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B uem xe KomepHuk BHIEN OCHOBHOE npe-
uUMywecmeo CBOEro aCTPOHOMUYECKOrO ydye-
Hua? [maBHBIM 00pa3oM B TOM, YTO OHO TO-
pasmo npouwe u noHamHee BCEX MPEKHUX TEO-
puii OOBACHSIET IBMKCHUE TUTAHET, a BBIBOJBI
W3 HETO JIydIlle COTJIACYIOTCS C HaOJIIoJeHUs-
mu. “Ha pasMpiiieEne o IpyroMm croco0e
BBIYHCIICHHS JIBWXKCHUS HEOSCHBIX Tel, — IH-
caJl OH, — MCHSI HaBEJIO UCKJIIOYMTEIBHO pas3-
HOTJIaCHe MAaTEeMaTHKOB TI0 STOMY BOIIPOCY.
[... — BI'l npu ycTaHOBKe IBIKEHUH Kak
COHHHa, TaK W IIAATU IIJIAHCT, OHU HC IMPUMC-
HSIOT HU OJTHAX W TeX K€ 3aKOHOB, HU OJHUX
U TeX Xe MPEINoNOKEHUH, HH OJUHAKOBBIX
JIOKa3aTeNlbCTB”.

I'ypes I'.A. 1950. Cuctems! mupa. c. 137.

OBLIASA XAPAKTEPUCTUKA ITOJIOCTHBIX TEJI

Cpelu KUBBIX OpPraHU3MOB HauOOJbIIIEH W3MEHUYNBOCTBIO OTJIMYA-
FOTCSI KJIETKH M IPOTUCTHI, (JOPMa KOTOPBIX MOXKET MEHSITHCS B TEUCHUE
BCeH MX XKHU3HU. Y KMBOTHBIX OCHOBHBIC (hopMOOOpa3oBaTeIbHbIE MPO-
LIECCHI COBEPIIAIOTCS Ha paHHHUX dTalax OHTOTEHEe3a, KOT/ia OnpeaessieT-
Csl X BHEUIHMH BHJ, MOSBISAIOTCS, PACTYT U YCIOXHSIIOTCS pa3HbIE Op-
ranbl. [IpeoOpa3oBaHue KIETOK, OJHOKJIETOYHBIX OPTaHU3MOB, 3apOJbI-
el (IMYUHOK) )KMBOTHBIX U CTAHET TEMOMW HAIlero 00CyXICHHUS.

®opmMooOpazoBaTeIbHBIE POLECCH], MPOTEKAIOIINE Y CTOJb HECXO-
XKHUX CYIIECTB, HEPEJKO M CaMM BOCIPHHHMAIOTCS KaK COBEPLIEHHO pas-
Hele. Kaxxercs, 4To 0011ero Mo>keT ObITh, HAIPUMEp, B Pa3BUTHHU KJIETOY-
HBIX OTPOCTKOB, TIOYEK KOHEYHOCTEHW, NENIEHHH KJIETOK, MBIIIEYHOM CO-
kpamienun? Yacto oOmiero u He BUAAT W PAacCMATPUBAIOT OTIENBHBIC
IpoLecchl OPO3Hb, CO37aBas Ul KaXIOr'o CBOU MOJEIH. MexXIy TeM,
LIMPOKUH CPaBHUTEIBHBIM aHAIU3 IPUBOIUT K 3aKJIFOYEHHIO, YTO B OCHO-
BE BCEX MPOLIECCOB, ONMPEACISIIONINX W3MEHEHNE (POPMBI HA3BaHHBIX BBIIIE



00BEKTOB, JISKUT OIWH M TOT K€ MEXaHM3M, BCE OHM MPOTEKAIOT IO Of-
HOM cxeMme.

Ilouemy Takoe Bo3MOkHO? Takoe BO3MOYKHO MOTOMY, YTO BCE
JKUBbIE OPTaHU3MBI 1 MHOTHE MX YaCTH NPH BCEM WX pa3sHOOOpasuu B
MIPUHITUIIE YCTPOEHBI OAMHAKOBO — OHH SIBISIFOTCS 3AMKHYMbIMU HOJO-
CMHbIMU meNamuy, 9eM KapIWHATBHO OTIWYAIOTCS OT MPUPOTHBIX He-
opranndeckux oOpazoBaHHi. CI0XKHBIE MHOTOKJIETOYHBIE OPraHU3MBI
MPEJCTABIAIOT COO0M HACTOSIIYI0 HEPapXUUYECKYI0 CHUCTEMY MOJIOCT-
HBIX TE€J, ¢ KOTOPOW yJA00HO O3HAKOMHUTHCS Ha MpUMEpe 3MOPHOHOB
MTO3BOHOYHBIX JKMBOTHBIX. [IepBUYHAS MOJOCTh 3apOBIIIEH COMEPKUT
[IEJIOM, KHWIIKY, HEPBHYIO TPYOKY, KPOBEHOCHBIE COCYZBI, TOUYCHYHBIE
KaHabNbl. KieTky, BXOASIUEe B COCTaB 3TUX MOJOCTHBIX OPTaHOB HITH
3aMOJHAIONINE MPOCTPAHCTBO MEXIY HUMH, TOXKE SBIAIOTCS 3aMKHY-
THIMU MOJOCTHBIMU Tenamu. OHU, B CBOIO OUY€peib, COJIEPKAT MOJIOCT-
Hble OpraHeylJibl — MUTOXOHAPUH, KOMIUIEKCH! ['0ibaKu, SHAOIIIa3Ma-
TUYECKHE CETH.

Kaxxmoe moiocTHOE Temo COCTOUT W3 ABYX 4acTel: 1) enympenneii
Maccol B 2) 000104KU, KOTOpAsi MEXaHUYECKH OTIPaHUYNBAaeT BHYTPEH-
HIOI0 MacCy OT BHEITHEH cpennl (0T HapyoicHoli maccet). Obo0I0oUKa Tpa-
MOTpHUIATENbHBIX OaKkTepuil MpeJCcTaBlIeHa OJHOW IUIa3MalleMMOMH, Y
TPaMITOJIOKUTENIBHBIX K HEW CHapyX M MpUJIETaeT CTEHKa, OCTPOEHHAs
MENTUIOTIUKAHAMH. Y DYKAPHOTHYECKHX KIIETOK IDIa3MalieMMy TIOJ-
CTHIIAeT KOPTEKC, COCTABJICHHBIN B OOJBIION Mepe aKTWHOBBIMU (huia-
MEHTaMH; €r0 MOXXHO CYHTaTh BHYTPEHHUM ciioeM oOonouku. Kietku
pacTeHui U TpuUOOB AOOABIAIOT K 3TUM CIIOSIM TPETUH — HapyKHYIO
CTEHKY, COCTaBJICHHYIO B OCHOBHOM TioncaxapuaaMu. O00I09Ka [eNTbIX
3apOJIBIIIEH M JIMYMHOK XHBOTHBIX, @ TAaK)KE€ UX TOJOCTHBIX OPraHoB,
COCTOMT U3 JIBYyX cinoeB. ONMH U3 HUX CIIOKEH AMHUTEINAIBHBIMU KIIET-
KaMHu, BTOpOH, Oa3aipHas MeMOpaHa, COCTaBJIeH NPEHMYILECTBEHHO
KOJIJIAr€HOBBIMU BOJIOKHAMH.

Uro x Takoe 0coOEHHOE €CTh B MOJOCTHBIX TENIaX, YTO 3aCTABISET
CIIEITHAIBHO MOAYEPKUBATH UX MOJA00HOE YCTporcTBO? OCOOCHHBIM SIB-
JISieTCsl, IPEXKAE BCETo, CII0c00, KOTOPHIM OHU MEHSIOT CBOU pa3Mephl U
KOTOPBIM PE3KO OTIMYAIOTCS OT IJIOTHBIX TN, KaK OpraHMYecKux (Ha-
mpuUMep, por), Tak U HeopraHuueckux. Ha 310 BaxxHO 0OpaTuTh BHUMA-
HUE, IOCKOJIBbKY pPa3udHble HOBOOOPa30BaHUs MOSABIAIOTCS KaK pa3 mpu
W3MEHEHUHN 00BheMa TeJl, 0COOEHHO MpH uX pocte. [lnoTHEIE Tena yBenu-



YMBAIOTCS IIyTEM NPUCOEIUHEHUS (HaClIauBaHUs) CTPOUTEILHOIO MaTe-
pHana K uX MOBEPXHOCTH, KOTOpasi IpH 3TOM 3aMypOBBIBAaeTCs B 00IIeH
Mmacce (puc. 1A). Opranu3mbl U UX TOJIOCTHBIC YacTH pacTyT nHaue. Mx
3aMKHYTOCTb HE SIBJIIETCS aOCONIOTHOM, TaK KaK CKBO3b 000JIOUKY MOTYT
IIPOXOAUTH Pa3HbIE MOHBI M MOJIEKYJbI; CPEIU HUX Cpa3y € BBIICIIO
MOJICKYJIbl BOJBI, ITOCKOJIBKY MMEHHO Ha BOXY NPHUXOIUTCA OCHOBHAs
JOJIsI Macchl KJIETOK U 3MOpuoHoB. Ilpoiins 0005104Ky, CTpOUTENbHBIE
MaTepHajbl TOOABISIOTCS K BHYTPEHHEH Macce W YBEIUUUBAIOT ee 00b-
eM. YacTb MaTepuasloB BCTpaUBAETCs TakXkKe B 000JIOUKY, KOTOpast B pe-
3yJIbTaTe IOIy4aeT BO3MOXHOCTb yBEIMUYUBATh CBOK Iutomanb. Iloxn
JaBJICHUEM DAcCTyIlell BHYTPEHHEH Macchl 000JIOYKa yHanseTcs OT ee
uenrtpa (puc. 1B), Tak 4TO pOCT KMBOro Teja MOKHO ONHMCATh KaK LICH-
TpPOOEKHOE CMeleHre 000104KH. J[Buras 000JI09Ky, BHYTPEHHSS Macca
BBIHYX/ICHA IPEOJ0JIeBaTh CONMPOTHUBIECHHE HApPYXHOW Macchl, a dalle
BCero u camoii o6osouku. [1ogoOHBIM 00pa3oM pacTyT M TOJOCTHBIC
HEOPraHWYECKUE TeJla, CKAXEM, HaJAyBaeMblil BO3IYIIHBINA LIAPUK; €r0
000J104Ka, OJJHAKO, YBEIMYUBAET CBOIO IJIOMIAIb TOJBKO 32 CUET pacTs-
KEHHS OJJHOTO U TOTO e MaTepHala.

YMeHbleHre (pa3pylieHue) IIOTHBIX Tell, HAalpHUMep TOpPHBIX I10-
POI, TOXE HUIET C MMOBEPXHOCTH. Y MEHBIICHNE TIOJIOCTHBIX Tel (ClyBaHUE
HIapuKa, MOXyJAaHWE >KUBOTHOTO...) 3aTparuBaeT B OCHOBHOM HMX BHYT-
PEHHIOIO MaccCy, IPH 3TOM 000JI0YKa CMEIIaeTcsl IEHTPOCTPEMUTENBHO.

[IpupoaHbie Tena peaKo MPEACTaBIAIOT COOOH NpaBHIbHBIE GUTY-
pBI, TIOKa3aHHBIE HA CXEMaTHYeCKHX pucyHkax 1A (meBwid) m 1b. Ux
(hopma 0OBIYHO OBIBaeT OoJiee CIIOKHOM M K TOMY ke MeHsieTcs. M3me-
HeHHe (POPMBI IIIOTHBIX TEJ YacTO MPOUCXOAUT B X0JIe UX HEPaBHOMEP-
HOTO POCTa, KOTOPBIH, B CBOIO OYEpE.lb, ONPEIEIIETCS HEPABHOMEPHBIM
MOCTYIUIEHHEM CTPOUTENIFHOTO MaTepuana K moBepxHocTh (puc. 1A).
Tax pacTyT KpUCTaJUIbI M CTAJIAKTUTHI, TAK MOTYT PACTH U IUIOTHBIE Yac-
TH KMBBIX OPraHU3MOB, HAIIPUMED, POTOBBIE.

JeiicTBus, B X0/1€ KOTOPBIX MEHSIOT ()OPMY >KHBBIE IOJIOCTHBIE Te-
na, B o0mIeM BHJIe OOBIYHO HA3bIBAIOT BBHIMISTYMBAHHUSIMHU HIIM dBarvHa-
nusAMHU (pa3BUTHE KIIETOYHBIX OTPOCTKOB, Pa3BUTHE IMOYEK KOHEYHO-
CTEH...) W BIAYMBAHUSIMM WIM WHBaruHaUMsAMH (pa3BUTHE 3HIOLUTO3-
HBIX My3BIPHKOB, TACTPYJISILIUS Y UTJOKOKUX U aM(pUOHH. ..); STUMHU Ke
CJIOBaM{ MMEHYIOT U YK€ BO3HHKIIHUE yacTu (puc. 2b, B). CnenuanbHbIX
ONpeAeNeHNH MOHATUN “BBINAYMBAHHUE” W “BIAYMBAHHE” B JIUTEpAType



HET, OHU Ka)KyTCs BIIOJIHE OueBUAHBIMU. CIeNyIOIUi IpuMep MOKa3bl-
BaeT, YTO He Bce Tak npocto. Hampumep, B X0 HOpMalbHBIX MOpdore-
HE30B MO3BOHOYHBIX JKUBOTHBIX JCPHBATHI KUIIKU BHEAPSIOTCS B IEp-
BUYHYIO TIOJOCTh Tela 3MOPHOHOB (JINUMHOK), U MOTOMY UX MMEHYIOT
BISTYMBaHMSIMU. Ho Te )ke caMble BBIPOCTBI KUIIKH, KyJIBTUBUPYEMOH in
Vitro, B OIHOW JHIIb >KUAKOCTH, BOCHPUHUMAIOTCS, €CTECTBEHHO, KaK
BBINITYMBAHUS.

Crporo roBopsi, 1000€ BBHIIISTYMBAHUE OJHOBPEMEHHO SBIISETCA U
BIISTYMBAHUEM, TIOCKOJIBKY OHO 6Ce20a BHEAPSETCS B KaKyrO-THOO Maccy
(cMm. puc. 2B). OgHUM M3 UTOTOB NPEACTOALIEH TUCKYyCCHHM Kak pa3s
JOJDKHO CTaTh MOHMMAHWE TOTO, YTO NMPUHLMIHNAIBHBIX Pa3NUIUNA MEX-
Iy BBIISIYMBAHMSAMH U BITYMBAHUSIMU HET. BBIOOp 3TUX TEPMHMHOB B
3HAYUTEJIFHOW Mepe YCIIOBEH, M Ccefuac HY>KHO IPOCTO OrOBOPHTH, KaK
OHHU OYIyT UCIIOJIb30BaHbI B 3TOW KHHTE. Bce nepuBaThl, BRIXOSIIUE 32
TpaHMIIBl MaTEPUHCKOTO Tena (Hampumep, KUIIKW) U 3alojHEeHHbIE Ya-
CTBIO €T0 BHYTPEHHEH Macchl, OyJjeM NMEHOBAThH BBHIMSYMBAHUSAME (3Ba-
TUHANASAMH), BHE 3aBHCHMOCTH OT TOTrO, KyJda OHH pacTyT (puc. 2b).
BrsianBanusmy (MHBarmHanusiMu) OyJeM Ha3bIBaTh YIIIyOJeHHS MaTe-
PHHCKOTO TeJa, Ybsi 000JI0UKa SBIAETCS YacTbI0 000JIOUYKH 3TOTO Tela, a
HaIIOJTHEHHE — YaCThIO HApyKHOU Macchl (puc. 2B).

Hrak, Bonpoc 0 MexaHH3Max TpaHCc(OpMAIUU JKUBBIX TOJIOCTHBIX
TeJl NIPEJCTaeT B CICAYIOLEM BUJIE: KaKUe CUNbl ONPeOesiiom NOAGIEeHUE
U OanvHeluiee pasgumue evinauusanuti u ensyueanuu? PasroBop 00
3TOM HAa4YHEM C BBIIISTYMBAHHH, @ MIMEHHO C BBIIISTYNBAHUHA PACTUTEIBHBIX
U UM NOJIOOHBIX KJIETOK, B OTHOLIEHWH KOTOPBIX B HAYYHOM MHUpPE LAPUT
MIOYTH TIOJTHOE COTJIacHe.

BBITIAYUBAHUSA
Kaerkn

B anrnos3pryHON auTepatype Uisi KPaTKOrO ONpPENeSeHUsl KIETOK,
00J1a1af0IMX CTEHKOM, yrnoTpeOsitoT ciioBo “walled”. COOTBETCTBEHHO,
JUI KJIETOK, HE MMEIONUX cTeHkH, — “‘unwalled” mimu “naked”. ITomoO-
HBIE TEPMUHBI B PYCCKOSI3BIYHBIX TPYAax MHE He U3BecTHBI. K KieTkam,
y KOTOPBIX CTEHKa €CTb, 51 Oyay MPUMEHSATH CIIOBO ‘‘CTEHOYHBIE, Y KO-
TOPBIX CTEHKH HET — “OecCTeHOYHBIE .



Knemxku, umerowue cmenxy

KnerouHast creHka mpeacTaBiseT coOOl €0 BHEKJIETOYHOTO Mart-
pYKca, TUIOTHO TpHIIeTaromuil K rurazManemme. CTeHka mpumaeT 00o-
JI0OYKE OOJBIIYI0 MPOYHOCTH, YTO MO3BOJSIET KJIETKE HMMETh BBICOKOE
BHYTpEeHHee JAaBlieHHWE (TypropHoe), 3HaYMTEIbHO MpEBBIIIAMONIEe Ha-
pyxHoe. “In general, the process of plant cell growth is driven by the
relationship between turgor pressure, controlled water uptake and me-
chanical cell wall resistance.” (Chebli, Geitmann, 2007, p. 235). Hus
citydasi, KOrJia KJIETKa HaXOAUTCS BHYTPU OAHOPOIHON KMIKOW MacChl,
€€ MEeXaHHKYy MOKHO TPEICTaBUTh B CleAyromeM Bujae. JKuakas BHYT-
peHHsIsE Macca (LIMTO30JIb) AaBUT Ha OOOJOYKY KIETKH PAGHOMEPHO TIO
BCell ee IUIOIIAAN, TaK K€ pagHOMepHO Ha Hee JaBHT HapyXKHas Macca
(cm. puc. 2A). HapysxHast Mmacca ¥ 000J109Ka, TTIABHBIM 00pa3oM CTEHKa,
MIPOTUBOCTOST TYPropHOMY NaBieHHI0. Ecim cymmapHOE compoTHBIIe-
HUE 00OJIOYKH M HAapyXHOH MacChl YpaBHOBEIIMBAET BHYTPEHHEE JaB-
JeHne — pazmep u Gpopma KIETKH He MeHstoTcsl. Paz0yxas, B OCHOBHOM
3a CYUET IOTJIONICHHS BOJIbI, BHYTPEHHSSI Macca PacTITUBAET KIETOYHYIO
CTEHKY W JIBUTAET €€ IIEHTPOOeKHO — KJIeTKa pacTeT. Eciu cTeHka Mexa-
HUYECKH OJHOPOJHA, KIETKa PacTeT, HO ()OPMbI HE MEHSET (CM. pHC.
1B). Ecin cTeHka MexXaHUYECKU HEOOHOPOOHA, KIIETKA PacTeT HepasHOo-
MepHo, hopMa ee MEHSIETCSL.

[MpumepoM HepaBHOMEPHOT'O POCTa MOTYT CIIYXKHTh PacTUTEIbHEBIE
KIIETKH, yIUTHHSIOIIAECS Ha JIBYX MMPOTHUBOIOIOXKHBIX Toitocax (cM. Ha-
rold, 1990; Baluska et al., 2003). L{emntono3abie MEKpOGUOPUILIBI CTEH-
KH, OKpYXAloIlue KIIETKY MOJ00HO 00pydam, MPEsSTCTBYIOT YTOJIIIe-
HUIO €€ CpellHEeH YacTH, HO MO3BOJSIOT TYPrOpHOMY JIABJICHUIO pa3jiBH-
raTtb INOJIOCA; OJHOBPEMEHHO B 00OJIOUKE CPEIHEH 30HBI MPOHCXOIUT
OTJIOKEHHE HOBOTO MaTepuana. Emie Oonpimii mHTEpeC, B TUIaHE HaIIen
oOmieil Tembl, MPEACTABIAET OJHOHANPABICHHBIM — BEPXYIICYHBIA —
POCT, KOTOPBIA MO CYLIECTBY MPEICTABISET COOOM MPOAOIKUTEIHHOE
BhIsIYMBaHue. [locMOTpUM CHavana, Kak 3TO MPOMCXOANUT y TBUIbLIEBON
TPYOKH BBICIIMX PACTECHHH.

[TbuibLIeBOE  3€pHO, POJOHAYAIBHUK IBUIBLEBONH TPYOKH, HMeEeT
MIPOYHY0 000JI0UKY — criopoiepMy. Ee BHyTpeHHHI CI0M, MHTUHA, SIBIIS-
eTcs CIUIONTHBIM, a HapyXXHBIH, DK3WHA, UMEET HECKOJBKO MOp, T.e. OH
MeXaHU4YeCKH HeoqHopoeH. [lormomas Boay, BHYTpEeHHSSI Macca IBUTBLIBI
HaOyxaeT U BMECTE C MHTHHOMW BBITISTYMBACTCSI CKBO3b 3K3MHY B MECTE, TIe



Ty MIPOHU3BIBAET 1OPA; ITUM BBINISTYMBAHIEM HAUYMHAETCS pa3BUTHE (POCT)
MBUTBIIEBON TPyOKu. Ilpomomkas HaOmpaTh BOAy, TpyOKa YBEIMYHMBAET
CBOIO BHYTPEHHIOIO Maccy | yjumiHsieTcs. CeKpeTopHbIE My3bIPhKHU MPH-
HOCSIT K €€ BEpXYILUKE CTPOUTEIBbHBIA MaTepHal, 3a CUYET KOTOPOTo 3/1eCh
(hopMHpYIOTCSI HOBBIE yYaCTKH TUIa3MaJeMMBbl M KIETOYHON CTEHKH. JTa
BEpXYIIeYHas 4acTh UMeeT GPopMy MOTycHeprHIecKOro Kymona.

Jst 6ostee MOIPOOHOTO O3HAKOMIICHHSI C MPOLIECCOM MPeodpa3oBa-
HUSI KJIIETOYHOM CTEHKHU BOCIOJIb3YEMCSI KApTHUHOM pPOCTa MbUIbIIEBOM
TpyOkm kaprodems (cMm. Parre, Geitmann, 2005). CTeHKa Ha ee BEpXyIil-
Ke MepBOHAYAIbHO CKJIabIBACTCS B OCHOBHOM NeKTHHaMHU. [lo Mepe ya-
JMUHEHHs TPYOKH YYaCTKH alMKaIbHOW 00OJOYKH IMACCUBHO CMEIAIOTCS
Hazaj. llpyu 3TOM MEKTHHBI MOABEPraroTCS NEATEPUPUKAIINN, B PE3YITh-
TaTe 4ero CTCHKAa CTaHOBHUTCS Ooiiee kecTkod. Ha ompenencHHOM yna-
JICHUW OT BEPXYIIKH K CTEHKE JTOOABIISIOTCS] HOBBIE CIIOH, COCTOSIINE U3
LIEJUTION03bl U KaJUIO3bI, UTO emle 0ojiee YBEIMYMBAET €€ MPOYHOCThH H,
COOTBETCTBEHHO, COIPOTHBIICHWE BHYTPEHHEMY MaaBlieHHI0. HckyccT-
BEHHOE pa3MsTrueHHE MEKTUHOBON CTEHKU C ITOMOIIBbIO MEKTHHA3BI MPH-
BOAWJIO K IIAPOBUAHOMY pa3OyXaHHWIO BEPXYIIKH, a TPU YBEIHYCHHUH
10361 (pepMeHTa — K ee pa3pylIeHHI0. Pa3pymmTh BEpXyIIKY MBUTBIEBOMI
TPYOKH MOYKHO HE TOJBKO OCJIa0JICHHEM €€ CTeHKH, HO U YBEJIIMYeHUEM
TypropHoro aasienus (Benkert et al., 1997).

TakuMm 00pa3oM, pacTyIiast BHyTPEHH:S Macca MPOTAKUBAeT (BBI-
MSTYMBACT) CTCHKY MbUIBIICBON TPYOKU U MPOJBUTACTCSA cama TOJIbKO Ha
BEpIIMHE — TaM, TJ€ HOBOOOPA3yIOIAsCsl MsTKash CTEHKa OKa3bIBaeT
HauMeHbIIIee COMPOTHBIICHUE NABICHUIO ITUTO30s1. HopMmanbHBIA pocT
TPYOKH TOAJIEPKUBAETCS ONpEACIEHHBIM COOTHOIIEHUEM BEITUYUHBI
TYpPTOPHOTO JIABJICHHUS ¥ TPOYHOCTH OOKOBBIX U BEpXyIlIEYHOU CTeHOK. C
TaKOH MOJIENBI0 BIIOJIHE COTJIACYIOTCS PE3YJIbTAThl SKCIIEPUMEHTOB, KO-
I'/1a MBUIBLIEBbIE TPYOKH BBIPAIUBAINA B aHH30TOHHYECKUX pacTBopax. B
THIIEPTOHNYECKON cpelie Typrop majlall U pocT MBUILIEBBIX TPYOOK 3a-
MEJIJISUICS, B THIIOTOHHYECKOH — TYProp yBEeJTHMYUBAJICS U POCT YCKOPSII-
csa (Pierson et al., 1994; Messerli, Robinson, 2003; Zonia et al., 2006).
BecbMa J€MOHCTPAaTHUBHBI OMBITBI C KYJIBTUBUPOBAHUEM IBLIBIIEBBIX
TpyOOK B pacTBOpe, MPUTOTOBIEHHOM Ha Tspkenoi Boae (D,0). Ilo xu-
MUYECKUM CBOMCTBaM 3Ta Bojia He oTiimdaercs ot o0kraHoi (H,0), Ho ee
Oosiee KpyIHBIE MOJEKYJIBI TOPa30 XyXKe MPOXOIAT Yepe3 KICTOYHYIO
MeMOpaHy. [IbUTbIICBBIE TPYOKH, KYJIBTUBUPYEMbIC B TSDKEIIOW BOJE,
pOCIM HAMHOTO MeJJIeHHee, 4eM B 00bIvHOH (Zonia et al., 2000).
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[TbutbIIEBBIE TPYOKHM YIUTMHSIIOTCS HEPABHOMEPHO, UX POCT TO YCKO-
psieTcsi, To 3aMeIsieTcs. DT U3MEHEHHS SBIISIOTCS BIIOJHE YIOPSIOYEH-
HBIMH, IPHYEM HX PUCYHOK OKa3bIBACTCsl Pa3HBIM y Pa3HbBIX MPEACTABUTE-
neit. Y Lilium longiflorum, nanpumep, CKOPOCTh pOCTa IEPUOTUYECKU
mensmachk ot 0,1 mo 0,4 mxMm B cexynay (Messerli et al., 1999), a cmena
MIEPUOJIOB OBICTPOTO M MEJJICHHOTO pocTa mpoucxoamia yepe3 20-50 ce-
kyHq (Pierson et al., 1996). Y npyrux pacrenuii HaOmoganu noirue (3-8
MUHYT) (a3pl MEIUIEHHOTO POCTa, KOTOPBIE CMEHSINCh KOPOTKHMH (He-
ckonbKo cekyHn) (azamu Oyproro pocrta (Chebli, Geitmann, 2007). Ha
KpYIHbIC KoJieOaHUsI MOTYT HakJapIBaThcs Oomee Menkue (Moreno et al.,
2007). IlpuanHy pOCTOBBIX KOJIEOAHWH BHIAT B YEePEIyIOIIUXCS H3MEHe-
HUSIX BEJIMYMHBI TYPTOPHOTO JABJICHHS W/WIM TPOYHOCTH HAJICTPAMBAIO-
mieiics anukaibHOM ctenku (cMm. Holdaway-Clarke et al., 1997; Messerli et
al., 2000; Messerli, Robinson, 2003; Chebli, Geitmann, 2007; Moreno et
al., 2007). Ecnu mpuyuHON yHOpSTOYEHHBIX W3MEHEHUI TEMIIOB POCTa
SBIIIIOTCS. U3MEHEHHS Typropa, IOCJIeTHHE TOJDKHBI OBITh CTOJb K€ YIIO-
psanodeHHbIME. OTCIOZIA CIICAYET, YTO PACTYIIUE NBUIBLIEBbIC TPYOKH CIO-
COOHBI Pery/mpoBaTh BHYTPEHHEE JaBICHUE. JTO OCYIIECTBIISIETCS, B Ya-
CTHOCTH, 33 CUET KOHMPOIUpyeMo2o BBOJA BOJBI (CM. BBIIIE IUTATY U3
pabotsl Chebli, Geitmann, 2007).

CrpoeHre W cnoco0 pocTa emie OJHOrO MOMYJISIPHOTO O0BeKTa
Mop(doreHeTHIeCKHX HCCIeI0BaHmi — KopHEBoro Bosocka (Hepler et al.,
2001; Cole, Fowler, 2006) — B OCHOBHBIX YepTaxX COOTBETCTBYET OIUCa-
HUIO, IPUBEJCHHOMY JUIsl TIbUIBbLIEBOW TpyOKH. He oTnnvaercst mpuHIM-
MMUATBHO ¥ POCT TH(DBI — KU3HEHHOH (POpMBI TPHOOB U 0OMHIIETOB. [ uda
TOXE IPEACTaBIsIeT cO00i TpyOKy, 4acTo BeTBsytocs. Kakias BETBb
pacTeT Ha BepXylIlKe, UMerolIel Bua nomychepudeckoro kymona. Cek-
PETOpHBIE ITy3bIPHKU NPUHOCAT K BEPXYIIKE CTPOMTENBHBIA MaTepHal;
HOBasi CTEHKa OKasbIBaeTcsi 0oJiee IUIACTUYHOM, YeM CTapble Y4acTKH;
TYPrOPHOE [AaBJICHUE IIPOJBUIAECT BEPXYILICUHYIO CTCHKY, YHJIMHSAA Ta-
KHM ITyTeM TPYOKY; TU(BI PacTyT HEpaBHOMEPHO — TO OBICTpEE, TO MeJI-
nenHee (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 mecrax ¢dopmupoBaHus (BBITISTYABAHIS)
HOBBIX BETBEH CTEHKAa MaTepWHCKOI Tudbl pasmsrdaercs (Saunders,
Trinci, 1979) nnu ucronvaercs (Mullins, Ellis, 1974).

JInst TIONTHOTBI KapTHHBI, WIUTIOCTPUPYIOMICH OIHOTHITHOCTh MeXa-
HHM3Ma TIOJISIPH30BAHHOIO POCTa CTCHOYHBIX KIETOK, NMPHBEAY €lie He-
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CKOJIbKO IpuMepoB. IlepBblii KacaeTcsi pa3BUTHS PHU30MIOB BOAOPOCIH
Fucus. Ha Bepxymike pru3on/a, BEITISTYUBAIONIETOCS U3 3UTOTHL, .. .the cell
wall is weakest” (Taylor et al., 1996, Fig. 10, noamnucs); 3Ta ¢1abocTh O1-
penensieTcsi ICTOHYEHHEM alMKajIbHOW KieTouHol creHkH (Brawley, Ro-
binson, 1985, Figs. 3-6; Harold, 1990). Bropoit npumep mo0aBiseT K cru-
CKY eIlle OJJHY TPYMITy — MOYKYIOLIHECs IPOXKH; B MECTe 00pa3oBaHUs
MOYKH (BBIMSTYMBAHMUS) CTEHKA KiIeTKH pasmsrdaercs (Cabib et al., 1989).
[Tocmeaamii mpuMep JAr0T TPaMITOJIOKHUTENBHBIE OakTepuu: “Since bacte-
ria have no internal skeleton or muscle-like organs to create [pasubie u
Hepenko cinoxHele — BB] forms, the shapes must somewhat result from
turgor pressure and from the restraining forces supplied by the cell wall.
Any shape other than a sphere implies asymmetries or nonuniformities in
the properties of the wall.” (Koch, 1990, p. 327).

Htak, o COBpeMEHHBIM MpEACTaBICHUAM “...turgor pressure and
the non-uniform biochemical composition of the cell wall.” (Chebli,
Geitmann, 2007, p. 235) omnpenensioT HEPaBHOMEPHBIM, B TOM YHCIE
MOJISIPU30BAHHBIN, POCT CTEHOYHBIX KIIeTOK. [Ipo mmazmanemmy oObIYHO
HE TOBOPAT, XOTS U OHA OKAa3bIBAE€T KAKOE-TO CONPOTUBIICHHUE BHYTPEH-
HeMy AaBiieHHI0. Ha BBINSUMBAIOMIMXCA yYacTKax KJIETOK 3TO CONPO-
TUBJICHUEC TOXEC HOJI?KHO 6I)ITL MCHBIIIEC, YEM B JIPYIrUX MECTAX, XOTA OBl
MIOTOMY, YTO 37€Ch B IIa3MalieMMy (Kak M B CTEHKY) BCTpAaUBaeTCs HO-
BBI MaTepHaj, KOTOPbIA MO3BOJIIET YBEIMYUBaATh ee momans. ['padu-
YeCcKH MOJIeNTb H300pakeHa Ha pUcyHKe 2b.

BceoOiiiee npuzHanue MOJEIN B HEMAJIOW CTEIEHH, s yMaro, OIl-
penensiercst TeM, YTO OHA BIIOJIHE OYEBHIHA U MOAKPEIUIETCS, B YaCTHO-
CTH, IPUMEPAMH U3 HAIE MOBCEeIHEBHON >kM3HU. ONMH TakOW NMpUMep
JaeT Msd, oOJaJalolIvidi JIBYXCIOWHOW O00OJOYKOH, TJie BHYTPEHHIOK
PE3UHOBYIO KaMepy OKPYKaeT MOKPBILIKA, COCTABICHHAS! CIIUTHIMU KY-
COYKaMM KOXXH. B HamyToM Msiue kamepa IJIOTHO MPHJIETAeT K MOKPHIII-
ke (KaKk mia3MajieMMa K KIETOYHOW cTeHke). JlaBieHue BHYTpPEHHETO
BO3/IyXa PaBHOMEPHO pacrpeleNseTcsl 0 BCel IO KaMephl U T0-
KPBILIKH U MpHIaeT M4y chepudeckyro popmy. B mecre, rie nokpsimi-
Ka pa3pbIBacTCs, KaMepa BHIMSTYMBAETCS CKBO3b 00pa30oBaBIIeecs] OTBEP-
ctue. PocT BEIIYMBaHUS 34€Chb, KOHCYHO, OI'paHU4Y€H, T.K. OH HE COIIPO-
BOXKJaeTcsl 100aBIeHHEM HOBOTO MaTepuana HU K BHYTpEeHHEH macce
(BO3IyXy), HU K pe3WHOBOM Kamepe. BHeliHe mbUTbIEBYIO TPyOKy HIIU
rudy OoJbllle HAlIOMUHAET PYKEHHBIA CTBOJ. BHyTpeHHee maBieHue,
BO3pacTarollee BCISACTBIE CrOPaHUsS IOPOXOBOTO 3apsiaa, He AedopMu-
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pPYeT CTaNbHOW KOPITyC, HO JBUracT 3apsj — aHajor ciaboil BEpXYIIKH
MbUIbIIEBON TpyOkH win Th(BL. [Iporiecchl, MOX0XKHe HAa HEpaBHOMEp-
HBIi, B YaCTHOCTH, BEPXYIICYHBIH POCT CTEHOYHBIX KJIETOK MOXKHO OBLIO
OBl BCIOMHUHATH U Jlanee.

HecmoTtpst Ha conmumHyto 000CHOBAaHHOCTh M OYEBHIHOCTH MOJIEIN
anMKaJIbHOTO POCTA, TI0 TOBOLY Hee BBICKAa3bIBAIOT M HEKOTOPHIE COMHE-
HUS. DTO AENaroT Jake aBTOPHI, paHee BCelelo MOIAePKUBaBIINE TIaB-
Hble ToyokeHus Teopuu (cpaBH. Harold, 1990 u 2002). OcHoBanueM
MIOCITY>KHJIM CBEJIEHHSI O TOM, 4TO TU(BI oomueToB (Saprolegnia, Ach-
lya) ciocoOHBI pacTy TIpU OYE€Hb HU3KOM WIIH JIaXKe HYJIEBOM TYPrOpHOM
nasinennn (Money, Harold, 1993; Harold et al., 1996). Ho ecnu He naB-
JICHHUE JKUJIKON BHYTPEHHEW MAacChl, TO YTO WHOE MOXET JIBUTATh Bep-
XyHKy KieTok? CorjiacHO MOJENHU, MPUHATOH MHOTHMU JJISl )KUBOTHBIX
KJIIETOK, 000JIOYKY TOJKAIOT CIIOKCHHBIE B ITyYKHU aKTHHOBEIE (hHIIaMeH-
THI (CM. HWKE). Y OOMHIIETOB aKTHHOBBIC (PMIIAMEHTHI JCHCTBUTEIEHO
nocturarot camoi BepmuHbl (Jackson, Heath, 1990, tekct u Fig. 6), HO
ABTOPBI CUMTAJIM, YTO AKTUHOBBIN KOJIAYOK CIIY>KHT JIUIIIb YKPEIUICHUIO
c1aboil anmuKalbHON CTEHKH. B MBUIBIEBBIX TPYOKaX MyYKH aKTUHOBBIX
¢unamentoB (cables) mo BepmmHbI BooOme He moxoxsar (Miller et al.,
1996; Taylor, Hepler, 1997; Vidali, Hepler, 2001; Cai, Cresti, 2009).
OcraeTcs elle oAWH BapHaHT — OOKOBBIE CTEHKH TPYOKH YITHHSIOTCS
camu, Oe3 BIMSIHUSA BHYTPEHHEH Macchl (TIOHSATHO, YTO 9Ta Macca JOJK-
Ha YBEJIMYUBATHCS MPOIOPIIMOHATIBHO, MHAYEe BHYTPH BO3HUKHET pa3pe-
skeHHoe mpoctpancTBo). Ho Hepler et al. (2001, p. 161) cnenuaibHo
noguepkHyny, uro “Growth is restricted to the tip of the dome, with no
elongation occurring along the sidewalls.” Boo0iie, Tpy1HO BOOOpa3uTh,
YTO CaMOCTOSITENFHBIH POCT CTEHOK MOXKET CO3JIaTh MPAaBWIBHBIN TTOITY-
chepryecKuil KyroJl, KaKuM SIBIIIETCS BEpIIMHA MBUIBIIEBOW TPYOKH U
rpubHOM TH(MBI WM HapOXKJAKOMascsd IM0YKa JPOXOKeH. 3aTo JIerko
MPeJCTaBUTh, YTO Takas opMa SIBISETCS PE3YIbTATOM PABHOMEPHOZO
JABJICHUS TUTACTUYHON (KMIKOI) BHYyTPEHHEH MacCHl.

Mogens, onuchiBaromyo (opmooOpa3oBaTeNbHbIE HPOLECCH Y
CTCHOYHBIX KJIETOK, 5 Oyay Has3bIBaTh cudpomexarnuyeckou (cM. bopx-
Bapar, 2002a,0, 2009, 2010). Bce nanbHeliinee U3JI0KEHUE HAIICICHO Ha
YTBEPKJICHUE 3TON MOJICTH B KAUYECTBE YHUBEPCAIBLHOU CXEMBI, CITOCO0-
HOM OOBSCHUTH CaMblIe pa3HbIC MEXaHUYECKUE MTPeOOpa30BAHMS Y CAMBIX
Pa3HbBIX )KHUBBIX ITOJIOCTHBIX TEIl.
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Knemxu, ne umerowue cmenxu

[Tepexoas K )KUBOTHBIM KJIETKaM H MPOTUCTaM, MPHUBEIY €IIC OJIHY
IIUTaTy, XapaKTePU3YIOIIyI0 COBPEMEHHBIE NMPEACTaBICHUS 0 (popmMoos-
pa3oBaTENbHBIX CIIOCOOHOCTSIX CTEHOYHBIX KieTok: “In physical terms,
cell shape and size are governed by the mechanics of the cell wall...”
(Cosgrove, 1997, p. 1031). Ybexnenue, 9T0 UMEHHO MPOYHAs CTEHKa
UTPaeT MEePBOCTENICHHYIO POJb B MEXaHUUECKHUX MPeoOpa30BaHUAX pac-
TUTENBHBIX U UM MOJOOHBIX KJIETOK, YKPEIUISIET, B YaCTHOCTH, TOT (haKT,
YTO TIOCNIC YJAJCHHS CTEHKHM ‘“‘OTOJICHHBIE” KJIETKH — MPOTOILIACTBI —
OpUHUMAIOT chepudeckylo (GopMmy, T.e. HE COXPAHSAIOT B OTCYTCTBHE
CTEHKHM BMJ, IPUCYLIMH HOpMalibHOM KieTke. B Tex ciydasx, korga
MPOTOILIACTHI CO3JIAIOT CIIOKHBIE (DOPMBI, 3TO MPOUCXOINT, KaK Tojara-
10T, oA neiictBueM ocoObix dakxtopos. Tak, Steinberg (2007) ommcan
TOJIBIX MyTaHTHBIX Neurospora (Tpu0bl), KOTOpBIE AaBalli BHIPOCTHI, IT0-
noOHbIe mceBponoausM. [Ipu aTom aBTOp OBUT yBEpeH, UTO pa3BUTHE
OTPOCTKOB HE MOET OBITh BEI3BAHO CHJIAMH, OOBIYHO ACHCTBYIOIIMMH B
creHouHbIX KieTkax: “The formation of cellular extensions in the ab-
sence of a cell wall indicates that internal cytoplasmic forces are gener-
ated that might involve the cytoskeleton.” (Steinberg, 2007, Fig. 5, noa-
nHch). B OTHOMEHNH M3HAYABHO TOJBIX JKUBOTHBIX KIIETOK M OJHOKJIE-
TOYHBIX OPTaHU3MOB IT0JJOOHOE€ MHEHHE CUUTAIOT eIlle OoJiee OnpaB/iaH-
HbIM. [{UTHpPYs aBTOPOB, JOMYCTHBIIMX YYaCTHE TMAPOCTATHUCCKUX CHIT
B (OpPMHUPOBAHUH BHIPOCTOB XUBOTHBIX KieTok, Harold (1990, p. 413)
nucan: “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 Moit — BB] that apparently separates morphogenesis in
walled and unwalled cells will narrow still further.” Ilponacte mMexmy
CTEHOYHBIMH U O€CCTEeHOYHBIMH KileTkaMu! Bo MHOTMX yMax 70 CHX 1Op
coxpansercsi yOexJieHre B TOM, YTO OHa JEHCTBUTEIHHO CYIIECTBYET.
Tak n1m 3T0?

BeccreHOUHBIE KIICTKH, KaK ¥ CTCHOYHBIC, SBISIOTCS TYPrOPHBIMH
tenamu. OTiimane OECCTEHOYHBIX KJIETOK COCTOUT JIUIIh B TOM, YTO Y
HUX Typrop cia0bli, T.e. OTIIMYNE HE KaUeCTBEHHOE, a KOJIMYECTBEHHOE.
B HOpMme muazmaneMma OECCTEHOYHBIX KIICTOK TOXKE HAaXOAUTCS B Ha-
NPsHKEHHOM COCTOSIHUHM, NP €€ pa3pyLIeHNH IUTOIUIa3Ma BBITEKaeT Ha-
pyXy. CXOICTBO CO CTCHOUHBIMH KJIETKaMH OOHapy>KUBaeTCi U B JIPY-
rHX OTHOIIeHUsX. [1oJ0OHO KieTKaM pacTeHuil U TPHOOB JKMBOTHBIC
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KJIETKA TIOCTOSHHO OOMEHHWBAIOTCS BOJOW C OKPYXKAIOIMIEW Cpeoi, H
3TOT OOMEH OHU PETyIHPYIOT.

Emte Trinkaus (1969) nucait, 4To 0OBIYHBIM COCTOSTHUEM YKHBOTHBIX
KJICTOK SIBISETCS WX MyJabcalus (PUTMHYHOEC HW3MCHEHHE 00beMa).
[lo3gree ObuO 3asBreHO, 4uTo ““...volume regulation is a fundamental
cellular process ...” (Cala, 1980, p. 684). Jlns onucaHus MpoIeccoB pe-
TYJIUPOBAHMS TPUHATHI TaXKe CHCIHAIbHBIC CIOBOCOYETAHUS C YCTaHO-
BHBIIECS aO0peBHaTypoOii: peryiIsaTopHoe yMeHbIeHne ooréma (regula-
tory volume decrease — RVD) u perymsaropHoe yBenndenne oOBEMa
(regulatory volume increase — RVI). PeryssatopHbie crnocoOHOCTH TOKa-
3aHbI B OMBITaX, KOrJa KIETKH, 1e(HOPMUPOBAHHBIC B THITO- MU THIIEP-
TOHUYECKOM PacTBOpPE, AKTUBHO BOCCTAHABIIMBAIM CBOW 00beM U hopMy
(Mast, Hopkins, 1941; Grinstein et al., 1984; Eveloff , Warnock, 1987).
Howus O6I>ILIHI)IX YCIIOBUAX O6T>CM KJICTOK HE SABJIACTCA IOCTOAHHBIM, U
MOXKET MEHSTHCS, HAllpuMep, B OTBET Ha pasznudHble ctumyinsl (Hoff-
mann et al., 2009). O’Neill (1999) cnenmansHO MOAYEPKHYI, UTO KIETKH
MIJICKOIIMTAOIIUX MCHSAIOT O6’b€M HUMEHHO B M30TOHHYECKOU cpeae, u
HA3BaJI ATy CIIOCOOHOCTh UX (HYHIAMEHTALHBIM CBOMCTBOM.

Perynsinmst o0beMa MPOMCXOAUT MyTeM MEPEMEIICHUS] BOJbI Yepe3
memOpany (Wehner et al., 2003; Papadopoulos et al., 2008; Hoffmann et
al., 2009). OcobGeHHO OOBIIOE BIUSIHUEC HA BOJIHBIN TPAHCIIOPT OKa3bIBa-
10T CIEeNUATM3UPOBAHHBIC MEMOpPAHHBIC KaHAIbI, AKBATIOPUHBI, KOTOPBIC
MHOTOKpPaTHO YCKOPSIIOT TIPOXOKACHHE BOJABI CKBO3b IUIA3MaJIeMMy
(Verkman, 2005; Verkman et al., 2006; Papadopoulos et al., 2008). Akga-
MOPHHBI HAWICHBI Y BCEX JKMBBIX OPraHU3MOB, HauMHas ¢ npokapuoT (En-
gel et al., 2000; King et al., 2000; Maurel, Chrispeels, 2001). Onu ectpb
naxe B 000JIOYKE OpraHelul, HapuMep B TOHOIUIACTE BaKyoJel pacTu-
tenbHBIX KieTok (Chrispeels, Maurel, 1994; Chaumont et al., 1998).

