIF0€ COXPAHEHHE OJHOCIOMHOCTH KOKHOTO 3muTenus. Tonbko
Ha TO3[HMUX JINYMHOYHBIX CTaausIX, KOT/a POCT BHYTPEHHEH Macchl 3a-
MEIJIIETCS. B CPABHEHUHU C yBEIMYEHHUEM IUIOMIAN TTOKPOBOB, PACTATH-
Baromuii 3dekt ociaabiasercs, ¥ 3TO JaeT BO3MOXKHOCTH CHOPMHUPO-
BaThCs MHOTOCIOWHOMY 3nuaepMmucy. bonee toro, Bo Bpems MeTamop-
(ho3a MUUMHKA Ja)ke YMEHBIAeTCs, T.e. BHYTPEHHEE NaBleHHE MajaeT
OTHOCHTEIBHO HAPYKHOTO. DTO MPUBOAMT K JOKAJIFHBIM MHBAarMHALIUAM
SMUACPMUCA B MECTax C PEAylNUPOBaHHOW 0a3aabHOW MeMOpaHOW H
(hOpMHUPOBAHUIO TaM KOXKHBIX JKEJIe3.

MexaHH4YecKHE (l)ﬂKTOpr B 3BOJIIOITHH )KUBBIX OPraHU3MOB

DBoJIONAIO (OPMOOOPA30BATENBHBIX CIIOCOOHOCTEH JKHUBBIX Opra-
HU3MOB MOYXHO THTIOTETUYECKHU MIPEICTABUTD B CIAEAYIOIIEM BHIE.

JlpeBHelre MPOKaApUOTUYECKUE OPTaHNU3MEI (KJIETKH) OBLITH 3aMK-
HYTBIMH TTOJIOCTHBIMH TE€JTaMH, TTOKPBITHIMH OTHOCIOWHONW 000JI0YKO# —
wiazMajgeMmoit. OHM He UMENH IIUTOCKENEeTa, HO yxKe 00Iaaany crenya-
JIU3UPOBaHHBIMUA BOJHBIMH KaHalaMHU — akBamopuHamu. [IpokapuoThl
MOTJIM aKTUBHO MPOBOJUTH BOJY Yepe3 KIETOUYHYI0 MeMOpaHy u Omaro-
Japsi 3 TOMY MEHITh 00BEM IMTOIUIa3Mbl M, COOTBETCTBEHHO, BHYTpPH-
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KJIETOYHOE JaBjeHHUE. YBelnueHHe 00beMa LUTOIMIa3Mbl IPOUCXOIUIIO,
KOHCYHO, 1 BO BpEMA HOPMAJIBHOI'O pOCTa. YMeHbmas BHYTPCHHEC J1aB-
JIEHHE OTHOCHUTEIbHO BHEIIHETO M OJHOBPEMEHHO MPOBOJS JIOKAJIBHOE
ocnalneHue 000JOYKH, MPOKAPUOTHI BBI3BIBAJIM BISIYMBAHUE M TAKUM
crocoboM nenuiuck. BBons u BRIBOAS BOAY uepe3 omperesieHHbIe yva-
CTKH TUIa3MajIeMMBbl, OHH CO3/1aBaJId TOKH LIMTOMJIa3Mbl U OCYIIECTBISUIN
C MX MOMOILBIO TPAHCIIOPT BEIIECTB BHYTPH KIIETKH.

EykapuoTtnueckue oIHOKJIETOYHbIE OpPraHU3Mbl 100aBWIN K IUIa3Ma-
JIeMMe BTOPO#, BHYTPEHHHH, cJIOi 000JI0YKH — KOPTEKC, B OOJIBILION Mepe
COCTOSIBIUIMIA M3 aKTUHOBBIX (pMJIaMeHTOB. Pa3pyiias u BoccTaHaBIMBas
OTIIEbHBIE YYACTKH KOPTEKCa, OHU CMOTJIH Oonee d(PpPEeKTHBHO peryim-
pOBaTh MEXaHWYECKHE CBOMCTBA 000IOUKH. DTO MO3BOJMIO KIETKaM yc-
JIOKHUTH (OpMY, pa3BHBasi, B YaCTHOCTH, MOCTOSIHHBIE U BPEMEHHBIE OT-
poctku. CrocoOHOCTh ‘‘TieNeHanpaBieHHO  MEHATh (OpMY ITO3BOIHIIA
KJICTKaM aKTUBHO JABHIaTbCA 3a CUCT IONECPEMEHHOIO YAJIMHCHUA (cnepe-
1) U yKopodeHus (c3aau) Tena. AMeOOUAHBIE MPOTUCTHI JAOCTUIIIM B
3TOM HauOOJIBILIETO yCIexa.