OTKpBITHE aKBANIOPUHOB TMOBBICHJIO WHTEPEC K HM3YUCHHIO DPOJIH
BOJBI B MEXAaHWYECKHX IMPeoOpazoBaHUSAX OECCTEHOUHBIX KJIETOK. Tem
HE MeHee, 3aMeTHO OoJiblliee BHUMAHUE 371€Ch YJCISIOT IUTOCKENETY,
MPEX/Ie BCEr0 aKTHHOBBIM (pristaMeHTaM. [Ipu 3TOM pedb HET Jariie Bee-
ro 00 axmuenvix NEHCTBUSX MOCIEIHUX, KOTOPHIE OHU BBITIOIHSIOT Ca-
MOCTOATEIIBHO WJIM B KOOII€paluu ¢ MUO3WHOBBIMU (bI/IHaMeHTaMI/I. Oo-
mee HaCTPOSHUE KOPOTKO W scHO otpasui Pollard (2000), mocraBuB B
3aroJOBOK OJHOTO U3 Pa3leyioB CBOEH 0O30PHOH CTaThH, MOCBALICHHON
COKpPAaTUTEIbHBIM CHCTEMaM, clioBa “Actin everywhere”. Hackoiyibko om-
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paBIaHO MpEICTaBICHNE 00 aKTHBHON MEXaHMYECKOW POJIH IIUTOCKEIeTa
B KHU3HU 0ECCTEHOYHBIX KIETOK?

Yare Bcero u B pa3HbIX MOZETSAX UCTIONB3YIOT (PaKTOp aKTOMUO3H-
HOBOTO COKpalleHus. Yike B naBHHe BpeMeHa ‘“‘Practically all of the in-
vestigators... held that movement in all animals is due to contraction
similar to that found in muscle fibers.” (Mast, 1926, p. 348). [lockonbky
B T€ BpPEMEHA K XMBOTHBHIM OTHOCHJIM U MPOTHCTOB, MPEACTABICHHUS O
“MBIIIICYHON” OCHOBE IBIDKCHHS OXBATHIBAIHM UPE3BBIYAWHO IMHPOKHUI
Kpyr opranu3zmoB. Cam Mast (1926), Hampumep, CUHATAN, 9TO B JIOKOMO-
UK amMeObl BaKHEHWIIYIO POJIb UTPaeT CKaTHEe MEpUPEPHUUECKOrO CIOs
IIUTOIUIa3MBI B €€ 3aJHEM OT/eje. MBIIIeYHOe COKpPAICHHE TaBHO CBS-
3alM ¢ aKTHHOBBIMH M MHO3MHOBBIMH (DMIIAMEHTaMH, @ TEOPHUS CKOJb-
3SIMUX HUTEH OOBSICHMIIA, KAK OHM JNEHCTBYIOT B IMOIEPEYHOIIOIOCATOM
MBIIIIEYHOM BOJIOKHE. AKTHHOBBIE M MHO3WHOBBIE (I)I/IHaMeHTI)I 6I)IJ'II/I
HaWJICHBl W B HEMBIIICYHBIX KJIETOK, M TOTJA CTapas MbICIb IOTYYnIa
KOHKpeTHoe BeIpakeHue: ‘“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 aprymeHTHl B
MOJIb3y AKTOMHO3WHOBOHM TNPHPOJIBI COKPATUTENBHBIX JCHCTBUI HEMBI-
IIEYHBIX KJIETOK, KPOME MpUMepPa MYCKYJIbHBIX BOJIOKOH?

Hauny c ombITOB, MOKa3aBIIMX, YTO LUTOILIazMa (uOpo0sIacToB,
JHIICHHAs T1a3MajJIeMMBI, CIIOCOOHA C)KUMATBCS NIPU T00ABICHUH K pac-
TBOPY MOHOB KalbLiUs; CheprueCKUe JeMEeMOpPaHU3UPOBAHHBIC KJICTKU
CKUMAJIUCh CUMMETPUYHO, @ NPEABAPUTEILHO PACTAHYTBIE — YKOpayu-
BaJINCh BIONb TMHUM pacTshkeHus (Izzard, Izzard, 1975). ABrops! cpas-
HWJIM 9TH NPEBPAIlEHHs C NMPEBPALICHUSIMH MYCKYJIBHBIX BOJOKOH, ITO-
Jirarasi, 410 MX OCHOBOM CJIY’KaT aKTUHOBBIC 1 MHO3WHOBBIC q)HJ'IaMeHTI)I;
XapakTep pacloJOXEeHUS M B3aUMOJCHCTBHUS 3THX (HUIAMEHTOB YCTa-
HOBJIEH He ObuL. Teneppb ycTpoiicTBO IMTOCKEIETAa HEMBILLICUHBIX KJIETOK
HU3BECTHO JIy4IlIC, U MPUXOANUTCA KOHCTATUPOBATH, YTO OHO MAJIO ITOXO0XKE
Ha €ro yCTPOMCTBO B MbIIIIAX.

CoxpaTtuTtesnbHble OJOKM MONEPEYHOIN0JIOCATHIX BOJIOKOH — CapKo-
MEpBI — MPEJCTABISIOT COO0M BHICOKO YIOPSIOYEHHBIE CHCTEMBI. AKTH-
HOBBIC U MHNO3HUHOBBIC Q)HﬂaMeHTBI JICKAT B HUX MapaJlyICJIbHO U IIPpU CO-
KpallleHUH MBIl CKOJIB3AT OTHOCUTEIBHO JIPYT Apyra, YTo 3apHUKCH-
POBaHO MpPSIMBIMH HaOJIOACHUSIMH. M3-3a 3TOTO BCS COBpEMEHHas TEO-
pHS MBIIIEYHOTO COKPAILCHUS MOTy4YHIa Ha3BaHUE TEOPHH CKOJB3SIINX
HUTEH. AKTOMHO3WHOBBIE KOMILIEKCH HEMBIIIEUYHBIX KJIETOK, MO MHe-

16



HHUIO OOJIBIIMHCTBA aBTOPOB, CAPKOMEPHOI OpraHM3alié HE UMEIOT; B
KOpTEKce, HalpuMep, OHU OOBIYHO MTOKA3hIBAIOT CETEBOE PACIIONIOKCHUE.
Ckonbxenusi punameHToB 31ech He HabOmomamu. Verkhovsky et al.
(1995) oOHapyxUIM MOXOKUE HA CAPKOMEP OOBCAMHCHUS aKTHHOBBIX U
MHO3WHOBEIX ()MIIaMEHTOB B BbIpocTax ¢ubdpoodmactos (Figure 8d aBTto-
POB) U JOMYCTHJIM, YTO OHH MOT'YT Y4aCTBOBATh BO BTSTHMBAHUH JIAMEJI-
JUIOANH; CHIeNUANBHBIX HAOIOCHNH 3a MMOBEJCHHEM KOMILJIEKCOB MPO-
BEe/IeHO He ObU10. B mccenoBaHuaX capkoMepoB OYEHb CTPOTO YUHUTHI-
BAIOT pa3MepHbIC MOKAa3aTeN, YyTh JIM HE 10 HAHOMETpa BBIBEPSs pac-
CTOSTHHE MEXIly MUO(HUIaMEHTaMH, AJTMHY MHO3UHOBBIX TOJIOBOK, BEJIH-
YuHYy UX pabodero xoma u T.4. B ommcaHmsSX akTOMHO3MHA HEMBIIIEY-
HBIX KJIETOK HMKAaKHMX Pa3MEpHBIX XapaKTepUCTHK HeT. Hakower, B OT-
nugue oT (GuIaMeHTOB capKoMmepa, aKTHHOBBIE (MIIAMEHTHI HEMBIIICU-
HBIX KJICTOK HE SIBJISIOTCSI CTaOMJIBHBIMH DJIEMEHTAMH, OHH BCE BpeMs
pacnanaroTcs U MOJMMEPU3YIOTCS BHOBb.

CXOICTBO C CapKOMEpaMH BHIAT B TaK HA3bIBAGMBIX CTPECC-
BoJIokHax (stress fibers), ocoOBIX My4YKaX aKTHHOBBIX U MHO3WHOBBIX
¢unamentos (Sanger et al., 1983). @unaMeHTHI cTpecc-BOJIOKOH HE pac-
MOJIaraloTCs CTPOTO MapauleNbHO ApyT Apyry (Hanpumep, Katoh et al.,
1998, Fig. 11a), HO U3BJIEYEHHBIE U3 KIETOK MYYKH MOTYT YKOPauYUBATh-
cs u cyxarbcs B ipucytcrBun AT® (Katoh et al., 1998, 2001). Cornac-
HO KpaiiHel Touke 3peHus, “Stress fibers play a central role in adhesion,
motility, and morphogenesis of eukaryotic cells...” (Hotulainen, Lappa-
lainen, 2006, p. 383). MHeHnue 00 uX “leHTpaNIbHOMN POJK”, OHAKO, €CTh
SBHOE IpeyBeJNYeHHe, OoJiee TOro, 3Ta Poiib BOOOIIE HE OYCHB SICHA.
Camu Hotulainen, Lappalainen (2006) npusHaiy, 4To CTpecc-BOJIOKHA Y
HETIOIBIDKHBIX KIICTOK Pa3BUTHI JIydllle, YeM Y MOJBIKHbBIX. Isenberg et
al. (1976) He yBumenu NpSAMON CBS3H MEXAY YKOPOUCHHEM CTPECC-
BOJIOKOH U IIJI0H KJICTKU Y PEIIIIN, YTO 9TH MYYKH HE SIBIISIFOTCS €1 H-
CTBEHHBIMH CTPYKTypaMmH, OTNpPENeNIONIMMU ee cokpamienne. Ctpecc-
BOJIOKHA OTCYTCTBYIOT y Dictyostelium v HEUTpo(MIOB, 4TO HE MelaeT
UM JBUTaThCs U akTUBHO MeHATH Gopmy (Friedl et al., 2001). ®ubpob-
JIACTHI C UCKYCCTBEHHO Pa3pyIICHHBIMH CTPECC-BOJIOKHAMH JIaXKe YBEIIU-
YMBaJX JIOKOMOTOPHYIO W (OpPMOOOpA30BATENHLHYIO aKTHBHOCTH TIO
cpaBHeHUIO ¢ KoHTponbHBIME (HOner et al., 1988). Burridge (1981) ne
OTpHLIAT HAJIWYHUS COKPATHTENBHBIX CHOCOOHOCTEH y CTpecc-BOJIOKOH,
HO CYHTAJI, YTO 3TH CIIOCOOHOCTH HE PEATN3YIOTCSI BO BpeMs JIOKOMO-
. C TakuM MHeHHEeM ObLT corniaceH Stossel (1993).
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Y6exneHue B TOM, YTO aKTOMHO3UH HEMBILIEYHBIX KJIETOK 00Jana-
€T COKpaTUTEIbHBIMH CBOWCTBAMH, BRIVIIAUT MPOCTO Kak Bepa. Charras
et al. (2006), ckaxkem, IPU3HABANIHU, YTO KOPTEKC HE UMEET CapKOMEPHOMH
OpraHu3alli, U Kak B HEM B3aHMOJEHCTBYIOT aKTHHOBBIE U MHO3WHO-
Bble (DMIIAMEHTHI — HE SICHO, OJHAKO B COKPATUTENBHBIX CIIOCOOHOCTSIX
KOpTeKca He COMHEeBaNUCh. CITIOCOOHOCTh aKTOMHO3WHA COKPAIIAThCS HE
CTaBWIM oA comMHeHue u Brown, Bridgman (2003, p. 425), HO, onHCHI-
Basg pa3BUTHE KOHyca pocTa Heiipura, oTMermiu: “...a model that ex-
plains the site of force generation or molecular details of the actin—
myosin interaction has been lacking.” [TonoOHbIe 3asBIEHUSI MBI HUXKE
BCTPETHM He pas.

B o6mem, HUKTO HE 3HAET, KaK COKPAIIAETCS AaKTOMHUO3MH HEMBI-
IICYHBIX KJICTOK, HO BCE (MJIM MHOTHE) YOSKIEHBI, YTO COKPAIACTCsl.
Ota Bepa, yxoJslias KOpHSAMH B JICBSITHAALATHIA BEK, O4YeHb YIOOHA,
MTOCKOJIBKY TTO3BOJIAET ‘‘aKTOMHO3MHOBHIM™ (DaKTOPOM OOBSACHUTH MHO-
rue TpaHchopmanuu kietok. Ee moanepxuBaeT mpuMep MBILIEYHOTO
COKpalleHHs, B TOM BHJE, KaK €ro MOHWMAaeT COBPEMEHHas TeOopus
CKOJNIB3AIIMX HUTEeH. BMecTe ¢ Tem, uaes, 4To aKTHHOBBIE (DUIIAMEHTHI,
caMM WJIM B aKTOMHO3WHOBBIX KOMIUIECAX, COBEPIIAIOT MEXaHUYECKHE
JIeCTBUS, UMEET, Kak OyaTo, 1 Oosee mpoyHyto onopy. Ee Buasar B pe-
3yJIbTaTax dKCHEPUMEHTOB, B KOTOPBHIX KIIETKH IOJIBEPTraloT JECHCTBUIO
WHTUOMTOPOB (DMIIAMEHTO3HOI'O aKTHHA, MPEXAE BCETO LUTOXATa3HHOB.
LuToxana3uH He MO3BOJISIET AKTHHOBBIM MOHOMEPAM MPHCOCTUHATHCS K
OTIEpPEeHHBIM KOHIIAaM (UJIAMEHTOB, T.€. He JjaeT UM pacTu. [lockonbKy Ha
MIPOTUBOIIOJIOKHOM KOHIIE (PMIIAMEHTOB MPOUCXOIUT UX ACTIOIUMEPH3a-
LS, COZIEpKaHKe B KIIETKe (PUIIaMEHTO3HOIO aKTHHA yMeHbInaeTcsa. On-
HOBPEMEHHO MeHseTcsl popMa KIIETOK, CHUIKAETCS UX JIBUTaTeNIbHAS WIN
POCTOBasi aKTUBHOCTH, OJIOKHPYETCSI HUTOKUHES. ..

Pesynbrarthl ONBITOB, NPUMEHSBIIMX LUTOXaJa3UHbI, JOBOJIEHO
MPOTHBOPEYUBEI, Pa3HbIe aBTOPBI PUXOIWIN TIOPOH K TPSMO TPOTHUBO-
MOJIOHBIM BBIBOJIAM; 3TO KacaeTcsl, PeXJie BCETo, MOCIEACTBUI 0Opa-
0oTku kierok nuroxanasuHoM B (cm. Holtzer, Sanger, 1972; Burgess,
Grey, 1974; Miranda et al., 1974; Isenberg et al., 1976; Bliokh et al.,
1980; Marsh, Letourneau, 1984). Yxke B niepBble IoJbl IPUMEHEHHS 11~
ToxanasuHa B 0OHapyXHIIOCh €ro MMPOKOe (HEeCTIEIM(PUISCKOE) TCHCT-
Bue (cMm. Burnside, Manasek, 1972). [locreneHHO BBISCHSUIOCH, YTO, I0-
MHUMO MPOYETo, [IUTOXaJa31uH BO3EHCTBYET HENOCPEICTBEHHO Ha ILIa3-
manemmy (cm. Sanger, Holtzer, 1972; Burgess, Grey, 1974; Everhart,
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Rubin, 1974; Miranda et al., 1974), B 9acTHOCTH Ha KaHAJIbI, TIPOBOIS-
e rroko3y (Holtzer, Sanger,1972; Loike et al., 1993), narpuii, kammit
u xynop (Janmey, 1998; Mazzochi et al., 2006). Llutoxanasun D Toxe
MOKET BIMSTH Ha PabOTy XJIOpOBBIX KaHaoB (Suzuki et al., 1993;
Schwiebert et al., 1994) u Tparcnopt rimroko3s (Tsakiridis et al., 1994).
I'moko3a ¥ OTHOBANEHTHBIE MOHBI YIPABISIOT OCMOTHYECKUM MepeMe-
LICHWEM BOJbI Yepe3 KIETOUHYI0 MeMOpaHy, U BIUSHUE [IUTOXaTa3uHOB
Ha TPAHCIOPT BOJBI Yepe3 MIa3MalIeMMy JCHCTBUTEIBHO 3apETUCTPUPO-
BaHo (Loike et al., 1993; Mills et al., 2000). 3To 0OCTOSITETLCTBO CTABHUT
O]l COMHEHHE HaJIe)KHOCTh IIUTOXATA3MHOBOTO METO/a B M3YYCHUH Me-
XaHUYECKOM PONTM aKTHHOBBIX (DUIAMEHTOB, TIOCKOJBKY BXOJ U BBIXOJ
BOJIBI CKa3bIBACTCSA HA 00BEME KIETOK M, KaK MOKa3bIBaeT MpPUMEp CTe-
HOYHBIX KIIETOK, MOXET BIHATh Ha MX (opMmy. B camom aene, KieTku,
MOJIBEPTHYTHIC JCHCTBHIO HUTOXanasuHa B, ymenpmanu oobem (Hsu,
Becker, 1975; Koshy et al., 1996) unu Tepsiiin citocOOHOCTB €r0 Peryiu-
poBatb (Cornet et al., 1993; Pedersen et al., 2001). Lluroxanasun D oc-
TaHaBIMBAJ Tpolecc perynaropHoro ymenoienus (RVD) u yBenmuue-
uHus (RVI) oowema xnerku (Lang et al., 1998; Petrunkina et al., 2004;
Hoffmann et al., 2009). Hannuue nuroxanasuna D B Boze, OKpyKaroiei
SMOPHOHBI MOPCKOT'O €Xa, 3aMETHO YCKOPSIIO MPOIECC YMEHBIICHHUS HX
o0beMa, MPOUCXOAUBIIETO MO JekcTBreM Kommpeccuu (Davidson et al.,
1999); o0beM yMeHbIIAICS, KOHEYHO, B PE3YJIBTATE MIOTEPH BOJIBI.

[lonBoast WTOr TEpPBHIM JABYM JECATHIICTHSIM ‘‘TIMTOXaIa3MHOBOM
aper”’, 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 proteins.
Although cytochalasins are the best available probes, they do not satisfy
these criteria fully.” [{utoxanasun B, no MHeHHto 3TOro0 aBropa, He clie-
IyeT WCIIONIb30BaTh, HAPUMED, IPH U3YUYEHUN KIETOYHON MOJBHKHOCTH.
Cnoa, npo3pyuasiiue no3anee (Mills et al., 2000, p. 209), umeror erie
Oosee mMpoOKOE 3By4aHue: “...caution must be exercised in the use of cy-
tochalasins to probe the role of F-actin in cellular function.” Mills et al.
(2000) momaramm, yto pasHele nuToxaiasuuel (B, D u E) moryt mensts
(dhopmy KieTok 1 0e3 BO3/ICHCTBUS Ha aKTHHOBBIC (DUIaMEHTBHI.

B BoceMuIECSTBIE TOABI MTPOLUIOTO BeKa B MPAKTHKY W3yUCHHS Me-
XaHWYECKOM POJIM aKTUHOBBIX (PHJIAMEHTOB BOIIUIN JIATPYHKYIUHBI (A H
B) (Schatten et al., 1986; Spector et al., 1989). Kak u riuToxana3uH, jat-
PYHKYJIHH TPENSITCTBYET MOJUMEPHU3alMU aKTHHA, HO JeNacT 3TO HHAYe
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— CBA3BIBAS TIIOOYISIPHBINA akTHH. [leificTBHe MaTpyHKYIMHA TPEACTaBIIs-
ercs Oomnee cnermubnaasiM (Morton et al., 2000; Baluska et al., 2001),
OJTHAKO M OH BIUSET Ha TPAHCIIOPT HATPHA U XJIOpa Yepes3 Mia3MaieMmy,
a TaKKe Ha BHYTPHKJIETOYHOE IMEPEMEIICHHE aKBallOPUHOB, KOTOPBIE
00JIeT9aroT MPOX0XKACHNE BOMBI Yepe3 KiIeTounyro Mmemopany (Mazzochi
et al., 2006). Ectp nanHele, 4TO NaTPYHKYJIWH MEHSET MPOHUIIAMOCTH
sunorenus porosuilsl (Peterson et al., 2000). [lomo6HO mUTOXana3uHy,
OH HapymIaeT peryisiuio kinerogHoro oorema (Hoffmann et al., 2009).
[IpuMeHeHne IUTOXATa3uMHOB AAJEKO HE BCEr[a KaXKeTcsl ylauHbIM
METOZOM HCCIICIOBaHUS MEXaHHYeCKUX (YHKUWH aKTHHA, U HET OOJb-
LIMX OCHOBAaHUM IyMaTh, YTO IPUMEHEHHE JATPYHKYJIHMHOB Aa€T HAMHO-
ro Jiyyiiue pe3yibraTsl. Ho momycTum, 4To HaijeH aOCOMIOTHO CIEIH-
(UYHBI UHTUOUTOP, KOTOPBIH NEHCTBYET TOJIBKO HAa akTWH. 1 B 3TOM
cllyyae TIOKa He MOXKET ObITh YBEPEHHOCTH, YTO OIBITH C MPUMEHEHHEM
TAKOr0 HAEATBHOTO WHCTPYMEHTA BCKPBIBAIOT MMEHHO MEXaHUYecKue
(hyHKIIME aKTHHOBBIX (uiamMeHToB. CyIIecTBYIOT JaHHbBIE, 94TO 3TH (pu-
JIAMEHTBI OKa3bIBAIOT BIHMSHUE HA pacrpelielieHre MeMOpaHHBIX OEIKOB
(Paller, 1994) u pabotry monHbIXx KkaHaioB (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) nona-
rajy, 4YTo IUTOXala3uH D W JaTpyHKYJIHH aKTUBH3UPYIOT PabOTy XJIO-
POBBIX KaHaJOB MMEHHO 4epe3 pa3pylleHHEe aKTHHOBOT'O LHUTOCKENETa,
KOTOPBIl B HOpME 3Ty paboTy TopMmo3uT (cM. Takke Lang et al., 1998;
Mazzochi et al., 2006). ITo cnoam Mills, Mandel (1994, p. 1164), “The
cytoskeleton, so named because of its role in cell shape and morphologi-
cal organization, may also play a key role as a regulator of membrane
transport events.” AKTHBH3AIUS WM TOPMOXKEHHE PaOOTHl MOHHBIX Ka-
HAJIOB MO>KET BIIMSTH HA BOAHBIM OOMEH KIIETOK U, Aajiee, Ha uX 00beM 1
¢opmy. Mmenno B Takom miane Baluska et al. (2001), nanpumep, pac-
CMaTpHBaJH Y4YacTHE AKTHHOBOTO IIMTOCKEJeTa B Y/JIUHEHWUH PaCTH-
TEJBHBIX KIJIETOK. JlOIyCKaroT, 4TO KOPTUKAIbHBIA F-akTHH KOHTpOJU-
pPYeT CIUsIHHE CEKPETOPHBIX ITy3BIPHKOB C KJeTouHoW mMemOpaHnoii (Ba-
chewich, Heath, 1998), T.e. BMsieT Ha MOCTYIUICHUE CTPOUTEILHOTO Ma-
Tepuaia K ee pactymmum ydactkam. Papadopoulos et al. (2008) obpaTumm
BHUMAaHUE Ha TO, YTO MOJMMEPHU3ALUS WM JETOJMMEPU3aLHs aKTHHA
COOTBETCTBEHHO yYMEHBILIACT WJIM YBEINYMBAET OCMOTHYECKYIO KOHIICH-
TPALUIO LIUTO30JIs1 U TAKUM ITyTE€M BJIMAET Ha IIEPEeMELICHUE BOJIbI Uepes
a3MaieMMmy. 3aMedy, HaKOHEL, YTO MHEHHSI O POJIM aKTUHOBBIX (uia-
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MEHTOB B PETyJIMPOBaHWU PabOTHI MOHHBIX KaHAJIOB BO MHOTOM (hOpMHU-
POBAINCH B XO/I€ SKCIIEPIMEHTOB C TPUMEHEHNEM BCE TEX )K€ IUToXaa-
3MHOB, KOTOpbIE, IO MHEHHUIO psiZia aBTOPOB (CM. BBIIIE), MOTYT BIHATH
Ha KJIETOYHYIO MeMOpaHy U HETIOCPEICTBEHHO.

Kax Bugnm, pe3ynsTaTsl, HOITYISHHBIE C IIOMOIIBIO ITUTOXATA3NHOB
U JIaTPYHKYJIMHOB, MOKHO MHTEPIPETUPOBATH MO-Pa3HOMY, B TOM UHUCIIE
U B MOJB3Y THAPOMEXaHUYECKOH MOJENH. 31eCh BaKHO MOJYEPKHYTD,
YTO caM (paKT pa3pymIUTeT-HOTO BO3ACHCTBUS MHTHONTOPOB HAa aKTHHO-
BBIM ITUTOCKEJIET COMHEHMI HE BhI3bIBaeT. HaroMHI0, pU 3TOM, UTO aK-
TUHOBBIC (DUITAMEHTHI AIOT OCHOBY KOPTEKCa, M MX COCTOSHHE BIIOJTHE
MOJKET CKa3bIBAThCSI HA MEXaHUIECKUX CBOMCTBAX KIETOYHON 000JIOUKH.
A TIpuMep CTEHOYHBIX KJIETOK MOKa3bIBAET, KaK ATH CBOMCTBA BIUSIOT Ha
(hopMo0OOpazoBaTeNbHBIC MPOIIECCHl. B 3TOM IiaHe pe3ysbTaThl, MOJY-
YEeHHBIE TIPU 00pabOTKE KIETOK IUTOXANa3MHOM M JATPYHKYJIHMHOM, HaM,
0e3yCI0BHO, HHTEPECHBI.

HecMmoTps Ha BEIpakeHHOE CKENTHYECKOE OTHOIICHNE K AKTUBHOMY
YUYaCTHIO IUTOCKENIETa B MEXaHUYECKUX MPeoOpa3oBaHUsIX KIETOK, MOJ-
HOCTBIO OTBEPraTh TaKyl BO3MOXHOCTH s IIOKa HE HaMepeH. | nmoressl,
MIPUBIICKAIOIINE “aKTUHOBBIA W ‘‘aKTOMHUO3UHOBEI (haKTOphI K 00BsIC-
HEHHMIO TeX WJIM MHBIX TPOLECCOB, OyIyT paccMaTpuBaThCs jAajiee Ha-
paBHe C IpyTUMH.

[locne mpenBapuTenbHBIX 3aMeYaHUN OOpaTHUMCS, HaKOHEI, K BBI-
MSTYMBAHUSIM OECCTEHOYHBIX KJIETOK. BBIPOCTHI 3THX KIIETOK BEChbMa pa3-
HOOOpa3HbI, O YeM CBUJICTEILCTBYET OOJBIIOE YMCIIO Ha3BAHUH, IPUME-
HSEMBIX JJIsl UX onucaHus. Hike peus MOHAET B OCHOBHOM O CTPYKTY-
pax YeTsIpex TUMOB. DTO: 1) MUIUHAPHUYECKNE MUKPOBOPCHHKH, TTIOKPHI-
BalOIIME TOBEPXHOCTh CTAI[MOHAPHBIX KIIETOK; 2) TUIOCKHE M YacTo
OYEHb IIMPOKHE JIAMEJUTUIIOANHN, OCOOCHHO XapaKTepHBIE IS PacTyILINX
(HeHpoH) WM MOJBYIIMX KJIETOK; 3) BBICTYMAIOIIME M3 JaMEJUTUIIOANI
MWIMHApHYECKHe WK cliabo KoHWuecKue (UIoNnoanu; 4) my3bIpeBu/l-
Hble BBICTYIIBI (“blebs”, “vesicles” B aHIIIOA3BIYHOM JTUTEpATYPE, AaJIbIIE
— “my3bIpH”’), BO3HUKAIOIIME HAa MOBEPXHOCTH CaMbIX Pa3HBIX KIIETOK,
MpeOBIBAIOIINX B CAMOM Pa3HOM COCTOSIHUH. DTHUMH ITy3bIPEBUIHBIMH
BBHIMSTYMBAHUSIME M HAYHEM TIOJPOOHOE PACCMOTPEHHE KIETOUYHBIX OTPO-
CTKOB.

“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-
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brane and the cortical fibrillar net, or by weakening of the net structure
itself.” (Bereiter-Hahn et al., 1990, p. 185). {lo6asimo, uto “internal pres-
sure” (DaBJICHHWE XHUJAKOTO IMTO30Js Ha IIa3MalieMMy) SIBISETCS, KO-
HEYHO, paBHOMEpHBIM. C pa3HOU CTENEHBIO YETKOCTH U C Pa3HBIMU HIO-
aHCaMHM TaKyl0 CXeMy Ipemjiarainu MHOrue aBTopsl (Godman et al., 1975;
Tickle, Trinkaus, 1977; Shimizu, 1990; Fedier, Keller, 1997; Keller, Eg-
gli, 1998; Yoshida, Inouye, 2001; Charras et al., 2005, 2006; Langridge,
Kay, 2006; Paluch et al., 2006; Yoshida, Soldati, 2006; Fackler, Grosse,
2008). CxeMa BITOIHE COOTBETCTBYET MOJENH (THAPOMEXaHUIECKON),
BBIPa0OTAaHHOM JIJIsi CTEHOYHBIX KJIETOK — pasHoe NaBJICHUE BHYTPEHHEH
Macchl Ha 000JIOUKY M HepasHoe CONPOTHBIICHUE TIoceqHel. B oTcyTcT-
BHE KIETOYHOW CTEHKH POJIb PETyNIATOpa MEXaHWIEeCKOTO COCTOSHHS
000J10ukH “OepeT Ha ce0s” KOPTUKAIBHBIN CIIOH, B OOJBIION Mepe Co-
CTOSIINI U3 aKTUHOBBIX (PMIAMEHTOB. JIOKaJbHOE pa3pylIeHUE UM OT-
CIIOEHHE KOPTEKCa MPUBOIUT K OCIAOJEHHIO T€X WM WHBIX YYaCTKOB
000II09KH W 0Opa30BaHUIO TaM BBIITYMBAHHUNA. Y HOBOOOPa30BaHHBIX
my3bIpedl KopTUKaibHbI cioi moutu otcyTcTByet (Keller, Eggli, 1998;
Charras et al., 2006; Fackler, Grosse, 2008), o6oouka, nmpeacTaBieHHAs
OJTHOW MeMOpaHOM, SBISETCSI TOMOT€HHOH, W TOTOMY ITy3bIPH NPUHH-
MaroT chepudeckyro Gopmy. IosBisIONMICS TO3IHEE KOPTEKC PaBHO-
MEpHO pacIpeaenseTcs moj MeMOpaHOi U TOMOT€HHOCTH 000JIOUKH HE
HapymraeT. L{uTockeneT, Kak BHIUM, UTPaeT 37€Ch BAXKHYI0 MEXaHHUYe-
CKYIO POJIb, HO HACCUBHYIO.

®dopma my3bIpei, HaO JyMaTh, CIYKUT HaAHMOOJIEe CUIbHBIM apry-
MEHTOM B TIOJIb3Y HJIEH, YTO OHU PACTYT IOJI pABHOMEPHBIM JIaBIICHHEM
KUJKOW IHMTO30JbHOW Macchl. [ly3pIpy HAYMHAIOT BBITITYMBATHCS Kak
nosiycepsbl M MO3IHEE MOTYT CTAHOBUTHCS IOYTH HACAIbHBIMHU IIapH-
kamu (cM., Hanpumep, Cunningham, 1995, Fig. 4; Shi et al., 2005, Fig.
1). Huxe MBI TO3HAKOMUMCS C THUIIOTE301, MPUHUMAFOIIEH, YTO KIETOY-
HYI0 MeMOpaHy BBISYUBAIOT YUKW aKTHHOBBIX (DUIaMEHTOB. B my3bI-
psx, oaHako, monoOHbIX myukoB HeT (Keller, Eggli, 1998; Torgerson,
McNiven, 1998; Shi et al., 2005), Tak 4TO THAPOCTATUYECKOE JaBICHUE
OCTaeTCcsl TYT €IMHCTBEHHON IPUYMHOM UX POCTa.

HeoOxomumMbIM yCI0BHEM DPa3BUTHS BBIISYMBAHUN SIBISETCSA I10-
BEHIIIICHUE BHYTPUKJICTOYHOTO JaBJICHUS. B CTEHOYHBIX KIIETKaxX JaBlie-
HUE MMOAHUMAETCS MPEUMYIIIECTBEHHO 3a CUET MOorJonieH s Boabl. [Ipu-
YUHY MOBBIIICHUS Typropa O0€CCTEHOYHBIX KJIETOK 4YacTO BHIAT B CO-
KpaIlleHU! KOPTEKCa, CKUMAIOIIEro KJIeTKy. Tak Iymanu, Hampumep,
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Yoshida, Inouye (2001), mabmronaBmire GopMHUpOBaHUE ITy3bIPEBUTHBIX
0oTpocTKOB y Dictyostelium. OqHaKo cokpaimieHus: KopTekca TaMm ObITh He
MOTJIO, T.K. KJIIETKH B OTBITE TOABEPralINCh BO3ACHCTBUIO IIUTOXATA3UHA
U JOJDKHBI OBLTH TEPSATh aKTHHOBBIE (PUIIaMEHTHI. ABTOPBI, IOXOXKeE, J10-
IIyCKaJH, YTO KOPTEKC CIIOCOOEH CXKMMAThCS NMPHU HATUYMU OJHOTO MHUO-
3WHAa, HO COBpPEMEHHAash TEOPHs MBILIEYHOTO COKpalleHUs TpebyeT co-
BMECTHOT'O JIEMCTBUS MUO3MHA U aKTHHA. B npyrom uccnemnoBannu ObLIO
[I0KAa3aHO, YTO pa3HbIC BBIITYMBAHUS, B TOM YHCIE Iy3bIPEBUIHBIE,
(hopMHPOBANINCH y KJIETOK MYTAaHTHbIX Dictyostelium, TUILIEHHBIX MHUO-
3uHoBbIX HUTeH (Fukui et al., 1990), T.e. ToXe NHUIIEHHBIX aKTOMHO3H-
HOBBIX KOMIUIEKCOB; Ha 3TOM OCHOBAaHHMM aBTOPHI CHENAIN BBIBOJ, YTO
IUISL Pa3BUTHSI OTPOCTKOB CHJIBL, TEHEPUPYEMble MHO3WHOM, HE HyXHbI. C
Jpyroll CTOPOHBI, BBIPALIHMBasl KapUUHOCAPKOMHBIC KJIETKH B THIIEPTO-
Huueckon cpene, Fedier, Keller (1997, p. 335) pemwnu, yro “...the re-
duction of free water within the cells... is the direct cause for inhibition
of blebbing and locomotion.” B omsiTe Brette et al. (2000) BonokHa cep-
JICYHOW MBIl KPBICHI, TIOMEICHHBIE B THIIOTOHUYECKYIO CpENy, yBe-
JIUYUBAIN CBOM 00BbeM (pa3Oyxanm), U Ha MX TMOBEPXHOCTH BO3HUKAIU
KpyIHBbIE Ty3bIpu. Takum 00pa3oM, BBOA BOJBI B KIETKY IPEACTaBIISET-
csl HauboJiee pearbHOW MPUYWHON MOBBIIICHUS! BHYTPUKIETOYHOTO JaB-
JIeHHs U, JaJiee, pa3BUTHS My3bIPEBUIHBIX BHITSTYUBAHNH.

Wpes, yTo THAPOCTATUYECKOE JaBlICHHE ONpeaessieT (GopMHpOBa-
HUE KJIETOYHBIX OTPOCTKOB, BBICKA3bIBANACH HE TOJBKO IO MOBOAY Iy-
3BIPEH, HO U OTHOCUTEIILHO BBIPOCTOB MHOM KoH(purypamuu. Habironas
3a MOBEIEHHEM CIIEPMAaTO30M0B MIJIOKOXKHMX B BOJAE PasHOM TOHHUYHO-
ctu, Tilney, Inoué¢ (1985) oOHapyx WM, 94TO B THIIOTOHUYECKOU cpeie
WX aKpOCOMaJbHbIE OTPOCTKHU YUTMHSUTUCH OBICTpEe, a B TUIEPTOHHYE-
CKOW — MeJUIEHHEE; MPU BBICOKOH OCMOJISIPHOCTH OKpPY>KalOLIEro pac-
TBOpa OTPOCTKU BOBCE MpeKpaiianyd poctT. OCHOBBIBAsACH HAa TAKHX JIaH-
HbIX, Oster, Perelson (1987) pemiu, 4to cuiiol, yATHHSIONIEH aKpoCo-
MAJIBHBIA OTPOCTOK, SIBISIETCS THIPOCTATHUYECKOE JIaBJICHUE, IOJIHU-
MaroIeecs BCJeICTBHE MOCTYIUICHHUS BOABI B KIETKY. ABTOPBI YUHTHIBA-
JIM, YTO 3TO JaBIICHHWE JOJDKHO PACIPOCTPAHSATHCS OJMHAKOBO BO BCE
cTopoHbl. [loaepkuBaTh MWIMHAPHUECKYIO POPMY OTPOCTKOB IIOMOTa-
JIM, TI0O UX MHEHUIO, MPOJOJIBHO PAcIIONOKEHHBIE aKTHHOBEBIE (pHUIaMeH-
THL. ABTOPBI, TAKHM 00pPa30oM, COTJIAIIAIUCH C TEM, YTO IIUTOCKEJET Wr-
paeT BaxXHYIO poiib B OpMO0OPa30BaHHH, HO JIUIIE TACCHBHYIO.
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Oster, Perelson (1987) mpuganu cBoeil THUMOTe3e IMIMPOKOE 3BYyUa-
HHE, PaCIpPOCTPAHUB €€ Ha BHIPOCTHI PAa3HOTO THIIA, U OHM HE OBUTH B
3TOM OJMHOKH. He nenmanu pasnuuumii Mexay pa3HOrO pofa BBIISYMBA-
nusimu 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 mechan-
isms may operate in both forms of protrusions.” Tax ke orleHHBaIN pOCT
nameumamonauii Bereiter-Hahn et al. (1981) u Strohmeier, Bereiter-Hahn
(1987).

OmBITOB, B KOTOPBIX T'MIIEPTOHHYECKAs! Cpeia TOPMO3MiIa (OpMH-
pOBaHHE BBHIIISTYMBAHMH, @ THIIOTOHMYECKas, HAIIPOTHB, €r0 CTHMYJIHPO-
Bajia, MPOBeACHO Hemano. EcTh CBeeHHs, YTO THIOTOHHYECKAs cpeaa
crocoOcTByeT 00pa3oBaHHI0 BBIPOCTOB (hubpodaactoB (Carton et al.,
2003). Forscher et al. (1987, Fig. 10, moanuce) Bunenu kak “Filopodia
[konyca pocta — BB] rapidly extend and swell immediately after K
treatment...”. HaOnromass pocT HEHPHUTOB B aHW30TOHUYECKHX PacTBO-
pax, Bray et al. (1991, p. 507), HanpoTHB, peUIA, YTO MOIyYEHHBIE
WMU JaHHBIE “...argue against an osmotic mechanism for growth cone
extension and show that the growth of filopodia, in particular, is unlikely
to be driven by osmotically generated hydrostatic pressure.” B 1enom,
Pe3yIbTaThI ONBITOB, IPOBeNeHHBIX Bray et al. (1991), HeogHo3Ha4YHBL. B
THIEPTOHNYECKON cpejie pociy TOJIBKO (PHUIONOINH, 1a U TO JIMIIb Ka-
Koe-To Bpems. [lo3aHee OHM YMEHBIIANNCh, a JAMEJUTUIIOANN CoKUMa-
JHCh YK€ B cCaMOM Haualsie. B rumoroHmueckoii xe cpexe HaOroacs
HE TOJIbKO YCKOPEHHBII POCT LENBIX HEHPHUTOB, HO TaK)Ke UX BETBIICHUE,
MpUYeM Ha KaXJI0H BETBH Pa3BUBAJICA HOBBIN KOHYC pOCTa, CHaOXeH-
HBII JTameunogusMu 1 grtononusivu. CaMu aBTOPBI PU3HAIH, YTO
“It is possible that under normal conditions the elongation of the axonal
cylinder may be derived in part from a small positive internal pressure.”
(Bray et al., 1991, p. 515).

B monb3y ToOro, 4ro gaBiieHHE UTO30Is1 (POPMUPYET HE TOIBKO ITy-
3bIPH, HO W JIPYTHE BBISIYMBAHUS, TOBOPUT MX OOJHK. MUKPOBOPCHHKU
MOJIOOHO THUIBIEBBIM TPyOKaM WM TPUOHBIM TH(daM HMEIOT BUJ Tpa-
BUJIBHOTO IMJIMHJPA, @ MX BEPXYIIKAa — BUJ HOIYCPEpPUISCKOro Kyroa
(cm. anexrponorpammel: Mooseker, Tilney, 1975; Chambers, Grey, 1979;
Hirokawa et al., 1982). Takumu e ObiBatoT 1 pustonofuu (cM. Bridgman,
Dailey, 1989, Fig. 2; Lewis, Bridgman, 1992). 13 1wnuHIpu4eckoro
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CTBOJIA U B3yTON BEPXYILIKH COCTOST aKPOCOMAJIbHBIE OTPOCTKH CIIepMa-
TO30MI0B UITIOKOXHX, JIOKaJbHBIC B3AYTUS MOSBISIFOTCA M HA UX CTBOJIE
(Tilney, Inoué, 1982, 1985). IlogoOHBIC B3MYTHs BO3HHKAIOT Ha CTBOJIC
Heiiputa (Aletta, Greene, 1988), a Taxke Ha MUKPOBOPCHHKAX, MPH/IaBast
nocieqHiM deTkoBUaHYyI0 (Gopmy (Chandler, Heuser, 1981). BaayBaTthcs
MOXET U BEPIINHA MUKPOBOPCHHOK, M TOT/Ia OHU CTAHOBSTCSI OyJ1aBOBH/I-
HeiMu (Godman et al., 1975). Bagytus Habnromanu Takke Ha BEpIIMHE
¢unononit KoHyca pocta Heliporna (Yamada et al., 1971). laxe B cTpoe-
HHUM IIUPOKUX M IUIOCKUX JIAMEJUITMIIOAUH €CTh 3JIEMEHTHI, IO3BOJIIOLIIE
MpeAroaratb, YTo0 U OHU (POPMHUPYIOTCS IO/ PaBHOMEPHBIM JaBJICHUEM
JKUJIKOTO IIUTO30JIs1 — Ha BepTukamsHOM cpese (Radice, 1980, Fig. 6; Be-
reiter-Hahn et al., 1981, Figs. 7-9) ux nepenuuii kpaii CBO€i OKpYTIIOi
(hopmoii BecbMa TIOX0K Ha BEPXYIIKY MUKPOBOPCHHOK.

MecTomnosoKeH!e My3bIpel ONpeeIIeTCsl JOKAIBHBIM OCTa0JICHH-
eM O00OJIOYKH, KOTOpPOE MPOUCXOOUT 3a CYET paspylIeHHs KOpTeKca
W/WiM 32 cYeT ochabJeHns ero CBS3H C KJIETOYHON MeMOpaHOU (CM. BHI-
mie). Tonbko uTo chopMUpOBaHHBIE MY3BIPH UMEIOT Maslo CyOMeMOpaH-
Horo aktuHa (Keller, Eggli, 1998; Charras et al., 2006; Fackler, Grosse,
2008); 31MeKTpOHOTPAMMEI MTOKA3BIBAIOT, YTO MX 000JI0YKA 3HAYUTEIHHO
TOHBIIE, YeM Ha Jpyrux ydactkax (Fay, Delise, 1973, Fig. 6; Kargacin,
Fay, 1987, Fig. 9). IlonobHoe Habironanu M y BBINISYABAHUNA JPYTHX
tunoB. Bereiter-Hahn, Liiers (1998) oOHapyumm ociaOieHne cBs3eit
KOPTUKIGHBIX (PUIIAMEHTOB C KpaeBOW IJIa3MajIeMMOW JIaMeIUTUIOANN
KepaTonuToB. PaspylieHne nim OTCIOCHHE KOpTeKca HaOIogaid Ha
nepeaHeM Kpae ABWXKyImxcsa kiaetok (Stossel, 1993), npu popmuposa-
Huu BeITunBanuid amed (Stockem, Klopocka, 1988; Grebecki, 1990),
Dictyostelium (Merkel et al., 2000; Yoshida, Inouye, 2001), makpoda-
TOB, aCTPOIUTOB, KJIETOK HIUTOBUAHOHN kemne3bl (cM. Grebecki, 1994),
npotucta Vampyrella lateritia (Hillsmann, Grebecki, 1995). Ioxanyid,
muiib Keller, Eggli (1998) npOoTHBOIIOCTABIISAIM JaMEJUTHIIOANN I1y3bI-
pSIM, yKa3bIBas, 9TO HA KPalO JIAMEJUTUIIOANN KIETOK KapIHOCAPKOMBI
IU1a3MajieMMa He OTCIIauBaeTCsl OT KOpTeKca.

OTueTIMBOE KOHCTPYKTHBHOE CXOJICTBO C MBUIBIEBBIMH TPyOKaMu
niu TUhaMu TEMOHCTPUPYIOT PacTyIIue OTPOCTKU Dictyostelium, omm-
cannble Yoshida, Inouye (2001); BOT Kak 3TH OTPOCTKH BexyT ceds Ha
craqusix 4 u 5 (Fig. 13, monmucs): “(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
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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 ctanuu 4 ot-
POCTOK, JIMIIICHHBIN KOPTEKCa, UMEET IMy3bIpEeBUAHYIO (popMy, Ha cTauu
5 (v IpH TOCJenyIoMEeM YIINHEHHUH ), TI0CIIe YKPETUIEHUSI OOKOBBIX CTe-
HOK OTPOCTKa aKTUHOBBIM KOPTEKCOM — IWIMHApUYecKyro. Kak Bumum,
IIUTOCKEJIET ¥ 3/IeCh UTPAeT BAXHYIO POJIb, HO OMSTh-TAKH ITACCUBHYIO.
Hamommnro, 4ro B omeite, koraa Yoshida, Inouye (2001) mpumensiu 1u-
TOXalla3uH, OTPOCTKH KJeToK Dictyostelium, JWIICHHbIE AKTUHOBOTO
KOpTEKca, UMeNu BUJ my3bipeil. Kak u B ciaydae cO CTCHOYHBIMU KJIET-
KaMH, CEKPETOPHBIC My3bIPbKH MMPUHOCAT K BEPIIUHE BRIPOCTOB Dictyos-
telium MaTtepualn, HeOOXOJUMBIN JIJIsl CTPOUTENLCTBA HOBOM IIa3MalieM-
Mbl. [Toto0HOE cHaOXeHHe pacTyliel BEpXyIIKH POUCXOIUT U B BBITIS-
YUBAHMSIX JKUBOTHBIX KieTok (Bray, 1970; Bergmann et al., 1983; Bret-
scher, 1983; Pfenninger, Johnson, 1983; DeBiasio et al., 1988; Keller,
Eggli, 1998; Charras et al., 2006; Fackler, Grosse, 2008).