JKWBOTHBIE BOCIIPOWM3BENIN NPEBHUN HAOOpP MEXaHHMUECKHX CBOMCTB
Ha HOBOW KOHCTPYKTMBHON OCHOBE. E€ CTaHOBJIEHHME HA4aJloCh, KOTJa
KaKHe-TO MPOTHUCTHI CTAJIM MPOU3BOANUTH BHEKJIETOUYHBIA MAaTpHKC, Ipe-
JKA€ BCEro TIJIMKO3aMUHOIJIMKaHBl M KOJIIareH. | mapaTtupoBaHHBIN
amop(HBI MaTpuUKc oOecredns paBHOMEPHOE MAaBliEeHHE pacTyIien
BHYTpEHHEH Macchl Ha 00O0JIOUKY MEPBUYHOM MOJOCTH Tena (IKTOAEp-
Mmy). KonnareHoBble BonokHa nocTpouin 0a3aabHyl0 MeMOpaHy — OAWH
U3 ABYX CJIO€B 000JIOUKU TEPBUYHOMN MOJIOCTH Tejda U BCEX APYIHX IO-
JIOCTEl; SMUTeNraIbHble KIeTKH obpa3oBanu ee BTopoii cioid. Kommare-
HOBBIE BOJIOKHA, KpOME€ TOro, ()OPMHPOBANM CTSKKH, COEAMHSIOLINE
MPOTHUBOIIOJIOKHBIE YYACTKH SKTOAEPMBbI M NPEISTCTBYIOLIME UX PacXo-
KACHUIO. Yy 3M6pI/IOHOB IMMO3BOHOYHBIX JKMBOTHBIX CTAKKH IMPUHUMAIOT
y4acTHE B Pa3pyLIEHUM 3IMUTEIHANBHBIX CTEHOK COMHUTOB (IIOJHOM) U
[EJOMHYECKOH MOJIOCTH (YaCTHYHOM) M B (JOPMHPOBAHUU TAKUM ITyTEM
ME3C€HXUMBI.

Ilo mepe ycnoKHEHMs JKMBOTHBIX B XOJI€ IBOJIIOLMH OCHOBHBIE
(hopMooOpazoBaTeNbHBIE MPOIECCH CMEMANINCh Ha Bce Ooyiee paHHHE
CTaJu1 OHTOTI€HEe3a, KOTJa NPOUCXOANIIO, B YACTHOCTH, YMHOXEHHUE I10-
jocteil. OMOpHOH HauOoJiee CI0KHO YCTPOEHHBIX MHOTOKIETOYHBIX
OpPraHu3MOB — ITO3BOHOYHBIX JKMBOTHBIX — MPEACTaBISET cOOO0M Hepap-
XMUYECKYI0 CHCTEMY aBTOHOMHBIX 3aMKHYTBHIX ITOJIOCTEH, HANOJIHEHHBIX

90



BHEKIIETOYHBIM MaTPHUKCOM (TIEpBUYHAs TMOJIOCTh Tela), BaKyOIH3HPO-
BaHHBIMU KJIETKaMH (XOpJia) U KUIKOCTBIO (LIEJIOM, KUIIIKA, COCY/IbI, O~
YyeyHble KaHaJIblLl). MeHsAs cBO€ BHYTpEHHEE OaBJICHUE, pa3pyllas H
BOCCTaHaBIMBas 0a3aJbHYI0 MEMOpaHy Ha OTAEIbHBIX Y4acTKaxX 3MHUTe-
JIUSL WIK MEHSS €ro KPUBHU3HY, 3TH MOJOCTHBIE Tejla BHI3BIBAIOT BIIAYH-
BaHUs U BBIMSTYMBAHMA, AaBas TeM CaMbIM HAyaJl0 Pa3HbIM JeQUHUTHB-
HBIM OpTaHaM.

JKMBOTHBIE KJIETKH B LIEJIOM COXPaHWIM MEXaHHYECKHE CBOMCTBA
npoTucToB. CriocoOHOCTh MEHATH 00beM M (OpPMY 3a CHET aKTUBHOTO
nepeMeleHrsl BoAbl uepe3 MeMOpaHy 0co0Oro pasBUTHS MOJIydHia y
IJIaIKUX MBILIIEYHbIX KjIeTok. IlonepedHomnonocaTsie BOJIOKHA BbIpabo-
TaJu YHUKaJbHBIA MEXaHU3M, NPH KOTOPOM peryaupyemblii 0OMeH BO-
JIOM OCYIIECTBJIAETCS BHYTPU HUX — MEXKAY CapKOMEPHON pEIeTKON U
LUTONIa3MoOl. PacTurenbHble M HEKOTOpBIE APYTHE KIETKU NPUOABUIN K
cBoeil 000JI0UKe TPEeTU, HAPY>KHBIN, CIION — MOJIMCAXapUIHYIO CTEHKY.
DTOT KECTKUH MHEPTHBIN cJ0i orpaHnumi hopmMooOpazoBaTeibHBIE U
JIOKOMOTOPHBIE BO3MOKHOCTH.
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Puc. 1. Poct HexxnBoro (A) u xuBoro (b) Tena B rpaduueckom nzobdpa-
JKEHUU.

A: CTpouTenbHbli MaTepuan NpUCOeAUHSIETCs (CTPENKHU) K TELy (TEMHO-
cephli Kpyr) cHapyxHu. Tam, rae CTpOUTeNbHbIN MaTepuai A00aBiseTCs
B OOJIBIIIEM KOJMYeCTBE (TOJICTas CTpeNiKa), Telo pacteT OwicTpee. b:
CrpoutenbHbId MaTepHall OTKIaAbIBaeTCs (CTPEeNKH) MoJ 000J0UYKON
(uepHasi OKPYKHOCTb) Tella U yBeJTMYUBaeT 00beM €ro BHyTPeHHEH mac-
Chbl (TEMHO-cepbIi Kpyr). PacTyiuee a1po AaBUT (HAKOHEYHUKHU CTPEJIOK)
Ha 000JIOYKY W OTOJBHTAET €€ OT LEHTpa Tea.

| |
e
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Puc. 2. 'mppomexanmdeckas MOJENb B TpaduaecKoM H300paKEHUH.

A: TlonoctHOE TypropHoe Tejo B CTaTUUECKOM COCTOSHUM. BHyTpeHHss
(TeMHO-cepblil Kpyr) W HapykHasi (CBETJIO-Cepblii ()OH) Macchbl paBHO-
MEpPHO, HO C pa3HOW CHJIOHN (MPsIMO MPOMOPLHOHANBHON pa3Mepy Hako-
HEYHUKOB CTPEJIOK) IaBAT Ha 00OJIOUKY (YepHas OKPY)KHOCTH) Tela.
O6onouka MoMoraeT Hapy>KHOU Macce cepKUBaTh POCT BHYTPEHHEH.