Wrak, cxema, BbIpaOOTaHHAas JJIsl CTEHOYHBIX KJIETOK (cM. puc. 2b),
HAXOJIUT, KaK Oy/ATO, BECOMYIO TIOAJCPIKKY M B OTHOIICHHU OECCTCHOY-
HBIX. BOJBIIMHCTBO aBTOPOB, OJHAKO, HE TOTOBBI MPUMEHHUTh TAKYIO MO-
ACIb K MUWIMHAPUYCCKHUM U IINIOCKUM BBIPOCTAM, XOTSA U HE O6T)SICH$IIOT,
rnoyeMy. Bo3MOKHO, UM IIPOCTO TPYAHO MPEACTABUTh, YTO PABHOMEPHOE
JIABJICHUE YKHJIKOTO IIUTO30JIs1 CIOCOOHO CO3/1aBaTh Hecheprueckue Gury-
pBl. ApryMeHTHI, TPUBOJAMMbIE CTOPOHHUKAMH “‘THAPOCTATHYECKOro” pe-
LIEHNUs], HAPUMEP MAEI0 TAaCCUBHOM (YKPETUIAIOIeN) PO IIEHTPAIbHBIX
WK niepu(epUUecKUX aKTUHOBBIX (DHJIAMEHTOB, B PACUET HE MPUHUMAIOT.
Kak Obl TO HU OBLIO, B MOCIEAHUE TOJBI JOMUHUPYET MHEHHE, YTO OC-
HOBHYIO pabOTy IpY Pa3BHTHH MUKPOBOPCUHOK, (DHIIOTIONNI U JIaMeIUT!-
TTOJTUI BBITONTHSIOT CJIOKECHHBIC B ITyYKU aKTHHOBBIC (PHIIAMEHTHI. Y JUTH-
HSSICh 32 CUET MTPUCOCMHEHUS] MOHOMEPOB Ha CBOUX JMCTAIBHBIX KOHIAX,
OHH TOJIKAIOT IiazmaiieMMmy (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, 2005; Yamazaki et al., 2005; Mogilner, 2006; Conti, Adelstein,
2008; Iwadate, Yumura, 2008; Le Clainche, Carlier, 2008).

ITomydaercs, Takum 00pa3oM, 4TO, B MUPE CTCHOYHBIX KIIETOK JICH-
CTBYET BCero oAWH GopmMooOpa3oBaTeIbHBI MEXaHU3M, a B MHUpe Oec-
CTCHOYHBIX KJIETOK BBIMISTYMBAHHS CO3JAIOTCS MO KpaliHed Mepe AByMs
Pa3IUYHBIMU CITOCOO0AMHU. 371eCh CIIEAYET OOpaTUTh BHUMAHUE HA TO, YTO
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pa3Hble OTPOCTKU HEPEOKO MOSABIIOTCA Ha ONHUX M TEX )K€ KIETKaX, K
TOMY K€ OHM BECbMa W3MEHUYMBBI. TaKOBbI, HAIIpUMEpP, HEOONbIINE BbI-
CTYNHI (spines), HaXOIsIIKECS Ha KOHIAX Pa3BUBAIOLIUXCS ACHAPUTOB U
MPUHUMAIONINE TOPOH BechbMa MPHUUYIIUMBYI0 (GOpMy, CKakeM, rpubo-
BugHyto (Parnass et al., 2000; Hering, Sheng, 2001). ITy3sipu Hepeako
BO3HHKAIOT PAIOM ¢ MuKpoBopcuHkamu (Sheetz, 2001), a Takxke Ha me-
penHeM Kpae IBIKYIIUXCS KIETOK, I'le MOTYT 00paTuMo mpeoOpa3oBbI-
Batbcs B nmamermmnmoanu (Keller, Eggli, 1998; cm. Taoke Flanagan et al.,
2001). ABtopoB 310 He cmymaeT. Borisy, Svitkina (2000, p. 109), Ha-
npumep, aonyckanu, yro “It is not at all unreasonable to suppose that
multiple mechanisms for cellular protrusion exist, with certain ones be-
ing dominant in particular cellular contexts.” Ilogo6HBIM 00pa3oM BEI-
ckaspiBaich Heidemann et al. (1990), Munevar et al. (2001), Yoshida,
Inouye (2001), Langridge, Kay (2006). Mexay Tem, oka He BUIHO OCO-
OBbIX PE30HOB VIS MIPUHATHS UJEH MHOKECTBEHHBIX MEXaHU3MOB, U KOH-
KPETHO — IS IPUHSATHS THIIOTE3H! ““TOJIKAIOMINX (PUIaAMEHTOB” .

MHeHue o mpsIMOM BO3JICHCTBHH aKTHHOBBIX (DUIIAMEHTOB Ha BEp-
LIMHY KJIETOYHBIX OTPOCTKOB MOJAEPKUBACTCSI OOIIMMHI COBPEMEHHBIMU
MPEACTaBICHUSIME 00 AKTHMBHOM MEXaHHMYECKOW pOJNM ILUTOCKENeTa B
KHU3HH KJIETOK, HO K OTHM MPEJCTABICHUSIM, BEPHEE K HX JIOKAa3aTeIbHON
0a3e, HaJ0 OTHOCUTHCS KaK MHHHMYM C OOJBIIOW OCTOPOXKHOCTBIO.
CrenmanbHyI0 NOJJAEPKKY HJesl TOJKAIIMX (UIaMEHTOB Hamuia (CM.
Borisy, Svitkina, 2000; Mogilner, 2006), ka3anoch Obl, B UCCJIC0BaHH-
SIX, TOCBSILEHHBIX TEPEIBMKCHUIO OakTepun Listeria BHYTPH KIIETOK.
AKTHHOBBIE (WIAMEHTHI, COCEACTBYIOLIME ¢ Oakrepuel, (GopMupyor
JUIMHHBIA “XBOCT”, HalpaBICHHBIA B CTOPOHY, IPOTUBOIOJIOXHYIO €€
nBkeHno, u Tilney, Portnoy (1989) mpeamonoxuimm, 4To OH TOJKAeT
Oakteputo. CBOIO JIOrajgKy OHHM NPOBEPHIIH, 00paboTaB KIETKH, COIEP-
xKaiie OakTepu, IUToXajda3suHoM D, T.e. IpUMEHUB TPaJAULMOHHBIH, HO
MaJIO HaJIC)KHBI METOJ. ABTOPBHI, KCTATH, HUKaK HE KOMMEHTHPOBAIH
TOT (aKT, YTO HAa HEKOTOPHIX OTpe3Kax OakTepusi JBUraiach BHYTPH
KJIeTKU U Oe3 aktuHOBOrO “xBocTa” (cM. Tilney, Portnoy, 1989, Fig. 23).

He umest, mo cymiecTBy, CTpOTUX JIOKA3aTENLCTB, MOJIENb TOJIKAO-
X (UIAMEHTOB BBI3BIBAET, BMECTE C TE€M, psiji BonpocoB. EcTh Hemano
CBHUIIETENBCTB TOTO, YTO AKTHHOBBIE (DMIIAMEHTHI B OTPOCTKAaX HE UMEIOT
CTPOTrOH ymopsao4eHHOCTH. Tak, eciy B 3pelibIX MUKPOBOPCHHKAX ICH-
TpajibHble (PUIAMEHTHl JEHCTBUTEIBHO CKIAIbIBAIOTCA B IPOJOJIbHbIE
My4YKH, TO HA PAaHHUX CTAAUAX Pa3BUTUS OTPOCTKOB OHH, KaK MPaBHUIIO,

27



obpa3yrot Oecriopsimounyto cets (Chambers, Grey, 1979; Tilney, Jaffe,
1981). Ilyukn pumaMeHTOB MOTYT OTCYTCTBOBaTh M B TOHKMX BBIPOCTaX
(Savion, Selinger, 1978), 1 B BBIISYMBaHMUAX CKIaayaToro tuma (An-
drews, 1976). Schroeder (1972) moutu He Buaea GUIAMEHTOB B MUKPO-
BOPCHHKAaX, MOKPBIBABIINX 3WUTOTYy MoOpckoro exa. “In untensed, for-
ward-moving lamellar protrusions [3nurenuanbHbBIX KiIeTok — BB], mi-
crofilaments appear disorganized and anisotropically oriented.” (Kolega,
1986, p. 1400). Begg et al., (1982, p. 24) nonaranu, gro “...formation of
actin filament bundles is not necessary for MV [ MHKpOBOpPCHHKH Ha ITO-
BEPXHOCTH 3UTOTHI Mopckoro exa — BB] elongation but is required to
provide rigid support for MV.” JlelicTBUTENIEHO, MUKPOBOPCHUHKH, HE
o0JaaBIyie MPOAOIBHBIMEA MTydKaMu (UIAMEHTOB, ITEPECTaBal OBITH
npaBWIbHBIME IiIMHApPamu (Savion, Selinger, 1978; Chambers, Grey,
1979). B ombitax Marsh, Letourneau (1984) neiiputsl, oOpaboTaHHbIC
MTOXAJIAa3MHOM B, He maBanmy namMemunoanii ¥ GUIonouil, HO POCIH H
BETBIWINCh, HUKAKUX OPraHU30BaHHBIX AKTWHOBBIX (DMIAMEHTOB B HX
BEPXYIICYHBIX OTJeNax He Obuto. Y amed (Sarcodina) akTHHOBBIC (uia-
MEHTBI COCPEOTOYEHBI B KOPTEKCE, B SHAOIUIa3ME UX HeT. Mexny TeMm
aMeOBbl JIETKO TPOU3BOAAT MCEBIONOANH, a (IOTHpYOLIHE aMeObl pas-
BHUBAIOT JIJIMHHBIC TOHKUE BBIPOCTHI; Y OJU3KKUX K ameOaM GopaMuHudep
MOJIOOHBIE BBIPOCTHI, JIOCTUTAIOIINE OCOOCHHO OOJIBIION JJIMHBI, MOJTY-
YN CTICIIMAIEHOE HAa3BaHUE PU3OTIOIHH.

B Tex ClIydasaX, Koraa aKTUHOBBIC q)HJ]aMeHTLI HeﬁCTBHTeHBHO
CKJIaZIbIBAIOTCA B HCHTPAJIBbHBIC NYYKH, TAHYIIUECA K BEPIIMHE OTPOCT-
KOB, HET YBEPEHHOCTH B TOM, YTO OHHU YIHUPAIOTCS B AlIMKAIBHYIO MEM-
Opany. TmarenpHee BCEro MpoCTPaHCTBEHHBIE OTHOIICHUS (DMIIAMEHTOB
¢ TUTa3MajeMMOW HCCIIEOBaHbI, HaBEpHOE, B MUKpoBOpcuHKax. O pe-
3yJIbTaTax MOKHO CYAMTH IO ciexnyromei murarte: “Although electron
microscopy is perhaps the best assay for identifying specific interactions
of filaments with membranes, there is no evidence, as yet, which demon-
strates a physical connection between core filaments and the membrane
[annkansHOM MeMOpaHoit MukpoBopcrHOK — 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 mem-
brane.” (Mooseker et al., 1982, p. 233). Ilo gannemM Lewis, Bridgman
(1992), akTuHOBBIC (PUIAMEHTHI B TaMEJUIMIIOANH KOHYCa POCTa HeHpHTa
KOHTaKTHPOBAJIH C alMKAIBHOH IIa3MaleMMOH ITOCPEACTBOM KaKOTr0-TO
amopduoro wim rinoOymnspHoro Marepuana. Ho BoT Bompoc, crocobeH

28



M JaXe SIICKTPOHHBIH MHKPOCKOI BBIIBHTH aOCOMIOMHbIN KOHTAKT?
Mexy TeM, IPOMEKYTOK XOTsI ObI B OIMH aKTHHOBBI MOHOMEp, U Ja-
’Ke MEHbIIE, yKe He MO3BOJUT QUIaAMEHTY AaBUTh Ha MEMOpaHy.

[IpobnemMa KOHTaKTa MMEET W €lle OAMH acleKkT. Eciu KOHTakT
€cTh, KaKUM 00pa3oM MOHOMEpPHI aKTHHA BCTPAMUBAIOTCS MEXIy (uia-
MEHTaMH W KJIEeTOYHOW MeMOpaHoi? Bbuio BbICKa3aHO MHEHHE, YTO
M1a3MajeMMa BCe BpeMs UCTIBIThIBACT OPOYHOBCKHE JABMKEHUS, H KOT/IA
OHa OTXOJUT LEHTPOOEKHO, aKTHHOBBIE MOHOMEPHI IIPHCOCTHHSIIOTCS K
TUCTaTbHBIM KOHIaM ¢umameHToB (cM. Mogilner, Oster, 1996). B pe-
3yNbTaTe MOJIYy4alioch, YTO KJIETOYHAs MeMOpaHa JBUTaeTcs “‘cama’, a
(bHrIaMeHTHI TOJBKO MOJICP)KUBAIOT €¢ Ha HOBOM Mecte. B Gonee mo3a-
He#t mogenu (Mogilner, Oster, 1996) 6poyHOBCKOE ABIKEHHE OBLIO Tie-
penaHo KOHIIaM caMUX (DPUIIaMEHTOB, KOTOpbIE B JaMerunoausx (Small
et al., 1995, 2002; Borisy, Svitkina, 2000) moaxoaaT Kk MeMOpaHe He
MIEPIICHINKYIISPHO, a Koco. Loitto et al. (2002, 2007), o6Hapy)uB 00u-
7M€ aKBallOPWHOBBIX KAaHAJIOB B MeMOpaHe (GHIONOAWH, MPeIIoKIIN
elle OIWH MEXaHW3M, BBI3BIBAIOIIMI KoJeOaHWs Iia3MaleMMbl. B ux
BapUaHTe MHTEHCHBHOE ITOCTYIUICHHE BOJBI Yepe3 aKBallOPHHBI MOIHU-
MaeT THUAPOCTATHYECKOE JaBJICHHE B (MIONMOAMAX IBIKYIIUXCS (puod-
po0J1acTOB, M 3TO Pa3phIBACT KOHTAKT (PUIIAMEHTOB ¢ MeMOpaHOi. ABTO-
PBI IOCTYJIMPOBAIN TaKOW MEXaHU3M ISl TIOAJIEPKKH MOJIENN TOJKAO-
mUX (HUIAMEHTOB, HO IO CYILIECTBY OHM IEPEAaIn POJIb JIBIKYIIEH CH-
JIBI JIABJICHUIO IIUTO30JIS.

[omzaromue cniepmatozounbl Hematon (Ascaris, Caenorhabditis),
NPaKTHYECKH HE HMMEIONINe aKTHHA, JBHUTAIOTCS, BBITYyCKas KPYIHYIO
TICEBJIONO/INIO, 2 HAa €€ TIOBEPXHOCTH 00Pa3yIOT MHOTOUUCIICHHBIC BBITIS-
yuanus (Nelson at al., 1982; Roberts, Streitmatter, 1984). Sepsenwol et
al. (1989) na3piBasiu Menkue BeICTYIBI “villipodia” 1 onpenesnnnm ux Kak
finger-like projections; Ha HEKOTOPBIX (oTOrpadusax OHU UMEIOT BHJY
my3bipeit (Nelson at al., 1982, Fig. 1). [IceBnomnouio 3anoidHsSIOT OY€Hb
TOHKHE, 2-3 HAaHOMETpPAa TOJIILUHOH, (PUITaMEHTHI, COCTaBIEHHBIE OCOOBIM
OenmkoM (major sperm protein — MSP). OTu QunaMeHTHI CKJIabIBAlOTCS B
fiber complexes, kotopeie 3axonaT B villipodia n kakuM-To 00pazom
y4acTBYIOT B ABMKEHHMH criepMaTo3ouaoB (Sepsenwol et al., 1989). Fiber
complexes MOTYT yUIMHSATBCS in Vitro, U ObLIO BBICKa3aHO MHEHHE, YTO
OHM TOJKAIOT W BBIIAYMBAIOT IUIA3MaJeMMy CHEPMAaTO30MIOB, T.C.
(hyHKIMOHATRHO 3aMEHSIOT 371eCh akTHHOBBIC Mydku (Roberts, Stewart,
2000; Bottino et al., 2002). Dta rumore3a pacmupuia odJacTe npume-
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HEHMS UIEH O TOJKAMOLIEH poiu (puiaMeHTOB, HO HE 100aBMIIa HUKAKUX
HOBBIX apTyMEHTOB B €€ IOJIb3y M HE PelIMjia CBS3aHHBIX C HEH Ipo-
O1eM, IepeUnCIICHHBIX BBILIE.

BcemomuuM, HakoHel, 4To (hOpMY MEHSIOT HE TOJNBKO LEJbIe KIET-
KM, HO ¥ MX IOJIOCTHBIE OpraHeUIbl. bOJbIIyI0 H3MEHIMBOCTD JIEMOHCT-
PUPYIOT MUTOXOHJAPHH, KOTOPbIE MOTYT NPUHHMAaTh, B YaCTHOCTHU, BUJI
BeTBsammxcs Tpyoouek (Hermann, Shaw, 1998; Yaffe, 1999), a Taxxe
BaKyoIll pacTuTenbHBIX KieTok (Chaumont et al., 1998). Ovecka et al.
(2005) ommcamm u 3aduxcuposanu Ha (ortorpadun (Fig. 2d) Bakyons
KOPHEBOT'O BOJIOCKA, KOTOpPasi JUIMHHBIMH MaNbLIEBUIHBIMH OTPOCTKAMHU
BJaBajach B CyOanuKalbHYIO 30HY; OTPOCTKH He ObUIN CTaOMIIBHBIL, a BCE
Bpems meHsu opmy (cm. Takxke Cole, Fowler, 2006, Fig. 1b). Axtu-
HOBBIX (PMITaMEHTOB BHYTPHM MHUTOXOHIpPUH M Bakyoliel HeT (a akBaro-
PUHBI B TOHOIIJIACTE €CTh!).

CpaBHHBas ABE MOJEIHU — “TOJKAOLIETO LUTO30JS U “‘“TOIKAIOIIUX
¢mIaMeHTOB” — MOXKHO KOHCTaTHPOBaTh, YTO apryMEHTALUs B IOJIb3Y
MEpBOI CXeMBI Tpe/CTaBIsieTCs Ooyiee COMUAHONW. DTa cxema cama 1o
ce0Oe BIOJIHE OYEBUAHA M, KPOME TOTO, MOXKET OIEpeThCsl Ha OOIIenpH-
HATBIE NIPEACTABICHUSI 0 MOpQOreHe3e CTeHOUHBIX KieTok. [lpumep my-
3bIpell MOKa3bIBaET, YTO THUAPABIUYECKUI MEXaHU3M paboTaeT u y Oec-
CTCHOYHBIX KJIETOK. B OTHOWICHHM TONKaHUs (UIAMEHTAMH HHKaKHX
aHaJorui He cyuiecTByeT. TBepaoi omopoil 3TOl MOJENH Ka3aauch pe-
3yJILTAaThl OMBITOB, MPUMEHSBIIMX IUTOXAIA3WHBI U JIATPYHKYJIWHBI, HO
MBI BUJICJIH, YTO TH PE3YJILTAThl MOT'YT OBITh HCTOJIKOBAHEI U B MOJB3Y
THIPOCTaTHYECKOr0 MexaHu3Ma. Ilpu 3ToM ruapomexaHndeckast MOJIENb
(puc. 2b) He BcTpeyaeT TexX TPYAHOCTEH, KOTOPBIE CTOAT HA IMyTH “‘(Qu-
namMeHToBOW . Tly4uky aKTUHOBBIX (MJIAMEHTOB MOTYT OTCYTCTBOBaTh —
LUTO30JIb €CTh Bcerna. He coBceM sicHO, ynuparoTcsi iu (QuiaMeHTHl B
1asMalIeMMy — JKUAKUI IUTO301b “‘ynupaeTcs’” BCETAa.

Hegepue B mmMpokoe AeUCTBHE THIPOCTATUYECKOTO MEXAHU3MA BO
MHOTOM, HaBEpHOE, OTpeneisieTcs yOexKJeHHeM, YTO PaBHOMEPHOE JaB-
JICHWE KHUIKOTO IMTO30JI1 JOJDKHO CO3[aBaTh cdepuueckue (OpPMEIL.
JlelicTBUTENBHO, TIOYEMY MHOTHE BBITSIYUBAHUS HMEIOT BHJ| IWJIMHIPOB
WJIM TIJIACTHH, @ HE B3IyBaIOTCS MOJ00HO mMy3sIpsM? HekoTopblie aBTOpEI,
KaK Mbl IIOMHHM, Tpearnojarajiy, 4To yIepyKaHuio TpyOdaroir (opmsl
OTPOCTKOB MOTYT NIOMOTaTh LeHTpajbHbIe MyukH (uiameHToB (Begg et
al., 1982; Oster, Perelson, 1987). Dta unes He ObuIa MOAACPKAHA CIICIH-
JIBHBIMHU apTyMEHTaMH, TENePh S NOMPOOYIO 3TO CHENATh.
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B MHKpOBOpCHHKAaxX KIJIETOK KHIICYHOTO SHHUTENHS IEHTpaJbHbBIC
aKTWHOBBIC (DMIIAMEHTHI, CIIOKEHHBIE B ITyYKH, HMEIOT ONEPEYHbIE CBS-
31 YT C APYTOM U C MJIa3MaleMMOil; CBS3YIOLINE SIEMEHTHl Ha3bIBAIOT
MOTIepeYHBIMI MOCTHKaMH (cross-bridges) (Mooseker, Tilney, 1975;
Matsudaira, Burgess, 1979; Hirokawa, Heuser, 1981; Burgess, Prum,
1982). lymaetcsi, 4TO 3TH CBS3M BIIOJHE MOTYT MPENOTBPAIIaTh B31yBa-
HUE KJIETOYHBIX OTPOCTKOB. Takoe MHEHUE MOANEP)KUBAET pUMep Hell-
poHOB. B TpyO9aThIx oTpocTKax (HEHpHTax) HEPBHBIX KIETOK Pa3HBIX
MIO3BOHOYHBIX TOXKE MMEETCS [IEHTPAILHBIH OCEBOM KOMIUIEKC, B COCTaB
KOTOPOTO, KPOME aKTHHOBBIX (PUIaMEHTOB, BXOAAT U MUKPOTPYOOUKH;
ATOT KOMIUIEKC COSIMHSETCS C IUIa3MaJIeMMOH MONePeYHBIMA MOCTHKA-
mu (Yamada et al., 1970, 1971; Hirokawa, 1982; Schnapp, Reese, 1982).
B okpyriom Tene HelipoHa (UIAMEHTBI PacroiaraloTcsi OeCIopsa0vHO,
nonepevHbix coenauHenuii Menbire (Hirokawa et al., 1984). Eme Ha-
TIsiIHEe B TOJIB3Y CTAOMIM3HPYIOIIEH (YHKIMH LUTOCKEJeTa CBHIC-
TEIBCTBYIOT MAaPaJUIeIHLHO IPOUCXOASIINE U3MEHEHNS BHEIIIHETO BH/A U
BHYTPEHHETO CTPOCHUS pacTyiiero Heiipona (cM. Jacobs, Stevens, 1986).
B rtene HelipoHa cBs3M MEXAy (HIAMEHTAMH M IDIa3MaJleMMOW He pas-
BUBAIOTCS, U OHO JI0 KOHIIA COXpaHsieT (GopMy MeIIOuKa; MOJIOAbIE OTPO-
CTKH, Y€l IUTOCKENIET ellle He MOJy4YHJl CTPOrol OpraHu3alud, UMEIOT
HETNpaBUWIBHYIO (popMy; 3penble HEeHpUTHI, 00JIaa0NINe OCEBBIM IUTO-
CKEJIETHBIM KOMIUICKCOM H TOTIEPEYHBIMH MOCTUKAMHM, CTAHOBSATCS IIpa-
BUJIBHBIMU ITHJIMHPAMHU.

B my3wIpsix, T/ie aKTUHOBBIE (PHUITAMEHTHI UMEIOTCSI TOJIBKO B KOP-
TEKCe, CBA3EH MOJO0OHBIX IOINEPEYHBIM MOCTHKAM HET. 3aTO OHU €CTh B
TUIACTUHYATHIX JIAMEIJUTUIIONUX, OOTraThIX aKTWHOBBIMH (HIaMEHTAMH.
B namemnumonusx konyca pocra Heiipona Tosney, Wessells (1983) Bu-
nenu (puaaMeHThl, NPOTATUBAIOLIMECS MEXIy BEPXHEH M HIDKHEH Iuia3-
MaJleMMaMH, 1 CXeMaTHYECKH N300pa3uiii UX Ha PUCYHKE; B OTCYTCTBHE
TakuX (DUIAMEHTOB BEpXHssI MeMOpaHa JaleKko OTXOJMiIa OT HWXKHEH,
JIAMEJITUIIOAMS B 9TUX MecTax B3ayBanach (Tosney, Wessells, 1983, Fig.
17). Lewis, Bridgman (1992) Hanun B TeX e JaMEIUTUIOAMSIX JIBE
IPYIIBl aKTUHOBBIX (uiiameHToB. OJHHW, JUIMHHBIC, TSHYIUCH BJIOIb
HWKHEH ¥ BepxHel MeMOpaHbI, Ipyrue, KOPOTKUE, PaCIIoNiarajnuch KOCo
MEXy BepxHell W HkHel ruazmanemmoit. “The shorter meshwork fi-
laments may act as scaffolding, maintaining the volume of the lamelli-
podia.” (Lewis, Bridgman, 1992, p. 1241). B namemmunoausx smuaep-
MAaJIbHBIX KJIETOK MIOpLeBoi nsarymku (Xenopus) “A fibrillar meshwork
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connects the 'dorsal' and the 'ventral' cell membranes.” (Bereiter-Hahn et
al., 1981, Fig. 8, moanuce). Ha pucynke 9 aBTOpHI MOKa3aiw JaMeIlTH-
M0N0, UMEIOLIYIO B3IyTHE HEAAIEKO OT Kpas, U OTMETHIIU B IOAIUCH,
4yTO Ha Kpaw ... the membranes are held together by a fibrillar mesh-
work. In the swollen region the filaments are less dense [xKypcuB moit —
BFB].” B TekcTe aBTOpHI BBIpa3wiIMCh emle Oosee onpeaeneHHo: “... for-
mation of a flat cytoplasmic lamella requires interconnection of the
membranes by filaments (Fig. 8). Weakening of this interconnection
would lead to the formation of bulges or blebs due to internal hydrostatic
pressure.” (Bereiter-Hahn et al., 1981, p. 301). CBsizsiM BepxXHe# U HIK-
Hell MeMOpaH JaMeJUTMIIOAWN COOTBETCTBYIOT, IO-BUIUMOMY, BEPTH-
KallbHBbIC YEPTOYKH, H300paKeHHBIE Ha CXeMaTHIecKoM pucyHke (Berei-
ter-Hahn et al., 1981, Fig. 27a).

Ntak, UUTOCKENET, MOXO0XKE, AEHCTBUTEIHHO BBHIMIOJHIET BaXKHYIO
pOJIb B BOSHHUKHOBEHUH KJIETOYHBIX OTPOCTKOB M B ONPEACICHHU HX
(GOpMBI, HO JUIIb naccusHyro. B coueTaHuM ¢ HUM THIPOCTATHYECKHE
CWJIBI MOT'YT CO3/IaBaTh BBITISTYMBAHUS JTFOO0H KOH(HUTYpaIUH.

3M6pI/IOHbI H JINYUHKHU MO3BOHOYHbIX

Buinsuueanus GHYMPEHHUX OP2AHOB

CTpYKTYpBI, 0 KOTOPBIX MOWUAET pedb, — 3TO KHIIKA, IOYEYHBIE Ka-
HaJIbIIbI, KPOBEHOCHBIE cocyibl. OCOOCHHO Oorata MPOU3BOAHBIMU KHIII-
Ka, BBIMISTYMBAHMSI KOTOPOH JTAIOT HAYaio jKeye3aM, IIaBaTeIbHOMY ITy-
3BIPIO, JIETKUM. YCIIO)KHEHHE STHX OpPTaHOB YacTO PAacCMaTPUBAIOT Kak
npeBpamenne snutenus. Clieayromas uTaTa 04YeHb XOPOIIO HILTIOCT-
pupyet Takoi noxxoxa: “The mammalian lung, like many other organs,
develops by branching morphogenesis of an epithelium.” (Pepicelli et al.,
1998, p. 1083). Ho kak pa3 mnpu u3ydyeHuud MopdoreHesa JErkux ObLIH
MOJTYYeHbI JaHHBIE, TOKA3aBIIHUE, YTO B 3TOM POIIECCE AaKTUBHO Y4acT-
ByeT MX BHyTpeHHss Macca. B ombitax Sorokin (1961) ¢parments Jie-
TOYHBIX 3a4aTKOB MJICKOMTUTAIONINX, U3BJICUESHHBIC U3 Tella SMOPHOHOB U
MOMENIEHHBIE B PACTBOP, IEepecTaBalld BETBUThHCS. VX MOYKOBaHUE BO-
300HOBIISUIOCH TOJIBKO TIOCIE 3aKMBIICHUS (3aKYMOPUBAHUS) OTKPBITHIX
KOHIIOB, T.€. TOCIIE TOTO, KaK ()parMEHTHl CTAHOBUJIUCH 3AMKHYMbIMU
nonrocmuvivy  menamu. TIOHATHO, YTO THUAPOCTATUYECKOE JABIICHHE
BHYTPH OTKPBITHIX (PparMeHTOB HE MOTIIO OTIMYATHCS OT HAPYIKHOTO, UX
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KHUJIKOE COIEP)KMMOE HE MOTJIO JaBUTh Ha 00OJIOUKY CHIIbHEE, YeM Ha-
pyXHast )KuAKOCTh. Ilocne 3aMbIKaHUsl (parMEeHTHI MOTydYald BO3MOK-
HOCTBH 32 CYET CEKpeLUWH BOABI B CBOIO MOJOCTH YBEIMYHMBATH 00bEM
BHYTpEHHEH Macchl U ee JaBieHUe Ha 000704Ky. Y MOCKONIBKY 3muTe-
TN OTKPBITHIX ()PArMEHTOB CBOKO (JOPMY HE YCIIOKHSUI, OCTACTCS MPH-
HSTh, YTO MMEHHO BO3/ACHCTBHE Ha O0OOJOYKY pacTylleil BHyTpeHHeH
Macchl ONpe/eNseT pa3BUTHE BBISTYMBAHUN (JIETOYHBIX 1Moyek). To, uro
B XOJIe €CTECTBEHHOT'0 MOp(OreHe3a BHYTPEHHS Macca KUIIKH H ee Jie-
PHUBATOB yBETUUMBAET CBOW 00bEM, B JOKA3aTELCTBAX HE HYKIAETCS.

YcerpoiicTBo 000704KM BHYTPEHHHX IMOJIOCTHBIX OPraHOB 3apOibl-
el mo3BOJIsSET AyMaThb, YTO OHU ABJIAIOTCA TYyPropHbIMU TenaMu? 3a cuer
nponudepany CIoi MUTENHATBHBIX KJIETOK B MPUHIUIIE MOT OBI pac-
IHUPATHCA TPONOPLHHUOHAIBHO YBCIMYCHUIO BHyTpCHHefI MacCChbl U TOraa
HE OKa3bIBaTh eii comporunienus. Ho apyroii cioit 06onouku, 6a3anbHast
MeMOpaHa, SBJISETCS CTPYKTYpOW HHEPTHOM, KOTOpas aKTUBHBIX JEHCT-
Bul He BeneT. OHa MOXKET YTOJINAThCS (M YTOJIIACTCS) MyTeM IpubasJie-
HHUS HOBOTO MaTepHalia K OTKPBITON MOBEPXHOCTH, HO PACHIUPATHCS (yBe-
JIMYKMBATh CBOIO IUIONIAJIb) CAMOCTOATENLHO HE crocoOHa. B aToM oTHO-
nieHnn 0azanpHasi MeMOpaHa 1oJJOOHA CTEHKE KIIETOK PACTeHUI U TpHOOB,
KOTOpasi YBEJIMYMBAET IUIOMIA/(b TACCUBHO, B PE3YJIbTAaTEe PACTATHBAIOIIIE-
ro JieiicTBHA pa3Oyxarolleil BHyTpeHHer Macchl. Kak u kiieTodHast cTeHka,
WHEepTHassT MeMOpaHa HECOMHEHHO OKa3blBAaeT IMPH POCTe BHYTPEHHEU
MaccChl COMPOTHBIICHHE ee JIaBJICHUI0. BeTpedast conpoTrBieHHe, JKUAKAs
BHYTPEHHSISI Macca pacrpe/ieNisieT JaBJIeHue paBHOMEPHO IO BCE miomia-
11 000JIOYKH.

JBurasich moj IaBieHHUEM BHYTPEHHEW MaccChl IEHTPOOEKHO, 000-
JIOYKa 324aTKOB BCTPEYAET COMPOTUBIICHUE HAPYKHOW Macchbl, KOTOPOii
IJId HEC B OTO BpEMA CIIYKUT ME3CHXUMA. I'maBHBIM 0OBLEMHBIM KOMIIO-
HEHTOM ME3E€HXHMBI SIBJIIETCS aMOPQHBIA BHEKIETOYHBIH MaTPUKC. DTOT
MaTPHUKC TPEJICTABISET cOO0M CHIBHO OOBOJHEHHOE BEIIECTBO, KOTOPOE
HaseiBatoT (Newman, Frisch, 1979) pazkmkeHHBIM THATYPOHOBBIM TIe-
nem. Takas Hapy»KHas Macca, Kak ¥ BHYTPEHHsIs, OKa3bIBaeT Ha 000I104-
Ky pacTyIIMX OpPraHOB paBHOMEPHOE JAaBJICHHE 10 BCEW ee TLIONIAJIH.
PaBHOMEpHOE CONPOTHBIICHUE, KOHEUHO, BCTpEYaeT 000JI04Ka OPTraHOB,
KYyJIbTUBUPYEMBIX B PaCTBOPE.

[MonoctHble Tena, 000J0YKAa KOTOPBIX HCIIBITBIBAET PaBHOMEPHOE
JaBJICHUE M M3HYTPH, U CHAPYXHU (CM. puc. 2A), MOTYT MEHAThH pa3Mep,
HO He (opmy. CorslacHO THAPOMEXAHUYECKON MOJEIH, I N3MEHCHHUS
(GOpMBI HEOOXOANMMO elle OJHO YCIOBHE — MEXaHMJYeCKas TeTeporeH-
HOCTB 000JIOUKH, KOHKPETHEE — e OCJIa0JIeHHe B MECTaxX BBIISTYUBAHUI.
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@DaKThl CBHJCTENBCTBYIOT, YTO B OTHOIICHUH 3MOPHUOHANBHBIX OPTraHOB
9TO ycnoBHe cobmonaercs. HepaBHoMepHOe pa3BuTHEe 0a3anbHOW MeM-
OpaHbl (KOJJIAar€HOBOTO CJIOs) HE pa3 OTMEYadd Ha CTEHKax 3a4aTKOB
nerkux (Wessells, 1970; Brody et al., 1982; Gallagher, 1986; Moore et
al., 2005) u cmronHbIX xene3 (Grobstein, Cohen, 1965; Nakanishi et al.,
1986, 1988) milekOMUTAIOIUX — TOJIIIMHA MEMOpPaHbl B MECTaX BBITISTYH-
BaHUH OKa3bIBAJIACh MCHBIIIE, YEM Ha COCEAHHMX ydacTKax snutenus. B
XOJIc AHTHOTEHE3a, MPOMCXOASIIETr0 MyTeM BETBICHHS KPOBEHOCHBIX
cocynioB, Oa3anpHas MeMOpaHa MX CTEHOK pa3pyIIaeTcs B MECTaxX MOSB-
nenus BeipoctoB (Patan, 2000). KneTouHslit 0¥ BBIISTYMBAHUIN pacTer,
KOHEYHO, CaM, yBEJIMYWBAs CBOIO IUIOIIAAb 32 CYeT Mposr(epaIim.
JlaBneHue BHYTPEHHEH Macchl HAIPAaBISET, OPraHU3yeT 3TOT POCT, HO,
BO3MOXKHO, U CTUMYJIHPYET.

Ha To, 4TO BBINSYMBaHUS BHYTPCHHUX OPTaHOB PACTYT IO JaBlie-
HUEM HAMONHSIOMEH WX JKUAKOCTH, yKasbiBaeT (opma nepuBaroB. B
Hayae CBOETO Pa3BUTHsI OHH YacTO OBIBAIOT My3bIpyaThiMu. OIHH, Ha-
MPUMEP IUIABATENIBHBIN MTy3bIph PHIO, OCTAIOTCS TAKUMH Ha BCIO KH3Hb.
JIpyrue — movevHbie KaHAIbIbI, KPOBEHOCHBIE COCY/IbI — SIBJISIOTCS Mpa-
BUJIBHBIMU TPYOKaMH, KOTOPbIC TOXE BPSJI JIM MOTYT (OPMUPOBATHCS
MHa4Ye, KaK [0/l PABHOMEPHBIM JIaBJICHUEM BHYTPECHHEH JKHIKOCTH.

HapnyCHble BbINAYUBAHUA

Haunbonee n3BecTHBIMKM Hapy>KHBIMU BBIISIYMBAaHUAMHU 3MOPHOHOB
(IMYMHOK) SIBISIOTCSI TIOYKM KOHEYHOCTEW, Pa3BUTHIO KOTOPBIX MOCBS-
IIEHO HEMAaJIO KaK OMHUCATENbHBIX, TaAK M JKCICPUMEHTAILHBIX paboT.
MHoro BHUMaHHs, B YaCTHOCTH, yJEJIEHO CTHMYJIHPYIOLIEH POIH TaK
Ha3bIBAEMOI0 alMKaJIbHOTO 3KToJepMaibHOro TpedHst (AER), HO 0 Me-
XaHUKE TPOIIECCOB POCTa U (HOopMOOOPa30BAHUS MPAKTUUECKU HE T'OBO-
paT. HesBHO mpHHUMAIOT, MOXOXKE, YTO STH MPOLECCHl OIpenesseT
BHYTpeHH:s Me3eHxuMHasi Macca. Tak, Ede, Low (1969), mpoBoas kom-
MBIOTEPHOE MOJICIMPOBAHUE PA3BUTHS TIOYKH KOHEYHOCTEW KYPHIIBL,
VYUTBIBAIN TOJILKO MPONTH(EPAIIUI0 U MHUTPAIMIO 3aMOHSIIONINX ee Me-
3eHXMMHBIX KJIETOK. ABTOPBI CO3HaBalM, YTO 3KTOAEPMa CO3JAET IO-
BEPXHOCTHOE HATSKEHHE, HO B CBOIO MOJIEIIb €€ HE BKIIOUMIIN U JjaXKe He
n300pa3uil Ha CXEMaTHYECKUX PHUCYHKaX, IiIe€ IOYKH IpPeACTaBICHBI
“ronpiMu”. JIFOOOMBITHO, YTO MPH HW3YYEHHH dBarvHalWi BHYTPEHHHX
OpPTaHOB IMO3BOHOYHBIX >KUBOTHBIX OCHOBHOE BHHMAaHHE YACISIOT Kak
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pa3 AIUTETHAIBHON 000709Ke (CM. BEIIIE), a B Pa3BUTHH HAPYKHBIX BBI-
[IAYMBaHUN €€ aKTUBHOU POJIU HE BUJST.

B Hammx cxemax Bceraa MPUCYTCTBYIOT TPH KOMIIOHEHTa: BHYT-
PEHHsII Macca, HapyXXHas Macca M pa3zaenstomias ux ooonodka. O6omou-
Ka TeJla 3apoJbIliel (IKToIepMa) YCTPOCHA TakK ke, Kak 000JI09Ka BHYT-
peHHuX opraHoB. Ho B oTin4me OT TOMOT€HHON KHUJIKOW MaccChl, 3aoJi-
HSIOIIEH BHYTPEHHHE OpraHbl, Macca, 3aHUMarolas MEePBHYHYIO IIO-
J0CcTh AMOPHOHA, NMEET CIOXKHBINA cocTaB. Ee ornenpHbie nepudepude-
CKH€ KOMITOHEHTHI, CKQ)KEM MHOMEPHI, B IPUHIIAIIE MOTIIN OBI TIPOU3BO-
IWUThH JIOKAJILHOE JIaBICHUE Ha SKTOJCPMY M BBHIMAYMBATH €€ (M0m00HO
AKTHHOBBIM ITyYKaM B THUIIOTE3€ TOJKAIOMINX (PHIAMEHTOB — CM. BBIIIE).
Ha BeimsumBaromniyto poip MHOMEpPOB YKas3bIBaeT, Kak Oy/TO, BOIHH-
CTOCTh MOBEPXHOCTH TeJla JIMYMHOK XBOCTaThix ampuomii (puc. 4I°) u
pei0. Ha camoMm pene HM OuH SMOPUOHANBHBINA (JTMYMHOYHBIN) OpraH
MPSIMO C IKTOJEPMOIl HE KOHTAaKTHUPYET, YTO JIETKO BUAETH HA CaMBIX
Pa3HBIX TUCTOJOTHYECKUX cpe3ax (cM. puc. 317, 4I'). DmexTpoHOorpaMMbl
MOKAa3bIBAIOT, YTO K HKTOJEPME TECHO HE MPHUIIETAIOT Aa)Ke KIETKU, BEp-
Hee ux Tena. Tak, B MOYKe KOHEYHOCTEH KYpHIIbI, TUIOTHO 3aITOJIHEHHON
ME3eHXUMHBIMH KJIeTKaMH (CM. IUTst mpuMepa puc. 4A), UMb UX TOHKHAE
OTPOCTKH JIOCTUTaloT OazanbpHOi MeMmOpanbl (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 BIHMSHUS Ha MPOIECCHl IBa-
THHAINH, TOBOPSIT IPUMEPBI, KOTJIa UX B BBIPOCTaxX Teja BOOOIIE Mpak-
tudecku HeT (puc. 3A, B; 4b). Tak ObiBaeT naxe B MOYKaX KOHEYHOCTEH
TETparo/i, OOBIYHO HAITOJNHEHHBIX KIETKaMH. Hampumep, AUCTaNbHBIN
cerMeHT (“IUTaBHUYOK) KOHEYHOCTEH JMYMHOK CHOMPCKOTO YTiio3yOa
(Salamandrella) kneTok MOYTH HE CONEPKUT, HO PACTET OYEHb OBICTPO
(bopxsapar, 1994, 2000).

TakuMm 00pa3oM, TONBKO aMOP(HBINA BHEKIETOYHBIA MAaTPUKC TIPHJIC-
raeT K 3KTOJIepME U MOXKET OKa3bIBaTh Ha Hee JIaBJIeHHe. JTO 3HAYHT, YTO
reTeporeHHasl BHyTPEHHSISI Macca LEeJIoro SMOpHoHa (JIMUMHKU) B3aHMO-
JIEUCTBYeT ¢ 00OJIOYKOH (PKTOAEPMON), OKPY)KAIOIIEH MEPBUYHYIO II0-
JIOCTh TeJla, KaK eIHas BBICOKO TUIaCTHYHAas Macca. Berpedast mpu cBoemM
pOCTE CONpOTHBICHUE 000JI0UKHU (TIpexkIe Bcero 0asajibHONW MeMOpaHsbI),
9Ta Macca, Kak U KHUIKOCTb BHYTPEHHUX OPTraHOB, OJDKHA PaBHOMEPHO
pactipenienaTh AaBleHHE IO BCced ee Iuiomanv, a ¢opma Tena JO0JDKHA
CTPEMHUTHCS K IapooOpa3Hoil. JleficTBUTENBHO, XOTSI BeCh SMOPUOH (JIH-
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YMHKA) HE BBIMVISIIUT MPOCTHIM IIPABWIBHBIM TEJIOM, €r0 YacTH HEPEIKO
OBIBAIOT TaKUMU. TyJIOBHUIIE W XBOCT paHHUX 3MOPHOHOB MOTYT OBITH OK-
PYTTIBIMH B MIONEPEYHOM CEYEHHH, a TIOYKH KOHEYHOocTel am(uoOuii Bo3-
HUKAIOT Kak nomyctepsl. [lnaBable, poBHbIE M3THOBI SKTOAEPMBI, YacTO
BHIMMBIC Ha TpemapaTax (puc. 417), ToKe CO3MA0T BIIEUYATIICHHE, YTO
CTEHKH TeJla UCIBITHIBAIOT PAaBHOMEPHOE NABIICHHE BHYTPEHHEH MAacChl.
PaBHOMEpHO AaBUT Ha 3apoAbIIM (JIMUMHKH) U HAPYXKHAsS, KHUIKasl, Mac-
ca. Ilouemy xe Tes0 SMOPHOHOB PACcTET HEPABHOMEPHO U IPUHUMAET HE-
npaBwiIbHYIO Qopmy? [louemy Kakue-To ero gactu pacTyT ObIcTpee, BbI-
nsauBarotcs? ['mapoMexannveckasi MOJIENIb OTBEYAeT — MOTOMY, YTO 000-
JIOYKa, B JAHHOM CIIy4ae 3KTOJepMa, MEXaHHYECKU IeTEPOreHHa U ee Jac-
TH OKa3bIBAIOT JABJICHHUIO BHYTPEHHEH Macchl HEOAWHAKOBOE CONPOTHUB-
nenue. Tak 11 3T0 Ha TIPAaKTUKE?

Cample pa3Hble HapY)KHbIC BBIIISTYMBAHUS SMOPHOHOB (JIMYUHOK)
JIEMOHCTPHUPYIOT OTHOCUTENHFHO CIIa00 pa3BUTYIO 0a3anbHYyI0 MEMOpaHy.
OCO0EHHO MOJIHO 3TO NOKYMEHTHPOBAHO Ha MpPHUMEpE MOYEK KOHEYHO-
cTei, ubsi OazanbHasi MeMOpaHa BCEeTJa 3HAYMTENILHO TOHBINE, YeM Ha
COCEIHMX y4YacTKax KoXH. B camux moukax oHa 0cOOEHHO TOHKa B MX
OUCTAJIBHOW YacTH, a Ha caMOil BEpXyIIKe WHOIZA JIaKe MpephIBACTCS
(Balinsky, 1957; Jurand, 1965; Ede et al., 1974; Kelley, Bluemink, 1974;
Raynaud et al., 1974; BopxBapnar, 20026). Salpeter, Singer (1960) Ha-
Omofany MCTOHYEeHHE 0a3anbHOM MeMOpaHbI TakKe Ha BEpIIMHE pere-
HEPUPYIOIINX KOHEYHOCTeH TpuTOoHA. MHOTAa c1abocTh MeMOpaHbl MO-
JKeT OBITh CIEIACTBHEM ee HemopazButus (Smith et al., 1975). OObIuHO
Ke OHa NIEpBOE BpeMs HE MOKAa3bIBAET SIBHBIX OTIANUMi (puc. 3A), HO yxe
B caMOM Hadajie ()OPMHUPOBAHMS MOUYKH KOHEYHOCTH OKa3bIBAETCS CHUJIb-
HO paspymenHoi (puc. 3b; 4A). CTtaB OTHOCUTEIHPHO TOHKOM, alliKalb-
Has OazanbHas MeMOpaHa J0JIrO MOJAEPKUBACT TAKOE COCTOSHHE; 51 Ha-
Omofan ero B KOHEYHOCTH aM(pHuOMii BIUIOTH 70 MOJHOTO (HOPMHPOBa-
HUS TaM XPSIIEBOTO cKeJleTa. B KOHEYHOCTSX XBOCTAThIX 36MHOBOIHBIX
ociabiienre 6a3zanbHONW MeMOpaHbl ObIIO OOHAPYKEHO HE TOIBKO B HX
JUCTAIBHOW YacTH, HO M Ha OBICTPO PaCTYIIUX Mpe- U MOCTaKCHATbHOM
kpasx (Borkhvardt, 2001). Kpome Toro, oTHOCHTENBHO ciabast 0azaib-
Has MeMOpaHa Obla HalijieHa Ha KOHIIE XBOCTa 3MOPHOHOB CEBPIOTH
(bopxBapar, 20026), Ha BepIIMHE HEMAPHBIX IIABHUKOBBIX CKIIAJOK JIH-
grHOK pbI0 (Nadol et al., 1969; puc. 3A) u amduOMii, Ha BepIMHE Omep-
KYJSIpHBIX KpbImiek (puc. 4b) M HApyXHBIX Ka0p JTUIMHOK 36MHOBOI-
HBIX, OajaHcepoB XBocTaThIx ampuowmii (puc. 4B).
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Cmsiorcku

CpaBHEHHE pa3HBIX BBIMTYMBAHUN y 3MOPHOHOB (JIMYMHOK) TIO3BO-
HOYHBIX JKABOTHBIX OOHApY>KHBAET OIPEICIEHHYIO 3aKOHOMEPHOCTh. BHI-
TITYMBAHKS, 3aMIOTHEHHBIE JKHUAKOCTBIO, BCErla MMEIOT OKPYIIyio (opmy,
TOIJIa KaK OpraHbl, COACpIKAIie ME3CHXUMY, OBIBAIOT TAKXKE U IUIOCKHUMHU
(puc. 3A, B). Crpoesa (1950) moxaraia, 9Tto TpEyTrolbHYIO (B IIOTIEPETHOM
CeYeHuH — cM. puc. 3B) GopMy mIaBHUKOBON CKITAAKH JTMIUHOK aM(pHOMA
MOJICPKUBAIOT ME3CHXMMHbBIE KJIETKH, KOTOPHIE C MOMOIIBIO OTPOCTKOB
COCJIMHSIOT MPOTUBOIIOJIOKHBIC CTCHKH M MPETSITCTBYIOT UX PACXOXKICHUIO.
[Noxoxxee muenne BbIckasbiBai Lovtrup (1983). Boo6ime, kneTok B I1aBHU-
KOBBIX CKJIQJIKaX OYCHb MaJlo, 3aTO MHOTO KOJJIAr€HOBBIX BOJIOKOH, KOTO-
pBle TPOTATUBAIOTCS Mexny creHkamu (puc. 3B, 4/1) u neifctBuTensHO
MOTJTH OBI UX CKperuIaTh. [lokasaTenpHO, 9TO Ha TIepeAHEM KOHIIE CITMHHOM
TUIABHUKOBOM CKIIAJIKK TOJIOBACTUKOB XKaOBI, TA€ TAKMX BOJOKOH OOHAapy-
JKEHO He OBUIO, CKJIaKa mapoobpa3Ho pa3dyxana (bopxsapar, 2000, puc.
16). Cnemyromumii mpuMep He MEHEe BbIpa3uTeieH. BoiokHa, BUIUMBIC Ha
pucyHke 4/1, pacronoxeHbl YacTo U PaBHOMEPHO, M CTEHKH TUIABHUKOBOM
CKJIQJIKA 371eCh POBHBIC. B MapHBIX IIaBHUKAX JMYMHOK CEBPIOTM TaKOU
paBHOMEPHOCTH HET. TaM K CTEHKaM CKJIQJIOK MPWIETaloT pajraibHbIe
MYCKYJIbI, 1 BOJIOKHA TIPOXOJIST TOJILKO MEXKAY HUMH. B MecTax, Te mydku
BOJIOKOH KPEIATCS HA CTEHKAX CKIIAJIOK, TIOCTIETHIE 00pa3yroT yriyOleHus,
TaK YTO IOBEPXHOCTh ILJIABHUKA OKasbiBaeTcs BonHucTOM (BopxBapar,
2000, puc. 26). OT0 cpaBHEHHE TTOKA3bIBAET, YTO KOJUIAr€HOBHIE BOJIOKHA,
CBSI3BIBAOIIE TTPOTHUBOIIOJIOKHBIE CTEHKH TUIABHUKOBBIX CKIIAJIOK, HA Ca-
MOM JIeJIC OTPAHUYMBAIOT MX PACXOXKICHHE U TAKUM CIIOCOOOM BJIMSIOT Ha
dopmy BeLTIMBaHUA. TO ke camMoe MPOUCXOAWT M C IEIBIM TEJIOM 3M-
OpHOHOB (JITYMHOK).

Oprasbl, 3aHUMAIOIINE NIEPBUYHYIO MOJIOCTh Teja, HE UMEIOT Mpsi-
MOTO KOHTaKTa C 9KTOAEpPMOH (CM. BBIIIE), HO OHU HE “TIaBaloT”’ CBO-
007HO B Me3eHXUMHOW Macce. KomareHoBble BOJIOKHA, TPOHHU3BIBAO-
II1e TI0JIOCTh, CBA3BIBAIOT BHYTPEHHUE OPTaHbl JPYT C IPYTOM U C IKTO-
nepmoit (Lipton, Jacobson, 1974; Bellairs, 1979; Schoenwolf, 1979;
Bopxsapar, Kosanenko, 1985, 1986). Opransl, TakuM 00pa3oM, OKa3bl-
BalOTCA “TIOABEIICHHBIMU K KOXKE, 4 MPOTUBOJICKAIITUE YIACTKH CTCHKH
TeJa 4Yepe3 3THU OpraHbl, WIPAIONINE POJb MPOMEXKYTOUHBIX 3BEHHEB,
BCTYTIAIOT B CBSI3b APYT C Apyrom. PacmpezeneHue CBA3YIOMHUX BOJIOKOH
MEHSETCS 10 X0y OHTOTeHe3a. Ha cTtaiuy HecerMeHTUPOBaHHOW Me30-
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JepMBbl U LEJIbHBIX COMUTOB BOJIOKHA pa3MELIaloTcs PaBHOMEPHO (pucC.
5A, cpaBH. puc. 4J1), 1 B 3TO BpeMs HX MEXaHHUECKOoe ACHCTBHE 0OHa-
pyxuth TpynHo. [locie pacnageHus COMUTOB U 00pa30BaHUSI MHOMEPOB
BOJIOKHAa KOHIIEHTPUPYIOTCS (OCTAIOTCS) B paiioHe MOMEPEYHBIX MHUO-
CellT, ¥ TOI'Zla UX BIUSHUE CTAHOBUTCS O4YEBUAHBIM. B MecTax mpukpen-
JICHWS K HUM BOJIOKOH CTEHKHU Tejia (OPMHPYIOT OOpO3Ibl, W MOBEPX-
HOCTh SMOPHOHOB (JIMYMHOK) OKasbiBaeTcsi BomHHCTOH (puc. 4I°, 5B).
Tam, rae BHyTpeHHHE KOHIIBI T€X K€ CENTAIbHBIX BOJIOKOH KPEIsTCs Ha
XOpIe U HEpBHOH TpyOKe, MOCIeIHNE, COOTBETCTBEHHO, AAl0T BBICTYIIBI
(bopxBapar, KoBanenko, 1985, puc. 1B, 1986, puc. 1; Ha cxemaruye-
CKOM pHCYyHKe 5b BBICTYTBI XOpBI HE TIOKa3aHbl). Y SMOPHOHOB aKyJIbl
KOJIJIAar€HOBBIE BOJIOKHA CKJIAJ(bIBAIOTCS, KPOME TOTO, B TOPU30HTAJIbHBIC
“IUTACTHHKU, KOTOPBIC COCAMHSIOT IKTOACPMY C HApY>KHOH CTEHKOM
LIEJIOMUYECKON TOJOCTH; B MeCTaX NPUCOETUHEHMS IUIACTUHOK 3KTO-
nepMa o0pasyeT mpononbHbIe yriryoneHus (puc. 31).

BonokHa 1 KJIETKH, CKPEIUIIONINE MPOTHUBOJIEKAIINE CTEHKH II0-
JIOCTEH W MPEMATCTBYIOIINE HX PACXO0XKICHHUIO, OB Ha3BaHBI CTSHKKAMU
(bopxBapar, 2000). Ponb cTskek, KOHEYHO, ITACCUBHAsE — OHA TIPOSBIISI-
€Tcs TOJNBKO B IMPOLECCE POCTa BHYTPEHHEH MacChl M BBI3BAHHOTO UM
LEHTPOOEKHOro cMerieHuss 000y0ukd. CTSDKKM HapylIarT IUIAaBHOE
pacipeHne BHyTPEHHEH MacChl M MPEMATCTBYIOT (POPMHUPOBAHHIO POB-
HBIX OKpPYIJIBIX T€J; YIUIOMIEHHBIE IJIaBHUKU phIO (puc. 3A,B) maror
3TOMy Xopomuil mpumMep. Kumika u ee qepuBaThl, KPOBEHOCHBIE COCY/IbI,
MOYEYHbIE KaHAJbIIbI 3allOJIHEHBl HE ME3CHXWMOMW, a KUAKOCTBIO, JIH-
LICHHOW KOJIJIAar€HOBBIX BOJIOKOH. HUKaKMX CTSDKEK TaM HET, U ATU Tea
BCera SBJSIOTCS HUINHIPUISCKUMH WIH Iy3bIpYaThIMU.

CTsDKKH, BOBMOXKHO, IPUHIUMAIOT y4acTHe He TOJIBKO B YHUCTO (op-
MO000Opa30BaTeNbHBIX, HO U B JIPYrUX MOP(OreHETHYECKHX IMpoleccax.
He ucknrodeno, HanpuMep, YTO OHU UTPArOT BAKHYIO pOJIb B pa3pylle-
HUU 3IUTENNATBHBIX CTEHOK COMHTOB, IPHYMHBI KOTOPOTO TIOKa HE I10-
HATBL. CMemasch IEHTPOOCSKHO, IKTOJAEpPMa TSHET 3a COOON COMUTHI,
MPUKPEIJICHHBIE K Hel cTshkkaMu (cM. puc. SA). [TockoibKy yepes LeH-
TpaJIbHbIE OCEBBIE OPTaHbI (XOp/Aa Ha PUCYHKE 5) COMUTHI KaXKIOU CTO-
POHBI TeJla CBSA3BIBAIOTCS M IPYT C APYTrOM, BOSHHKAIOT CHJIBI, KOTOPHIE
MPOCTO pa3pbiBaloT Mezoaepmainbhuble Omoku (Bopxsapar, 2002a). Ho-
BbI€ (paKThl YKPEIUISIOT U paciuupsaioT 3Ty uaeto. Ha pucynkax 3/] u 3E
BUJHO, YTO MMEHHO T€ KJETKHM IapUeTalbHOM IEJIOMUYECKOM CTEHKH,
KOTOpBIE KPEMATCS Ha 3KTOAEPME, BBIXOISAT U3 SIUTENHAIBHOIO CIIOS;
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co3JlaeTcsl BICUYATIICHHUE, YTO JBHTAOMASICS EHTPOOEIKHO DKTOAEpPMA C
MOMOIIBIO CTSKEK OYKBAJIbHO BBIPHIBAET MX OTTYJIA.

B oTpocTkax KIIETOK, Kak MbI BHJIIEJIU BBIIIC, TOKE €CTh CTPYKTYPHI,
KOTOPBIC TaK WJIK MHAYE CBA3BIBAIOT MEXKIY COOOH MPOTHBOJICKAIIUE Y4a-
cTKH obonouku (masMaieMMmbl). HekoTopeie aBTroper (Bereiter-Hahn et
al., 1981; Lewis, Bridgman, 1992) nonaramu, 4to 3TH CTPYKTYpHI TOJ-
JICPKUBAIOT TUIOCKYIO (hOpMY JIaMEIUTHITOUH. S pacripoCTpaHmil 3TO MHE-
HHUE M Ha [IIMHAPHYECKUE OTPOCTKH, B KOTOPBIX CBSI3YIOIINE CTPYKTYPHI
M3BECTHBI TI0J] UMEHEM “‘TIoTIepeYHbIle MOCTUKH . CXOMICTBO BCEX ITHX 00-
pa30BaHI/II71 C KOJJIar€HOBBIMH BOJIOKHAMH-CTSOKKaMH BIIOJTHE O4YCBH/IHA,
YTO NpUIacT PEHOMEHY CTSHKEK YHUBEPCATBHBIN XapaKTep.

3akiaro4yeHue

I'mopocratnueckass moxens (puc. 2b), omuchIBaromass MEXaHH3M
pa3sBUTUA BBITISTUMBAHUM Y CTCHOYHBLIX KJIETOK, BIIOJIHC NPHUMEHUMA K
BBIITAYUBAHUAM U APYTUX KHUBLIX TEII.

BIITYNBAHUA

KuBoTHbBIE

“Invagination of epithelial tissue occurs during gastrulation, neuru-
lation, and organogenesis in many organisms. However, the underlying
morphogenetic mechanisms of invagination are not understood.” (Kim-
berly, Hardin, 1998, p. 235). [lono6HO aBTOpaM 3THX CIIOB OOJBITHHCTBO
uccliieoBaTeneld, 3aHUMAaIOLIMXCsl POLIECCAMU WHBaruHalUU y KHBOT-
HBIX, KOHIIEHTPUPYIOT BHUMaHUE Ha JIHUTEIHAIBHOM CIIOE; BISTYNBAHHE
OOBIYHO paccCMaTPUBAIOT KaK ero M3rndaHue. BaxkHbBIM METOJIOM H3yde-
HUS BISTYMBAHUN CUMTAIOT HAOJroneHus 3a (parMeHTaMy SIUTENHS, W3-
BJICUCHHBIMH W3 Tella 3apojbimeil. Ho B mpupoje mpocto snuTenust He
OBIBacT, OH BCerJa CyNIecTBYET B BUjIe 00OJOYKH MOJOCTHBIX Tel. [Ipu
WHBaruHalUy SMUTEIUN HE MPOCTO M3rudaercss — oH nocpyscaemcs. U
MOTPYKAETCA B 3AMKHYMYIO TIOJOCTb, HAIOIHEHHYIO HeCHCUMAEeMbIM
BemecTBOM. Kak OH MOXKET 3TO chenarh? DTOT BOIPOC OTHOCHTCS KO
BCEM MOJIOCTHBIM TEJIaM, KaK MHOTOKJIETOUHBIM, TaK U OZHOKJIETOYHBIM,
W KaXKJasi ”HBarnHaLMOHHAst MOJIENIb 00sI3aHa AaTh Ha HETO OTBET.
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Odell et al. (1981) — equHCTBEHHBIC H3BECTHBIE MHE aBTOPHI, KOTOPHIE
Takoi Bonpoc 3aaani. OHu Ha Hero u oTBeTHIN. OOCY>KAasi TacTPYJIILHUIO Y
MOPCKOT'0 €4, aBTOPbI PEIIIJIM, YTO BISTYMBAHUE (ApPXEHTEPOH) CaMo YCT-
paHseT CONMpPOTHBICHUE BHYTPEHHEH MacChl, MEXAHUYEeCKU BBITECHSS KUJI-
KOCTh Omactynsl Hapyxky. Ilpu racTpymsimu y pasHBIX KHUBOTHBIX KHI-
KOCTh JEUCTBUTEIBHO TOKHIAET MOJOCTh OnmacTyibl. Harmsamuerii mpumep
AT aMm(QuOnK U 0COOEHHO JIAHIIETHHUK, SMOPHUOH KOTOPOTO K KOHITY TacT-
PYJISIIUK TIPEBpAIACTCs B JIBYXCIOWHYIO Yallly, ITOYTH JIUIICHHYIO TIOJIOC-
TH. Ho criocoOHBI T OpraHu3Mbl (MX BILSTYUBAHMSI) UMEHHO GbIINECHSMb
xukocTh? [1o oOpazHomy Beipaxkenuro Kapiicona (1983), urypy, nomo0-
HYO YaIlleBUTHOM racTpyJie JaHI[ETHIKA, MOJKHO TIOJYYUTh, HA/IABUB TAJTb-
LIEM Ha OPOKOJOTHIN pe3UHOBBIN MsuuK. JKUBBIE MOJIOCTHBIE TENA, OTHAKO,
TBIPSIBBIMEU MSTIHKaMU HE SBILTIOTCSA. Kak pa3 mpo MOpCKOro eka M3BECTHO,
YTO MPOHHUIIAEMOCTh €r0 OJIACTOEPMBI KO BPEMEHH TacTPYJSIUU CTaHO-
BUTCA oueHb Hu3Koi (Moore, Burt, 1939). bosee moHATHBIN U peasbHbIHN
Croco0 YMEHbIICHHsI BHYTPEHHEH Macchl MOJIOCTHBIX TE — 3TO BBIBOJ BO-
IIBI TTI0 OCMOTHYECKOMY TPaJIEHTY, 4TO, KaK MBI 3HAEM, JIETKO JICNAIOT OT-
JIETIbHBIC KIIETKH.

Emte B 19 Beke 6bu10 BhickazaHo mHeHue (Rhumbler (1902) mpuru-
ceiBan ero Biitschli), uro BIsurBaHWE OIACTONEPMBI MPH TACTPYIISINAN
MIPOUCXONT U3-32 CHUKCHHUS IaBJICHUsI BHYTpH OnacTyiibl. Mes BbIrs-
JIUT BIIOJIHE TIpUBJIIEKaTENbHON. EcCiauM BHYTpEeHHEE HaBJIE€HHUE CTaHET
MEHBIIIE HApY>KHOTO, BHEIIHAS Macca 00s3aTeNIbHO OYyAeT CTPEMUTHCS B
00JacTh HU3KOTO JaBlieHus. Ecii OHa cymeeT mpeoIoNeTh COMPOTHBIIE-
HUEe O0OJIOYKHM, TO JIBHHETCS BMeCTe C HeW K LEeHTpy. B Takoil cxeme
yMeHbIlIeHue 00beMa BHYTPEHHEH MacChl IBUTCS HE CIICICTBHEM BIISTUH-
Banus, kak agymanu Odell et al. (1981), a, HarpoTHB, ero npuuunou. Bo-
MPOC O BHEAPEHUU 00OJOYKH B HECXKMMAEMYIO Maccy IPH 3TOM BOoOIIIe
HE BO3HHUKAET, OCTpasi nmpobiiema perraercs “cama co0oi”.

OO6cyxnas runote3y pasHuIl aaBieHuit, Rhumbler (1902) orme-
TWJ, YTO YMEHBIICHHE OJIACTOLENS BO BPEMs TaCTPYJSIIIUUA — SIBIICHUE
JIOBOJILHO OOBIYHOE, HO TPH TOM BBICKa3ajl psi KPUTHYECKHX 3ameda-
HUI (00 OJTHOM M3 HHX CM. HIDKe). BMmecTe ¢ Tem, crienuanbHoe BHUMA-
HUE OH YJeNujl MPEBPAIEHHSIM KIIETOK HHBarMHUpYOed yactu Oia-
cronepmel (Entodermplatte Hemenkux aBTOpoB). B manpHelimem uccie-
JIOBATEIbCKAsi MBICIIb MOILTA UMEHHO TIO 3TOMY ITyTH.
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Facmpyﬂﬂuuﬂ Y UCNIOKOIHCUX

TFacTpynsums y UTIOKOKHUX SBISIETCS, OBITh MOXET, HanOoJIee MoJI-
HO M3y4YeHHBIM IPOIIECCOM WHBarMHAIMK y >KHUBOTHBIX. €M He MeHee,
Davidson et al. (1999, p. 221) umenu ocHOBaHHUA 3asABUTH, 9TO ... de-
spite a century of work... there is still no answer to the question: How do
sea urchins invaginate?”’

TacTpynsmust y UTTTOKOXKIX HAYMHACTCS C M3THOaHUs (TIpOrnOaHvIs)
TaK Ha3bIBAEMOM BEreTaTUBHOW IUIACTUHKU — y4acTKa OJIacTOJepMBI, CO-
CTaBJICHHOTO BBICOKMMH, CTOJIOYaThIMH, KileTkamu. Moore, Burt (1939)
KYJIbTUBUPOBAIH TUTACTHHKY in Vitro W TOKa3alli, YTO OHa CrocoOHa WH-
BarMHUPOBATh JaXe IOcJe HM3BJICYCHUH ee W3 3apoabima. [locne mon-
TBepkIeHus 3Tux pe3ynbTatoB (Ettensohn, 1984) mpakrudecku He ocrta-
JIOCh COMHEHM B ToM, uTo ““...the forces responsible for invagination
must reside in the vegetal plate itself.” (Davidson et al., 1995, p. 2005).

Yare Bcero nmpuuMHy M3rnOaHusi BETETATUBHON IUIACTUHKU BUASAT
B CY>KEHHH allUKAIBLHBIX (HAPY>KHBIX) KOHIIOB COCTABIISIOMINX €€ KIETOK
(cm. Davidson et al., 1995, 1999; Nakajima, Burke, 1996; Kimberly,
Hardin, 1998). 13-3a 3TOr0 KJIETKH CTAHOBATCS IPYIICBUIHBIME (MX Ha-
3BIBAIOT TaKXKe OYTHUTKOBHIHBIMH MU KIIMHOBHHBIMH), & BCSI TJIACTHH-
Ka TpUHUMAET, Ha cpe3aX, BUJ Beepa, pacKpeIToro BHyTpb. [lomararor,
YTO anuKalbHbIE OTAENBI KIETOK CKUMAIOTCS 33 CUET COKpaIleHUs Kop-
THUKAJILHBIX aKTOMHO3MHOBBIX Kojell. Jlonmyckarot Taxke (cMm. Davidson,
2012), 9To coKpalleHHe aKTOMHAO3WHA 3aTParuBaeT HE OT/EIbHBIE KIIET-
KH, a Cpasy MeJbIN TUTaCT; Pe3yJIbTaT 3TUX JEHCTBHIA TOT XKe — U3rnOaHue
BEreTaTUBHOM IIACTUHKKM. HamoMmHIO, 94TO CIOCOOHOCTh aKTOMHO3HMHA
HEMBIIIEYHBIX KIIETOK COKpamaThcsl NAIEKO He odveBWaHA. Hukakux
CHELUABHBIX JJOKA3aTENBCTB €ro IeHCTBUI He IPUBOIST U 3/1€Ch.

UzrubanreM BereTaTUBHOM TUIACTHHKU TacTPYJIALUS TOJIBKO HAuH-
Haercs. Jlanmpllle TPOUCXOMUT YyIUIMHEHHWE 3a4aTOYHOTO apXeHTEepOoHa
(TIepBUYHOM KHILIKH), ¥ 3TOT MPOLECC OOBSICHUTH COKPALICHUEM KIIETOK
yKe He yJaercs, HaJlo UcKaTh Apyrod MexaHusM. MccienoBartenu noje-
JIUITK TIPOIIECC TacTPYJISIUK Ha JIBa JTara, U H3y4eHUEeM KaKJoro 3aHu-
Manuch ocobo. OmnuceiBas M3MeHeHHst BToporo i3rtama, Dan, Okazaki
(1956) mpenmnonoxuiu, 4TO yIUIMHEHHE apXEHTEpOHA MPOUCXOIHUT 3a
CYET TAHYIIUX YCWIMHA TICEBIOMOANH ((hHUIOmMOaMii) BTOPUIHBIX ME3€H-
XUMHBIX KJIETOK, CBSI3BIBAIOINIMX BEPXYIIKY MEPBUYHON KHWIIKK C Oma-
CTOAEPMOH aHMMAaJBHOTO MOJIIOCA. DTa WAes BCTPETWIA BO3PaKCHUS
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(Hardin, Cheng, 1986; Hardin, 1988), Obuto yka3zaHo, 9TO apXeHTEPOH
07aronoNyyHo yIUTMHSACTCS KaK IPH M3HAYAILHOM OTCYTCTBHHU (DHIIOIO-
IV, TaK ¥ MPH WX MCKYCCTBEHHOM ynaneHuu. [lo3nHee pocT apxeHTe-
pOHa CBS3alM ¢ U3MEHEHHEM (popMBbI (YAJIMHEHHEM 10 ero MPOJOIbHOM
OCH U YIUIOIIEHWEM) M TMEepPEerpyNIpOBKOH KIETOK, COCTABISIOLINX
crenky nepBuuHoi kumku (Ettensohn, 1985a; Hardin, 1988, 1989). O
MpUYMHAX KIETOYHBIX MPEBpaIlleHH aBTOphl HUUEro He ckasanu, a Ko-
minami, Takata (2004) oTMeTnm, 9TO MEPETPYNITUPOBKA KIETOK OBIBAET
HE y BCEX MPEACTaBUTEIICH TPYIIIIHI.

Bompoc o TOM, Kak apXeHTEpOH NPEOJ0ICeBaeT CONPOTHUBIICHHUE
BHYTPEHHEH Macchl OJacTyJIbl, IEPEUNCICHHBIC TUIIOTE3bl HE PaccMaT-
PHUBAIOT M COCTOSTHUE OnacToreis He yuuThiBatoT (uckimodeHne — Odell
et al., 1981, cm. Bbile). Y MHOTHX JKUBOTHBIX OJIACTOIIETb IIPH TacTPy-
JIAIUU YMEHbIIaeTcsl, 00 3ToM 3Haimu yxe naBHo (cM. Rhumbler, 1902).
Kak obctout nemno y urinokoxux? ABTOpPHI, paboTaBIIne 0 TPUALATHIX
TO/IOB TIPOILIOTO BEKa, MPUHUMAIM, B OCHOBHOM, YTO SMOPHOHBI MOp-
CKOTO €a B XOJIe TacTpyJSIMK He YBeInInBatoTcs, U auib Horstadius
nmen nHoe MHeHHue (cM. Dan, Okazaki, 1956). Ettensohn (1984) nab:mro-
Jlan yBenndeHne 3MOpPHOHOB, HO B nipyro# craTthe (Ettensohn, 1985a) on
KOHCTaTHPOBaJ, 4TO WX 00beM He MeHsuics. Dan, Okazaki (1956) Toxe
TOBOPHJIM O TIOCTOSIHCTBE 00beMa. [locTossHCTBO 0011Iero pa3smepa (O:1a-
CTOLIEJNb TITFOC apXEHTEPOH) SICHO yKa3bIBaeT Ha TO, YTO IEPBHUYHAS MO-
JIOCTh TeJa TPU POCTE apXCHTEPOHA YMEHBIIACTCSI.

Kominami, Takata (2004, Tekct u Fig. 2) KoHCTaTUpOBaIX yBEJIH-
YeHHe IMOPUOHOB JIMIIb Ha BTOPOM JTaIe racTPYIISALUH, Ha CTaIHu TIep-
BUYHOTO BITYMBAHMS pa3Mepbl NPaKTHYECKH HE MEHsUTHCh. Bmecte ¢
TEM, aBTOPbI OOHAPYKHUIU MEPUOTUIECKOE M3MEHEHHE BEIUYUHBI TYyp-
TOPHOTO JaBiieHHs 3MOpUOHOB. OHO SIBISUIOCH JOBOJBHO BBICOKMM Ha
CTaguH OJNACTYJbI M IOHWXANOCh 00 Hauana ractpysauuu. [lo 3aBepiie-
HUM TIEPBOTO dTala racTpyJsH BHYTPEHHEE JABIICHHUE OISThH MOTHU-
MaJIOCh, U apXEHTEPOH MPHUMEPHO Ha JBa 4Yaca MpEeKpaliail pocT; 3aTeM
JaBJieHHEe HEMHOTO MOHWKAJIOCh, M NIEPBUYHAS KUILIKA OBICTPO YAJIHHS-
nack. MIcKycCTBEeHHOE TIOBBINICHNE JIAaBJICHUSI BHYTPU OJacTyJIbl TOPMO-
3WJIO BISIYMBAHUE BETETATUBHOM ITACTHHKH.

[lepBoe majeHue BEMUYMHBI THAPOCTATHYECKOTO JaBIICHUS BHYTPU
sMOpuoHa, o cioBam Kominami, Takata (2004), mpoucxomut Ao mosB-
JICHUS! BIITYMBAHMUSA, T.€. IO KpaliHel Mepe B 3TO BpeMsI HUYTO JKHUIAKOCTh
BBITECHSTH HE MOXeT. ENIWHCTBEHHBIM MEXaHH3MOM 3/1€Ch CIIEAYET MPH-
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3HaTh BBIXOJ BOIBI OCMOTHYECKUM IIyTeM. DTO O3HAYAET, YTO B NPHH-
LUIE 3apOoAbIIN MOIJM Obl OIyCKaThb BHYTPEHHEE NaBICHUE HIKE
BHEIIHETO W TMPOBOLMPOBATH 3TUM HHBarmHanuio. Kominami, Takata
(2004) o TakoM CHIBHOM MaJACHUM MPSIMO HE TOBOPHIIH, HO HAa PUCYHKE
(Fig. 2A), oToOpaxaromeM Hadaio TacTPYJALNWH, CHMBOJBI (CTPEIKH),
MOKa3bIBAIOIINE TYPrOPHOE JIABJICHUE, HE MOMECTHIIN;, Ha BCEX OCTaJlb-
HeIX pucyHkax cepun (B-F) onum ects. [lpuBons naHHble aBTOPOB O
BHYTPEHHEM JaBJICHUH, 0OpaTUM BHUMAaHMUE €Ile Ha TO, YTO €r0 BEIUUH-
Ha TIEPHOANYCCKH MEHsIIach (Kojebanack). OTHM dMOPHOHBI MOPCKOTO
eXa HaIIOMUHAIOT MyJIbCUPYIOIINE KIICTKH.

Kominami, Takata (2004) 3Hanmm crapyro uer o Beaymeld poiu B
WHBaruHallMd HU3KOTO BHYTPEHHEro AaBlieHHsA. VX cOOCTBEHHBIE NaH-
HBIC MPHU3BIBAIM OTHECTUCH K HEH COYYBCTBEHHO, HO aBTOPHI 3TOTO HE
caenani. OHM TPHU3HAIM, YTO TOHIKEHHE TYPrOpHOTO JABJICHUS TPH
HOPMaJPHOM Pa3BUTUH OONlerdaeT nporudanue (BISTIMBAHHE) BereTa-
TUBHOW TUTACTHUHKH, a B JPYTO#l CTaThe Hamwcamy, 9to “...change in the
level of osmotic pressure of blastocoel would be necessary for the
progress of gastrulation.” (Takata, Kominami, 2001, p. 1097). Ho nanb-
LII€ 3TOr0 aBTOPbI HE MOLLIH, OyIydH YBEPEHBI B TOM, UTO 'MIIOTE3a Pa3-
HUIIBI JIaBJIEHWH ObUIa OTBEPrHYTa pe3yJdbTaTaMH SKCIEPHUMEHTOB TIO
BHIpAIIMBAaHHUIO BEreTaTHBHOW IUIACTHHKU (cM. Bbie). [TocmoTpum Ha
9TH Pe3yJIbTaThl 00jIee BHUMATENBHO.

Moore, Burt (1939) Bripe3anu BEreTaTUBHYIO IIACTUHKY HA CTaIHH
paHHEeH TacTpyJibl, KOTr/ia BISIYUBAHUE YxKe cQOPMUPOBATIOCH, H Ba)KHBIM
CUUTAIM TO, YTO PAaHHHUI apXEHTEPOH HE PErpeccHpyeT, a MPOJOIKAET
pactu. Boobme, Ha mpencraBienHoMm nuMu pucyske (Fig. 1) BugHO, 9TO
MoCJIe U30JISIIMU BEreTaTUBHOW ITACTUHKY BISIYMBAHUE YBEITMYUBAIOCH
Mano. OCHOBHBIE M3MEHEHUS MPETEPIeBaI Kpasl IIACTUHKHU, KOTOPHIE
paspacTaiich, CMBIKAJUCh W BOCCTAHABIMBAIN 3aMKHYMyHO cdepy;
JAJIbHENIINA POCT apXEHTEPOHA NMPOUCXOAWI yke B Hell. Kak u 3a cuer
4Yero OH poc, ckazaHo He Obut0. Ettensohn (1984), B oTiinumne ot Moore,
Burt (1939), u3Biekan BereTaTMBHYIO IUIACTHHKY A0 Hayaya racTpyis-
UK U ToXKe Habirosian oOpazoBaHue apxeHTepoHa. U3 Tekcra, ofHaKo,
HE SICHO B Kakoe BpeMs: (hopMHUpoBasach MepBUYHAs KHIIKA, 10 3aMbIKa-
HUS TIOJIOCTH WJIH TIOCJIE, @ €AMHCTBEHHAs (oTorpadus, MoKa3bIBaromast
apxenrepoH (Fig. 2), caenana aBTopoM Ha CTaauu, KOTAa SMOPHOH YXKe
BEpHYI cebe BUJ 3aMKHYTOTO Tella. becCriopHBIM BBIBOJIOM U3 KCIIEPH-
MeHTOB Moore, Burt (1939) u Ettensohn (1984) siBnsieTcs To, 4To U3BIeE-
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YeHHAas W3 3apOJIbIIa BeTeTaTHBHAS TUIACTHHKA CIIOCOOHA pa3pacTaThes
" cBepThBaThea. OMHAKO €€ CIIOCOOHOCTh aBaTh apXEHTEPOH 00 TIpe-
BpallleHHs] B 3aMKHYTOE IOJIOCTHOE TeJo TpeOyeT moaTBepxaeHus. Ho
JOMYCTHM, YTO B OIIBITE OMKpblmMAs BeTeTaTUBHAS IUIACTHHKA JIeHCTBU-
TEITLHO M3THOAETCS W TOSIBUBINCECS “‘BISYMBAHHE ITOTOM PACTET. DTH
(akThl MPOOIEMy racTpyJISUHA BCE PaBHO HE pellaT, IIOCKOJIbKY B HOP-
Me apXeHTEPOH Pa3BHBACTCS B COBEPIUCHHO JAPYIHX YCJIOBHUSX, I'le OH
JOJDKEH BHEAPSATHCS B HECKMMAEMYIO Maccy.

Moore, Burt (1939) B cBonx ombITax HE OTPAHHYMINCH HAOJFOIE-
HUSMH 33 OTAETHHON BereTaTUBHOM MIacTUHKONH. OHM KyJIbTUBUPOBAIU
TaKKe Ieble YMOPHOHBI MOPCKOTO €Ka, B YaCTHOCTH TMOMEIAINA HX B
TUIIEPTOHUYECKUI pacTBOP. Y Naisisi OCMOTHYECKUM ITyTEM BOJAY U3 paH-
Hell 6nacTyibl, aBTOPBI JOOMBAINCh MHBATMHAIIMH €€ CTEHKH W MOyda-
JI1 B pE3yJbTaTe KOHCTPYKLMIO, KOTOPYIO Ha3BaJIM JIOXKHOW TacTPYJION.
Ecnmm Bomy ymansii w3 mo3mHEH ONMacTynbl, MPOMCXOIUIO YCKOPEHHE
HOPMAJIBHOTO TaCTPYJSAIIUOHHOTO TpoIriecca. JTH Pe3yabTaThl OTYETIH-
BO CBHJIETECIBCTBOBAIU B IMOJb3Y THUIOTE3bl Pa3HUIBI JABICHUH, HO HH
caM¥ aBTOPBI, HM WX YHTATENIM TaKOTO BHIBOJA He cienaiu. S ske moma-
raro, 9TO ¥ KOHKpEeTHbIEe ()aKThl, U 0OIIMe cooOpaXKeHHs (CM. Havajo
TJIaBbI) BIIOJTHE COTJIACYIOTCSI CO CTapoil uaeei, BUAEBIICH NPUUNHY HH-
BarmHAIMK OJIACTOJIEPMBI B Ma/ICHUH JJABIICHUS BHYTPH OJIACTYIIbI, KOTAa
OHO CTAaHOBUTCS HUKE BHEIITHETO.

K 4mciy apryMeHToB 3a TO, YTO IMEHHO JIaBJIICHUE HAPY>KHOW KH/I-
KOH MaccChl OINpe/esieT BOZHUKHOBEHHE W POCT apXCHTEPOHA, MOXHO
npuBJeyb, HaBepHoe, HaOmoaerus Dan, Okazaki (1956) 3a npoueccom
AK30TacTPYJSAIMH. ABTOpaM yAaBajoCh CIIPOBOIUPOBATh 00pa3oBaHUE
9K30TaCTPYJIbl HAa CTAJMH JOBOJIBHO MPOTSHKEHHOTro apxeHTepoHa. Ilo-
CIIETHUI YKOpaYMBAJICS, SIUTEINN, OKPYKAIOIIUIA 0JIACTOIIOp, BHIMSYHU-
BaJICsi, M, HAKOHEII, apXEHTEPOH BBHIBOPAYHMBAJICS U3 TMOJOCTU AMOPHOHA
(Dan, Okazaki, 1956, Fig. 6). I[Ipoiiecc oueHb MOX0K Ha BRIBOPAUHMBAHUE
MAJBIEB PE3HMHOBOM TEpYaTKH, YTO MHOTHE HAaBEpHsKa HAOIIOJali B
ObITy. UTOOBI BHIBEpHYTH MAJIBIIbI, HATIOTHSIIOT MMEPUYATKy BO3yXOM, 3a-
KHUMaIOT OTBepcTHE (CO37al0T 3aMKHYTYIO TOJOCTh) M HAOKHMAIOT Ha
HQIyTYI0 YacTh. [lanbipl OyKBabHO BBHICKAKUBAIOT HApYyxXy. MexaHH3M
BBIBOPAYHMBAHUS TAJBIEB MIEPUATKU MOHATCH (BBHITAIKHUBAHHE BHYTPCH-
Hel BO3IYITHOW MAaccoi), U HUKaKUX MHBIX CIOCOOOB BHEIBOPAYMBAHUS
apXCHTEPOHA MPH 3K30TacTpy isaiiuu He BuaHo. Dan, Okazaki (1956) Tak
W OMHCAIl 3TOT IMpOLEecC — KaK 8vlimankusanue apxenrepona. Ho eciu
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APXECHTEPOH MOXKHO BBITOJIKHYTh BHYTPEHHEH JKUAKOCTBIO, TO €0 MOX-
HO ¥ BTOJIKHYTh — Hapy>xHOW. Hano Tonpko, 4To0Bl BHYTpEHHEE aBiie-
HUE yMajio HIKE BHEIIHETO.

Ecnu Gnactomepmy IeHCTBUTENBHO BIsIYMBAeT (“‘BTalKMBaeT”’) Ha-
PYXHas )KHIKOCTb, TO IOYEMY 3TO IIPOUCXOAUT B 00IaCTH BEI€TaTUBHOM
actuaku? Y BHYTpeHHSA, U Hapy)KHas )KHIKOCTH, ECTECTBEHHO, aBSIT
pPaBHOMEpPHO Ha gcro OnmacToiepMy, 3HAYUT, pasragky Hago HCKAaTh B
cBoiicTBax turactuHkH. Rhumbler (1902) cmpaBemmnBo moiarani, dTO,
€CIIM BIIYMBAHHWE IPOMCXOAMT IOJ AABJICHUEM BHELIHEH MacChl, OHO
JOJDKHO COBEpIIAThCsl TaM, TAe OlacToiepMa OKasbIBaeT JAaBJICHUIO
HauMeHblllee compoTuBieHue. WuBarmaupyromas Entodermplatte, mo
MHEHHIO aBTOPAa, HANIPOTHB, AOJDKHA CONPOTHUBILITHCA Aaxke Oojee Apy-
T'HX 9acTe ONacToAEepPMBI, MOCKOIBKY MPEBOCXOJUT WX TOJIIMHONW. ITO
0OCTOSITENILCTBO, CPEAX MPOYHX, OMPEEITUIIO €r0 CKENTHYECKOe OTHO-
LIEHUE KO BCEH UAee pa3HULIbI JABICHUM.

BereratuBHas miuacTuHKa OIacTysIbl MOPCKOTO €Xa, MOCTPOSHHAsS
CTOJIOUATHIMH KJIETKaMH, TOXKE SIBIISIETCS TOJICTOM, OJHAKO B €€ CTpoe-
HUM €CTh U ciadble MecTa. Tak, Oa3zanbHas MeMOpaHa, MOKpBIBAOLIAs
BHYTPEHHIOIO MTOBEPXHOCTh OJacTOAEpMBI, Ha CTEHKAax BIISTYUBAHHS OT-
cyrcteyer (Ettensohn, 1984). Mano Ttoro, 3aech uMmeercsl emie ojHa
CTPYKTYpHast OCOOEHHOCTh, CIIOCOOCTBYIOIIAsI JIOKATTbHOMY OCIabIeHUIO
Onacronepmel. B obnactu u3rubaHusi oHa SIBISIETCS MIOCKOU, YTO U OT-
paXeHO B Ha3BaHHUHM ‘‘BereTaTUBHAs niacmuuka” (M B HEMEIKOM TE€PMHU-
He Entodermplatte, mpumeHsieMoM K OnacTyinaM pa3HBIX KHBOTHBIX).
Pone cBoma B yBeNMYEHHWH IPOYHOCTH CTPOMTENIBHBIX KOHCTPYKIMH
BCEM M3BECTHA, W TOHITHO, YTO YIUIOLIeHHAas Onacroiepma OyIeT mpo-
THBOCTOATH HAPY)KHOMY JIABJIICHUIO HE TaK YCIICNIHO, KaK BhImyKias. [lo-
3BOJIUTENIFHO AyMaTh, YTO YIUIOUIEHUE OJacTOAepMBbl, B CBOIO OYepeab,
€CTb CJIEJCTBHE M3MEHEHHUS! (POPMBI KIIETOK, KOTOpPBIE B ONpPENEICHHOM
MECTE CTAHOBSTCS CTOJIOYATHIMHU.

Hogas, BepHee, Bo3poxkaeHHas Mojaeiab (puc. 2B) He TpeOyer pas-
JeJIeHHs Ipolecca TacTpyJsiud MOPCKOTO €Xa Ha pa3Hble 3Tailbl, T.C.
3HAUYUTETHHO ~yrmpornaeT’ ero. OMHOTO MaBIICHUS HAPYKHOUW KUIKOCTH
BITOJTHE JIOCTATOYHO, YTOOBI TPOBECTH PAa3BUTUE apXEHTEPOHA OT Havala
710 KOHIIA, OT U3rH0aHus BEreTaTUBHOW TIACTHHKU JI0 JOCTHXEHUS Tep-
BUYHOM KHIIKOH aHUMaJbHOTO Mojroca. Ha Ooyee MO3IHUX CTagmsax
pa3BUTHS apXEHTEPOH AaeT HOBOE, Yallle HeMapHOe, BhINIYMBAHUE — I1e-
JoMuueckuil kapmaH. Ero mosiBneHue Jierko oObsSCHUTH JaBJICHUEM BCE
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TON K€ HapyXHOU >XKUAKOCTH, HANOJHSIOLIEH NepBHUYHYI0 KUIIKY. Ko-
HEYHO, POCT apXEHTEPOHA U €ro MPOU3BOAHBIX BO MHOTOM OCYIIECTBIIS-
eTcs 3a CUET Pa3MHOXCHUS SIUTEIHaIbHBIX KIETOK. /laBieHne Hapyx-
HOW Macchl OOJbIIE HAMPABISIET UX POCT W MPHAACT UM OINPEeTICHHYIO
(hopMy, XOTSI BO3ZMOKHO W HEKOTOPOE “NPHUHYIUTENIEHOE” BBOpAYNBaHHUE
Yy4acTKOB 6JaCTOEPMBI, COCECTBYIOIINX C BETETATUBHOM IIIaCTHHKOH.
B coBpeMeHHBIX MOJENSX MHBArHHAIIMOHHOM racTpyJSIHA 0c000e
3HA4YEHHUE MPHUIAIOT NPEBPAIICHUSAM KIIETOK n3rubaromeiics Gmactoaep-
MBI, KOTOPBIE CTAHOBATCS] OYTBUIKOBUAHBIMU. Tak MPOMCXOAUT HE TOJb-
KO Yy WITIOKOXHX, HO U y JPYTHUX KHBOTHBIX — Yy JIAHIIETHHKA (CM.
Rhumbler, 1902), y am¢pubwmii (cm. Keller et al., 2003; Lee, Harland,
2007). IlonaratoT, 9TO KIETKA MEHSIOT CBOIO (POpPMY aKTHBHO, 32 CUET
COKpaIlleHHsI aKTOMHUO3MHOBOT'O KOPTEKCa B MX anuKaibHOM yacTh. [Ipe-
o0pa3oBaHME KIIETOK, B CBOIO OuYepeib, NPUBOJUT K MPOTUOAHUIO (BIIS-
YMBaHUIO) OJacTolepMbl. B OTHOIIEHMHM HWITIOKOXKUX S NPUHSII HHYIO
TUIIOTE3Y, COTJIACHO KOTOPOIl pa3BUTHE apXCHTEPOHA MPOUCXOAUT IOJ
JaBlieHHEM Hapy>KHOW Macchl. Ecim Tak, TO Hy)KHO MUCKaTh Ipyroe o0b-
SICHEHHE U JUIS NPEBPAIICHUH KJIETOK HHBarMHUPYIOILEH 0J1acTOAepMBI.
Hauny c Toro, 4To KIMHOBHHBIE KJIETKH BCTPEYAIOTCS HE TOJBKO B
Mecte BrsiumBaHusa. Eme Rhumbler (1902) oOpaTtun BHMMaHHe Ha TO,
YTO y Pa3HBIX XHBOTHBIX 6ce KIETKH 0JacTOJEpMBbl UMEIOT (GOpPMY KITHU-
Ha, TOJILKO MOBEPHYTOr'0 yY3KOH 4aCThIO HE HAPYKY, & BHYTPb. 3HAYMT JIN
9TO, YTO KIIETKH aKTHBHO CXXMMAIOT CBOM BHYTpeHHHE oTnenbl? Hukrto
Tak He roBopuT. Torna 4ro ompenenseT 3aeck Gopmy kinetok? OTBeT, s
nymato, npocT. HapykHble 1 BHyTpeHHHE OTAEIBI KIETOK ChepuuecKn
W30THYTOH OJ1aCTOIEPMBI HAXOASATCS B Pa3HbIX YCIOBUSIX: IIEPBBIC JIeXkKaT
B paiioHe OGOJBIION KPWBH3HEI, BTOPhIE — B paiioHe Majol. B Ttakux yc-
JIOBUSIX TIJIOTHO YMAKOBAaHHBIE KJIETKH HeM30€XHO OyOyT pacIIMpeHHbI-
MU CHApYXM U CYyKEHHBIMU BHYTpHU. Takasi KIIMHOBUAHOCTh KIJIETOK OCO-
OEHHO XOpOIII0 3aMETHA B TOJICTOW OJacTofiepme, TJie MPOTHKEHHOCTh e
BHYTPEHHEHN M Hapy’KHOH ITOBEPXHOCTH CHJIBHO PAa3jIM4YacTcs; B Ka4ecT-
BE NpuMepa NpuBeny OnactomepMmy akTHHUM Nematostella vectensis,
CIIO)KEHHYIO OYeHb BhICOKMMH KieTkamu (cM. Kraus, Technau, 20006).
[lpn BnsuMBaHUK OJIACTONEPMBI OTHOIICHHS MEHSIOTCS. Tenephb yxke
BHYTPEHHSSI YacTh KJIETOK OKa3bIBaeTcAd B 30HE OOJNBINOW KPUBU3HEI, &
Hapy>KHasi — B 30HE Manoil. M KJIeTku BIOJHE 0XKHIAEMO MEHSIOT CBOIO
dhopmy Ha “00paTHYIO” — CTAHOBSTCS Y3KHMH B alMKaIHHOM YacTH H
IMPOKUMU B OazanbHOH. [Ipu 3TOM He MMeeT 3HaueHHUs1, Kakas CHJIa Co-
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THyJTa, CKaXXeM, BETeTaTUBHYIO IIACTHHKY. Elo BIONHE MOXeT OBITH
JaBJICHNE HApYXXHOW MAacChI, M B TAKOM clTydae M3MeHeHHe (hOpMBI Kie-
TOK SIBUTCS MPOCTO MOOOYHBIM 3(h(HEKTOM HHBATrHHAIIHH.