b: JlaBnenne mox o0omoukoil yBenuuuBaercs (+), BHyTPEHHSST Macca
MpeooJIeBaeT MPOTUBOACUCTBUE W pacmupserca. Tam, rae oOosodka
COTIPOTHUBJIsIETC MEHbIE (TOHKUH Y4acTOK OKpPY>KHOCTH), BHYTPEHHSS
Macca paciupsieTcs ObicTpee — BhINsTunBaeTcs (obliee paciiupeHue Te-
J1a He ToKa3aHo). B: BHyTpeHHee naBneHne magaeT (—) OTHOCHUTENBHO
BHelHero. O0osouKa MPensTCTBYeT BTOPKEHHIO Hapy>KHOM Macchl B
MoJIOCTh Tena. TaM, rae conpoTUBIEHHsS 000JI0UYKH HEOCTATOUHO (TOH-
KHH y4acTOK OKPYKHOCTH), HApy’KHas Macca BIITYMBACTCA BHYTPh Tela.
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Puc. 3. bazanpHas MmemMOpaHa U CTSHKKA Y SMOPHOHOB U JIMYWHOK PHIO.
A-B: Jlnunnku 6enyru, Huso huso, Ha cragusx 39 (A), 40 (b,B) (craguu
onpenenensl no: [Manerayzen, 1975). Ilonepeunsie cpesbl yepes 3a-
JaTKA OPIOITHBIX TUIAaBHUKOB (A, b), BeHTpaibHYIO (A) M IOpcaabHYIO
(B) HenapHble TIaBHUKOBBIE CKIankd. A: bazanpHas MeMOpana Hemap-
HOW TUIABHUKOBOW CKJIAJIKUA TOKa3bIBACT MPOKCUMO-AMCTATIBHBIN ‘‘rpa-
IMEHT yTOHYeHHs , Oa3ampHas MeMOpaHa 3a4aTKOB MapHBIX IIABHUKOB
0 TOJIIIMHE MAJIO OTJIMYAETCs OT MEMOpPaHbI COCEHUX YYaCTKOB KOXKH.
b: BazanpHas MeMmOpaHa, MOACTWJIANOINAS SMUTEIHN Ooliee Pa3BUTHIX
3a4aTKOB MApHBIX IJIABHUKOB, HAMHOTO TOHBIIE, YeM MeMOpaHa cocel-
HUX YYacTKOB KOokH. Cpenu Me3eHXMMHBIX KIETOK IJIaBHUKA BUIHA
pacnagatomiasics (crapas) memOpana. B: KosareHoBbIe CTSKKUA COEIH-
HSIOT TPOTHBOJICKAIINE CTCHKH IIAaBHUKOBOW CKiagku. [: DMOpuoH
KoJtouel akynbl, Squalus acanthias, nymmaoR 16 MM. Tlomepednslii cpe3
B 3amHeM oTaene Tyjosuma. CTEHKH Tela o0pa3yroT MpPOAOJIbHBIC yT-
nyOJeHUs B MECTaX, TJie TOPU3OHTAIBHBIC CTSDKKM (HAKOHEUYHUKHU CTpe-
JIOK) COEAMHSIIOT CTEHKH LEIOMUYECKOM MONOCTU ¢ 3kTonepmoit. [, E:
@parMeHThl, BbIIEJICHHbIE MPAMOYTrojibHUKaMu Ha pucyHke I'. Kietku
MapueTaIbHON CTCHKHU LEIOMUYECKOHN IMOJIOCTH, CBS3aHHBIE C IKTOJACP-
MOH (CTpENKH), BBIXOIAT U3 SMUTEIUAIBHOIO CIOS.

OM — OazampHas MeMOpaHa; 31 — 3a9aTOK IIaBHUKA; K — KHUIIKa; pOM —
pacnanaroniasics 6a3zajibHas MeMOpaHa; II — EeJTOMUYECKas MOJIOCTh.
Macmrabubie muHuE — S0,
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Puc. 4. bazanbHas MeMOpaHa M CTSDKKH y JIMYMHOK XBOCTATBIX 3€MHO-
BOJIHBIX.