HélpnyCHble 6NA4YUBAHUA Y 3M6pu0H06 U TUYUHOK NO360HOYHbIX

[lyreM BHsUMBaHHS B MEPBHYHYIO MOJIOCThH Tella paHHHX 3MOpPHO-
HOB (DOPMUPYIOTCS 3a4aTKH IICHTPATBHON HEPBHOW CHUCTEMBI, BHYTpPECH-
HETO yXa, OPraHOB OOOHSHHUS, XPyCTANUKA. 3HAYNTEIBHO MO3HEE TAKUM
e CcrmocoOOM 3aKIIaJBIBAIOTCSl KOXKHBIC JKele3bl Terparnoi. [Ipomeccs
Pa3BUTHS HEPBHOU TPYOKH W OPraHOB UyBCTB MCCIICOBAHbI OUCHb TIIA-
TCJIbHO, HO €AMHCTBA B MOHUMAaHHNU ABWKYIIUX q)aKTOpOB JOCTUTHYTO
He Obuto (cpaBH. Burnside 1973; Schroeder, 1973; Zwaan, Hendrix,
1973; Karfunkel, 1974; Schoenwolf, 1979; Brun, Garson, 1983; Etten-
sohn, 19856; Schoenwolf, Smith, 1990). Emie He Tak mJaBHO aBTOp IIH-
pokoro o63opa (Gordon, 1985, p. 229) 3assisu1, uto “Neurulation is an
unsolved process...”. Bonee Bcero momyssipHa WAEs, YTO SMUTEIIAATb-
HBIW CcTIOW mporubaercs: 6aroaaps U3MEHEHHIO (JOPMBI €ro KIIETOK, KO-
TOPBIE CTAHOBATCSA I'PYLIEBUAHBIMU — CY>KCHHBIMHU Y BEPIIMHBI U PACILIK-
PEHHBIMK B OCHOBaHMHU. TpaHchopMariys KIETOK, B CBOIO OYepeb, €CTh
pe3yJbTaT COKPAIICHUS CYyOMEMOpAHHBIX AKTOMHO3WHOBBIX KOJEI[ B
anmmkanbHOM yactu (Bernfield et al., 1973; Burnside, 1973; Schroeder,
1973; Spooner, 1973; Odell et al., 1981). C Takoii runoTe30ii Mbl yxe
MO3HAKOMITUCH TIPU OOCYXKJACHUH TaCTPYJSAIMU, TENEepPh K CACTAHHBIM
TaM KPUTHYECKUM 3aMEUYaHUsM T00ABUM HOBBIC.

IIpencrasisieTcs, YTO BEPXYLIEUYHBIE OTIENbI KJIETOK, CKATbIE CO-
KpaTUTCIIbHBIMH KOJIbIIaMH, OOJIKHBI OBITH OKpYIJIBIMH B IIOIICPECUYHOM
CCUCHHH, U KJIETKaM JICUCTBUTEILHO MPUIAIOT TaKyto (GopMy Ha cxema-
THYECKUX pUCyHKax (Hampumep, Burnside, 1973, Fig. 15). Mexnay Tem
Schroeder (1973) He Halea MPaBHIBHBIX KOJICI[ Ha MOMEPEUYHBIX THCTO-
JIOTHUYECKHUX Cpe3aX KJICTOK MHBATMHUPYIONIEH HEPBHOW IMIACTHHKH KY-
puubl. Bece cyOmemOpanHble GuiaMeHTsl ObUIM OPTaHU30BaHBI B MOJIH-
TOHAJIBHBIC q)HprBI, CcaMU KJICTKHW MMEJIM Ha Cpe3ax Ty K€ MOJIUIOHaJIb-
Hyto ¢opmy (Schroeder, 1973, Fig. 8). ABTop Obl yAUBIEH Takoil Kap-
THHOW, HO HE HaIlea el YIOBICTBOPUTEILHOTO O0BsACHEHUA. Ybot-
Gonzalez, Copp (1999, p. 273) npuiuiu K BeIBOAY, 4TO ““...contraction of
actin microfilaments is not obligatory for epithelial bending during em-
bryonic morphogenesis.” Ilo muaenuto Colas, Schoenwolf (2001), amu-
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KaJIbHbIE COKPATHTENbHBIE KOJIbIAa CKOpee CTaOMIM3HPYIOT (opMy Kie-
TOK, 4eM MEHA0T ee. HakoHew, HeNMuIHe eIe pa3 MOBTOPUTh, YTO caMy
CHOCOOHOCTD KJIETOYHOTO KOpPTEKCa MPOM3BOAMTH COKPALICHUS HAI0
CIENMaIbHO A0Ka3bIBaTh. [Ioka 3TOro HUKTO HE crena.

YcnoBus, B KOTOPBIX HAXOAWTCS 000JI0YKa (IKTOIEpMA) 3apOibl-
el ¥ JIMYMHOK, HaM 3HaKoMbl. CHapyXu OHa OMBIBAETCS KMJIKOCTBIO.
BuyTpenneil Maccoil Ha caMbIX paHHUX CTaJIuAX TOXKE SBISIETCS >KHUM-
KOCTb, [O3IHEE C SKTOJIEPMON KOHTAKTUPYET IOMYXHIKUH BHEKIETOY-
HbIH MaTpukc. TakuM 00pa3oM, 3KTOAEpPMa IIOABEPraeTcsi paBHOMEPHO-
My JAaBJIEHHUIO KaK CHapy»Ku, Tak U U3HyTpU. Henmb3sq mu u TyT npume-
HUTh THAPOMEXAHUYECKYI0 Mozenb? C 3THUM BO3HHKAaeT TPYIHOCTb. B
MPUIOKEHUH K MHBarMHALMSIM MOJENb MPEyCMaTPUBAET, YTO BHYTPEH-
Hee JaBJIeHue ABJIsIeTca MEHbIle HapyxHoro (puc. 2B). Mexnay Tem, mo-
CJIe TacTPYJISIUK AIMOPUOHBI M JIMYMHKH PACTYT, a 3TO MOXKET MPOUCXO0-
IUTh TOJIBKO TOTa, KOTJa BHYTPEHHEE NaBJICHUE Npeabliidern BHEIIHEE.
C nmpyroii cTopoHBI, 0e3 MpuHATHS (HaKTOpa “HU3KOTO BHYTPEHHETO /1aB-
JeHus” TPYAHO MOHATH, KaK SMHUTEIHANbHBIE 3aKIaJIKU MOTYT IOTpy-
3UTHCSI B MEPBUYHYIO IOJIOCTh, COJEPXKALIYI0 HECKHMAEMOE BELIECTBO
(>KMIKOCTP WIM BHEKJIETOUHBI MaTpukc). 3meck uaes Odell et al.
(1981), mpenycmarpuBaromiasi, YTO BISYMBAHUS CaAMH BBITECHSIIOT “‘H3-
JUIIKK BHYTPEHHEW MacChl Hapy)Xy (CM. BBIIIE), KaXKeTcs elle MeHee
BeposTHOH. IIpocTO HEBO3MOXKHO MPENCTABUTH, KAK 3aKJaIKU, CKAXKEM,
BHYTPEHHETO yXa WU XPyCTalhKa BBIJABIMBAIOT YTO-TO uepe3 0a3alb-
HYI0 MEMOpaHy.

I'ne xe Beixon? Mpl HallieM €ro, €Ciau MPUMEM, UYTO PAa3BUTHE M-
OpHOHOB €CTh NPOLECC MPEPHIBUCTHINA, KOIEeOAaTeNbHBIA, KOTrZa PpOCT
CMEHsIeTCS TIepruoJIaMH “3aCTOs” WM JJa)kKe BPEMEHHO CTaHOBUTCS OTPH-
uatenbHbIM. [logo0HbIe TpUMeEpHI B )KUBOM NPUPOJIE HAM U3BECTHBL. JTO
POCTOBBIE KOJIEOAHUS MBUIBLEBBIX TPYOOK M TU(OB, MyIbCALMS KUBOT-
HBIX KJIETOK, N3MEHEHUS JAaBJICHUS BHYTPH HApPOXKIAIOIIEHCS TacTpyJIbl
MOPCKOTO exka. Takoe ObIBae€T M B paHHEM OHTOT€HE3€ MMO3BOHOYHBIX, O
YeM MOKHO CYAMTH IO COKPALICHUIO 00beMa Tena IMOPHOHOB H JIMYH-
HOK. IIepBpIii IpuMep — 3TO 3aMETHOE YMEHBILIEHHUE MOIEPEYHOIO Cee-
HHUS XBOCTOBOTO OTJIENA y 3apoAblmeil pold 1 3eMHOBOAHBIX. OHO TIpo-
HUCXOIUT Ha ONpEAETeHHON cTaauu (KOrAa phIXjias Me30AepMa YIakKo-
BBIBAa€TCS B IUIOTHBIE cOMUTHI — bopxBapat, 19916), u 3toT dakT maxe
UCTIONB3YIOT B TabnuIax HopMaibHOro passutus (cM. ['mu3Oypr, Jlet-
nad, 1975; JlabarsH, CrnenmoBa, 1975). Bropoii mpuMep — 3T0 XOpOIIO
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W3BECTHBIH (DEHOMEH yMEHBIIEHHs Teja TUYNHOK am(puOuii B xome me-
Tamop(o3a, Korja MOTYyT YMEHBIIATHCA W €r0 OTAENbHBIE YacTH; TO-
cleHee SPKO JEMOHCTPUPYET JieXkalias MoJ MO3BOHOYHHKOM XOopra
xepinsuku (Anura) (bopxsapar, 1982, puc. 176, B). U kak pa3 Bo BpeMs
Metamopdo3a HAYMHAIOT WHBArMHUPOBATh YYaCTKH IKTOJEPMEI, Iaro-
1€ KOXKHbIE JKeNe3bl, T.e. HabNI01aeTcs YeTKas BPeMEeHHAs KOppeIsiius
JBYX MPOLECCOB — YMEHBIICHUsI TOJIOCTH TEJIa M BIISTYMBAHHS TOKPOBOB.

O apyroil cocTaBisONMIEH THAPOMEXaHUIECKON MOJENH — JIOKAlb-
HOM OCITa0JICHHH O0OJIOYKH — MOKHO TOBOPHTH eIl 0oJiee OmpeeiIcH-
Ho. baszanpHas memOpaHa OTCYTCTBYeT B 3aKJIaJKax OOOHSTENBHBIX
MemkoB Ambystoma (Balinsky, 1957) u uHTeHCHBHO pa3pyInaercs mpu
WHBarvMHAIWN ATEIHAIBFHOTO €05, (POPMHUPYIOIIETO KOXKHBIE JKEIe3bI
am¢uowmii (coOcTBeHHBIC HaOMOAeHus). ECTh U ele 0HO CTPYKTypHOE
W3MEHEHHUE, OCNA0NIoNIee CONPOTUBICHNE HHBATHHUPYIOIINX yYaCTKOB
SKTOJEPMBI JaBICHUIO BHemHed Macchl. [lomoOHO apxeHTepoHy Mop-
CKOTO €Ka HepBHas TpyOka, OOOHSTEIbHBIE MEIIKU, CIIyXOBBIC ITy3bIPh-
KH U XPYCTAJHKH Y 8cex TIO3BOHOUHBIX 3aKJIaJbIBAIOTCS KaK BIISTYMBAHUS
OTHOCHTEJHHO TUIOCKUX YYaCTKOB AKTOJIEPMBI, CIIOKEHHBIX CTOJNOYATHI-
MU KJIeTKaMH. DTH y4acTKH MUMEIOT U COOTBETCTBYIOIME Ha3BaHUS. 3a-
YaTOK HEPBHOW TPYOKH MMEHYIOT HEPBHOMW IJIACTUHKOM, a 3a4aTKU JpY-
TUX OpPraHOB — IUIaKoAaMH. TepMUH “Takoja” MPOWCXOAMUT OT rpede-
CKOI'0 CJIOBa, O3HAYAIOUIEro “INIOCKOCTH’, “IJIaCTUHKA”. BhIIIe MbI yxe
TOBOPWJIK O TOM, YTO YYaCTKH OOOJIOUKH C MEHBIIEH KPUBU3HOU JTOMIXK-
HBI OKa3bIBaTh U MEHbBIIIEE COMTPOTUBIICHNE IAaBAIIEH Macce.

Hakonen, caMm BUI SKTOIEPMAaNbHBIX BISYMBAHWN HABOIUT Ha
MBICITb, YTO OHU Pa3BUBAIOTCA TIOJ PAGHOMEPHbIM NaBIeHUEM (Hapyxk-
HOW JKUJIKOCTH). DTH HHBAarMHAIIMY UMEIOT BIIOJIHE OKPYIIyIo GopMy, U
HE CJIy4aliHO 3a4aTKH BHYTPEHHETO yXa, HallpuMep, MMOJTyYHIH Ha3BaHHUE
CIIyXOBBIX ITy3BIPHKOB.

YauButensHOE (MM KaK pa3 He yIWBUTHIbHOE?) KOHCTPYKTHBHOE
W Jla’Ke YHCTO BHEIIHEE CXOJICTBO C MBUIBLIEBBIMU TPYOKaMH, TPUOHBIMH
rudamu, otpoctkamu Dictyostelium (cm. Yoshida, Inouye, 2001) nemon-
CTPUPYIOT BPAaCTAIONIME B TEJIO AMOPHUOHOB MBIIIN KAaHAIBIBI MIIEYHBIX
xene3 (cm. Williams, Daniel, 1983). AnukanbHble OTAEIbl KaHAJIbIICB
YBEHYaHbl OBAJIGHBIMH KOHLEBBIMH IIOYKAMH; 30HY, TMEPEXOAHYIO K
TpyO4aTOMy KaHaJbITy, aBTOPBI HIMEHYIOT IIelikod. ba3anbHas miacTuH-
Ka, MMOACTUJIAIONIAs CJIOW BEPXYIICYHBIX AHUTEIHAIBHBIX KIETOK, Ha I10-
PSIOK TOHBILIE, YeM B 00JacTH MIEHKH; CTEHKa MIEHKH, K TOMY XK€, YCH-
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JICHA CJI0EM COEJMHUTENBHON TKaHH, KOTOPOI'O Ha CaMOM BEPXYILKE HeET.
[NomaTnuBOCTh anuUKaIbHONW OOOJIOYKH KaHABIIEB JABICHUIO HApPYKHOM
JKUJIKOCTH HECOMHEHHO YBEIMYMBACT, Takke, oTMmeueHHoe Williams,
Daniel (1983) akTuBHOE pa3MHOKEHHE COCTABISIOMINX €€ KIETOK.

Breopenue npouzeoonvix gnympenHux opeanos 6 noiocms mena

[Ipon3BoaHBIC BHYTPEHHUX OPraHOB MBI YK€ PacCMaTPUBAIN — KaK
BBINIAYMBaHUS. BMecTe ¢ TeM, OHU CXOJHBI C apXCHTEPOHOM HJIM HEPB-
HOH IIJIaCTUHKOM B TOM IUIAHE, YTO MOIPYXKAKTCSA B HECXKUMAEMYIO MaC-
CY, 3alOJHAIOLIYIO IEPBUYHYIO MOJIOCTh Tejla. DTU BBISTYNBAHUS BCTPE-
YalTCs ¢ TEMH K€ TPYIHOCTSIMH, YTO U BIITYMBAHUS, IOATOMY MBI yIe-
JIUIM UM MECTO U B 3TOM IJI1aBe.

Pemast mpobnemy morpykeHus 6J1acTOAepMBbl H 3KTOIEPMEI B He-
C)KHMaeMyI0 Maccy, 5 OTBEPr BapHaHT, IPEAyCMAaTPUBAOLIMMA, YTO BIIS-
YMBaHUE MEXaHWYECKU BBITECHSET YaCTh BHYTPEHHEH MacChl U3 MIE€PBUY-
HOM mojocTu Tena. TeopeTHUyecKu BISTYUBAHUE MOXKET ‘“‘IpOKIaJIbIBaTh
ce0Oe myTp” emie ogHUM criocoOoM. Uepe3 BHYTPEHHIOI Maccy OHO MO-
XKeT IepeJaBaTh JaBICHUE Ha O00OJIOUKY M CABHUraTh €€ LEHTPOOEKHO.
WuBaruHanumst B OTHOM MeCTe, TaKUM 00pa3oM, OyJeT KOMIICHCHPOBaHa
IBarvHaIMel B JPyroM (JIpyrux); BCE TEJIO MPU ATOM YBEITHUUTCS, YTO Yy
Pa3BUTHIX SMOPHOHOB M JIMYMHOK U MPOUCXOINUT. B ciydae co BusiumBa-
HUEM 3KTOJEPMBI, OAHAKO, OYE€Hb TPYIHO MPEACTaBUTh, UYTO SIHUTEIHI
WHBarMHUPYIOIUX 3a4aTKOB, CKa)KEM CIYXOBBIX Iy3bIPHKOB, CIIOCOOEH
pa3BUBaTh CHILY, MO3BOJISIOILYIO CMEIIATh 00O0JIOYKY LIEJI0ro SMOpHOHA.
BrimsiunBaHust BHyTPEHHHUX MTOJIOCTHBIX OPraHOB Takylo CHIIY Pa3BHBATh
Moeym, TOCKOJIbKY 3a CUeT CEKPELMU XHUIKOCTU B CBOKO 3AMKHYMYIO
MIOJIOCTh 3TH OpraHbl MOTYT HapalluBaTh “‘BCECHIBHOE THIpOCTaTHUe-
ckoe papieHue. KakuM 310 naBneHne ObIBaeT Y JKUBBIX TeJl, IOKA3bIBAIOT
pacTUTENbHBIE KJIETKH, Y KOTOPBIX OHO JIOCTUTaeT MHOTHX aTtMocdep.
YBennuuBasch, B TOM YHCIIE MTPOMU3BOAS BHIISTYUBAHUS, BHYTPEHHUE Op-
raHbl BIIOJIHE MOTYT CMELIATh 3KTOAEPMY AMOPHOHA (JJMYMHKH) OT LECH-
Tpa. CoOCTBEHHO TOBOpS, UMEHHO POCT U YMHOXKEHHE OTICIHHBIX CO-
CTaBJIAIONINX B CyMME U JIa€T POCT IEJI0TO OpraHu3Ma.

Cpenu BHYTPEHHHX MOJOCTHBIX OPraHOB HanOonee “HOHSATHON~ B
9TOM IUTaHE Ka)XXeTcd KpPOBEHOCHas CETh, 3aMKHYTas Ha MPOTIKEHUU
BCEI'0 CBOETO CYIIECTBOBaHU. IlepBble 31€MEHThI BBIACINUTEIBHOMN CHUC-
TE€MbI — KaHaJIbLIbI MPEANOYKN — CBSI3aHBI C IIEJIOMOM U BMECTE C HUM
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MIPEICTABISIIOT COOOM 3aMKHYTOE TOJIOCTHOE Telo. [lepBuyHONmOUedHBIIH
IIPOTOK, (hOPMUPYIOLINICA HA OCHOBE MEPBBIX KAHANBLEB, [0 CYIIECTBY
SIBJIIETCS BBIIISTYMBAHNEM LIETIOMUYECKON TOJOCTH U YAJUHSETCS cHada-
Jla KaK ero cienod BbIpocT. B panmpHelmeM MOUYETOYHMKHM MOIY4aroT
BBIXOJ HAPYXKY, HO 3Ta OTKPBITOCTh HE CTAHOBUTCSI IIOCTOSTHHOM.

Pa3BuTHe KUIIKK U ee TPOU3BOIHBIX OOJiee CIIOKHOE, MBI PACCMOT-
pPUM ero B OCHOBHOM Ha IpuMmepe KUk amduomii. Jlo koHma racrpy-
JSIOMM KUIIKa (apXEHTEpOH) OTKphITa BO BHEIIHIOW cpeny. PasHuma
BHYTPEHHETO U HAPYXHOTO IABICHHUH, ONMPEEIAIOMAs poCcT apXEeHTEPO-
Ha, IOCTUTAEeTCsl ero MajeHueM B MoyiocTh Onactyibl. [locne 3akpeITHs
Onacromopa cutyanus MeHseTcs. CeKpeTHpys >KUAKOCTb B CBOIO IO-
JIOCTb, 3aMKHYyTasl KHIIKa MOJy4aeT BO3MOXHOCTB IOBBIIATH BHYTPEH-
Hee JlaBJeHHEe OTHOCUTENIbHO JaBlIeHUs B mmoyiocTu Tena. [Ipeomonenas
ero, a Takxke (BMecTe ¢ IpyrMMHU pacTyIlMMHU YacTSIMH OpraHH3Ma) CO-
MIPOTUBJICHHE JKTOJIEPMBI, KUIIKA PAacTeT caMa WU MPOU3BOAWT pa3HbIE
BhIIsYMBaHUA. Ho BCKOpe cuTyanMs ONATE MEHSAETCS — IMPOpPBIBAETCS
pOT, W KHIIKAa BMECTE C NMPOU3BOJAHBIMU CHOBAa CTAHOBUTCS OTKPBITOM
cucreMoii. Tem He MeHee, pOCT M YCIOXKHEHHE €€ YacTeil He Mmpekpamia-
orea. Kak Tenepp cosgaercs pa3HOCTb JABICHHH MEXAY IMOJIOCTHIO
KHIIKHA U TOJOCThI0 Tena? Bo3MOXKHO, ONATh 3a CUET MEePHOAMYECKOTO
TIOHWKEHUS JaBJleHus B mocieqHeil. Takoi BapuaHT ObLI BBLABHHYT B
MpebIAyIEM pa3liesie U MOAKPEIJIeH HEKOTOpbIMH (akTamu. Temepb
KapTHHY MOKHO 00OTaTHTh JAHHBIMH, KACAIOIMMHUCS Pa3BUTHUS JCpHBa-
TOB KHUIIIKH — JIETKUX.

Bcem n3BecTHBIN NpuMep NOHWKEHHS JABIECHHSA B IOJIOCTU Tela
OTHOCHUTEIILHOTO JIETOYHOT'O TaeT CIIOCO0 BO3YIIHOIO AbIXaHUS AMHHOT.
Y HUX HaBJICHHE B MMOJOCTU Tea (WX B TJICBPAIBHOMN MOJIOCTH) HaaaeT
npu paboTe Tak Ha3bIBAEMOI'0 BCACHIBAIOLIETO HAcOCa, KOTJa JBMKEHHE
pebep u (y MieKomuTarouux) auadparmbl pacmiupsieT TPYAHYIO IIO-
JIOCTh. Y 3€MHOBOAHBIX, B TOM YHCII€ y WX JIMYMHOK, BCACBHIBAIOIIETO
MEXaHW3Ma HET, TeM He MEHee JIeTKHE pacTyT U AudhepeHITUPYIOTCS.
Hanbie, ToBopsi 00 3THX XKHUBOTHBIX, BOCHOJb3yeMcs AaHHBIMH Mari-
koBieBa (1935), HabmromaBIIero B HOPME U B ONBITE PA3BUTHE JIETKHX Y
JUYUHOK Pa3HbIX aM(pUOUH.

JIMYMHKY aKCONOTIS U JIATYLIIKH HAYMHAIOT ABILIATh aTMOC(HEPHBIM
KHCIIOPOJIOM YK€ B BOJI€, BCIUIbIBAs W 3arylaTelBas BO3AYyX. JIMUMHKH,
KOTOPBIM MEPEKPBIBAIIN JOCTYI K TOBEPXHOCTH, HE MOTJIA UCIOIb30BATh
BO3yX, U JIETKHE Y HUX MOUYTH HE YCIOXKHSINCH;, Y aKCOJIOTJISA, HalpH-
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Mep, OHH JI0 BBIXOJIa Ha CYIIIy OCTABAJMCh IJIaJKOCTCHHBIMH MEIIKaMH.
MamkoBIEeB penwi, 9TO IJIsl YCIOKHEHUS JIETKUX HE0OXOAMMO BO3/EH-
CTBHE Ha HUX BO31yXa. Y TOJIOBACTHUKOB jKa0Obl CHUTyanus aApyras. Y HUX
PaHO MPOMCXOJUT 3apPACTaHUE TOPTAHHOMW IIENHU, JETKUE TEPSIOT CBA3b C
POTOBOM MOJIOCTBIO, & 3HAYUT U C HAPYKHOU CPEloil, U CTAaHOBATCA
3aMKHYTBIMU TIOJIOCTSIMHU; KaK M BCE PAHHUC JICPUBATHI KUIIIKU, OHU 3a-
MOJIHEHBI KHUJIKOCThI0. Ha OCHOBe CBOMX OMBITOB MaIIKOBIIEB CIEIal
BBIBOJI, UTO “‘...y BCE€X HAMHU HCCIIEJJOBAaHHBIX am(pubduii pakTopom pas-
BHTHS JIETKOTO SIBJSIETCA MEXaHHYECKOE PaCTSITHBAHHE JIETKOTO Y HHU3-
mux ¢GopM [akcoyoTiiss U AArymkd — BB] BabIxaeMbIM BO3AyXOM, a y
BBICIIX (3Ka0bl) — CepO3HOM XHUIKOCTRIO...” (Mamkosues, 1935, c. 45).
JlaBiieHre B 3aKpPBHITHIX M HATIOJHEHHBIX JKAJKOCTHIO JIETKUX TOJIOBACTH-
KOB Ka0bl MOXKET MOJHUMATKLCS JIETKO M 3HAYUTEIBHO, U HE YAUBUTECIIb-
HO, YTO 3TH JIETKUE Pa3BUBAIOTCSI MHTCHCUBHEE, YEM Y JBIIIAIINX BO3IY-
XOM JIMYMHOK JIATYIIKK M aKcOJOTIs. MeHee MOHSATHO, KakKuM 00pa3oM
JABJICHUE B JIETKUX JTHX MOCIEAHUX MOXKET OBITh BBIIIE JABICHUS B I10-
JOCTH Tena. B 3Tux ciydasx (Kak ¥ BO MHOTHX JIPYTHUX) MOXKET JAeHCTBO-
BaTh “yHUBEPCAJIBbHBINA MEXaHU3M CO3JaHUSl Pa3HUIIbI JABICHUA — €r0
MajieHre B MOJIOCTH Teja 32 CUET yXoJia OTTyJa Bojabl. BcmoMHUM, 9TO
Kak pa3 y amduOuii Bo Bpemsi Meramopo3a HaOIIOJaeTCs CHIIBHOE
YMEHBIIICHUE pa3MepoB Tela, T.€. BHYTPUIIOJIOCTHOTO JaBieHUs. B 3To
BpeMsi HaONFOaeTCsl IEHTPOCTPEMUTEILHOE CMEIIeHNne 000J0UYKH (I10-
KpOBOB), 00pa30oBaHHE KOXKHBIX jkelie3. BrojHe BO3MOXKHO, YTO TOT/A
JKe MPOUCXOUT UHTCHCUBHOE PA3BUTHUE JIETKUX.

Knerku
OHnooyumos

BrisiumBaHMS TOCTOSIHHO BO3HHMKAIOT Ha TEJIE CaMbIX Pa3HBIX Kile-
TOK. MlHOr/1a Ha MX BHYTPEHHEH MOBEPXHOCTH KOHIEHTPHPYIOTCS KJIAT-
PUHOBBIE OETKH, W TOJIAraloT, YTO UMEHHO MX CJIOM MOXKET UrpaTh ak-
TUBHYIO pojib B nuBaruHanuu (Heuser, 1989; Pypaert et al., 1991; Qual-
mann, Mellor, 2003). HaGnromeHust 3a KJIATPUHOBBIMH peELIECTKAMU
BCKPBITHIX KIIETOK MOKA3aJIH, YTO OHH JICHCTBUTEIHHO MOTYT U3rHOAThCs
B npucyrctBun AT® (Heuser, 1989), HO kinaTprHOBas 0OK/IaKa Ha JH-
JOIMTO3HBIX BIISTYMBAHUAX OBIBAaCT Jalieko He Bceraa. BaxHyro ponb B
OpraHu3alMy YHIOIMTO3a OTBOMIAT TAKXKE aKTUHOBBIM (uameHTam. O0
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ydJacTHH (prITaMeHTOB CYZST IO MX IPHUCYTCTBUIO B 30HE BILTYMBAHUI, a
TaKKe MO PeakIiy KIETOK Ha 00pabOTKy NUTOXAIA3UHAMH M JIATPYHKY-
nuHamu. Takue METoJbl B JIy4IIEeM Cydae MOTYT yKa3aTh Ha G03MOJiC-
HY!O POJIb AKTHHOBBIX (DUITAMEHTOB, HO HE CIIOCOOHBI ONPEICIUTh, B YEM
OHa COCTOWT. B camom gexe, 3Ta poss 10 CHX TOp He pacmmdpoBaHa
(cm. Engqvist-Goldstein, Drubin, 2003; Yarar et al., 2005; Kaksonen et
al., 2006). Ogna u3 runore3 (cM. Kaksonen et al., 2006) ucxoaut u3 to-
r0, YTO aKTHHOBBIC (DMIIAMEHTHI yNMHUPAIOTCS B KIETOYHYIO MeMOpaHy.
[lpn nx yanuHeHHH, 3a cyeT M00aBICHUS Ha HAPYXHOM KpPar HOBBIX
MOHOMEPOB, CTapble YYaCTKU CABHUTAIOTCS BHYTPb. DTH YYacTKU CBs3a-
HBI ¢ MeMOpaHOU U TIHYT ee 3a coboit. Grebecki (1991) u Klopocka et
al. (1996) momaramnu, 4ro npu GOPMHUPOBAHUN MHHOIMTO3HBIX KaHAJIOB
ameOBl TUIa3MaJIeMMy BTSTHBAeT BHYTPh COKpAIAOIIUICS KOpTEKC. Y
CIIepPMAaTO30UIOB Ascaris, OMHAKO, HET HU aKTHHOBBIX, HI MHO3HMHOBBIX
¢uIaMeHToB, TeM HE MEHee, Ha MX TeJe BO3HHKAIOT MHOTOYHCIICHHBIC
sMKH (cM. Sepsenwol et al., 1989).

Bompoc o ToM, kak o0onouka (TuiazManeMma) Mmorpykaercs B 3a-
KPBITYIO TI0JIOCTb, 3aHATYIO HEC)KMMAEeMBbIM BELIECTBOM, B OOIIEM BHE
HE CTaBAT U NpU OOCYXICHUH DHIOIMTO3ZHBIX BITYMBaHHWU. Bce-Takw,
XOTh ¥ HECKOIIBKO MO-PyroMy, Ha (aKTOPbI, MPEMSTCTBYIOIINE HHBATH-
Haluy, 3/1eCh BHUMaHue oOpamatot. Hampumep, yka3plBarOT Ha TO, YTO
M3rn0aHNI0 KIETOYHOH MeMOpaHbl NMPOTHUBOJCHCTBYET €€ HaTsKeHHE
(Raucher, Sheetz, 1999). 'oBopst 0 (hakTopax, 3aTPyIHSIONIMX JHIOIH-
TO3 Y CTCHOYHBIX KJICTOK, BCIIOMUHAIOT O TYPrOpHOM JaBJICHUH. ﬂeﬁCT-
BUTENBHO, B TYPrOPHBIX KiIeTKax snuaepmuca gsyka Oparka et al. (1990)
SHJOIMTO3HBIX MY3bIPHKOB HE BHAEIH. B OTHOIICHWH PAaCTHTEIBHBIX
knerok Gradmann, Robinson (1989) paccumranu, 4ro oxaiimIieHHbIC
(omeTble KJIATPHHOM) IY3BIPBKH MOTYT (POPMHPOBATHCS TOJBKO IPU
BHYTPEHHEM JIaBJICHHMH MEHEE OJHOH aTMOC(EpBbI.

B npunmune npoOiema morpyXeHus I1a3MaieMMbl BHYTPb KIETKH
HUMeeT BITOJTHE MPOCTOE PElIeHUe, KOTOPOE TOJNBKO YTO OBIIO MPe/IokKe-
HO JUIS OOBSCHEHHS MEXaHH3Ma BIITYMBAHUS OOOJOYKH MHOTOKJIETOY-
HBIX ITOJIOCTHBIX Tel. B OTHOIMEHUH KJIETOK €ro MO>KHO MMOAKPEIIUTE HE-
KOTOPBIMH SKCIIEPUMEHTAJILHBIMU JaHHBIMH. 3JIGCB WHBAarmHanurr JIETKO
CIIPOBOLIMPOBATh UCKYCCTBEHHO, IIOMECTUB KJICTKH B TUIIEPTOHUYCCKUI
pacTBOp, KOTOPBI OCMOTHYECKMM MYTEM BBITSATHUBACT M3 HHX BOJY.
(BcromauM moxoxue onbsITel Moore, Burt (1939) ¢ smOpuonamu mMop-
CKOTO eka). B Tako#l cpene )KMBOTHBIC KJIETKU U MPOTHCTHl YMEHBIIAIOT
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pasMepel M Ha HX IOBEPXHOCTU MOABISIIOTCA yriayonenus (Mast,
Hopkins, 1941; Bereiter-Hahn, Strohmeier, 1987). Dai et al. (1998) no-
3BoJIsUIM HelipoHaMm Lymnaea (Gastropoda) HaOyXaTh B THIIOTOHHYECKOM
cpeze, a 3aTeM MepeMellany UX B M30TOHUYECKYI0; TaM KJIETKH CKHMa-
JIUCh, U Ha UX OOpaIIeHHOH K cyOcTpaTy CTopoHE (GOPMHUPOBAINCH TITy-
Ookue BrstunBaHus. OOpamaro crnenuanbHoe BHUMaHUE Ha TO, YTO BIIS-
YUBAHMS MOSBJUIMCH HAa MI0CKol IOBepXHOCTH KiteTok (Dai et al., 1998,
Fig. 2; cm. takke Morris et al., 1997, Fig. 1b). Ily3sIipeBunnbie BrsTIu-
BaHUs HAOJIOAANN Yy IONEPEYHOIION0CATHIX MBIIICYHBIX BOJIOKOH, CXH-
MaBIIUXCs B TuneproHrueckoM pacteope (Dydynska, Wilkie, 1963). Ilo
HaOmoaeHusM Zonia, Munnik (2008, p. 861) Hax TBUIBIIEBEIMU TPYOKa-
mu Tabaka “Hypotonic treatment and cell swelling stimulated exocytosis
and attenuated endocytosis, while hypertonic treatment and cell shrink-
ing stimulated endocytosis and inhibited exocytosis.”

BrsiunBanue mpu MOHM)KEHHOM BHYTpeHHeM naBieHun (puc. 2B)
CTOJIb )K€ OUEBUIHO, KK U BBIISIYMBAHKUE IPU HOBBIIEHHOM (puc. 2b), n
SKCIEPUMEHTBl 3TO MOATBEPkAAIOT. [lynmbcanusi TPUPOIHBIX KIIETOK
CBHUJIETENILCTBYET, YTO OHU PETYJISIPHO OIyCKAaIOT CBOE BHYTPEHHEE /1aB-
JICHWE HWKE BHEIIHero. Ho mpuBOAMT 71 3TO K Pa3BUTHUIO BIISTYMBAHUI?
[oka s1 MOT'Y IPUBECTH JIMIIb OJWH NPUMEP TakuX TpaHchopmanuii. OH
KacaeTrcss M3MEeHeHul Acanthamoeba BO BpeMsi HHIMCTUPOBAHUS (CM.
Bowers, Korn, 1969). Ha niepBoii craguu Acanthamoeba okpyrisinach,
3aTeM HauyuHaja TepsATh BOAY U CHIIBHO YMEHbINANA Pa3Mephl; OJTHOBpE-
MEHHO KJIETOYHAsi MeMOpaHa BIITYMBANIacCh B Pa3HBIX MECTax M B Telle
KJIETKH BO3HHKAJIM OTKPBIThIE HAPYKY MUKPOLIEIIH.

[Ipeamnonoxxum, 4To IBWKYIIEH CHIION NMpU SHAOLUTO3E, KaK U IPU
BILSTYMBAHUSIX DIUTENHS, JEHCTBUTEIBHO BBICTYIAET JABJICHUE HAPYXK-
HOW Macchl. JTa Macca IpeacTaBiisieT co0oi 100 KUAKOCTD, MO0 00-
BOJIHEHHBIM BBICOKO IJIACTHYHBIA MaTpuKc. JlaBieHne Takoil Macchl Oy-
JIeT CTPEMHTHLCS co3/1aBaTh chepuueckue GUrypbl. DHJOIUTOZHBIC BIIS-
YMBaHUS BO MHOTUX CIy4asX TAKOBBIMH W SIBJISIFOTCS, HE CIYyYailHO WX
Ha3bIBAIOT U M300pakaloT my3blppkamu. llpeacTaBuTh, Kak CTONb mpa-
BUJIbHBIE (DUTYPBI CO3/AI0T, CKAKEM, TSIHYIIHE YCHUJIHS aKTUHOBBIX (U-
JIAMEHTOB (CM. BBIIIE), TOBOJBHO TPYIHO.

[Tockonbky HapyXHas Macca BBICOKO IIACTUYHA, €€ TaBJIICHHE pac-
MpeaenseTcss pABHOMEPHO 0 Bcel IOBEPXHOCTH KIIETOK. B 3ToM ciryuae
JIOKAJIM3alys MHBAaIrMHAIMN TOJDKHA ONpPeNeIAThCS MEXaHUUECKOH reTe-
POTCHHOCTBIO O0O0JIOUKH, HAJIMYKMEM B Hell clabbiX ydacTKoB. B oTHO-
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IICHUY BBIIITYMBAHUMA Pa3HBIX TeJ, a TaKKe BITIYMBAHWN DITUTENHS Ta-
KuX (akToB OBUIO MPHUBEICHO HEMAJO, B OTHOLICHWH SHIOIUTO3HBIX
My3bIPbKOB MH(pOpMaIHst oueHb CKyAHas. [loka eaMHCTBEHHBIE U3BECT-
HbIE MHE KJICTOYHBIC BIISTYMBAHUS, 4Ybsl OOOJIOYKA SIBHO YCTyHaeT IIO
TOJIIITMHE COCETHUM yYacTKaM, — 3TO My3bIpbKH (surface vesicles) y mo-
KOSIIIUXCS TNIAAKUX MYCKYJIbHBIX KieTok (Devine et al., 1972, Tekct n
Figs. 9, 22). HanomHto, kpoMe Toro, uto B omeitax Dai et al. (1998) u
Morris et al. (1997) BussunBaHWS BO3HUKAIN Ha MI0CKOU TIOBEPXHOCTH
KJIETOK, KOTOpasi M JI0JDKHA OblTa B IEPBYIO OYepeb IOJIaBaThCs IaB-
JICHUIO Hapy»KHOM Macchl (pacTBopa).

Jlenenue

B sTom pa3gene peub MONAET O NENEHUH, TIaBHBIM 00pa3oM, Oec-
CTCHOYHBIX KJIETOK, KOTOPOE SIBJISIETCS, MO CYTH, PA3HOBUIHOCTBIO BIISI-
YrBaHUs. B OTHOIIEHUH CHJI, COBEPIIAIOUINX TOT MPOLECC, HApUT HOY-
TH TIOJTHOE coracue. [lonararoT, 4To KIETKY C)KMUMAeT U ICITHUT COKPaTHU-
TEJIbHOE KOJIBIIO, COCTABICHHOE AKTHHOBBIMH M MHO3WHOBBIMH (huia-
MeHTamu. Wjiest COKpaTUTENBHOIO KOJIbla MOosBHIach qaBHO (Marsland,
Landau, 1954), u nonyuuia BceoOInee npusHanue (cM. Sanger, Sanger,
2000; Yumura, 2001; Pollard, 2003; Albertson et al., 2005) mocie Toro,
KaK IOJT I1a3MalieMMOW GOPO3/Ibl JACJICHUS ObUTH HAWICHBI aKTHHOBBIC U
MHO3UHOBBIC (PHIIAMEHTBHI.

KakoBbl apryMeHThl B TOJb3y HJICH COKPATUTEIBHOIO KOJbIIA,
KpOME HAJIMYUS B HEM aKTHMHOBBIX M MHO3MHOBBIX (riiameHTOB? Ha
CBSI3b KOJIbIIA C JICICHHEM yKa3bIBaeT, Kak OyJTo, TOT (pakT, 4To OHO Io-
SIBJISIETCSl K HAYaIy Tpoliecca JISJICHHs H UCYe3aeT cpa3y Mo ero OKOHYa-
HuM. Ho ata BpemeHHHds cBA3b He adcomtoTHa, Schroeder (1972), Ha-
MpUMep, HAOII0JANl KaK 3UToTa MOPCKOTO €Xa 3aKaHYWBayia JIeJICHHE
(mpu nuametpe B obaactu GOpO3ABI OT 2,5 MKM 10 HYJsI) 6e3 COKpaTH-
TEJNBHOTO Kouibla. JleneHne He MPOMCXOAMT TOcie 00paboOTKH KIIETOK
[UTOXaTa3MHAMH, HO €CTh W TPOTHBONOJNOXKHBIE naHHbie (Krishan,
1972). besycnoBHO, 0OJBIIOE BIUSHAE HA yMBI OKa3bIBAET BCEOOIIas
BEpa B COKpPATHUTENbHBIE CIIOCOOHOCTH aKTOMHO3MHOBOI'O KOpTEKca He-
MBIIIEYHBIX KJIETOK, KOTOPasi caMa IMOICPKUBACTCS PUMEPOM MBITIICU-
HOTO cokpaineHus. [IponBuras uier0 akTOMHO3HHOBOTO COKPATHTEIHHO-
ro koibIta, Schroeder (1973, p. 1688) 6wu1 yBepeH, uto “The contractile
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machinery in cells is often, if not universally, fibrillar in nature.” Ognaxo
B MBIIIIAX, BEpHEE B MONEPEUHOIONOCATHIX BOJIOKHAX, AKTHHOBBIC H
MHO3MHOBBIE HUTH CKJIQJIBIBAIOTCS B CTPOTO YIOPSIOUEHHBIE CapKOMEp-
HBIE PEUIETKH, U €CTh NpsAMble HAOMIOJCHUS 32 UX JBIKEHHEM (CKOJIb-
xenneM). MlHOTIa yKa3bIBalOT, YTO PacIoOKEHHE aKTHHOBBIX U MHO3H-
HOBBIX (PUITAMEHTOB B COKPATUTEIHHOM KOJBIE HAIIOMUHAET TaKOBOE B
capkomepe (Sanger, Sanger, 1980, 2000), omqHako OobIliee YUCIO CBH-
JETEILCTB TOBOPAT 00 ooparHoM. Fishkind, Wang (1993), npoBens cre-
IUagbHOE HCCIeOBaHUE JEISIINXCS KIETOK MOYEK KPBICHI, CIENalH
BBIBOJI, YTO B COKPATUTEIBHOM Kouiblle “...the actin scaffolding of di-
viding cells is composed of a complex three-dimensional network of fi-
laments, rather than a simple circumferential ring (Fig. 9).”; pa3mermie-
HHE AaKTUHOBBIX (DMIIAMEHTOB KOJIbIIa, M300paKCHHBIX Ha CXeMaThue-
cKkoM pucyHke 9d, s1 661 oneHHN Kak Oecriopsgounoe. CeTeBoe paciono-
KCHUE aKTHHOBBIE (PUIIAMEHTBI IEMOHCTPHPYIOT U Ha PUCYHKE 3g B CTa-
The Mabuchi et al. (1988), k TOMy k€ OHU COCIUHSIOTCS IPYT C APYrOM
NepeMbIYKaMHy; HEMOHSITHO, KaK B TaKOM COCTOSIHHM MOXKET IPOHCXO-
JMTh UX CKOJIb)KEHHE OTHOCHTEIFHO MHUO3WHOBBIX (PHIAMEHTOB (KOTO-
pble, KCTaTH, He ToKa3aHbl). CKOJIbXEHHsT (PHIAMEHTOB B COKPATHTEIb-
HOM KOJTbIIC HUKOT/Ia ¥ He HAOJI01aH.

TpyITHOCTH KOHIIENIIMM COKPAaTHUTEIBHOTO KOJbIla Ha 3TOM HE 3a-
kaHumBatorcs, U Schroeder (1990) coctaBun ux 1ensiid cnucok. [puse-
Iy JIUIIb OJJMH 33JaHHbIH M Bonpoc. Kak cokparieHne cyoMeMOpaHHO-
ro aKTOMHO3MHOBOTO KOMIUIEKCA MPOU3BOJHUT YHWIATEpabHOE (HATPH-
Mep, Y KUIIEYHONOJIOCTHBIX) MM JUCKOHIAJIbHOE (HanpuMep, y IITHI)
npobnenne? s oOBsCHEHUST YHUIATEPATHLHOTO APOOICHUS TIPEII0KEH
MeXaHU3M cokpatutenbHoi nyru (Salmon, Wolniak, 1990), HO ero
nerictBue He pacimdpoBano. Sanger, Sanger (2000) cuurtanm, 4To IS
paszmernieHUsl KJIETKM Ha JBE JO4YepHHE HEOOXOJWMO HMEHHO IIOJIHOE
Konb1o. OTHOCUTENBHO JUCKOUAANBHOTO JAPOOJICHMS, HACKOJIBKO MHE
W3BECTHO, BOOOIIE HET HUKakuX uaed. [lo cux mop He M3BECTHO, Kak
COKpATUTCIIbHBIC YCUIIUA TIEPEAA0OTCA HAa KICTOYHYIO MeM6paHy, KOTO-
PYO KOJIBLIO TSHET K LICHTPY KJIETKU.

HanbGonee 3HaunmMbIM (hakTOM, HMOAICPIKUBAIOLINM CKETITHYECKOE
OTHOLICHUE K MOJENN COKPATUTEIHLHOTO KOJIbIIA, SIBIAETCS TO, YTO KIIET-
KM MOTYT JCIHUTHCS 6e3 MHUO3uHA. Tak MOCTymaloT MyTaHTHbIE IpeacTa-
Butenu Dictyostelium. IHOTa UX JHIIEHHBIE MUO3MHA KJIETKH 00pa3y-
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10T TIyOOKHe U mmpokue 60po3asl (pseudo-cleavage furrows — Fukui et
al., 1990), B npyrux cimyuasx nenenue noxonut a0 konna (Knecht, Loo-
mis, 1987; Neujahr et al., 1997; Zang et al., 1997). Tak ke Benu ce0s
KJIETKH TIOYEK KPBICHI U KJIETKH (HOpOCapKOMBI, 00pabOTaHHBIE HHIH-
OMTOPOM MHO3MHOBOW aKTHBHOCTH — OieO0OmcratuHOoM (Kanada et al.,
2005), 1 aBTOpPHI MOCYUTAIN ITO MPSMBIM CBHAETEIHCTBOM B TIOJIB3Y
“...contractile ring-independent equatorial furrowing in mammalian
cells.” (p. 3865). I'pamoTpuniaTenpubie OAKTEPUU HE UMEIOT CTCHKH U
JeTsTCs, KaK M JKUBOTHBIC KIeTkH, nepeTspkkoit (Koch, 1990). Mexny
TEM Y HUX HET HU aKTHHA, HU MUo3uHa. [lonaraiot, uTo 31ech QyHKINO-
HAJIBHBIM aHAJOTOM COKPATHTEIHFHOTO KOJIbIA 3yKAPHOTHUECKHUX KIIETOK
ciyxut TyOynuHOBOe Konbio (Lutkenhaus, Addinall, 1997), Ho xak oHO
JeHcTByeT — He sICHO. HamomHIO, 4TO T7IaBHOE B TEOPHU MBIIIEYHOTO
COKpAILlEHHUs — 3TO B3aMMOJACUCTBUE HUTEH JIBYX PAa3HBIX THUIIOB. MMoO-
3MHOBBIC TOJIOBKM, KCTaTH, BBIMOJHSIOT HE TOJBKO MEXaHHYECKYIO
(YHKIHIO, HO YUaCTBYIOT B BRIpaOOTKE SHEPTUH.

O003peBasi TPHALATHICTHIOIO UCTOPHIO KOHIIETIIIMY aKTOMHO3HUHO-
BOro cokpaTturenbHoro konsla, Uyeda, Nagasaki (2004, p. 4) B3sun Ha
cebst cMenocTh 3asBUTh, uTo ““...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 myosin II in cytokinesis is mostly ambi-
guous, if not negative.”

3aBepiiasi KpUTHUECKUN 0030p, ClieTyeT BCIOMHHUTH €Ie OJUH H3-
BECTHBIH (paKT, KOTOPBIN COBCEM HE NPHUBIICKAeT BHUMAHUS yueHbIX. [le-
JSITCS BEJIb HE TOJIBKO IIeJIble KIJIETKH, HO M HX MEeMOpaHHBIE MTOJIOCTHEIC
OpraHeuTbl — MUTOXOHJIPHH, amlmapathl [ 0JbJKH, BaKyOIH CTEHOYHBIX
KIIETOK, TUIACTH/IBI pacTeHUH. M 3T0 MOKET POHUCXOIUTH HEe 00s13aTelb-
HO B XOJI¢ UUTOKMHE3a. Anmapar ['onbmku, HanmpuMep, MOCTOSHHO OT-
LIHYpOBBIBaeT (OTIOYKOBHIBAET) CEKPETOPHBIE My3bIpbKH. Hukakux co-
KpPaTHUTEJILHBIX KOJIEL] Y OpTaHeIll He BUJICIH.

CriocoOHOCTh KIIETOK JIENUThCS 0e3 aKTOMHO3WHOBOTO KOJIBIA HE
OTPHIIAET, KOHEYHO, €r0 YYacTHs B MUTOKWHE3E TeX KIETOK (OOIBIINH-
CTBa), I7ie OHO ecTh. HO 3TH mpuMepsl OTYETIIMBO YKa3bIBAIOT HA CyIIe-
CTBOBaHHE HHOTO WJIN JaX€ MHBIX MEXaHU3MOB JEJICHHS MOJOCTHBIX
TeN. A B TaKOM Cllydae TpaJulMOHHAs cxeMa TpeOyeT 0coOeHHO cephes-
HBIX oOocHoBaHuid. Kpome Bcero mpouero, oHa, Kak W Jro0as apyras
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MHBarvMHAIIMOHHAS MOJENb, TOJDKHA OOBSICHHUTH, 332 CUET KaKUX OCOOBIX
JEHCTBUI 000JIOUKA HOZPYIHCACTNC BHYMPb 3AMKHYMOU NOLOCMU, HA-
NOTHEHHOU Hecocumaemvim eewecmeom. ViHade roBops, COCOOHO JH
COKpaTHUTENbHOE KOJIBLO JENSIIelcsl KIETKH BTAHYTh €¢ MeMOpaHy B
HEC)KUMAEeMBbIH [IUTO3051b7

KaxoBel MOTYT OBITH WHBIE MEXaHW3MBI JefieHus KieTok? OmHOoro
npuMepa OyZIeT J0CTaTOYHO, YTOOBI MOHATH, O YeM MOXKET WITH pedb.
PactutenbHble KIETKH, KaK U3BECTHO, HMEIOT OCOOBIA CIIOCOO AETIeHHS,
HE MOXOXHUH Ha CIoco0 aeneHust 0eCCTEHOYHBIX KiaeTokK. OmHako, IMmoj-
BEPrasich IIa3MOJIM3Y, OHH MOTYT €ro M3MEHUTh. B crmaboM runepronuye-
CKOM pacTBOpE MPOTOILIACT HOCTETICHHO YMEHBIIAET 00BEM, OTCIaUBACT-
CsI OT KJIETOYHOH CTEHKH ¥ PHHUMAET C(HePHUIECKYIO HIIN SIUTATICOUTHYIO
bopMy; omcrouswulics NPOMONIACH MOdCem Oelumbcs nymem nepe-
msiocku (Komapos, 1949, puc. 32). ITockoibKy YMEHBIIIEHHE 00beMa Ipo-
TOILIACTA W, 3HAYUT, YMEHBIICHHE €r0 BHYTPEHHETO JIABJICHUS IPOUCXO-
JIAT TIEPBBIM, MOJKHO C OCHOBaHHEM IIPEAIoaraTh, YTO HMEHHO TaJICHHE
TaBICHUS] BHYTPH MIPOTOIUIACTAa SBISIETCS TPUYMHOW €ro JeNeHHs.
Wordeman, Cande (1990, Fig. 1) npencraBunu ceputo ¢oTorpaduii, ui-
JFOCTPUPYIOLIMX JIeJICHHE TUaTOMOBOM BOJOPOCIH ITyTeM INepeTsukku. Ha
HEW SICHO BUJTHO, YTO Cpa3y TocJie JAeIeHHs JABE I0YEPHUE KIETKH B CYMMe
OKa3bIBAIMCh MEHbIIIE OJIHOW MaTepHUHCKOM, T.. MpPH JCICHUU MPOUCXO-
W0 yMEHBIIEHHE 00beMa. JTH TPUMEpPhl MOKAa3bIBAIOT, UYTO JEJICHHE
KJIETOK TOKE MOAYHMHSETCS PaBUIaM THAPOMEXaHndeckoi moxemu. Jpy-
rre HaOJIFO/ICHUSI, OJTHAKO, CTABST TAaKOH BBIBOJ IIOJI COMHEHHE.

Ha cxemaTn4ecknx M300paXeHUSX JSISAMINXCS OECCTEHOYHBIX KIle-
TOK YacTO TOKAa3bIBAlOT HE YMEHBIICHUE WX, & YBEIHUYCHUE (HAmpumep,
Hiramoto, 1981, Fig. 1). Beictpo nmemusimecs: knetku Dictyostelium,
cyast mo ¢ororpadusM, clieIaHHBIM HAa CPETHUX W 3aBEPIIAIONINX CTa-
musx (Neujahr et al., 1997, Fig. 8B), coxpaHsuin JJIMHY U yMEHbIIAIN
00beM; MPH MEIUIEHHOM JeJICHMH OHU COBEPLICHHO OTYETIHMBO YBEJH-
yuBamu 1iuHy (Fig. 8C, monnas cepus). BooOuie, yanuHeHne KIeTOK
MIPU JIENICHUH SBISIETCS] BIIOJIHE OOBIYHBIM SIBJICHUEM, U 51 caM HaOJIro 1
ero npu npocmotpe GuiibMoB. Koch (1990) naxe npeiaran MexaHu3M
JeJIeHUs] TPaMOTPHUIIATENIFHBIX OaKTepHi, KOTAa PAacXOISIIHEcs MOJroca
KJIETKHU “pa3pbIBalOT” €e.

VYBenuueHne pa3MepoB, Kak OOBEMHBIX, TaK M JUHEHHBIX, HECO-
BMECTHMO C MOJIENbBIO, IPUHUMAIOIIEH B Ka4eCTBE NMPUYMHBI WHBarnHa-
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UM TaJCHUE BHYTPEHHETO JABICHUS. JTO 3aTpPyIHEHHE CHHMAETCS,
€CJIU JIOMYCTUTh, YTO U3MEHEHHE 00beMa BHYTPEHHEH MacChl (BEIMYNHBI
BHYTPEHHETO JaBlICHHS) NEISIIMXCS KIETOK €CTh MPOLECC 80THO00OpA3-
HbIll — Macca (JaBJICHUE) TO YMEHBIIACTCS, TO YBEIMYUBACTCS. Takoe
JOMYIIICHUE BIIOJHE PEATMCTUYHO. MBI yiKe He pa3 TOBOPHIIM O IyJIbCa-
UM KJIETOK, KaK PacTyIIUX, TaK U HE pacTymux. Temnepb A00aBIIO erie
oUH (aKT MOJAOOHOr0 poJia, KACAIIIUICS KaK pa3 Mpoliecca JCIeHUs
OeccreHOUHBIX KieToK. Dan, Dan (1947) ommcanu apoOsieecs sHIO
Meay3sl Ha TpeX CTaAMsx MepBoro neneHus u otmerwin: “When the
blastomeres round up again in later stages, the contour becomes smaller
once more.” (p. 171; xkypcuB Moit — Bb); xomnebanns odbeMa ObUTH 3a-
¢ukcupoBansl Ha pucyske (Fig. 4).

Ecnu BHyTpeHHee [aBlieHUE NETSALICHCS KIETKH ACUCTBUTEIBHO
KOJIEOJNIETCS, TOTO XKe CIIEA0BAIO Obl OXKHUIATH M OT COCTOSIHUSI OOPO3/BIL.
Ee yrnyOneHue npu najgeHUy BHYTPEHHETO JABJICHHS JO0JDKHO OBLIO ObI
CMEHSTBCS BO3BpAILEHUEM K MPEKHEMY COCTOSIHUIO IPU €r0 IMOBBIIIC-
Huu. [ coBepIlieHHs [IUTOKHHE3a, OJJHAKO, HEOOXOAMMO, YTOOBI BO3-
BpaTHBIX CMEIICHUN JAHA OOpO3Mbl HE OBLIO BOOOIE WIIM OHH OBLITH OBI
MEHbIIIE MOCTYNATeNbHBIX. BOT TyT U MOXET CKa3aThCsl BIHSHUE ‘CO-
KpPaTHTENLHOTO” KOJIbIA, KOTOPOE MOJJOOHO 00pydy OIMOSICHIBAET KIIETKY
W TPEMSTCTBYET YBEIMYCHHUIO ee auamerpa. [loiroca HE MMEIOT Takoro
YCUJICHUSI W TIOJ JaBJiCHHEM pPa30yxaromieil IHUTOIIIa3Mbl PacXOJsTCs.
HIMeHHO Tak BO BpEMsl poCTa MEHSIOT CBOM MPOIOPIMU OMOSCAHHBIC
HEJUTFOJIO3HBIME MUKPOGHUOPHIIAME PACTUTEIbHbBIC KISTKH — YJUTHHS-
IOTCSl HA KOHIIAX, HO COXPAHSIOT TOMIMHY (cM. Bbimie). [ToHATHO, 4TO
OcpaHuNUmenbHoe, a He COKPaTUTEIBHOE KOJIBIIO BITIOJIHE MOXKET JCHUCT-
BOBaTh 0€3 MHO3MHOBBIX (PMJIAMEHTOB — JUIS BBITMIOJIHEHHUS ITaCCUBHOM,
CIEPKUBAIOIICH, POJTM BIOJTHE JTOCTATOYHO OJHHMX aKTUHOBBIX. A OHHU B
KOJIBIIaX IYKaPUOTUYECKHUX KJIETOK eCTh Bceraa. CaepKUBAIOIIyIO POJIb
BITOJIHE MOXET UTPaTh U TyOyJIIMHOBOE KOJIBIIO OaKTEPUH.

Bropoe ycnoBue ruapOMEXaHHYECKOM MOJENM — 3TO CladocTb
o0onouku B MecTe 3Ba- (puc. 2b) wnm naBarnHammm (puc. 2B). IIpu pas-
BUTHH OTPOCTKOB OECCTEHOYHBIX KJIETOK OCIa0JIeHHe X 000JI0UKH MPO-
HCXOJIUT BCIICICTBHE Pa3pyIICHHs WIH OTCIOSHHS KopTekca. B cimydae ¢
JSNSAIUMUCS KIIETKaMU 3TOT0, Kak OyATO, HE TPOUCXOIUT, OoJiee TOTro,
Hamu4ue ‘“‘COKPaTUTENBHOIO” KOJbIA, BO3MOXKHO, JaXe YCUIIUBAET CO-
MPOTUBJICHUE 00OJIOYKH JABIICHUIO HapyKHOUM Macchl. Bee-Taku ocial-
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nsronid pakTop ecTh W TyT. llepex HavamoM JeneHHs KIeTKa, daxe
OBIBILIAS O ATOTO chepruecKol, MpeBpaIIacTCs B SJUTUIICOU]], KPUBU3HA
MOBEPXHOCTH KOTOPOTO B CpeiHell yacTu, Mecte Oynyiield OOpo3bL,
CTaHOBHTCSI MEHbIIIE, 4YeM Ha noitocax. O 3HaUYeHUH KPUBU3HBI MOBEPX-
HOCTH B IUIaHE COIIPOTHUBIIIEMOCTH JIaBICHHIO MBI yke roBopmin. [Toka-
3aTeJbHO, YTO Iepe]l HadyalloM JIeJICHUS] PAaBHOMEPHO APOOSIIAsCS 3UTO-
Ta MOPCKOTO €)Ka YIUIOIIAeTCs, B 30He OyAymied O0po3abl, OJMHAKOBO
o Bcemy dkBaTopy (Mabuchi, 1994, texct u Fig. 2d), a HepaBHOMepHO
npoOsimasicst 3urora Xenopus — Tonbko cBepxy (Bluemink, de Laat,
1973, tekcr u Fig. 1a).

[Tpu yrmy6nenun 6opo3abl ApoOIeHNs 3UTOTH Xenopus B €€ CTeH-
KW BCTPanWBalOTCsA HOBbIe yyacTku MemOpansl (Bluemink, de Laat, 1973;
Byers, Armstrong, 1986; Danilchik et al., 2003), uro BooO1Ie xapakrep-
HO Ui TIpoliecca JIENeHUs JKUBOTHBIX KIIETOK: “...targeted membrane
addition during cleavage furrow formation is a fundamental and widely
conserved mechanism of animal cytokinesis.” (Albertson et al., 2005 p.
92). Byers, Armstrong (1986) nonaranm, 9Tto g00aBI€HHE HOBOTO MaTe-
pHaa K 1mIa3MalieMMe COBEpIIAeTCs B paiiloHe OOKOBBIX CTEHOK OOpPO3.IbI
npo6nenus. Danilchik et al. (2003) oOHapykuiu OOIBIIOE YHUCIO IK30-
IUTO3HBIX TOp Ha JIHE OOPO3/bI ¥ PEIINIIN, YTO HOBBIM MaTepuall OTKJIa-
IBIBACTCS UIMEHHO TaM. BeTpanBaHue B TuiazManeMMy HOBOTO MaTepua-
Jla YBEIMYHMBAET €€ CIOCOOHOCTh K PACHIMPEHUI0, U 3TO TOXKE JIOJHKHO
YMEHBIIATh CONPOTHBIIEMOCTE MEMOPAHBI IaBIICHUIO HAPYKHOH CPEJIbI.

[IpuBeny B KOHIIE €lle OJMH, Ka3aJI0oCh Obl, HE3HAYUTEIbHBIN (aKT,
KOTOpBIN, HA MOW B3IJIS/, CIYKUT BIIOJHE CEPbE3HBIM apryMEHTOM B
MOJIb3y POJIM BHEIIHETO JaBJICHHS B JEJCHUU KJIeTOK. Eciu cokpartu-
TEJNBHOE KOJBIIO JCWCTBUTEIHLHO COKPANIACTCS M TIHET IUIa3MajeMMy
BHYTpPb, 00p03/1a JIeJICHHUS TOJDKHA KMETh BHJI IPSIMOH MM CYXKaroIencs
BIIQIMHBI, LIETH; CXEMAaTUUYECKHUE H300paKEHUS U PAl OPUTMHAIBHBIX
¢dororpaduil BIOJIHE COOTBETCTBYIOT TAaKOMY IIPOrHo3y. OxHako 60po3-
na ApoOsieHus 3UroThl pasHeix amduouii (Selman, Perry, 1970; Byers,
Armstrong, 1986), a taxke meny3sl (Dan, Dan,1947, Fig. 4) 3ameTHO
pacIupsieTcst 1 OKPYTIISIETCS B CBOSH TIyOOKOM YacTH. MaJlo COMHEHHIA,
YTO PACIIMPEHHE TPOUCXOAUT IO]] TaBJICHUEM BHEKIJICTOYHOH cperpl, a
BCTpauBaHHE HOBOTO MaTepualia B IUIa3MajeMMy 3TOMY CHOCOOCTBYET.
Takoe e pacmmpsioliee, BepHee, YIIIyOnsioniee BO3AeHCTBUE HAPYXK-
Has Macca JO0JDKHa OKa3blBaTh U Ha JHO OOPO3IbI.
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3akao4YeHue

IIpyunrHOM BISTYMBAHUM, KaK U BBIITYUBAHUN, I IPU3HAIO PA3HULLY
JABJICHUI BHYTPU MOJOCTHOIO TEJa U CHapy»XH OT Hero. Moxenp “BIis-
YIBaHME TOMOT€HHOM HApYy>KHOW MacChl B 30HE c1aboit 060104uKkn”™ (puc.
2B) o cyuiecTBy MOBTOPSIET MOJIENb “‘BBINAYMBAHHE TOMOTEHHON BHYT-
peHHelr Macchl B 30HE cltaboit obomouku” (puc. 2b), HO, Tak cKa3aTh, C
0o0paTHBIM 3HAaKOM. ['MIpomexaHudeckas MOJENb IOJIy4yaeT HOBOE Ha-
MOJTHEHUE U PacIIUpseT 00JacTh CBOETO IPUMEHEHUSI.

ITOJI3BAHHUE KJIETOK

[lonm3aHne KIETOK HEPEAKO pacCMATPUBAIOT KaK CyMMY (IIOCIIEIO-
BaTEIbHOCTH) OTIEPANNN W TIEpEMENICHUE TTEPETHETO U 3a/THETO OT/IEIIOB
UCCIIENYIOT BHE CBA3M APYr ¢ ApyroM. OTYacTH Tak MOCTYIWIM U MBI,
00OCYIHMB paHee BBIISUMBAHHUE TIEPEIHETO Kpasi IBIKYLIMXCS KIETOK.
Teneps, He BBITyCKas U3 BUY LETYIO KIETKY, IOTOBOPUM CIIEIIUATBHO O
IBWKCHUM €€ Tella W XBOCTa. DTHM OTAeNlaM B JIUTEpaType YAEIeHO
MeHbIIIe BHUMAaHUS, a pa3HoOoOpa3us BO B3MIIAJAX 3JIeCh Jiaxe OOJbIIe.
MHOKEeCTBO MHEHUH HE MPHUBEIIO K ICHOCTH B IOHUMaHUH TIPOOIIEMBI, O
YeM TOBOPSAT HEPEJIKHEe CeTOBaHUs. B kadecTBe mpumepa MpHUBEy CIIOBa
Fukui et al. (1999, p. 877): “... little is known about the mechanism that
brings the posterior cell body forward.” Co cBoeii CTOpOHBI MPU3HAIOCH,
YTO TUNOTE3bI, BBIBUHYTHIE UIMEHHO B 3TOW 00JIaCTH, OBLIM OCOOEHHO
TPY/AHBI JJIsl aHAIM3a U BOOOIIE [T TOHUMAaHUSI.

Bretscher (1988) cpaBhu kiteTky ¢ TaHKOM. OCHOBBIBAsICh Ha OIIbI-
Tax, MPOBEIEHHBIX C MCIIOIb30BAHUEM MEMOpaHHBIX MapkepoB, Ander-
son et al. (1996, p. 1209) peurmu, uro “...ellipsoidal cell body [keparo-
utoB — BB] rotates during translocation.”, Teno KJIeTKH Kak Obl KATHUTCS
3a namemumanoaued. Iwadate, Yumura (2008) nmoctynupoBanu Hanu4ue
“elastic transition zone”, cCOeIUHSIONICH TMEPEIHUN W 3aJHUNA KOHIIBI
KIJIETKH ¥ o0ecrieunBaroniell, BUAMMO, MEJUIEHHOE MOTSITUBAHNE 33 (HE-
T'O Kpas IIpH BBHITISTYMBAHHUU repeqHero. Kak ycTtpoeHa 9Ta 30Ha, aBTOPHI
He ckazanu. Chen (1981) npeanonoxus, 4To CUiIbl, BHIISTYMBAIOIINE TIe-
peanuii kpait puOpo0IacTOB, paCTATUBaOT OOKOBYIO IIa3MaeMMy (Kak
pe3uHy), a TOTOM OHa COKparmaeTcs (Kak pe3uHa) U MOATATHBACT XBOCT
KJICTKH BIIEpe.
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JIBIDKEHME KJIETKH YacTO CBS3BIBAIOT C COKPATUTEIHHBIMH JICHCT-
BUSIMH aKTOMHO3MHOBBIX KOMILICKCOB. B MOHWMaHWU TOTO, KaK W TJIe
3TO TPOUCXOJIUT, ICHOCTH HeT. BoT uro nucamu Lo et al. (2004, p. 982)
OTHOCHUTEIILHO POJIM MHO3WHA B IBUTATENFHON aKTHBHOCTHU KJIETOK: “Al-
though myosin II is known to play an important role in cell migration,
little is known about its specific functions.” Munevar et al. (2001, p.
1755) Ol yBEpEeHBI, YTO CHIIBI, OTIpEENIONIe IBMKeHue pudpobdia-
cToB “...are generated predominantly by actin-myosin-II-based contrac-
tions...”, HO “Where the forces are generated and how the contractions
are regulated remains unclear.” BoT emie 01HO BbICKa3bIBaHUE 110 TIOBOY
Y4acTHsI COKPATUTEIbHBIX KOMIUIEKCOB B KJIETOYHOU JIoKOoMoLMU: “Myo-
sin 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).
Svitkina et al. (1997), n3y4aBuine TOKOMOITMIO KEPaTOIIUTOB, TTOIATANH,
YTO TENO KIETKH JBHMXKETCS 32 CYET COKpAICHHS aKTOMHO3HHOBOTO
KOMILJIEKCA, PACIIONOKECHHOTO B MEPEXOJHON 30HE OT JaMEJUTUIIOANU K
Teny KieTku. Kak 3To cokpallieHHe JBUraeT Teio KISTKH, MHE OCTalOCh
HesscHbIM. Wittmann, Waterman-Storer (2001) 3amernnm, 4to cokparie-
HUE TMPOUCXOJUT B TeJIe KIETKU, HO HUKAKNX JaJbHEHIINX pa3bsSCHEHHUN
He caenann. COKpaTUTENbHbIC JEHCTBUS MPHUIKUCHIBAIOT U CAMOMY 3a]l-
Hemy otneny kietku (Jay et al., 1995; Iwadate, Yumura, 2008).

BecoMbiM apryMeHTOM B TIOJNB3Y CBSI3U JIOKOMOIIMH C COKpallie-
HUSIMH aKTOMHO3HMHA CUUTAIOT 3aMeJICHUE JIBIKCHHS KJICTKH WIH PeT-
PaKIK ee MCeBAONOANN Y MyTaHTHBIX Dictyostelium, JTNIICHHBIX MHUO-
3uHa (Jay et al., 1995; Iwadate, Yumura, 2008). 3ameiienue, ogHaKo, He
€CTh MpeKpalleHue, U 5, B OTIIMYHE OT aBTOPOB, BOCIIPHHUMAIO 3TH JaH-
HBIE, KaK YKa3aHHe Ha TO, UTO KIETKH MO2ym ABUraTbcsi 0€3 MHO3MHA, TO
ecTb 0e3 aKTOMHM3MHOBOTO COKpameHus. [pyrue HaOIogeHHS TOBOPAT
00 atoMm eme siciee. Tak, HelTpodmibl, 00paboTaHHBIE UHTUOUTOPOM
Muo3uHa (2,3-butanedione monoxime), 3aMeIJISUIA PETPAKIIAIO XBOCTO-
BOT'0 OTJeNa, HO 3TO MPOUCXoAuiio Tonbko “...on adhesive substrates...
and not on poorly adhesive substrates...” (Eddy et al., 2000, p. 1287).
®ubpobmactel, 0bpaboTanHble 61e00MCTATUHOM, HHTHOUPYIOITIM €S-
TENBHOCTh MHO3MHA, JaKE YBEJIWYHMBAIH CKOpocTh Jokomouun (Even-
Ram et al., 2007) u Tak e Benu ce0s SMUTEIUANBHBIC KIETKU TIOYKHU C
HCKYCCTBEHHO Je(hOpPMHUPOBAHHEIMH MHO3WHOBBIMH (umamMeHTamMu (Zu-
rek et al., 1990). Lo et al. (2004, p. 988) Obun yauUBICHBI, OOHAPYKHUB,
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gto “...myosin [IB null fibroblasts were not only capable of migration
but also migrated at a higher raw speed than did control cells.” Kak Bu-
IMM, KJIETKH BIIOJIHE YCIEIIHO JIBUTAIOTCS 0e3 ydacTusi aKTOMHUO3HHO-
BBIX KOMILICKCOB.

To, 94TO KJIETKH MOTYT Moy3aTh O3 MPHUBICYCHUS aKTOMUO3WHA,
JEMOHCTPHPYIOT CHIEpPMAaTO30MAbI HEMATOl, Y KOTOPBIX aKTHH U MUO3HMH
MpaKTU4YecKu OTCyTCcTBYIOT (cM. Nelson at al., 1982; Roberts, Streitmat-
ter, 1984). Ilonaratot, 9TO TpH ABMKEHNU MX (HYHKIIMOHAIBHO 3aMEHSI-
10T (pUIaMEHTHI, COCTaBJICHHbIE crienn(uaecKkuM OernkoM (major sperm
protein — MSP). B nepeHeli 4yacTu KICTKH 3TH (QUIAMEHTHI CKIIabIBa-
I0TCA B ITyYKH M 00pa3yroT renb. “...elastic energy stored during bundle
formation generates tension in the cytoskeleton to pull the cell body for-
ward when the gel solates.” (Bottino et al., 2002, p. 375). Monaens 6onee
MOHSITHA MHE B Jpyrom u3noxkenuu (cMm. Roberts, Stewart, 2000; Miao et
al., 2003). ITo HaGMrOACHMSM in Vitro BOJOKHA, cOCTaBIIeHHBIE MSP, Mo-
TYT KaK YIUIMHATHCS, TaK M YKOPAuMBATHCS; MPH YKOPOUCHUH 3aKpel-
JICHHbIC HA KOHLIAX BOJIOKOH YaCTHIIBI JBUTAIOTCS BMECTE C HUMHU. ABTO-
PBI TIPEIIONIOKHIIN, YTO 38 CYET YKOPOYEHUs STHX BOJIOKOH B OCHOBa-
HHH TICEBJIONIOANH M MPOMCXOIUT MOATIATHBAHUE TeNa KIIeTKH Brepen. K
KaKMM 4acTsM Tella KJIETKH KPETsITCsS BOJIOKHA M KaK OHHU MepeiaroT
YCUIJIHS, CKa3aHo He OBLIO.

B mocnennee Bpemsi HeMano roBopsAT 00 y4acTHH B JIOKOMOILUH
KHUBOTHBIX KIIETOK BOABI. B crtarbe mon nHazeanmeMm “Cells move when
ions and water flow” Schwab et al. (2007, p. 428) KOHCTATUPOBAJIU:
“...work from the last 10-15 years provides compelling evidence that
ion channels and aquaporins are indispensable for efficient cell migra-
tion.” Loitto et al. (2002), XOTs ¥ corjamairch ¢ TUIIOTE30M O BEAYIIICH
pOJIM aKTHHOBBIX (PHIAMEHTOB B (DOPMHUPOBAHUM BBHIIISTYMBAHUN (CM.
takxe Loitto et al., 2007), monaranu, 4yro “...water-selective aquaporin
channels regulate lamellipodium formation and neutrophil motility.” (p.
212). MHeHue, 4TO aKBalOPHHBI TOBBIIIAIT (GOPMOOOPA30BATEIBHYIO U
JIBUTaTEIIbHYIO aKTHBHOCTH KJIIETOK, OITMPAETCsl Ha SKCIIEPUMEHTAIIbHbIC
nanneie. Tonbko 4YTO TpUBeneHHOe 3aKiroueHue Loitto et al. (2002) ObI-
JI0 TIOJIEP’KAHO PE3yNIbTaTaMH OMBITOB MO OJIOKUPOBAHUIO aKBAIIOPHHOB
y Heltpodpwmios. [lo nanaeim Hara-Chikuma, Verkman (2006) xietku
MOYEYHOTO DIHTEIUSI MYTAHTHBIX MBIIICH, JIMIICHHBIC aKBaIlOPHHOB,
Xy’Ke, 4eM KJIETKH HOPMAJIbHBIX KHBOTHBIX, (HOPMHUPOBAIIH JTaMEIUTHIIO-
JMW ¥ HAINOJIOBUHY YMEHBILIAIN BUTATEIbHYI0 aKTUBHOCTB; MCKYCCT-
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BEHHOE BBEJICHHC aKBAallOPHHOB B MEMOpaHy MYTaHTHBIX KIIETOK BOC-
CTaHABJIMBAJIO WX JIBUTATEIILHBIC PEAKIUU. ABTOPHI CIIEIIUATBLHO OTME-
TUIM, 49T0 (opMOOOpazoBaTeibHbIE W JABUTATENbHBIC Pa3IMuusi HOP-
MaJIbHBIX ¥ MYTaHTHBIX KJICTOK OBUIM CBSI3aHBI HE C PA3IHYHSIMH aKTH-
HOBOTO ammapara, a ¢ pa3HOld MHTCHCHBHOCTBHIO TPaHCMEMOPAHHOTO Tie-
pemenienust Boasl. [lomoOHBIM 00pazoMm Beim ceOs KIETKH acTPOTIIUH
(Saadoun et al., 2005), Gosiee TOro, aBTOPHI BBICKA3aTH MHEHHE, UYTO
“...the ability of water channels to accelerate cell migration may be a
general phenomenon in mammalian cells.” (p. 5696). Schneider et al.
(2000) u Schwab (2001) oCHOBHYIO POJIb B JJOKOMOIIUH OTBOJMIIU IIUTO-
CKEJIETY, HO TIOJNarajiu, YTO PEeTPaKIis 3aJHEro OTAeia ABIKYIICHCS
KIJICTKH MIPOUCXONT IyTEM €ro CKATHSI IOCIIe yX0a OTTY/Ia BOJBI.

Oco0bIX yCIleXOB B JIOKOMOIIMU JOCTUTIIa OOBIKHOBEHHas ame0a,
Amoeba proteus, KOTOpas JaBHO CIIY)KHT MOJICIIBHBIM OOBEKTOM IS
W3YYeHUs ABUTATENBHON aKTHBHOCTH IOJI3AFOINNX KiIeToK. K 3T0it amebe
MBI TETlePh U 00paTUMCS.

A. proteus obnamaer mo KpaiiHel Mepe JBYMsSI Ba)KHBIMH IJISI HAcC
0ocoOeHHOCTAMHU. Bo-mepBhIX, B €¢ 3HJOIUIa3Me HET aKTHHOBBIX (ria-
MEHTOB, CIIOCOOHBIX TOJKATH (BBIMSIYUBATE) AMUKAIBHYIO TUIA3MAIEMMY
MIpU JBM)KEHUU KJIETKH WIM pocTe rncepaonoanid. CoriacHo obuemy
MHCHHUIO, 3Ty POJIb BBIIIOJIHACT IIUTO30JIb. J%03180%471 CJIOBaMH, 371€Ch TOYHO
M3BECTHO, KAKUM 00pa30oM MEXaHHUECKHE YCHIIHSI Mepe/laroTcs Ha Kiie-
TOYHYIO MeMOpaHy U BBINITYMBAIOT ee. BO-BTOPBIX, MPH ABM)KEHUU aMe-
OBl WJIM TIPU POCTE ee TCeBAONOANN OOHApY)KUBAETCS MOIIHBIH TOK JH-
JIOTUTa3Mbl, HANPABJICHHBIN OT 3aJHero Kpas (0T ypouza) K mepeaHeMy
WM K BEpIIUHE TICEBIOMOMUI. 3a cYeT MHTEHCHBHOTO SHOINTO3a (TIH-
HOIINTO3a) YYacTKH XBOCTOBOW OOOJIOYKM TONANAIOT BHYTPH KIETKH.
Tok 9HI0IITa3MBI TPAHCIIOPTUPYET ITOT MATEPUa K BBHIISTYMBAIOIIUMCS
KpasiM, TZIe OH HCIIOJIb3YETCS Ha MOCTPOCHHUE HOBBIX YYaCTKOB 000JIOUKH
(Stockem, Ktopocka, 1988). Takum oOpa3om, UTOIIa3MAaTHIESCKHI TOK
WTpaeT KIF0YEBYIO POJbh B ABIKEHHWH aMeObl M pOCTE €€ TCEeBAOIO TN,
OCYILECTBIISISI MEXaHMYECKOEe BO3/ICHCTBHE HA IIa3MajIeMMy H JOCTaBKY
CTpoUTEIbHOro MaTepuana. He ciayyaliHO aBTOpBI, H3y4aBIIME JOKOMO-
uio ameOsl, “...concentrated mainly on the mechanisms generating and
controlling the endoplasm stream.” (Grebecki, 1984, p. 116).

Kazanoce 0b1, ameba Jerko pacKphIBaeT CEKPETHI, BHICTABIISISI HATIO-
Ka3 CBOIO BHYTPEHHIOK JKU3HB. JTa “NPO3pavyHOCTh’, OJTHAKO, SBIISCTCS
oomanunBoil. [To cioBam Allen (1961, p. 212), “There are very few bio-
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logical problems in which so many theories have been proposed to ex-
plain so few data, as has been the case of ameboid movement.” IIpommio
30 ner, u Dembo (1989, p. 1053) npusnan, yro “Debate about the me-
chanism of amoeboid motions has gone on since the last century..., but
as yet the dynamical laws that govern these phenomena are largely un-
known.”

B cBoeli knaccuyeckoit pabore Mast (1926) ciiegyrommm o0pazom
MPeCTaBUII MEXaHMU3M JIOKOMOIMH aMeObl. Mast mpuHHMAaN, YTO IO0-
Kosiasicst ameba HaxoAWTCs B TypropHom cocrossand. Ee “...internal
osmotic pressure counterbalances the elastic tension of the plasmagel
[mIoTHBIA Tepudepuyueckuii cnor muroria3mel], and the beginning of
movement in such a specimen is due to local solution and consequent
weakening in the plasmagel, resulting, owing to contraction elsewhere [u
nocjenyoneMy yBeJIHMUeHHI0O BHYTpEHHero aasieHusi], in local stret-
ching and the formation of a protuberance.” (Mast, 1926, p. 410).
“...locomotion [ame0Ob1]| may be looked upon as being essentially due to
contraction of the thick sheet [tuasmarens| covering the posterior end,
forcing the column of fluid, the plasmasol, in the [mna3smarenesoii] tube
forward against the thin sheet [mmazmarens| at the anterior end, stret-
ching it and pushing it forward together with the surface membrane...”
(Mast, 1926, p. 412; cnoBa B KBaJpaTHBIX CKOOKax U KypcuB Mou — BB).
IMnasmazonk (9HAOIUIA3MA), TEUET BIEpel], I'YCTeeT M HAJCTPanBacT
TpyOKy Tuiazmarens (3KToruiazmbl). HoBble yacTu TpyOKH HETIOJBHIKHBI
OTHOCUTEJIBHO TOYKH B IPOCTpPAHCTBE. [IBHraromuiicsi BHIEpel XBOCT
MPUONTMKAETCS K HUM U BKITIOYACT B CBOM cocTaB. BriroueHHass 3KTo-
M1a3Ma pas3KIKaeTcs U OMATh TeUYeT BIEepel.

Cxema Mast — paBHOMEpHOE BHYTpPEHHEE JIaBJICHUE TUTIOC JIOKAIIb-
HOe ociabiieHne 000JIOUKU — B KOTOPHIN YK€ pa3 MOBTOPSAET 3HAKOMYIO
HaM THIPOMEXaHWYECKYI0 MOJENIb. JTa CXeMa COXpaHWIa 3HAYCHHUE JI0
Hammnx llHefI, IMOJIy4YUB OONOJHCHUA U YTOUHCHUSA. Tenepb YKa3bIBaroT,
YTO OCJIa0JICHWE dBAarMHUPYIONMICH alTMKaIbHON 000JI0YKY MPOUCXOINT B
pe3ylibTaTe pa3pylleHHs] KOPTEKCa MM OTCIOSHHS OT HEro IIa3MalieM-
MbI (Stockem, Ktopocka, 1988; Grebecki, 1990). Crano u3BecTHO, Tak-
K€, 9TO KOPTEKC ABMXKYIIEHCS aMeObl TIEPHOIUIECKH pa3pyliaeTcs He
TOJIbKO Ha TepeaHeM KoHIe, HO u Ha 3amHeM (Stockem, Klopocka,
1988). Ho mpupona IUTOMIa3MaTHYECKOTO TOKAa BO MHOTOM OCTaeTCS
3aragoyHoi. bonsmmHCcTBO Benex 3a Mast CUMTaOT, 9TO IMUTO30Jb IIe-
pemeniaercsl BIEpel COKpAaICHHEM KOPTHKAJIBHOTO CIIOS XBOCTOBOTO
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oraena. Ha cokpaineHne ypouzaa ykaspIBaeT, Kak IOJIAraroT, €ro MOp-
IIMHACTOCTH Y ABIDKYyIIeics ameObr (Mast, 1926; Wehland et al., 1979).
Kpome Toro, uaest cokparieHusi XBOCTOBOTO OT/Aea OOBICHSAET ABMKE-
HUeE BIiepe] 3aaHero konna kietku. Grebecka, Grebecki (1975), npasna,
HE CUUTAJIM TaKO€ OOBSICHEHHE yIOBIECTBOPUTEIILHBIM U PEATIOI0KHIH,
4To ““...uroid, undergoing its own contraction, is simultaneously dragged
forwards by the contraction in the trunk” (p. 359). Stockem, Klopocka
(1988, texct u Fig 18) momecTnim COKpaTUTEIbHYIO 30HY MOM3YIIEH A.
proteus TOXe HE B XBOCTE, a B CpeAHel (0 AJIMHE) 4acTH KJIETKH. [ aB-
HBIM OCHOBaHHMEM JyMaTh, YTO COKpAIlIeHUE MPOUCXOJUT UMEHHO B 00-
JIaCTU ypOUAa, ABJSIETCS,, HABEPHOE, YOS KICHHUE, YTO TOJBKO TaK MOXKHO
00BSICHUTD, IOUEMY IHIOIUIA3Ma TEUET OT 33 HET0 KOHIIA K IIepeiHEMY.

N3noxxeHHBIE TPENCTABICHUS O JBUTaTEIbHON aKTUBHOCTH aMeObl
BBI3BIBAIOT PsiJi BOMPOCOB. [1epBEIif BOMPOC TPaJUIIMOHHBINA: KaKHM 00-
Pa3oM MOKET OCYIIECTBIISATHCS SHAOLMTO3 B XBOCTOBOM OTAEIE, T.€. KaK
BILTYMBAIOIIAACS IUIa3MajeMMa HPEeoJ0JIeBaET CONPOTHUBICHUE HECHKH-
MaeMoro HUTO30J1? YiKe MOoKosmascs ameda HaXOAUTCS B TyprOpHOM
COCTOSIHUHM, a NPH CXKAaTHH XBOCTa BHYTPEHHEE JABJICHHUE JOJDKHO €Il
noBbILIAThCA. Jlanee: Kak codeTaeTcsi COKpalleHHEe KOpTeKca XBOCTa C
€ro NnepuoAnyYecKuM pazpymeHuemM? U, HakoHel, TJIaBHOE COMHEHHE:
JEWCTBUTEIBHO JIM TPUYMHOW CYNIECTBOBAHHUS DHJOIIIA3MATHUECKOTO
TOKa SIBJISIETCS] COKpAIlleHHUE XBOCTOBOIO KOpTekca?

[Moyemy Mbl BuanM ToK? IloTOMy, YTO HUTOIUIA3Ma JBHXKETCS Obl-
cmpee, 4eM BCsl KIIETKA, YEM €€ 3aJIHUI U nepeHuid kpas. Ho no Mmoxenu
Mast 3Toro ObITh HEe JOJKHO. IIpu cBOEM COKpalleHuu YpoHI TOJKAaeT
cmoa6 muromnasmsl (Mast Tak u iucan — column of fluid). 3tot crond
criepelln yIupaeTcs B IIa3MajleMMy U JIBHTAeTCsl BMECTE C HEH, T.e. OT-
HOCUTENFHO Hee OH Henodguoicer. llmazmaneMma XBOCTa TOXKE MPSMO
yIUpaeTcsi B 3HIO0IUIa3My M TOXKE JOJDKHA TBUTaThCS BMECTE ¢ Hero. Bo-
o0111e, B 3aMKHYTOM IPOCTPAHCTBE JKUIKOCTh HE MOXKET T€Yb B OJJHOM
HaTpaBJICHUH — OHA MOXKET TOJILKO IIUPKYJIMPOBaTh. ECTh MHEHHE, YTO
LUPKYJSLHUS JeHCTBUTEIHHO MPOUCXOIUT — B TO BPEMsl, KaK HEHTPaJIb-
Has 4YacTh IUTOILIa3Mbl (JHAOIUIA3MA) TeUeT BIiepen, ee mepudepuue-
CKHUI CIIOW (PKTOIUIa3Ma) JBHXKETCS HA33JI; 3TO SIBICHHE IMOJyUYHIIO Ha-
3Banne ‘“‘poHTaHHOro” TeueHus (fountain streaming) (Stockem,
Ktopocka, 1988). S co3natenbHO cka3an “MHEHUE”, a HE HaOIIOJICHUE.
Ecnu aBukeHne 5HIOMIIA3Mbl BIEpPE]] BBIMIIUT KaK MOLIHBIM IIOTOK, TO
o0paTHOE IBM)KEHUE SKTOIUIA3MBbI B JIYUIIEM CIIydae paclo3HaeTCsl JIUIIb
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C MPUMEHEHHEM CHEIUATBHBIX METOIHK, (PUKCHPYIONIUX IBIDKCHUE OT-
IenpbHBIX dacTur (cM., Hanpumep, Grebecki, 1984). Mast (1926) Bugen
0o0paTHOE CMEIIEHHE HSKTOIUIA3MbI TOJBKO Yy TOKOsIIeics ameObl, HO
CHELUAIFHO TOTYEPKUBAJ, YTO SKTOIIa3Ma IMOJI3YIIEH aMeObl Henoo-
8UJICHA OTHOCUTEIBHO TOYKH B IPOCTPAHCTBE. S| mpocmarpuBan Guiib-
MBI, TOKa3bIBAIOIINE JIOKOMOLIMIO Pa3HbIX aMe0, U HU pa3y He BUAET Aa-
Ke HaMeKa Ha o0paTHOe CMeLIeHUe Hapy>KHOTO ciiosl. Jla 3Toro y ameOsl,
JBIDKYILIEHCS 32 CYET COKPAIICHUS XBOCTOBOTO OTJENA, HE CIEAyeT W
oxuaate. Kak )KHAKOCTH IOTEYET B 30HY OOjee BBICOKOTO JABICHHS,
OTKyJla €€ COKpallleHHe YPOuia KaK pa3 BhITAIKUBACT?