A-B: Jlnunaku cubupckoro yrinosyoa, Salamandrella keyserlingii, na
craausax 30 (A), 35 (b), 34 (B) (cragum onpenenensl mo: CeITHHA | JP.,
1987). ®@poHTanpHble Cpe3bl Yepe3 MOUKY HeperHed KOHeuHOCTH (A) u
banancep (B), BepTukanbHbiii cpe3 uepes xkadepHyto ckiaanky (b).
bazanbHas MeMOpaHa Ha BEpIIMHE 3TUX BBHIMSYUBAHUI MOYTH HE BUJHA.
I', JI: Jlnannku rpebeHdaToro TpuToHa, Triturus cristatus, Ha ctaauu 48
(cragust onpenenena no: Glaesner, 1925). ®poHTanbHBIE CPE3bI B MPEA-
KpecTioBo# o0nactu Tynosuia (I') 1 yepe3 BeHTpaIbHYIO MIaBHUKO-
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Byto cknaaky (JI). I': KonnareHoBblE BOJIOKHA-CTSAXKKH KOHUEHTPUPYIOT-
cs B 00JIaCTH MOMEPEYHBIX MUOCEIIT, CTEHKA TeJia 00pa3yeT TaM yriyo-
neHus. J: MHorouucineHHble KOJJIAr€HOBBIE BOJIOKHA (CTSKKH) PaBHO-
MEPHO CBSI3BIBAIOT MPOTHBOJIEKAIINE CTEHKH CKJIAJIKH, €€ CTGHKH OCTa-
FOTCSI POBHBIMH.

KpaHuanbHble KOHIIBI CPE30B HANPABIEHBI BJIEBO.

Om — OazanpHast MeMOpaHa; K — KUIIKa; M — MHOMEp; MK — IT0YKa KOHEY-
HOCTH; CC — CENTaIbHAsI CTSDKKA.

Macrtabubie muHuE — SO,
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Puc. 5. Peopranu3zanys BOJIOKOH-CTSKEK B paHHEM OHTOTEHE3E IMO3BO-
HOYHBIX )KUBOTHBIX B Tpa)uieCKOM U300pasKeHUH.

A, b: ®poHTanbHbIe Cpe3bl TENa Ha NOCIEIOBATEbHBIX CTAAUIX Pa3BU-
THs. A: BONOKHA-CTSKKM (TOHKME BEpPTUKAJIbHBIE JIMHUKM) PABHOMEPHO
CBSI3BIBAIOT JMUTETUANbHBIE CTEHKH COMUTOB (C) C SKTOAEPMOM (TOJI-
CThl€ TOPU30HTAJIbHBIE JTUHUHU) U XopAoH (x). b: CTeHKkH coOMUTOB pa3z-
PYUIEHBI, COCTABJISBILNE UX KJIETKU JaJIM ME3EHXUMY (TOUkH). BojokHa-
CTSKKH (TOJICThIE BEPTUKAJIbHBIEC JUHUHM) KOHLICHTPUPYIOTCS B palioHE
MOMEPEYHBIX MHUOCENT, pa3Aeisomux coceanue Muomepsl (M). Hepas-
HOMEPHOMY (CETMEHTapHOMY) KPEIJIEHUIO CTSKEK K MOKPOBAaM COOTBET-
CTBYET BOJHUCTOCTh CTEHOK Teja (aHAJIOTHYHAs BOJHUCTOCTH XOPJbI HE
MoKa3aHa).
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Puc. 6. IIpoTrodnas Momens JIOKOMOITMN aMeObl B TpadraeckoM nu300pa-
JKCHUM.

A-T": Yepenyronyecs: craguu JOKOMOTOpPHOro Iukia. A, A;, A, Bcs
000/109Ka TYypropHON KJIETKH PABHOMEPHO TPOTHBOCTOUT IABJICHHIO
uurTorsasMel. b, b;: Boja BXOIUT B KIIETKY B €€ 3aJlHEH YyacTH (CTpesika);
00BEM IUTOILIA3MbI U BHYTPEHHEE JIaBJICHUE YBEIMYMBAIOTCS (+); 000-
JI0OYKa B TIepefHel YacTh KJIETKH OCJa0isieTcs (TOHKas JWHUS), IUTO-
I1a3Ma TPOTATKHBaeT (HAKOHEYHHWK CTPENKH) IUTa3MaJeMMy BIIEpen,
KIeTka yaiauHseTcs. B, Bi: o0ojouka BOCCTaHABIMBAET ILIETOCTHOCTE,
IIIMHA KJIEeTKH MakcuManbHas. I, ['): Boga BEIXOJMT U3 KIETKH Ha e¢ Iie-
pemHeM KoHIle (CTpenka); 00beM ITUTOIIa3MBl 1 BHYTPEHHEE IaBJICHHC
yYMEHbIIATCS (—); 000JI0YKa B 33 IHEH YaCTH KJIETKU OciadJiseTcs (TOH-
Kasi JIMHUS), Hapy»KHasi BOAA CAABIMBAET (HAKOHEUHUK CTPEIIKH) YPOUT,
KJIETKA YKOPAYUBACTCA.