HenaBao Rogers et al. (2008) moaTBep i HAIMYKE MUAPKYISALIAN
LUTOIIa3MBI B TICEBAONOAMAX (J000MOAMAX) A. proteus W Ha3BaJIU TPH-
YMHY CYIIECTBOBaHUs oOpatHoro nBikenus. “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 counterintuitive
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 to-
ward the cell body.” (Rogers et al., 2008, p. 3317). OOmmmii 00beM KOPTH-
KaJIbHBIX YaCTHII, IBUTAIOIINXCS OT BEPIIUHBI TICEBIOTIOMH, ObIIT HAMHO-
20 MeHblIe 00beMa TUIOTHBIX BKIFOUSHHH, HAIIPABJIAIOMINXCS K BEPIIMHE;
JBIDKYIIUICS Tiepudeprudeckuii cioi naxe He Obu1 crutomHbM (Rogers et
al., 2008, Fig. 6a). KpoMe TOro, KOpTHKaIbHbBIC YaCTUIbI CMEIAINCH 3HA-
YUTENFHO MeieHHee. VHaue roBops, MpsAMOH (9HIOIUIA3MAaTHYECKHUIA)
TOK 10 MOIIHOCTH HAMHO20 TIPEBOCXOIMII OOpaTHBIN (dKTOILIa3MaThye-
ckuif). Macca BO3Bpalaromieicss MUTOIIa3Mbl JODKHA OBbITh, KOHEYHO,
MEHBIIIE, TOH, YTO MPUTEKAaeT K NepeJHeMY Kpalo, T.K. KaKasi-TO ee 4acTh
U/IET Ha CTPOUTEIBCTBO HOBOM BepIIMHBL. TeM He MeHee, BPsL JIM OCTaTKH
MOIIHOTO 3aJ{He-TIEPEHET0 TOKA MOTYT OBITh CTOJb Majlbl, YTO JUIS MX
OOHapy>KEHHUsI HaJl0 MPUMEHSTH CHelUalbHbIe TEXHOJIOTHH. 3aMedy, Y4To
LUPKYJISALMS OUTOIUIA3MBI, B BUAe “00paTHOro (oHTaHa”, JIETKO PaCIo-
3HAETCS B TBUTBIIEBIX TPYOKaxX v TPHOHBIX rudax.

Rogers et al. (2008, Fig. 6a) noka3zanu oOpaTHOE ABHIKEHUE YaCTHI]
TOJIBKO B JIoOomonusx. Eciam nBukeHune nepudepryeckoil MUTOILIa3MBbI
OTPOCTKA MPOU3BOJUTCS COKpAIlEHHEM KOpTeKca “‘everywhere”, To Kak
KOpTEKC BeAeT ceOs B Telre ameObl, kKyaa asuraetcs Tam? M kak IMEHHO
OH COKpaIaercsi, 4ToObl TSHYTh KOPTEKC ICeBAONOANH? ABTOPEI HUYETO
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00 srom He ToBOpAT. HOo momycTM, YTO 4YacTh TBEPIOTO MaTephaa
NEeHCTBUTEIHHO BO3BpAIaeTCs Ha3ad, K caMoOMy ypouay. A Kyaa JeBa-
ercs “nmuiHss’ (He BOLICAIIAs B HOBOE BBIMSYMBAHUE) KUIKOCTh? Bean
MMEHHO OHa COCTaBIII€T OCHOBHYIO MAacCy SHJOMIA3MAaTHUYECKOr0 TOKA.
Ee Toxe TAHET Ha3a COKPAMTAIONTUICST KOPTEKC?

3aBepiast 0030p, B OYEPEAHOM pa3 oOpalnly BHUMaHUE Ha TO, KaK
JIETKO aBTOPHI OMNEPUPYIOT MPEACTABICHHUEM O COKPAIlCHHH KOpPTEKca,
KOPTHKQJIFHOTO aKTOMHO3WHA. OCHOBBIBAIOT CBOM THIIOTE3HI HA ITOJIO-
KEHHUH, KOTOpOoe caMo 1o cebe SBIsIeTcsa THIOTe30H, K TOMY JKe He
HMMEIONICH CTPOroro 000CHOBaHUS (TOBOPSI OTKPOBEHHO — HUKAKOTO).

Tak kak >xe monser ame0a? S cormaceH ¢ TeM, YTO U1 OTBETA Ha
ATOT BOIIPOC HAJIO MPEXK/E BCETO PEIINTh 3arajiky dHJOIUIa3MaTHIECKO-
ro Toka. MHe pelieHne BUIUTCS TakuM: ameba 6600um 600y HA 3a0HeM
KOHYe U 8bl800Um ee Ha nepedrem. MBI yke 3HaeM, YTO KJIETKH CIIOCO0-
HBl aKTHBHO PEryJIMPOBATh CBOM 00BEM 3a CUET BBOJA W BBIBOJA BOBI.
Jto crocobHa nenats U ameba (cm. Mast, Hopkins, 1941). Ilpeanarae-
Masi TUIIOTE3a JOIMYCKAEeT JIMIIb, YTO OHA TPAHCIOPTUPYET BOIY Yepe3
MeMOpaHy 4Ype3BBIYAfHO OBICTPO M B OIpENENeHHBIX MecTaXx. Ecmu mo-
MyIIeHHe BEPHO, JIOKOMOTOPHBIA IHKII aMeObl OyNeT BBHITJISAAETH Cle-
JYIOIIUM 00pa3oM (puc. 6).

B ke ecth ABe yepeayroniuecs guHamMudeckue (asel. B nepBoit
(puc. 6b, b)) Boa BXOAWUT B KJIETKY Ha €€ 3aJHeM KOHIIE, YBEITUYNBACT
00bEM IUTOILIA3MbI U MOJHUMACT BHYTPEHHEE AaBJICHHE. DKTOILIa3Ma
ypoHia HaChIIAETCsI BOJIOW, “pazkipkaeTcs M “mpeBpamiaeTcs’ B 9HIO-
m1azMy. OIHOBpEMEHHO KOPTEKC MEepeIHero Kpas paspyliaercs (Hiu
OTCIIaMBAETCA), SHAOIUIA3Ma MPOTAIKUBAECT OCIAOJIEHHYIO aMUKaIbHYIO
000104Ky (TUTa3MalIeMMy) BIIEpEI U ABUTACTCS (BBITISTINBACTCS) BMECTE
C HEH — KIIeTKa yAIUHIEeTCA. DHJIOIIa3Ma B 3TOH (ha3e OTTeKaeT OT 3a-
HEro Kpasi, HO HENOJBMXXHA OTHOCUTEIbHO mnepeaHero. Ilocie storo
BXOJI BOJBI MIPEKpaIiaeTcs, anmukaabHas 000JI09Ka (KOPTEKC) BOCCTAaHAB-
JINBAET IIETIOCTHOCTh; aMmeba MMEET MaKCUMAaJTLHYIO JUIMHY (puc. 6B, B).
Bo BTOpoii daze (puc. 61, ') Boga BEIXOIUT U3 KIETKH Ha €€ TepeIHeM
KOHIIe, BHYTPECHHEE JaBJICHUE OITyCKaeTcsl Hrpbke BHemHero. Koptekc
ypouaa pazpymraercsi, 000J04YKa 3/1ech OciadeBaeT, U HapyXHasl BOZa
BJIaBJIMBACT (BITYMBACT) 000JIOUKY XBOCTa — ame0a yKopaduBaeTcs. JH-
JoTIa3Ma B 3ToU (paze TeueT K mepeHeMy Kparo, HO HETIO/IBIKHA OTHO-
cutensHO 3aaHero. Kornma mcredenue BOAbI Ipekpariaercsi, ameda BO3-
BpallaeTcss K HadalbHOMY COCTOSHHIO (puc. 6A, A, A,). CymmapHoe
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CMEITICHUE DHIOIUIa3MBbI 3a ABe auHamudeckue (assel (puc. 6: b+ 1, by +
I')) npeBblaeT cMeIIeHHEe LENOH KIETKH, T.€. SHAOIUIa3Ma JBIKETCS
ObicTpee Bceil ameObl (4To Bce U BUAAT). S OyAy Ha3bIBaTh 3Ty MOJCIH
“IpoTOYHON .

Pemast 3aragky SHAOMIa3MaTHYECKOTO TOKA, MPOTOYHAsT MOJEIb
OJHOBPEMEHHO IMOKa3bIBaeT: 1) Kak BHYTpEHHEE JaBJICHHE yBEIMYHBA-
eTcs 06e3 BCSKOro KOPTHKAJIHHOTO COKpAIIEHHs; 2) KaK OHO TaJacT, Gbi-
3b18as1 PHIOIIUTO3 B XBOCTOBOM 00J1aCTH; 3) KaK CMEMIAIOTCS TIEPEIHUHN 1
3aHUHM KOHIBI KJIETKH. MOJenb MmpearosaraeT, 4To ameda npH IBIKe-
HUM NEPUOJMYECKH MEHSET pa3Mepsl (AITHHY), U pa3MepHbIe KOJeOaHHs
neicTBUTENRHO OOHapykeHsl y A. proteus (Satoh et al., 1985). Ilo-
JIPYroMy Terepb BBITJISIAT W IPHYMHBI, BBI3BIBAIONINE MOPIINHUCTOCTH
ypouza y non3yuieir ameObl. CMOpIIMBaHUE XBOCTA PACCMATPHUBAIOT KaK
pe3ynbTaT cxatus koptekca (Mast, 1926; Wehland et al., 1979). Takoit
BBIBOJI SIBJISIETCSI BCETO JIMIIG TPEIIIOIOKEHHEM, 3aTO TOCTOBEPHO H3-
BECTHO, YTO CMOPIIMBAHNE KJIETOK IMPOUCXOINT, KOT/Ia OHH TEPSIOT BO-
Ny, HampuMmep, MpH TOMEIIEHHH HX B TUNEPTOHUYECKUH pacTBOp (CM.
Mast, Hopkins, 1941; Bereiter-Hahn, Strohmeier, 1987; Dai et al., 1998).
Mp1 3HaeM, Takke, YTO KOPTEKC YpoHJa MEpHOANYECKH pa3pylIaercs,
T.€. €ro 000JI0YKa MepuoudecKy ociadseTcs. [Ipy najgeHnn BHYTpeH-
HETO JaBJICHHS UMEHHO €€ B IEPBYI0 Oo4Yepe/ib JIOHKHO JeOopMUpOBaTh
(“cmopmuBaTh”’) AaBleHUe HAPYXHOU BOJbL. Takmm oOpazom, yriryOie-
HUS Ha KOHIIE JBIXKYIICHCS aMeObl WIIM HA BEPXYIIKE PETPaKTHPYIOLICH
ncenonoanu (Cameron et al., 2007) MoryT OBITH MHTEPIPETHPOBAHBI
KaK BISTYMBAHHS HAPYKHON KHKOCTH.

Kpome 1OBOJIBHO XOpOIIO BHAMMBIX BJIABICHUH, MTOBEPXHOCTh
ypoua ABWXKYIIEWcss aMmeObl HECET MUKPOCKOIIMYECKHE SHIOIMTO3HbBIC
(mMHOUMTO3HBIC) YriayOsieHHs. OTH YriayOJIeHHsT TOXKE PaccMaTpUBAIOT
KaK pe3ysbTaT COKPaTHTEIbHBIX AelcTBHi KopTekca (Grebecki, 1991;
Klopocka et al., 1996; otuactu Stockem, Ktopocka, 1988), Ho HruTO He
MeIIaeT U B HUX BUJCTh BISTYMBAHUWS, BO3HUKAIONIAE TIOJ JIABICHHUEM
Hapy>KHOH Bonbl. [logoOHBIE MMKpOLIETH TMOSBISIOTCS Ha Tele
Acanthamoeba, xoraa oHa TepsieT BOAY MPU MHIMCTUPOBAHUHU (CM. BBI-
me). Takum 00pa3oMm, 6ce BISTYMBAaHUS ypoWJa WIH YOHparoImmxcs
MICEBIOMOANN aMeObl MPEACTABIIAIOTCS ONHOTUIHBIMUA OOpa30BaHUSIMH,
KOTOPBIC pa3INyaroTcs JHUIIL pa3MepaMu. BmecTe 3TH BIAYMBAHUS JBH-
raloT 3aHI0I0 000J0YKy BHYTpb, T.C. BIlepea. J[BrkeHne ameObl — 3TO
BBHIMITYMBaHUE (TIOJ JaBICHUEM IUTO30J) MEPEJHEro Kpas U BITYMBA-
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Hue (oA IaBJI€HUEM BHELIHEH XHIKOCTH) 3aaHero. Jlydme ckas3are na-
e TaK: cnepedu ameba osucaem cebs cama (8bINAYUBAEMCsl), A C3a0U ee
0su2aem GHEWHsIsL HCUOKOCHb (8nsuueaem,).

AMeOOUTHOY TOABMXKHOCTBIO O0JIaJaeT €Ile OJHWH IIUPOKO W3-
BECTHBIA MPOTHCT, Dictyostelium, KOTOPOTO 4acTo aMe00l M Ha3bIBAIOT.
Beimiie Mb1 He pa3 oOparanuch k oneitaM Y oshida, Inouye (2001), B ko-
TOPBIX aBTOpHI Habdronanu (OpMHUpPOBAHUE OTPOCTKOB KieTkamu Dic-
tyostelium. Tenepp npunuia nopa NPoAOIKUTE PACCKa3 O JTOCTIKEHHSIX
aBTOpoB. B Xxome QopMupoBaHus LMIMHAPUYECKUX OTPOCTKOB TEJIO
KJIETKH YMEHBIIAIIOCh U YPABHUBAJIO CBOW JAUAMETDP C JHAMETPOM OTpO-
CTKa; IOCJI€ 3TOr0 KJIETKA HAauMHAJIA JBUTAThCS. ABTOPBI JTyMaiH, YTO
YMCHBIICHHE Tena ObUIO CIENCTBUEM COKpalleHHs ero koprekca. Ho
OHH K€ MPOBENH U JPYToi OMBIT, B KOTOPOM KieTku Dictyostelium mon-
BEprayii JEMCTBUIO IUTOXANa3uHa, KOTOPBIM, KaK Mbl 3HAeM, OJOKUpYyeT
(hopMupoBaHue aKTHHOBBIX (hriamMeHToB. B gedummre ¢hrmaMeHTO3HOTO
aKTHHA OTPOCTOK IpUHUMa Gopmy my3sips. [lapamiensHo ¢ ero yBemnu-
YEHHUEM TPOUCXOINIIO YMEHBIIICHNE Tella KIETKH, KOTOPOe B KOHIIE KOH-
LIOB COBCEM HCY€3aJ0 — OHO Kak Obl MEpeIrnBalIoch B OTPOCTOK (cepus
¢dotorpaduit Ha Fig. 11). be3 akTHHOBBIX (HUITAMEHTOB KOPTEKC Tena
KJIETKH COKpamarbcsi He Mor. OcTaeTcsi IpUHSTh, YTO TENO CIAAaBINBA-
JIOCh HAPY>KHOW JKUAKOCTBIO, a JIJISl TOTO OHO JIOJDKHO OBLIO TIOHMKATh
CBOE€ BHYTPEHHEE JaBJieHHE OTHOCUTEIbHO BHemmHero. llo3zanee
Yoshida, Soldati (2006) k Takoi TOuYKe 3peHUSs, KaK OYJTO, U IPHUIILIH.
O6cyxmass MexaHu3M JIBWKEHUsI KieTku Dictyostelium, OHN HalucaIu:
“The decrease in cytoplasmic pressure allows the opposite [3amanii —
BI'] end of the cell to retract resulting in net centroid translocation.”
(Fig. 8, moamuce). DTO BCTymaeT B MPOTHBOPEYHE C YCIOBUSIMH, TPU
KOTOPBIX BBIISIYMBAETCS MEPEAHUN OTIEN — €ro yBEIMYEHHE JOJKHO
MPOMCXOJUTh KaK pa3 MpH MOBBILICHUH BHYTPEHHETO AaBlieHHsA. Teope-
TUYECKU BBIXOJI U3 TAKOW CHTYallMH Mbl YK€ 3HAeM — JIaBJICHUE BHYTPH
KJIIETKH JIOJKHO MEPUOJIMUECKH TO YBEIUUMBATHCS (M TOTJA YBEITHIHBA-
€TCs OTPOCTOK), TO YMEHBIIATHCS (M TOTJIa YMEHBIIACTCS TEJIO KIIETKH).
Knerku Dictyostelium 310 xak pa3 u nemoHcTpupyroT. Langridge, Kay
(2006) nabmogany 3a GOPMUPOBAHUEM Y MPOTUCTA MTY3bIPEBUIHBIX OT-
POCTKOB U OTMETHIIH, YTO 00BEM KJIETKH B XOJE€ UX Pa3BUTHs ObLT “ap-
proximately constant”. Ha npencrasnennom umu rpaduke (Fig. 3) sun-
HO, 9TO 00BEM JIEHCTBUTEIHHO OBLI JIMIIH “IPUMEPHO” TIOCTOSIHHBIM,
ITOCKOJIBKY OH ¢J1ab0 Koebancsi.
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[TprauHON MTePHOANYECKOTO YMEHBIIEHHUSI 00beMa KIeTKu Dictyos-
telium n ee BHYTPEHHETO NMaBJICHHSA OBLI, KOHEYHO, YXOJ BOJbL. Ecim
BOJa TMOKHWAaja KJIETKY B 30HE OTPOCTKA, JOJDKEH ObLI BO3HUKATh Ha-
MpaBJICHHBIA BIEpel TOK LUTOIUIA3MBI, OOCCIICUMBABIINN JOCTaBKY
CTPOMUTEJILHOTO MaTepualia K pacTyllel anukajibHOU Iasmanemme. Ta-
KOTO TOKa aBTOPHI HE 3a(MKCHPOBAIIM, HO BO BCEM OCTaJIbHOM IIpeBpa-
menust Dictyostelium o4eHb MOXOKHU Ha TpEBpalIeHus] aMeObl, Kak OHU
TOJBKO YTO OBUIM OMHCAHBI IMPOTOYHON MOIenbio. Y Amoeba X0OpoIIo
BHJIEH IUTOIUIa3MAaTHYECKH TOK, HO (PaKT CXKaTHUS XBOCTa HAPYKHOM
Maccoil ocraercsi Ha ypoBHe Turoresbl. Y Dictyostelium He onucaH TOK,
3aT0 HET COMHeHWi (Oyarofaps SKCIIEPHMEHTaM), YTO 3aTHIOI0 YacTh
KIIETKA CXKMMAaeT (IBUTaeT) NaBJIeHWE Hapy»XHOW Mmaccel. Ecmm “cio-
XKUTh” MaHHble 10 Amoeba u Dictyostelium, To Kak pa3 Moxy4aeTcs moJ-
HOLIEHHASI IPOTOYHASI MOJIEITb.

MOXHO M TIPUMEHUTH MPOTOYHYIO MOJAETh W K YKHBOTHBIM KIIET-
kam? Hukaknx ocoOBIX MPEnSATCTBUI 3TOMY He BHIHO. DakTop BOIHI B
MPEICTAaBICHUSIX O JIOKOMOIIMH JKUBOTHBIX KJIETOK B TOCJEIHEE BpEMs
CTaHOBHTCS BCE MOMYJSApHEe, TaK YTO TO4YBA JJISl TEPEeHOCa MPOTOYHON
MOJIENIM Ha APYTHe KIETKU KaKeTCs BIIOJHE MOATrOTOBIEHHOH. HarmomHaro
HEKOTOpbIe (haKThl, TOBOPSIINE O TAKOH TOTOBHOCTH, W J00ABIIO HOBBIE.
1) )KuBOTHBIE KJIETKHU JIETKO MEHSIOT CBOM 00BEM, MYJILCUPYIOT, UTO MPO-
WCXONIUT 3a CUET BBOJA U BBIBOJIA BOJIBL. YBEIHUYCHNE 00BEMa — 3TO yYeH-
mpobedcroe cMelieHre 000JI0UKY MO JaBJICHUEM 6HYmpeHHell Macchl, a
YMEHBLICHUE — YeHmpoCcmpemMumenbHoe CMellleHne 000JI0YKH O] JIaBiie-
HUEM HapycHol. LleHTpocTpeMHTEIbHOE CMEeTIeHre 000I0YKH TI0] JIaB-
JICHWEM Hapy>KHOW MacChl €CTh BIIOJHE OOBIYHBIA 3JEMEHT >KH3HEes-
TENBHOCTH KJIETOK. 2) KieTkn criocoOHBI JTOKaIbHO OCNalsITh 000I0UKY
3a CuUeT pa3pylleHHsl (OTCIOCHUs)) KOPTUKAIBHOTO CJIOS, M BbIlEe ObLia
MoJJiepKaHa Mesl, 4To 3TH OINepalliy JieKaT B OCHOBE Pa3sBUTHS Pa3HBIX
BBITISTYMBAaHWH W BrstanBaHuii. 3) Ha 3amuem (Ho He Ha mepemHeM!) KoHIIE
JBIDKYIIEHCST aMeObl BO3HUKAIOT MHOTOYKCIICHHBIE MEIKUE W Mellbyaii-
II¥e BISTYMBAHUS, ‘‘pa3pylIaroNine” XBOCT; IMOJOOHBIC BITYMBAHUS OITU-
CaHbI Ha BEPIIMHE YMEHBIIAIOIMXCSI 0TpoCcTKOB Dictyostelium (Merkel et
al., 2000). Ix Buyienu 1 y 5KHBOTHBIX KJIETOK — Ha CHIAJIAFOIIUXCSI IY3bIPSIX
(Cunningham, 1995; Charras et al., 2006) u, 4To ceifuac 0COOEHHO BaXKHO,
SIMKH ¥ MOPILIMHBI OBLTN OnucaHbl Ha XxBocTe pudpodnactos (Chen, 1981,
Fig. 9 C-E). YacTto mymaroT, 94TO BCE ITH YIIIyOJICHUS TOSBIISIOTCS B Pe-
3yIbTaTe COKpAIIEHHsI KOPTEKca, HO He OOBSCHAIOT, KaK UMEHHO OH JIOJI-
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KEH COKpallaThcs, 4TOObI MX co31aTh. BcroMHuM, 4TO Ha Tene (HO HE Ha
nceBaonoAnu!) MOM3aloIIKMX CIIEPMAaTO30MI0B HEMAToll, HE HMMEIOIINX
AKTOMHO3MHOBOTO KOMILJIEKCA, TOXKE BO3HUKAIOT MHOTOUUCIICHHBIE SIMKH.
3TOT mpuMep ObUT UCIIOIB30BaH B pasznene “DHAONUTO3”, U TaM 5 CKIIO-
HWICS K BBIBOAY, YTO MEJIKUE BIITYMBAHMS Pa3BUBAIOTCS M3-32 YMEHbILIC-
HUS BHYTPUKJIICTOUHOTO naBiieHus (cM. puc. 2B). 4) IlporouHas mopenb
MpeaycMaTpuBaeT MONepeMEHHOE M3MEHEHHE 00beMa U JUIMHBI KIICTKH.
IoBTOpsroIIeecs yIMHEHNE U YKOPOUCHNE HAOMIOAANN Y IBIKYIIHXCS
kietok sagoTenus (Kolega, 2000).

715t HOTHOLEHHOT0 MPUMEHEHHS IPOTOYHON MOJIEH K KHBOTHBIM
KJIETKaM He XBaTaeT JaHHBIX O HAJIMYMHU Yy HUX HAIpPaBIEHHOI'O TOKA -
Torua3Mbl. 1IpudnHON MOXeET OBbITh TO, UTO Yy MEUICHHO IIE€PEABHUIar0-
LIMXCSI KIIETOK 3TOT TOK OYECHb CIa0BId, M €0 MPOCTO TPYIHO 3aMETHUTD.
A TO, 4TO TOK CJa0blii, BIOJHE MOYXHO TOHSTH. BakKHBIM 3IIeMEHTOM
JIOKOMOLIMM SBJISIETCS HAACTPOMKA IMEpeJHEero oTAena KIeTku. Ecmm
CTPOUTENBHBII MaTepHual IJIBIBET BMECTE C LUTO30JIeM, HHTEHCUBHOCTh
JBIDKEHHUS M IUTOIIa3MAaTHYECKOTO TOKA JIOJDKHBI OBITH CBSI3aHBI Mpsi-
MBIMU OTHOILIEHHSIMU.

CrpoutenbHbIi MaTepua HY>KHO JIOCTaBJIATh HE TOJIBKO K Iepe-
HEMY KOHITy JIBHXKYIIUXCS KIETOK, HO ¥ K JIIOOBIM JPYTUM PaCTYIIHUM
yacTsaM (BelmstuuBaHusAM). Kak 3to mpoucxomut? Iloka MbI TakuMm Bo-
IIPOCOM HE 33/1aBAIHMCh U CIETAEM 3TO B CIECAYIOLICH IaBe.

BHYTPUKJETOYHBIA TPAHCIIOPT

B nacrosimee Bpemsi npeobiiajaeT MHEHUE, YTO pa3in4yHbIe Yac-
TULEL “...as large as nuclei and as small as RNA molecules.” (Pollard,
2003, p. 741), pa3HOCATCS 1O KJIETKE MOJIEKYJISIPHBIMH MOTOPaMH, KO-
TOpbIE AKTHBHO JBUTAIOTCS BIOJb MUKPOTPYOOUEK (IMHEHUHBI M KHHE-
3WHBI) WK BJOJIb AKTUHOBBIX (DHJIAMEHTOB (HEMBIIICUHBIC MUO3UHBI)
(Vale, 1999; Reese, Haimo, 2000; Mechta, 2001; Gross et al., 2002;
Schliwa, Woehlke, 2003; Hirokawa, Takemura, 2005; Hollenbeck,
Saxto, 2005; Miiller et al., 2008). UHbIe cr1ocoObI IEpeHOCA HAa3BIBAIOT
pexe, HO OHHU €CTb.

Hu y koro He BBI3BIBa€T COMHEHHI, YTO MO TeNy amMeObl BCE BKIIIO-
YeHUsI epeMeniaeT TOK MUTO30MIs. B Toke 9HI0IIa3Mbl IUTBIBYT MHUIIIEBA-
puteibHble Bakyonau uH(y3opuu. Harold (2002) momyckan, 9to TpaHc-
MOPT BHYTPU CTEHOUHBIX KIJIETOK TOXE MOXKET OCYIIECTBIITHCS TOKAMH
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xkuakoctd. Lew (2005) Habmrogan ABMKEHHE MacCiSTHBIX Kareiab B TPUO-
HOH Trrde U peln, YTO OHH JIBUTAt0TCs 0€3 yJacTHs MOJIEKYJISIPHBIX MO-
TOPOB, a IUIBIBYT BMECTE C IMTO30JieM. B My3bIpYaThIX BBHIMSTYMBAHUAX
KHUBOTHBIX KJIETOK OTCYTCTBYIOT MHKPOTPYOOUKH M IYYKH aKTHHOBBIX
(uaMeHToB, KOTOpbIe MOIIN OBl Yy4acTBOBaTh B TPAHCIIOPTHBIX IPOLEC-
cax, u Torgerson, McNiven (1998) ObuTH yBEpEHBI, YTO OpraHEIUIBI TPO-
HUKaJIHK B My3bIPH allMHO3HBIX KJIETOK MOMKETYAOYHOH Kee3bl ¢ TOKOM
IUTO30Js. TakuM ke IyTeM, CKOpee BCEro, CIEAyoT K MeMOpaHe ITy3bl-
pell aKTMHOBBIE MOHOMEpBI, KOTOpBIE CO3JAI0T NEPBOHAYAIBLHO IIOYTH
OTCYTCTBYIOIINE TaM (puiiaMeHThl KopTekca. Bo BCskoM ciiydae TpyaHO
MPEACTaBUTh, YTO MOJICKYJSIPHbIE MOTOPbI HWHIMBHIYAJBHO MEPEHOCST
cTonb Manble dacTuibl. [IpaBma, TyT Bo3moxkHa auddysus. Mitchison,
Kirschner (1988), roBopst 0 IBI>KEHUH aKTHHOBBIX MOHOMEPOB K BEpXYIII-
Ke KOHyca pocTa Heipura, UMEHHO O Hel u aymanu. Zicha et al. (2003),
OJJHAKO, PACCUUTANIM, YTO CKOPOCTh MOCTYIUIEHHUS INIOOYJISIPHOTO aKTHHA
(x Bepxymike GpuOpoOIaCTOB) HE MOXKET OBITH IOCTUTHYTA IIPOCTOM JH -
¢y3ueit, Ui STOro HeoOXOIUM aKTUBHBIN TpaHCTIOPT. [Ipu 3TOM OHHM OT-
BEpIJIM y4acThe TPAHCIIOPTHBIX MOTOPOB B JocTaBke (G-aKTHHA M Iojlara-
JIM, YTO €ro MEePeHOCUT TOK LUTOIJIa3Mbl, HAlPaBIsieMbIld BIIEPE CXKaTU-
eM Teja KIeTKu. EcTh U Ipyrue npuMepbl BHYTPHKIETOUHOTO TPAHCIOP-
Ta, KOT/Ia MOJIEKYJISIPHBIE MOTOPBI BPSIT JI PabOTaloT.

VY cnepmarosonoB Hemaron (Ascaris Caenorhabditi) ner uu ak-
THHOBBIX (PMIIAMEHTOB, HU MUKpOTpyOouek (Nelson at al., 1982), Ho Ma-
TepUaJl KaK-TO MEPEMEIAETCs 10 KJIETKE, B YaCTHOCTH BIIEpEl, K HOBO-
00pa3yroImuMcsl y4acTKaM anHuKajlbHON IazManeMMbl. OOLenpuHATo,
YTO CEKPETOpHBIE (PK30IMTO3HBIE) MY3BIPHKH, JOCTABISIOIINE CTPOU-
TENBHBIA MaTeprall K PacTylled BepXylIKe CTEHOYHBIX KJIETOK, IIepeHO-
csat Monekysipabie MoTopsl (Fischer-Parton et al., 2000; Vidali, Hepler,
2001; Taheri-Talesh et al., 2008; Cai, Cresti, 2009). Ho Tak xe eauHO-
JYIIHO BCE YKa3bIBAIOT, YTO MPOJIOIBbHbBIC AKTHHOBBIE (PHIIAMEHTHI B CY0-
anMKaJbHYI0 00JacTh HE 3aXOIAT; MPOTSHKEHHOCTH CBOOOIHOW OT (-
JIAMEHTOB 30HBI B MBUIBLEBON TpyOKe Lilium, Hampumep, gocturaer 20
um (Miller et al., 1996). 31o BbI3bIBaJIO HEAOYMEHUE, 1 Zonia, Munnik
(2008) ynmemunu mpobiieMe crenualbHOEe BHUMaHHE. ABTOPHI HAallUIH,
YTO B NBUIBLIEBON TpyOke Tabaka 3K30LIMTO3 COBEPILACTCS HECKOIBKO
orctyns ot BepmuHbl. Taheri-Talesh et al. (2008), omHako, crenuaaIbHO
MMOJYEPKHYIJIH, YTO 3K30LUTO3 B rude rpuda Aspergillus npoxoaut Ha
caMoM TepefHeM Kpae. Kpome TOro, sHIOLMTO3HBIE MY3BIPHKA H IO
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maHHbpM Zonia, Munnik (2008) nBuraroTcst BHYTph TPYyOKH OT caMoif
BEPXYIIKH, T.€. KaK-TO MPOXOJAT 30HY, CBOOOJHYIO OT OCEBBIX aKTHHO-
BBIX (pHIIAMEHTOB.

Tok nuTo301s1 6€3yCIOBHO SABISETCA OJHUM M3 CIIOCOOOB Iepeme-
IIeHHs BEIIEeCTB BHYTPH CaMbIX pa3HBIX KieTok. Kak cozmaercs 3ToT
ToK? B Tex cimywasix, KOrja ero MpH3HAKT, CYUTAIOT, YTO IUTOILIA3MY
JBUTAET COKpalleHHWEe KOPTEKCa, HO IOCIEe BCETrO HM3JI0KEHHOTO BBIIIC
MOJKHO TTOYTH HaBEepHSAKa CKa3aTh, YTO B HEMBIIMIEUYHBIX KJIETKaX COKpa-
IIEeHUsT KOopTekca (aKTOMHO3WHA) BooOIIe He ObiBaeT. IIpoTodunHas mo-
nenb (puc 6) mpeamnoiaraer, 4To TOK ITUTOINIA3MBl BO3HUKAET, KOTJA
KJIETKa aKTHBHO BBOJHUT BOJIYy B OJJHOM MECTE€ M BBIBOAMT B Jpyrom. Ec-
JIX MOJIENTh BEpHA, Halo OyNeT MPU3HATh, YTO KIETKH CIIOCOOHBI CO3/1a-
BaTh “‘CHEIUAIM3UPOBAHHBIC” TOKU LUTO30JISI M C UX MOMOIIBIO0 “TIee-
HaIpaBleHHO” TepeMeliaTh pasHble MaTepHaibl. OpraHu3oBBIBATH JIO-
KalTbHBIA BBOJA WM BBIBOJl BOJBI KJIETKH MOTJH OBI ITyTEM BCTpPaWBAHUS
AKBaIlOPWHOB B OMpeJeNieHHbIE YJYacTKH cBoeil mMemOpanbl. HepaBHo-
MEpHOE pacIpe/iclieHne aKBaloOpUHOB B IUIa3MaieMMe JEeHCTBUTEIHEHO
Habmogamm (Loitto et al., 2002).

MBIIIEYHOE COKPAILIEHHUE

Teoprio MBIIIEYHOTO COKpALICHUs pa3padaThiBajii B OCHOBHOM Ha
MIpUMepe MONEePEYHOI0I0CATOT0 MYyCKYJIBHOTO BOJIOKHA, KOTOPOE TMOKa-
3bIBAET OUYEHb CTPOTYIO BHYTPEHHIOIO opraHuzanuio. COoKpaTUTENBHOU
eArHULEH 31ech aBisieTcs capkomep. OH mpeacTasisieT co0oi Tpexmep-
HYIO PEIIeTKY, COCTABICHHYIO TOJICTBIMA MHO3WHOBBIMU U TOHKUMH aK-
THHOBBIMU (DMITAMEHTaMH, TSHYIIUMUCS MapajuleibHo Ipyr apyry. Ile-
PEIHIOIO U 3aJHIOI0 CTEHKU capKoMmepa o0pa3yroT Z-IHCKH, Ha KOTOPBIX
KpEIATCS aKTHHOBBIE (PUITAMEHTHI COCETHUX CapKOMEPOB.

CokpaTUTENbHBIN TPOIECC yXKE€ JaBHO CBS3BIBAIM C AKTHHOM H
MHO3MHOM — OCHOBHBIMH OelikaMd MbI. [lepBoHayanpHO monaraiu,
YTO YKOPAuUBAIOTCA CaAMU MHUO(HIAMEHTHI, MMO3/IHEE BBIACHUIIOCH, YTO
OHHM TIpU paboTe MBIIIIBI CBOEH ATMHBI HE MEHSIOT. Bo3HUKIIast B cepe-
JUHE TPOIIIOro BeKa MOJENb CKOJB3AIIMX HUTEH MOCTYJIUpPOBaia, YTO
COKpAIlleHHE €CTh Pe3ylbTaT B3aUMOJICHCTBHUS aKTHMHOBBIX U MHO3HMHO-
BbIX (miiaMeHToB. MoTopaMy, IpeBpaIlaloIIMMU XUMHUECKYIO SHEPTUI0
B MEXaHUYECKYIO, ObUIN IMPU3HAHBI TOJIOBKM MUO3MHOBBIX MOJIEKYJI. DTU
TOJIOBKH B BHJI€ TMONEPEYHBIX MOCTHUKOB NMPOTATUBAIOTCS K aKTHHOBBIM
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¢dunaMeHTaM M MEPUOANIECKH MPUCOCTUHSAIOTCS M OTCOCIUHSIOTCS OT
HUX B XOJe COKpameHus. [IprncoeinHMBIINCH, TOIEPEYHBIE MOCTHKU
MOBOPAYMBAIOTCS U TSAHYT aKTUHOBBIC HUTH K CEpeMHE capkomepa. 3a
HUTSAMH CICIYIOT Z-IUCKH, CapKOMep yKopauuBaeTcsi. Pabora monepeu-
HBIX MOCTHKOB OCYIIECTBIISIETCS 3a CUET KOH(GOPMAIMOHHBIX H3MEHEHHI
MHO3UHOBBIX TOJIOBOK, CBsi3aHHBIX ¢ (hochopuaupoBanuem AJID u me-
¢dochopunupoBannem ATD (Rayment et al., 1993a,0).

Mopzenb CKONMB3SMNX HUTEH, KOTOPYIO OyZeM Ha3bIBaTh TAKKE MO-
JETbI0 TIONEePEYHBIX MOCTHKOB HJIM MOJIETBIO MOJIEKYJISIPHBIX MOTOPOB,
OBICTPO 3aHsUIa JOMHHHUPYIOIIEE TOJIOKCHUE B MPEICTABICHHUIX O MBbI-
medHoM cokparmeHun. “In 1972 the field of actomyosin interactions was
summarized 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 OKOHYATEIHLHOE
pelIeHne TaKk M He IMPHIIIIO, CETOBAHMS Ha HECOBEPIIECHCTBO 3HAHHHU O
NPUPOJE MBIIEYHOI'O COKpalleHUsl He mpepbiBatoTcs: “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 outstanding puzzles in biolo-
gy”. (Block, 1996, p. 151); “And perhaps it is only when molecular and
integrative perspectives are taken together that we can suddenly appre-
ciate just how far we are from understanding the contractile event.”
(Gunst, Fredberg, 2003, p. 415); “...although there is a general consen-
sus 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). OcobGeHHO JIF0OONBITHBI BBICKA3bIBAHUSI OCHOBATEINEH TEO-
pPHH CKOJIB3SIIUX HUTEH, OLCHUBIIUX €€ COCTOSIHUE T10 MPOIIECTBUH T10-
nyseka. B cnoBax H. E. Huxley (2004, p. 1413) npeobnanaeT onTUMHU3M:
“...I really do believe that, altogether, there is now incontrovertible evi-
dence for the correctness of the tilting lever-arm model, although of
course many important details still remain to be worked out.” A. F. Hux-
ley (2000, p. 1194) nenaet akueHT Ha TpynHocTsax Teopuu: “The preced-
ing 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 go6asnser: “Apart
from these recognized uncertainties, there is always the possibility that
something fotally unexpected [xkypcuB mori — Bb] will turn up, as hap-
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pened with the disproof of the lactic acid theory and the discovery of
sliding filaments.”

Hapmo mpusHaTh, 4TO COBpEMEHHBIE TUCKYCCHH IO MOBOJAY COKpa-
LICHHUS TIONIEPEYHOIIOIOCATHIX MBI KACAoTCs MPEXe BCEro crocoba
paboOTBl MHO3MHOBBIX MOTOPOB, OCHOB TEOPHHM OHH HE 3aXBAaTBHIBAIOT
(cwm., Harmpumep, Harrington, 1979; Banos et al., 1996; Houdusse, Swee-
ney, 2001; Tesi et al., 2002; Masuda, 2003; Lampinen, Noponen, 2005).
B TOoM, 9YTO MMEHHO MHO3MHOBBIE TOJOBKH COBEPLIAIOT MEXaHWYECKHE
nercTBus, OONBIIMHCTBO aBTOPOB HE COMHEBAIOTCS. Bo3paxenus BctTpe-
YalTcs PEAKO, OJHO M3 HUX TaKoBO. BaKHBIM 0OOCHOBaHHEM TEOpHU
TIOTEPEYHBIX MOCTHUKOB BBICTYIHIIM TIPSIMbIE HAOJIOICHUS, MOKa3aBIIne,
9TO 3TH MOCTHUKH MOTYT HaXOJHTHCS MO PAa3HBIM YIJIOM K aKTHHOBBIM
¢unamenram. Oxnako Martin-Fernandez et al. (1994) oOHapyxumm, uTo
MorepeyHble MOCTUKH HE BCET/Ia MEHSIOT CBOIO OPHUEHTAIMIO TPU COKpa-
meHny Mei. OHU TPEATIONIOKIIIM, 9TO ““...in isometric contractions the
change in axial orientation is not the cause of active tension production,
but rather the result of it.”, U momycTWIN BO3MOXKHOCTh TMOSIBJICHUS “‘an
alternative hypothesis for contraction” (p. 319).

B npuMeHeHNM K TIaJKUM MBIIIIAM MOJENb CKOJNB3SIUX HHUTEH
BCTpeYaeT ropasno Ooinslie nperpaj. CTPYKTYpHO TIajKhe MYyCKYyJIbHbIC
KJIETKH CXO/IHBI C TIOTIEPEUHOIOIOCATHIMU BOJIOKHAMH JIUIIIb TEM, Y4TO CO-
JepKaT MHOTO aKTHMHOBBIX M MHO3HHOBBIX (DUJIAMEHTOB, U JIeKat 3TH (u-
JIAMEHTHI MapajIeTbHO JJIMHHON ocH KieTok. OHaKo TpaBUIBHON opra-
HuzalmMu oHW He mnokasbiBaroT (Tyreman, Molloy, 2003), *...the sarco-
meric structure akin to that in striated muscle, which allows the sliding of
contractile filaments to be translated into cell shortening has yet to be elu-
cidated.” (Herrera et al., 2005, p. 2381). Ckonbxenus: GpuiaMeHTOB OTHO-
CHTEJIBHO JIPYT JApYyTa B TIIAJKUX MYCKYJIbHBIX KJIeTKax He HaOmomamm. He
HaOJTI0/IalT ¥ 3aKOHOMEPHOTO MPOJI0JIBHOTO CMEIICHUS TaK Ha3bIBAEMBIX
TUTOTHBIX TEJ — TIPEJINOJIAaraeMbIX aHAIOTOB Z-TUCKOB capkomMepoB. OTHO-
CHUTEJIbHYIO TPOTSKEHHOCTh MHO3MHOBBIX M aKTHHOBBIX (PHUIIAMEHTOB,
XapakTep UX pa3MeIleHus, Croco0d paboThI MOMEPEYHBIX MOCTUKOB OIle-
HUBAIOT mo-pasHoMy (cM. Kargacin et al., 1989; Small et al., 1990; Xu et
al., 1996; Herrera et al., 2005). B 1ieiiom, 00Cy»kaasi opraHu3aIiiio CoKpa-
TUTENBHOTO alllapara IIaJKUX MBI, Npu3HaloT, uyTo “The intracellular
organization of contractile filaments... is still poorly understood.” (Kuo,
Seow, 2004, p. 1503). Jlo6aBmio eme, 9TO B OTIIMINE OT MHO(MHUIAMEHTOB
MOTIEPEYHONIONOCAThIX MbI akTuHOBbie (Gunst, Fredberg, 2003), a,
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BO3MOXKHO, W Muo3uHOBEIE (Seow et al., 2000) dbmIamMeHTH TIAAKUX
MBIIII] HECTAOMIBHBI — OHM YaCTHYHO JIETIOIMMEPH3YIOTCS BO BpeMs pe-
JIAKCAlMX KJIETKU U TOJMMEPH3YIOTCSl (BOCCTAHABIMBAIOTCS) TIPH €€ aK-
TUBALIUH.

Cpenu CTPYKTYPHBIX ¥ (PYHKIHMOHAIBHBIX Pa3lUYUil TIaJKuX U IMO-
MEPEYHONOIOCATHIX MBI HEKOTOpPBIE MPHUBICKAIOT 0c000€ BHHMAHUE.
I'nmangxast MycKynbHast KJIeTKa COOCP)KUT OTHOCHTEIIbHO HAMHOTO MEHBIIIE
MHO3UHA U, COOTBETCTBEHHO, MUO3WHOBBIX T'OJIOBOK, YeM MONEPEYHOIIO-
JI0caTtoe BOJIOKHO; pasHMIA MOXKET OblITh maThkparHas (MBanos, 1950;
Murphy et al., 1974; Dillon, Murphy, 1982; Warshaw et al., 1987). He-
CMOTpsI Ha 3TO TJIAJIKasi MBIIIIA TIOpOW pa3BUBACT, HA CIUHUILY CEUECHHUS,
TaKyIo e HIH Jaxke OOMbBIIYI0 CHITy, YeM mornepednononocaras (Murphy
et al., 1974; Dillon, Murphy, 1982). HekoTopbie HaOIIOICHHS i1 Vitro TIO-
Kazald, 4TO MHO3WHOBAs TOJOBKA TJIAaJKOW MBIl padoTaeT ropasio
a¢deKTHUBHEE, YeM MHUO3UHOBAs TOJIOBKA cKeieTHoW Mbiiibl (VanBuren
et al., 1994). Yamie ¢eHoMeH OOBSICHSIOT TEM, YTO MOMEPEYHBIC MOCTHKH
[JIAIKUX MBIIICYHBIX KJIETOK JOJIbIIE COXPAHSIOT pabouylo CBS3b C aKTH-
HOBbIMM (rtameHTamu (Siegman et al., 1980; Dillon, Murphy, 1982;
Murphy, 1994; Guilford et al., 1997; Butler et al., 2001).

Eme onHO pa3nuyue riiakux U MorepevHONoN0ocaThIX MBIIII Kaca-
eTcs WX CIMOCOOHOCTH K YKOpoueHHIO. IlomepedHononocaTpie MBIIIIbI
MMO3BOHOYHBIX KUBOTHBIX B HOPME YKOpayMBaroTcs Ha 25-60 mpo1eHToB,
MONIEPEYHOIIONIOCAThIE MBIIIIBl HACEKOMBIX — 3HAYUTEIBHO MEHBIIE
(Edwards et al., 1956). 'magkue MycCKyInbHBIE KIETKH MO3BOHOYHBIX
YKOpauuBarTCs B 4eThipe (BeIumcieHo MHoto mo: Fay, Delise, 1973, Fig.
1) u maxe B mate (Draeger et al., 1990) pa3. CtpykTypHasi OCHOBa CIIO-
COOHOCTH K TaKOMy MacHmITaOHOMY yKOPOYEHHIO Majio moHsTHa (Xu et
al., 1996). 3Ty 0COOCHHOCTH IIAJKUX MBIIICYHBIX KIECTOK OOBSCHSIOT
TEM, YTO MX aKTWHOBBIC HUTH 1O JUTMHE 3HAYUTEIHHO MPEBOCXOMST aK-
TUHOBBIE HUTH capkomepoB (Small et al., 1990). dpyryio npuunHy BH-
IST B TOM, YTO AKTMHOBBIC (DPMIIAMEHTHI TJIAJKOM MBILIIBI CKONB3ST C
KaXJIOM CTOPOHBI MHO3WMHOBBIX HUTEW TOJNBKO B OJHOM HAIPABIICHUH;
OHU HE HATAJKWBAIOTCA HA BCTPEUHBIE HUTH (KAaK 3TO MOKET MPOUCXO-
IUTh B CapKkoMepe) U He TOpMOo3AT aBmkeHue (Xu et al., 1996).