VY 1nuHeHne CBETI0-CepOi 30HbI MOKA3bIBAET TOK LIMTOILIA3MBI.
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Puc. 7. MexaHu3M yKOpPOYEHHsI capKoMepa MOMNEPEUHOI0I0caToro Bo-
JIOKHA B rpa)n4eCcKOM U300pakeHUU.

IIOHLIKanbuHﬁ(Chzﬁ BBIXOJSIT U3 CApPKOIUIa3MaTUUYE€CKOTO PETUKYIyMa
B CapKOILIa3My M TOBBIMIAIOT €€ TOHWYHOCTh. CyMMapHBIH dJIEKTpHYe-
CKMW 3aps]i (PUIAMEHTO3HOW pEUISTKH CTAaHOBUTCS IIOJIOKUTEIBHBIM.
N3-3a 3TOr0 MOHBI KANBIUS HE TUPPYHIUPYET B CAPKOMEPHI U BOJIa BEI-
XOJIUT OTTyZA 10 OCMOTHYECKOMY TPaTUEHTy (BEpTHUKAIBHBIC CTPEIIKH).
B capkomMepe co3maeTcsl MOHWKEHHOE naBlieHne. Hanwmdne ogHOMMEH-
HBIX (TOJIOXKUTENBHBIX) JIEKTPUUECKUX 3apsSI0B HA MUO3MHOBBIX M aK-
THHOBBIX HUTAX (+++++) HE MO3BOJISET UM CONMIKATHCA. Z-JUCKU IBHU-
raroTcs (TOpU30HTABHEIE CTPEIKN) B 30HY IMOHMKEHHOTO JTaBJICHUSI.
ToHKHE TOPU3OHTAIBHBIC JUHUM — AKTHHOBBIC (DUIAMEHTHI; TOJICTHIC
TOPU3OHTANBHBIE JTMHUA — MHO3WHOBBIE (DMIIAMEHTHI, BEPTHKAILHBIC
JIMHUU — Z-TUCKU.
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Puc. 8. JIBuxeHue BOAbl MO OCMOTHYECKOMY T'PAJMEHTy IIPU COKpalle-
HUM U pacciiabJIeHuH TIaJKod MYCKYJIbHON KIETKH (A) U TOMepedHo-
nojocaroro BojiokHa (b) B rpaduueckom m3oOpaxkeHun. Knetka u Bo-
JIOKHO IIPEJCTABJIECHBI OBaJIaMU

A: Tlpu cokpamieHuu KIETKH BOJa BBIXOJAWT W3 Hee (HarpaBieHHas
BBEpX CTpeNKa), MPU peslakcallii — BXOJUT (HarpaBlIeHHas BHU3 CTpe-
ka). b: Ilpu cokpallleHMH BOJOKHA BOJAA BBIXOAMT M3 capkomepa (Ha-
[IPaBJICHHAas BBEPX CTPEJKa), IPH pellakCallui — BXOJUT B HEro (Hampas-
JIEHHAsl BHU3 CTPEJIKa).

ToHKkuEe TOPU3OHTAJIbHBIE JUHUU — AKTUHOBBIE (MIIAMEHTHI; TOJICTHIE
TOPU30HTAbHBIE JIMHUM — MHO3MHOBbIE (DMIIAMEHTHI; BEPTHUKAJIbHBIE
JTUHUH — Z-aucku. CTpYKTYpHbIE U3MEHEHHUs KJIETKHU (BOJIOKHA) HE MoKa-
3aHBI.
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