CaMbIM yJMBHUTENBHBIM CBOWCTBOM TJIAJKHWX MBI SBISIETCS TO,
9TO OHHU TPATAT HA CBOIO PabOTy O4eHb Maylo SHEpruu. [Ipn ToHHIecKoM
HaNpsHKEHUH TJIaJKOW MBIIIIBI PACX0] XUMHUYECKOH 3HEPTrUU OKa3bIBa-
ercs B faecatku u naxe cotau (300-400) pa3 MEHBIIMM, YeM TIPH TETa-
HUYECKOM COKpAIICHWH CKEJIETHON MBIMIIBI TOH K€ CHIIbI, BEIHMYHHA
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SHEPromnoTpeOIeHNs He KOPPEIUpPYyeT NPsMO C CUJION TOHYyca, a HaIps-
JKEHHAsT MBIIIIA npakmudecku He ymomiasemca (Banos, 1950; Gliick,
Paul, 1977; Siegman et al., 1980; Somlyo, Somlyo, 1994). BuyTpenuuii
cUHKTEp aHyca 4YeloBeKa, HampuMep, MOYTH BCE BpEMs HaXOIUTCA B
COCTOSIHUM MAaKCHMAJIBHOTO COKpAIIEHUs, paccaalisisich TOJIBKO Ha Bpe-
M$I IPOXOXKICHHS KaTOBBIX Macc.

ITocne Bcero ckazaHHoOro MHeHHe, yTo “‘Smooth muscle exhibits bi-
ophysical characteristics and physiological behaviors that are not readily
explained by present paradigms of cytoskeletal and cross-bridge mechan-
ics.” (Gunst, Fredberg, 2003, p. 413), kaxxeTcs CIMIIKOM MSTKAM. Maio
TOro, B paboTe Kak IVIAAKHUX, TaK M MONEPEYHOINOIOCATHIX MBIIIL] €CTh
0Cc00EHHOCTb, KOTOPAsi 6Ce MBIIILBI CTABUT B KOHOPOHTALUIO C TEOPHEN
MOTMEPEYHBIX MOCTHUKOB.

Ecnu cuity MBIIILBI CO3AAI0T MOJIEKYJIIPHBIE MOTOPBI, TO BEIUYMHA
CHJIBI IOJDKHA OBITH NMPSIMO MPONOPLUOHANBHA YHUCITY 3THX MOTOPOB, a
3HAYUT — pa3MepaM MBILIIIBI, €€ TOJIIKHE U ANuHe. B neiictButensHocTH
BEJIMYMHA CHJIBI C JUIMHOW MBILILBI HE CBA3aHA, T.€. OT YHCJIA MOJIEKY-
JSIPHBIX MOTOPOB He 3agucum. BennduHa CHUIBI KOPPENUpYeT JHIIb C
TOJILMHON MbIMIBI. ['OBOps TOuHee, OHa MPSIMO NPOIOPLHOHATIBHA
IUIOINAAN (HU3NOJIOTMYECKOI0 CEUCHMS] MBIIIIIBI, MPOXOASIIEro MEepIeH-
JTUKYJISIPHO JUIMHHOM OCH MYCKYJIBHBIX BOJIOKOH MJIM TJIaJKUX MYCKYJIb-
HBIX KJ1eTOK. CHITy MBIIII PACCYUTHIBAIOT KaK pa3 Ha €AMHUILY IUIOLIaN
TAKOTO CEUEHHMs, HATIPUME, Kr-cHaa/cM’. DTH (aKTEl He TPOCTO BCTY-
MAal0T B IPOTUBOPEUHE C TEOPUEH MOJIEKYIISIPHBIX MOTOPOB, HO IIO CyIIe-
CTBY OTBEpraroT €€, T.€. OTBEPraloT BCIO COBPEMEHHYIO TEOPHIO MBbILICY-
HOTO COKpalleHHs. B To e BpeMsi OHM yKa3bIBalOT HOBBIN MYTh K pelIe-
Huto npobnemsl. “Biological forces from muscle are proportional to the
cross-section of the muscle, and scale as [s*]. Pneumatic and hydraulic
forces are caused by pressures (P) and also scale as [s?]” (Trimmer,
1989, p. 274). Kak BuguMm, 3TOT IyTh BEAET B 30HY ACHCTBHS THAPOCTa-
TUYECKUX CHJI. Psn ocoOeHHOCTEH B MOBEACHUH TAJKUX MYCKYJIBHBIX
KJIETOK TOKAa3bIBAalOT, YTO OHU B CBOEH paboTe BIIOJHE MOIJIM OBl MC-
MOJIb30BATh THAPOCTATUYCCKUI MEXaHU3M.

Cokpamasch M30TOHHYECKH B YCIOBHUSX JKCIEPUMEHTA, TJaJIKue
MBILIEYHBIE KJIETKH YMEHBLIAIOT CBOM 00beM (pumepHo Ha 20% B OmbI-
tax Fay, Delise, 1973). [loHATHO, YTO 3TO MOXET MPOUCXOAUTH TOJILKO
3a cuet notepu Boxbl. Kargacin, Fay (1987) mymanu, 9To Boa BEITECHS-
eTcs MEXaHMYECKH MPH COKPAICHUU KIeTKU. CKENTHYEeCKOE OTHOILICHNE
K WJiee MEXaHWYECKOro BBITECHEHHUS YK€ ObLIO MPOSBICHO BHILIEC MpPU

78



0o0CYXXJIeHIH pa3HBIX BISIYMBaHUI. B ciydae ¢ TagkuMu MBITIEYHBIMA
KIJIETKAMHU €CTh BO3MOXKHOCTH MTPOTECTHPOBATH THIIOTE3Y AAHHBIMHE Clie-
Iyromero skcnepumenTa. [Ipu nzomerpuyeckom (He MEHSIIOILEM JIUTHHY)
COKpAIICHUU TJIAJIKUX MYCKYJIBHBIX KIETOK MPOUCXOUIO YMCHBIICHHE
ux nonepeunoro ceuenus (Gillis et al., 1988), a, 3naunT, 06BeMa 1 BOI-
Horo coepkanusi. CoKpalieHue akTOMHO3HMHOBOTO KOMIUIEKCa HE MOT-
J10 OBITH ATOMY NMPUYUHOM, TaK KaK MHO(MDUIAMEHTHI TJIAKUX MYCKYJIb-
HBIX KJIETOK TSAHYTCS BJOJIb WX JJIMHHON OCH, a HE TONEepPeK, U aBTOPHI
3TO crenranbHo moaTrBepawti. OcTaeTcs MPUHATh, YTO 10 KpaiHel Mme-
pe B 3TOM cllyyae KJIETKH YMEHbIIATH 00beM 3a CUET aKmuU6HO20 BbIBE-
JeHHsI BOJABI OCMOTHYECKHM TiyTeM. Ha To, 4TO Tmajkue MyCKyIbHBIE
KIIETKHA JEUCTBUTENFHO MOTYT aKTHBHO BBIBOJIUTH BOAY M JaXKe OITyC-
KaTh BHYTPEHHEE JABJICHUE HIDKE BHEIIHETO, KOCBEHHO YKAa3bIBACT UX
CIOCOOHOCTH MPOM3BOJUTH MHOTOUYHCIICHHBIC ITy3bIPEBUIHBIC BIITYHBA-
Hus, HazpiBaeMble surface vesicles (Devine et al., 1972) mimum caveolae
(Bond et al., 1984).

Paccnabmsisick mocne COKpaleHHs, TJIaJAKHE MBIIICUYHbIE KICTKH
BO3BpallaloT MpexHio JumHy 1 o0seM (Fay, Delise, 1973; Ives et al.,
1978). OnHo U3 00BACHEHUH 3TOr0 (PEHOMEHA COCTOMT B TOM, YTO NPHU
COKpAIIICHUU KJIETKH KaKHe-TO CTPYKTYphl BHYTPU HEE CXKHUMAIOTCS, a
KOTJ]a aKTUBHOE COKpAaTUTEIbHOE JICHCTBUE IMpeKpamacTcsi, HaKOIJICH-
HbIE CHJIBI pa3ABUTraroT KoHIb kietku (Warshaw et al., 1987); kak yct-
poeHa Takas “IpyXuHa”, aBTOPHl HE CKazalu. TeopeTHUecKd MOKHO
TFOBOPHUTh O PACTAJIKUBAHWM KOHIIOB KJIETKA AKTUHOBBIMHU BOJIOKHAMH.
Takoe 0OBSICHEHHE TPUBOJAAT B OTHOIICHUH HEMBIIICYHBIX KIETOK (CM.
BHIIIIE), HO B JJAHHOM CJIy4ae OHO MPEJCTABIIACTCS €Ille MEHEee BEepOosT-
HBIM XOTs1 ObI IIOTOMY, YTO AKTHHOBBIC BOJIOKHA KaK pa3 IPHU peaKCaluu
pacnanatorcs (cm. Gunst, Fredberg, 2003). 'maBHOe ke 3akirodaeTcs B
TOM, YTO KJIETKH, PaccialbisisiCh U yIIHHSSICh, BOCCTAHABIMBAIOT 00BEM,
a 3TO MOXeET MPOUCXOJUTH TOJIBKO 32 CUET BO3BPAIICHUS BOJBI, TOKH-
HyBIIIeH ux npu cokpamennn. Kargacin, Fay (1987) pemmmm, uto yBe-
JIMYCHUE TIaJIKON MYCKYJIBbHOW KJIETKH MPH PelaKcallid MPOUCXOIUT 3a
CYET OCMOTHYECKOTO IOTJIOMICHHUSI BOJBI, U 3TO OOBSICHEHHE KaXKeTCs
€JIMHCTBEHHO BO3MOJKHBIM.

Wrak, nmpakTUYecKu HE BBI3BIBACT COMHEHWH, YTO TJIAJIKHE MYC-
KYJbHBIC KJICTKH AKTUBHO BBIBOJST M BBOJST BOJY, YMCHBIIAIOT WIIH
YBEIMYUBAIOT 3TUM 00BEM ITUTOIUIa3MBl M BHYTPEHHEE JaBJICHUE U, TI0
KpaliHell Mepe YaCTHYHO, MCIIOJIE3YIOT 3TH MPOIECCHI ISl YKOPOUYCHHS
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(cokpanieHus) WK yIUTHHEHHS CBoero Tena. [1o cylecTBy rimajgkue Myc-
KYJIbHBIC KJICTKH COBEPILNAIOT JEHCTBHUS, KOTOPhIC B MPUMEHEHUHU K He-
MBIIICYHBIM KJICTKaM MOJYyYWIA Ha3BaHUS “PETYISTOPHOEC YMCHBIICHUEC
o0séma ” (RVD) u “perynsaropuoe yBenmuueHue oobéma” (RVI). Kak u
JpyTHE KIETKH, MYCKYJIbHbBIC KJIETKU MYJILCHPYIOT, TOJBKO 3Ta MyJbCca-
1Ml OKa3bIBACTCSl HAMHOTO MacinTaOHee, U 371ech ee (pa3bl Mbl HIMEHYEM
COKpAIIICHUEM U PacClla0ICHUEM.

[IpuHsATHE TUAPOCTATHYSCKOTO MEXaHM3Ma COKPAICHUS TITaJKUX
MBIIICYHBIX KJIETOK JIETKO OOBSCHSET TIEPSUUCICHHBIC BBIIIE OCOOCHHO-
CTH MX pabOThI, MIPEKIEC BCETO — MAIYIO SJHEPTOEMKOCTh COKPATUTEIILHO-
ro Tpoliecca U HEYTOMIIIEMOCTh MbIIL. [Ipu cokpalieHnu KiieTka Tpa-
TUT SHEPTHIO JIUIIIb HA BBIBEJACHUE BOJBI (CO3/]aHNE OCMOTHYECKOTO Ipa-
JIUCHTA), & MEXaHUYECCKYI0 pa0OTy BBINOJIHSACT OdGIeHUEe GHEeUH el Cpe-
Obi. [loTepsiB YacTh BOJBI U COKPATHUBIIMCH, MYCKYJIbHAsI KJIETKA Tepe-
XOJMT B HOBOE COCTOSHHE, B KOTOPOM €€ TOAJEPKHBACT BCE TO KE
BHelHee napieHue. COKpalmeHHOE COCTOSHUE MPUHIUIMHATBLHO HUYEM
HE OTJIMYAETCS OT PacciaadICHHOTO, M SHEPTUH JIJIsl €r0 COXPaHEHUS Tpe-
Oyercs HHYyTh He Oombine. HexoTopsiM Mmomo0ueM COKpaTHBIICHCS
TIIAJKONH MYCKYJIbHOM KJIIETKH MOTYT CIYKHTh 3HAMEHUTBIC MarmeOypr-
CKHE TOJyIIapus, MOJJACPKUBAEMbIE B COMKHYTOM COCTOSIHMHM aTMO-
chepHBIM JIaBJICHUEM.

Ecnu riagkue MycKyJIbHBIC KIIETKH YMEHBIIAIOT JITUHY MyTeM ya-
JICHUS BOJIBI, UX CHIOCOOHOCTh CHJILHO YKOPAUWBAThLCS TOKE HE BBI3bIBA-
€T YIUBJICHHUsS. Y IUBJICHUE BbI3bIBACT Jpyro (akt. Cokpariasch H30TO-
HUYECKH, KIIETKH HE TOJbKO YKOPAYMBAIOTCS, HO M YTONIIAIOTCSA B CBOCH
cpeaHed (MO JUIMHE) YaCTH; Y/UTHHSSICH TIPU PENaKcaldd, OHU OIISITh
yronvatotest (Fay, Delise, 1973; Fisher, Bagby, 1977; Warshaw et al.,
1987; Kargacin et al., 1989). IlosocTHOe Temo HE MOXKET yMEHBIIATh
BHYTpPEHHEE JaBJICHWE W OJHOBPEMEHHO YBEIMYMBATH CBOW JIMHEWHEIC
pa3Mepbl; TOUYHO TaK K€ pa3Mepbl HE MOTYT YMEHBIIIATHCS MPH YBEIUUe-
HUU AaBieHus. MBI y)XKe€ BCTpEYalIHCh C TaKOW MPOOJIeMOil PH 00CyXK-
JICHUH Pa3HBIX MPOIECCOB Yy HEMBINMIEYHBIX KIETOK M TOTJa Jelaliu JI0-
MyIIEHUE, YTO N3MEHEHUE BHYTPEHHErO JaBiieHus (00beMa BHYTpEHHEH
MAacCChl) SABJISICTCS BOJTHOOOPA3HBIM IIPOIECCOM, Ie Ga3bl YMEHBIICHHUS
YBEIIMYCHUS TIEPUOINYCCKH CMEHSIOT OpyT Apyra. Temeps 3To penicHue
MEepeHeceM Ha TIIAJKUE MYCKYJBHBIC KICTKH. MOXHO TPEINOIOKHUTh,
YTO TIPH COKpalieHuH (YKOPOUEHWH) MX O0BEM YMEHBIACTCS HE BCE
BpeMsi; TEPUOJUYCCKH OH YBEIMYMBACTCS, U B OTH MOMEHTHI KJIETKa
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yrommaercs. [logo6HpIM 00pa3oM yBenndeHne oobemMa KIIETKH, IMPOUC-
XoJIIee Mpu ee pacciiabieHun (yUIMHEHUH), BpEMEHaMH CMEHsSeTCs
€ro YMEHBLICHHUEM, U TOT/Ia KJIETKa YTOHYAeTCsl (M MPOU3BOAUT TOMYTHO
SHJIOLUTO3HBIE My3bIPEKH — CM. BbIIIE). PUTMHYHOCTD COKpaIieHus 1ei-
CTBUTENFHO OOHApY’KEHA y Pa3HbIX TNIaJKUX MBI KaK in Vivo, TaK H in
vitro (Kasai et al., 1994; Haddock, Hill, 2005). beutn oT™MeueHBI, Takxke,
HeOoubIIre KoJeOaHus HampsKEHHOCTH KIIETOK, KOTOphIe HaKIaJblBa-
JIICh Ha o01ee ToHn4IecKoe cokpamienune (Bond et al., 1984).

B rmankux MycKyJIBHBIX KJIETKax oOHapy)KeH eIle OAWH BOJHOO00-
pasHbIil Mpolecc, a UMEHHO Koje0aHHs KOHIICHTPAllMH BHYTPHKJIECTOY-
Horo Kabius. Ca’” To BHIGpACEIBaeTCA M3 MONOCTEl CapKOILIa3MAaTHYE-
CKOTO PETUKYJIyMa, TO BO3BPAIACTCS HA3a/l; YaCTh HOHOB BXOJHT TAKKe
cHapyxu (Hamada et al., 1997; Savineau, Marthan, 2000; Pabelick et al.,
2001; Bergner, Sanderson, 2002; Koenigsberger et al., 2004; Jude et al.,
2008). [lomaratot, YTO COKPATUTENHHBIN PUTM MBIIIEYHBIX KIETOK 3aBH-
cuT ot Konebanuii konnentparuu Ca>" (Haddock, Hill, 2005). Takne xe
KosieOaHusi OOHapyKeHBl M B HeMbIIIeyHbIX KieTkax (Meldolesi, 1998),
0 IyJIbCAIlMH KOTOPBIX MBI TOBOPHIIM HE pa3. MoHbI Kamblus, KaKk U MO-
HOBQJICHTHBIC MOHBI, IPUHUMAIOT YYacTHE B NMEPEMEICHUH BOJBI Yepe3
KJIETOUHYyt0 MeMOpany. Eciiu BogHOE COmepKUMoe TIaJKhX MYCKYJb-
HBIX KJIETOK JIEHCTBUTENHHO KONEOIeTCS PU MX YKOPOUSHUH WITH YIUTH-
HEHUH, 3TH U3MEHEHUSI MOTYT OBITH TECHO CBSI3aHBI C KOJCOAHUSIMH TO-
Hyca KIeToK M KonueHTtpamuu Ca’’. B Xoje MOJNSPH30BAHHOIO POCTa
CTEHOUHBIX KJIETOK TEMII 3TOTO POCTA M KoHUeHTpamus Ca’ B amuKalb-
HOW 30HE MeHSIOTCS Kak pa3 B yHucoH (Harold, 2002). A Mbl moMHUM,
9TO OJHOM M3 MPUYMH POCTOBBIX KOJEOAHHH NBUIBIIEBBIX TPYOOK M T'H-
(OB HA3BIBAIOT MEPHOANIECCKOE U3MEHEHUE TYPTOPHOTO JIABJICHUSI.

Xapaktepusysi paboTy IJIaAKHUX MYCKYJIBHBIX KJIETOK, OOBIYHO TO-
BopAT 00 ux ykopouenuu. Mullins, Guntherroth (1965, p. 594) npeamno-
noxuin, uto “Cell expansion rather than shortening is seen as the prime
mover of muscle contraction.” ABTOpbHI NPOJEMOHCTPUPOBAIN 3TO HA
npuMepe JAJTUHHOTO OajuIoHa, COTHYTOrO B IETIIIO; METIsl HIMUTHPOBAa
CTEHKY TpyO9aToro oprana, Hampumep KpoBeHOCHOTO cocyna. [Ipu Ha-
MOJTHEHWU €r0 BOJIOW, OAJUIOH YTOINIIANCS, U MPH 3TOM MPOUCXOIHIIO
yMeHbIlIeHHe mpocBeTa netiu (“‘cocyna”). ['maakue MycKymnbHBIE KIIET-
KM, KaK MBI BUJIEJIH, [IPU COKPAIIEHUH HE TOJBKO YKOPauMBAIOTCA, HO U
YTOJIIAIOTCS, U 002 M3MEHEHUSI MOTYT OBITh BayKHBI JUIS BBITTOJTHEHUS UX
MEXaHUUECKUX (PYHKIHH.
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Becbma CymiecTBEeHHO, YTO THIPOCTATHYECKAsh MOJAETh pabOoThHI
[JIaIKOW MYCKYJIBHOM KIJIETKM MOXET OIEPEeThCS Ha MPUMEPHI XOPOIIO
H3BECTHBIX MOTOPOB, B YaCTHOCTH Ha MPHUMEP MPOMBIILICHHBIX JBUTa-
Tenei. IMeHHO 3a cyeT pa3HUIlbl BHYTPEHHETO (B 3aKPBITOW KaMepe) U
Hapy»XKHOTO JaBIIEHUI coBepiaeTcs paboumii XOi TOPIIHS B MapOBOU
MallvHe W ABUTaTele BHyTpeHHero cropanus. Cpean WHIYCTPHATbHBIX
MOTOPOB OCOOEHHO MpHMEYaTeIbHBI MEPBbIE B MCTOPHH ITapOBHIE Ma-
IIWHBI, CO3/IaHHBIC B KOHIIE 17-r0 — Hadane 18-ro BekoB. OHU paboTanu
HE MPOCTO MO MPHUHIUITY PAa3HUIBI AaBJICHUN, HO UMEHHO TakK, KaK 3TO
MpeIycMaTpUBacT HOBAsl TMIIOTE3a Pa0OThI TJIAJAKUX MYCKYJIBHBIX Kile-
ToK. [lopmieHp 3Tux MammH coBepinan pabodmil XoJ MO NEHCTBHEM
HapyXHOTO (aTMOC(HEpPHOT0) AaBIEHUS, KOTAa TOCIe KOHIEHCAIINY Tapa
TIPH €T0 OXJIAXKIEHUH B IMIIMHAPE CO3/1aBaJIOCh Pa3peXeHHOE MPOCTPaH-
CTBO. DTH JIBUraTEJId TaK M HAa3bIBAIOT — aTMOC(EPHBIMU MAPOBBIMU Ma-
ITMHAMHU.

OCO0OCHHO Ba)KHO, YTO TUAPOCTATUYCCKUN MEXaHU3M HCIOJB3YIOT U
JKUBBIE MAIIUHBI, & IMEHHO PAaCTHTENbHBIC KIETKH, ITPUBOIAIINE B JIBHU-
JKEHHE YaCTH 1IeJIor0 OpraHu3Ma. B aBomronmu pacteHuii ... Bce B 00Ib-
el CTETIeH! Pa3BUBAETCA CIIOCOOHOCTh K OOpPAaTUMBIM ABIKEHHSM Ha
OCHOBE U3MeHsIowe20cs mypeoproco odasieHus [Kypcus moit — BB]. Ta-
KOH MEXaHM3M BO3HHK MPH (OPMHPOBAHUM YCTHHUI[ YXKE Y TEPBBIX BBIC-
[IUX Ha3eMHBIX PAaCTCHUU. 3aTeM MeJICHHBIC TYpPropHbIe JBIDKCHUS (Ha-
CTHW) HAYMHAIOT MCIIOJB30BATHCS ISl IBMXKEHUSI JINCTHEB, 3aKPhIBAHUS U
OTKpBIBaHUS IBETKOB. HakoHel, MOsABISIOTCS ObICTpBIE 00paTuMBbIe TYp-
ropueie nBmkeHus — ceiicMoHactun.” (Ilomesoit, CamamaroBa, 1985, c.
191). IlpumepoM pa3BUTOTO JBUTATEIBHOTO amiapaTra PacTeHUH MOXKET
CITY>)KHTh CHUCTEMa CIEIMATN3UPOBAHHBIX 00pa30BaHUN — TOTYIIECYEK, —
obecrneunBaromas PUTMHYHOE CKIIAJBIBAHUE W PACTIPABICHHUE CIIOKHBIX
JTUCTheB 0000BBIX. [loMyIeukn pacroioKeHbl B COWICHEHHSX MEXIY
CTEe0JIEM M YEepEIIKOM, MEX/y YePEUIKOM U TUIACTUHKOW JIUCTa U MEXY
nuctoukamMu. OHM coaepaT MOTOpPHBIE KJIETKH, KOTOpPBIE, MEHSAS CBOE
TypropHoe naBieHue (00beM), BBI3BIBAIOT IBM)KEHHE BCETO JIMCTA WU
JIUCTOYKOB. BBICTpEIE TypropHbIe ABMKEHUS (CEMCMOHACTHH), KaK M MBI-
IIEYHBIC COKPAIECHUS, 3aIyCKaloTcsl moTeHuanom neiictBus (IloneBoid,
CanamaroBa, 1985). IIpu omucanuy ABUTATEIBHBIX PACTHTEIBHBIX KIETOK
JTKEe UCTIONIL3YIOT CIICIMATIbHBIC TEPMUHBI, IPUHSITHIC TSI 0003HAUCHUS
MBI, — “crubarenu” u “pasrudarenn’. Eciu Obl He yOexIeHHE B TOM,
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9TO PACTUTENIbHAS M KMBOTHAS KJIETKAa B MEXaHHMYECKOM IUIaHE ‘‘paszierne-
HBl TPOIACTBIO”, UCCIEAOBATENN MBIIICYHOTO COKpALICHUs] MOTJIU Obl
JaBHO 00OpaTUTh BHUMAaHWE HA COKPALICHUS PACTUTEIBHBIX KIETOK.

Pasuuna naBneHuil ompenensieT JBM)KEHHE MacC M BO MHOTHX
IPYTUX TIpoleccax, Kak NPHPOJHBIX, TaK M CO3MAHHBIX UYEIOBEKOM.
Bricokoe nmaBneHHe BBIOPACHIBACT CHApSAIbI U3 CTBOJIOB OPYIHM, JIaBy
BYJIKAaHOB, BOAY M IT1ap rei3epoB; pa3HHIA JaBICHUH CO3AET MOIbEM-
HYIO CHJTy JIETSIIIET0 caMoJieTa WM IUIBIBYLIEH aKyJbl; BETPHI H MOP-
CKHE TeUeHHUS B OOJBILION CTENEHH POXKIAIOTCS Pa3HULICH AaBICHUS B
COCEJTHHMX YaCTsIX BO3AYLIHOTO MJIM BOJHOTO OKeaHOB. MOYKHO KOHCTa-
THPOBATH, YTO, HAPSIY C TATOTEHUEM, UMEHHO pPA3HUYA OAB8NIeHUU SB-
JSeTCs BaXHEHIINM MEpBUYHBIM (PAKTOPOM, BBI3BIBAIOIINM MPSIMOJIH-
HEHHBIE MePEeMEICHUSI MacC B HEOPTaHMUECKON MPHUPOJE U B MHIYCT-
pHAIBHBIX MOTOpax, paboTalolmMX Ha XMMHUYECKOM TOIUIMBE. B aTy
CXeMY JIETKO YKJIaJbIBAalOTCS BCE PACCMOTPEHHBIE BhINIE NTpeoOpa3oBa-
HUS KUBBIX MOJIOCTHBIX TEJl, K HUM MOKHO TIPUCOCIMHHUTH M COKpaIlie-
HUE TJIQJIKUX MYCKYJIBHBIX KIETOK.

[TonepeyHomnonocaTeie MBIl CXOTHBI C TJIAAKHMH B TOM, YTO
BEJIMYMHA PAa3BUBAEMOW MU CHJIBI MPSIMO IMPOIIOPIMOHAIBHA X TOTe-
peuHoMy ((pH3HOIIOTUYECKOMY) CEYeHHIO. ECTecTBEHHO OKMAATh, YTO
croco0 BBIPAOOTKH CHIIBI TOXKE OJWHAKOB. MeXIy TeM, 10 CTPOEHHUIO
COKpaTHUTENFHBIX €TUHHI] MBIIIIBI CYHIECTBEHHO pazinyaroTcs. [ mamkas
MYCKYJIbHAsI KJIETKA SBJISETCS 3aMKHYTBIM ITOJIOCTHBIM TEJIOM, CapKOMeEp
e MPEICTaBISIET cO00i omKpbImyI0 TPEXMEPHYIO PELIETKY. Y CIOBHEM
JEUCTBUSI THAPOCTATUYECKOTO MEXaHU3Ma SIBIISICTCS HAMYHE Pa3HHIIBI
JIABJIEHUI MEXy ITOJIOCTBIO )KMBOTO TEJla U OKpyXarowmei cpenoi. Mo-
XKET JIM JIaBJIeHUEe BHYTPH OTKPBITOTO CapKoOMepa OTJIMYAThCS OT JIaBjie-
HHS B OKpYXKaroliei ero capkoruiazme? B npunImine ga, pasHuma gasie-
HUI B OTKPBITBIX CpellaX BIOJIHE OOBIYHA, HAIPUMED, MEXKIY COCETHUMHU
yuacTkamu atMocdepsl. Crennduka 3aMKHYTBIX KUBBIX ITOJOCTHBIX TeJl
COCTOUT HE B TOM, YTO MX BHYTPEHHEE JaBJIIEHHE MOXKET OTJINYATHCS OT
Hapy>KHOTO, a B TOM, YTO OHH ATy PAa3HHUILy aKTUBHO CO3JIAIOT U TMOJIEP-
*uBatoT. KieTku, B TOM 4Hciie M MyCKYJIbHBIE, JISJAIOT 3TO, MepeMeliast
BOJY 4epe3 MOIYIPOHUIIAEMYI0 MeMOpaHy 110 OCMOTHYECKOMY TPaHeH-
Ty. IIpu cokpaleHnn MBIIIEYHON KJIETKH BoAa U3 Hee yxoauT. U3 cap-
KOMepoB B HOpMe oHa Toxke yxoauT (Carlsen et al., 1961), u, MmoxHO 1y-
MaTb, TEM K€ IyTEM.
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B skcniepumenTe 0OMeH BOJOH MEXIY capKOMepaMH M OKpYKaro-
el ux cpenoit Habironanu He pas3. YaCTUYHO MM MONHOCTBIO IEMEM-
OpaHM3HPOBAaHHOE (BCKPHITOE) MBILIEYHOE BOJIOKHO, IOMEIIEHHOE B pe-
JIAKCAlIMOHHBIA PacTBOP cpasy Mocje pa3pylleHHs CapKOoJIeMMbl, HaOu-
pano Boxy u HaOyxamo (Matsubara, Elliott, 1972; Gordon et al., 1973).
[Ipu 3TOM NPOMCXOIMIIO YBEIUYEHUE PACCTOSHUS MEXKAY MUODUIAMEH-
TaMu, capkoMmepsl yrommanuchk (Godt, Maughan, 1977; Goldman, Sim-
mons, 1986). [lociae mepeBosa BOJOKOH B THIEPTOHHYECKHH PacTBOP
OHHU CKMMAJIHCh W IPUHUMAIM MPEeXHUNA BUI. OCMOTHYECKHH TPaIUCHT
MEPUOIUYECKU BO3HUKAET M IPH COKPAIIECHUH IMPHUPOAHBIX BOJOKOH.
Kak u B riaagkux MplInax, Opolecc WX COKpALleHHs M pacciabieHus
KOppenupyeT ¢ KojeOaHWSMH KOHLEHTpPALMH CapKOIUIa3MaTHYECKOTO
Ca’". Korja Kanbluii BBIXOJUT U3 WACTEPH CaPKOIIA3MATHUECKOro pe-
THUKYJyMa B IIUTOIJIa3My, OMBIBAIOILYI0 MHOGUOPHILIBI, OH YBEIHYHBA-
€T €€ TOHMYHOCTh. DTO CO3J]aeT OCMOTHUYECKUI I'PaJMEeHT MEKAY MHO-
¢$ubpuamMu U OKpyKarolleld capKkoIia3Moi, Mo KOTOPOMY BOJa MOT-
na OBl TTOKKJATh capkoMmephl. Morma Obl, ecu OBl HE OIHO OOCTOS-
TEJbCTBO.

OnwuceiBasg TOJBKO YTO OMBITHI C AeMEMOPaHU3UPOBAHHBIMU MBbI-
[IEYHBIMHA BOJIOKHAMH, S YMOJIYaJ O TOM, YeM OIpelelisiiach THIIEPTO-
HUYHOCTh KYJIBTYPaJbHOTO PAcTBOpa. A Ompelelsiack OHa KPYIHBIMH
MoOJIEKyJIaMy (HampuMep, AEKCTpaHa), He CHOCOOHbIMU TIPOXOJUTh MEX-
oy MuoduIaMeHTaMH U IPOHUKATh B capkoMep. Ho MOHBI KanbLus — 310
HE KPYIHbIE MOJIEKYbI AekcTpaHa. OHU MOTYT Jierko qudQyHaupoBaThb
B (MIAMEHTO3HYIO PELIETKY U OBICTPO JHMKBHIUPOBATH OCMOTHYECKHUI
rpajueHT. PaccuntaHo, YTO KOHIIEHTpAlMs MOHOB BHYTPU M CHApPYKU
TOHKOU (nuameTrpom 1-3 MKM) MHOGHUOPHIIIIBI YPaBHUBAETCS MEHEE YeEM
3a muuncekynay (Telley, Denoth, 2007). Ycneer jau Boja MOKHHYThH
CapKOMeEpBHI JI0 TOTO, KaK MOHBI KaJbIMs TYAa TPOHUKHYT?

TeopeTHuecKH CyIIECTBYET CII0cO0 BOCTIPENATCTBOBATH MPOHUKHO-
BEHHUIO MOHOB KaJIbIIMsA B capKoMephl. Takol mperpanoi Mor Obl CTaTh
CYMMapHbIH TIOJOKUATENBHBIHN 3aps)] GUIaMEHTO3HOH pemeTkr. BoooOie
3TOT 3apsijl U3MEHYMB, €0 3HAK 3aBUCHUT, HApUMEp, OT BeNWIHHbLI pH.
ITpu pH, paBHOM msiTH, 3aps] HEWTpaseH; Npu noBbiieHnd pH oH cTa-
HOBHTCSI HETaTHBHBIM; MpU ero mnoHmwkeHnn — no3utuBHBIM (Elliott,
1973; Godt, 1981; Naylor et al., 1985; Millman, 1998; Regini, Elliott,
2001). Bo3MOXHO, YTO 3IIEKTPOCTATHYECKHE XapaKTEPUCTUKU TOJCTBIX
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Y TOHKHX HHUTEH 3aBHUCAT Taike OoT Hammuus cBobogHo AT®. Bo Bcs-
KOM clly4ae MUO(MIaMEHTHI MBIIICYHBIX BOJIOKOH, MOMEIIEHHBIX B pe-
nakcaunoHHbeld (AT® mpucytctByeT) u B puropssiii (ATD orcyrcTBy-
€T) pacTBOPBI, HecT pa3Hble 3apsasl (Bartels, Elliott, 1985).

B cBete ckazaHHOTO BO3MOXKHBIN “THAPABIMYECKUN CIICHAPUN CO-
KpaIlleHHsI capKoMepa IMOMEePEeYHOII0N0CATOTO MBIIIIEYHOTO BOJIOKHA MOT
OBI BBRITJIAAETH Tak (puc. 7). OHBI KambIlldsa BBIXOMAT M3 CapKoIlIa3zMa-
THYECKOTO PETUKYJIyMa B AKCTPapUOPHILIIPHYIO CapKOIIa3My U MOBBI-
IIAI0T €€ TOHUYHOCTb — CYMMAPHBIM 3JIEKTPUYECKUI 3aps]l capKoMepa
CTaHOBHTCS TIOJIOKUTEIBHBIM (BO3MOXKHO, B pe3yibTaTe MpEeBpalcHUI
HYKJIEOTH/I0B) — m3-3a 9Toro Ca’" me nuddyHmupyer B capKoMepsl, H
BOJa BBIXOJHUT OTTyJa MO OCMOTHYECKOMY TPaIueHTy — B CapKoMepe
CO3/1aeTCsl MMOHIKEHHOE JaBJICHNE — HAIWYUE OJHOMMEHHBIX (TIOJOXKH-
TENBHBIX) 3JEKTPUUECKHUX 3apsIOB HA MHO3MHOBBIX M aKTHHOBBIX HHTSIX
HE MO3BOJISIET UM COJIMKATHCS — Z-TUCKH JBUTAIOTCS B 30HY IMOHHKCH-
HOTO JaBJICHUS, CAPKOMED YKOPAUHNBACTCA.

CrocoOHOCTHIO COKpAIIATHCS IO “CapKOMEPHOMY THITY OO aloT,
BO3MOJXKHO, H TJIaJIKN€ MYCKYJbHBIE KIETKH. [leo B TOM, 4TO JIUIICHHBIC
(B akcniepuMeHTe) MeMOpaHbl OHU B MpHUCYTcTBHH Kanbiusd U AT® co-
XpaHIIOT COKpaTtutenpHyto ¢yHkiuio (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), xots u co3-
JAIOT CUITY MEHBIIYI0, YeM WHTakTHbIe KieTku (Arner, 1983; Kossmann
et al., 1987). B rimamkux MBIIIEYHBIX KJIETKAaX TOXKE €CTh MapauieIhbHO
WIylIIFie aKTHHOBBIE W MHO3WHOBBIE (DUIIAMEHTHI, KOTOpPHIE MOCIe Je-
MeMOpaHU3alK KIETKHA W TIPEBPAIICHUS €€ B OTKPBITYI0 CHCTEMY MOT-
M OBl JIeHCTBOBATH MOJOOHO TOJICTHIM M TOHKHM HHTSM CapKOMEPOB,
T.€. MEHATH MIEKTPHUECKUHN 3aps]l Ha (PUIaMeHTO3HOM pemeTKe.

HoBrle mpencraBieHdss O COKpalleHHMH IOMEPEYHOMOIOCATHIX
MBIIII HE NpOTHBOpeyaT 0a30BbIM (pakTaM, Ha KOTOPBIX MOCTpPOEHA
TEOpHUsl CKOJNB3SIIMX HUTEH. B mepByro ouepeanr 3TO KacaeTcsl camoro
(dakTa CKONBKEHWS, JABIIEr0 Ha3BaHUE MOJIENH. B TpajuiimoHHOM
CXeMe aKTHHOBBIE HUTH JIBUTAIOTCS MOTOMY, YTO MHO3HHOBBIC TOJIOBKH
mAHYym WX; BMECTe C HUIMH OHM TSHYT M Z-IHCKU. B rumpoMexanude-
CKOM MOAenu Z-AUCKHU MOAKAIOm aKTUHOBBIE HUTH, TO €CTh CKOJbKE-
HUE HUTEH OKa3bIBaeTCs HE MPUYMHON YKOPOUYEHHS CAPKOMEPOB, a €To
ciencTBUeM. MOXKeT BOSHUKHYTh BOIPOC: MTOYEMY TOHKHE HHUTH HE Je-
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(hopmMupyroTcs, Koraa Z-IucKu uX TONKaroT? OT 3TOr0 UX MOTYT CHacTH
AIIEKTPOCTATHUECKUE CHJIBI, TOAACPKUBAIOIINE  PACCTOSHUS MEKIY
muopunamentamu (cM. Elliott et. al, 1970; Millman, Nickel, 1980; Irv-
ing et al., 2000). TyT BnonHe yMeCTHO NPUBECTH 00pa3HOE BBIPAKECHUE
H. E. Huxley (1969, p. 1360), koTopslii mucan, 94TO0 MHO(MUIAMEHTHI
ckombp3sT “...on a cushion of long-range electrostatic forces...”.

Eme onuH dakT, 3aHIMAIONINI BaXKHOE MECTO B COBPEMEHHOM TEO-
PUH MBIIIEYHOTO COKPAICHUS, YCTaHABIMBACT IMOJIOKHUTEIBHYIO CBS3b
MEX]y CTETNeHBIO HaJIETaHWs TOJCTHIX M TOHKHX HUTEH ApYr Ha Ipyra
(1o xKaKoro-To TMpezaena) U BEIMYUHON CHIIBL, Pa3BUBAEMON CAPKOMEPOM.
[Ipruuny 37O CBSA3M BHIAT B TOM, YTO OT CTEHNEHU HAJETaHWUS 3aBUCHUT
YHCIIO COEIMHSIOMUXCS ¢ aKTUHOBBIMH (PMIIaMEHTaMH MHO3MHOBBIX TO-
70BOK (MoTOpoB). Ho 3HaueHue rojOBOK HE TOJNBKO MEXaHHYECKOE.
NmenHo Ha Hux npoucxomut ruaponun3 ATD, a cKOpOCTh THAPOIH3A
MHOTOKPAaTHO YBEJIIMYMBACTCA B TPUCYTCTBUU (MIIaAMEHTO3HOTO aKTHUHA
(Lymn, Taylor, 1971; Geeves, 1991). Uem GoJibliie MUO3UHOBBIX T'OJIO-
BOK COCEICTBYET C aKTMHOBBIMH HHUTSAMH, TeM OOJbIIE U TeM ObICTpee
BbIpabaThIBaeTCs SHEPTHUs (MEHSETCS M IOICPKUBACTCS 3JIEKTPHUUECKHUNA
3apsn?). Kpome Toro, B3aumMHOE NMPOHUKHOBEHHE MHO(PHIAMEHTOB yBe-
JUYUBACT YHUCIO MPOTUBOCTOSIIUX OJJHOMMEHHBIX 3apsOB, YTO yBEIH-
YHBAET PACTAJIKHBAIOUINE CHIIBI U MPEMSATCTBYET MOMEPEUHOMY CXKATHIO
(yronuenuio) capkomepoB. B cBoe Bpems Elliott et. al (1970) Bunenu
OCHOBHYIO NPHYUHY COKPAILEHHs MBI KaK pa3 B PacTaJKUBAIOIIEM
JEMCTBUM DIIEKTPUIECKUX 3aPsIIOB.

WTtak, cokpalleHne CapKOMEPOB M INIaJKUX MYCKYJIBHBIX KIIETOK
€CTh B OYKBAJILBHOM CMBICIIE CIaBJIMBAHHE WX HAPYKHON Maccou. Takoe
C/IaBJIMBaHUE MPOUCXOJUT TOCIE TOTO, KaK M3 CAPKOMEPOB MIIH KIIETOK
YXOJIUT BOJIa W JIaBJICHHE B HUX CTAaHOBHUTCS MeHbIEe HapykHoro. Co-
[JIACUBILHCH C TE€M, YTO MIPUYMHON COKPAIIECHUS SBISAETCS YXOZ BOJIBI U3
COKpaTHUTENbHBIX €IWHHII, MBI JIETYe MOMMEM ellle OJJHO pa3jinuue B pa-
00Te NOMEePEeYHONONOCATHIX M TTIAJAKUX MBI, & UMEHHO TOT ()aKT, 4yTo
COKpaIlleHHEe TIEPBhIX MPOUCXOJUT 3HAYUTEIBHO ObICTpEe, YeM BTOPBIX.
SIcHO, 4TO M3 OTKPBITOM TPEXMEPHOM PEIIETKH CApKOMEpa BOJE BBINTH
ropasJio jerde, 4eM CKBO3b HOJYIPOHUIAEMYIO MEMOpaHy LeJIOo KIIeT-
k. OHAKO M MPENATCTBOBATh €€ BO3BPALICHUIO B CApKOMEp TpYyAHEE.
st 3TOrO, KpOME MpOYero, Halo BCE BpeMs MOJIAEPKUBATH MOJIOKH-
TENBHBINA 3JCKTPUUECKUM 3aps] (HUIaMEHTO3HON peIeTKH. DTH dHEpre-
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TUYECKUE 3aTPaThl MOMNEPEYHONOIOCATHIM MBIIIIAM IPUXOIUTCS HECTH
KaK IUIaTy 3a CKOPOCTb. [loOTOMY OHUM 1 YTOMIISIFOTCSL TaK OBICTPO.

Kpome yBennueHus: CKOPOCTH COKpaIlleHHs, €llle OJHUM Mpuodpe-
TEHHEM TOIEePEYHOIOIOCAThIX MBI OblIa CIOCOOHOCTH ©0Jiee TOHKO
PeryaupoBaTh COKPATUTEIbHBIM MPOLECC, U 3TO TOXKE Jierde OObSICHUTD
Ha OCHOBE HOBOHW MoJIeNH. B rimagkux MeImmax oOMeH BOJIOW OCYIIECTB-
JISIeTCSl MEXTy KIIETKOH M OKpy»Katomieil ee cpemoit (puc. 8A). Xumude-
CKHI1 COCTaB 3TOM cpenbl Ooiee WM MEHee U3MEHYMB, U TJIaJKUe MBIII-
(bl Ha 3TH U3MEHEHU KUBO pearupyor. B monepeyHononocaTsix MbII-
1aX BOJHBIM OOMEH MPOXOAUT BHYTPU 3aKPBITOH MOJOCTH BOJOKHA, Me-
KOy capkoMepaMu U capkoriazmMoit (puc. 8b), Te moCcTOSHCTBO cpenbl
nojAepkuBaercs 0onee cTporo. TeHIEHIHS K YBEJINYEHUIO CTaOUIbHO-
CTH XKM3HEHHOH cpellbl BOOOIIEe XapakTepHa ISl 3BOJIIOLUH KUBOTHBIX.
B kauecTBe mMprMeEpoOB MOXHO MPUBECTU IMEPEXO/bl OT AMOPHUOHAIBHO-
JUYUHOYHOTO PAa3BHTHUS K IEITMKOM SMOPHOHAILHOMY HIIM OT TIOHKHIIO-
TepMHH K ToMoTepMuH. He HCKITI0YeHo Jake, 4TO B CIIydae ¢ MbIIILAaMU
MMEHHO IEepexo]] COKPaTUTEIbHOIO ammapara K padoTe B Mano HU3MEH-
YUBOU cpesie (BHYTPH BOJOKHA) IMOMOT JBUTATENBHOM (CKEIEeTHOI) MycC-
KyJIaType CTaTh IPOU3BOJIHOM.

BriiroueHue MBIIIEUHOTO COKpamieHUs B cepy JCUCTBUS THIPO-
MEXaHUYECKOW MOJENU TO03BOJIIeT OOBSICHUTh HaJHMYME KaK CXOJCTBA
(TponOPIMOHATIEHOCTD CHJIBI TIONIEPEYHOMY CEUEHHIO), TaK M pazIuduit
(3HEProeMKOCTh, CKOPOCTh COKpAIlEHHs...) B paboTe TJaJKUX M IOIe-
pedHoIoNacaThIX M. JIPyrux runoTes, KOTopble CAeIain Obl 3TO TaK
MIOJIHO, HE BUAHO. BMecTe ¢ Tem, HOBast MOJIeNb BBI3BIBAET U HOBBIE BO-
npocel. Ecniu MpIminy “cokpaimnaer’” Hapy»Hasi Macca, clieayeT MPU3HaTh,
YTO y HA3€MHBIX JKHBOTHBIX €€ CHIIy ONpEIeNsieT, B KOHEYHOM CUeTe,
atMoc(epHOe NaBjeHHEe, a TOTOMY 3Ta CHja He JIOJDKHA MPEBBIIIATh
OJIMH KWJIOTpaMM Ha KB3JpaTHBIA CaHTUMETp ceueHus. JluteparypHble
HMCTOYHHUKH, OTHAKO, TOBOPAT HaM, YTO BEJIMYMHA CHJIBI MOYKET 3aMETHO
MPEBBIIATH ATy HUPPY.

M3mepeHust MBIIIEYHO!N CHIIBI IPOBOMIIN HA IENBIX MBIIIIAX, MBI-
IIEYHBIX KJIETKaX, MBIIIEYHBIX BOJOKHAX M Muodpubdpmax. Cuiny uc-
YUCIUIM B Pa3HbIX €IUHMIAX (HBIOTOHAX, AMHAX...), 3a €AUHUILY IUIO-
magy cedeHWsl Opanu KBaJpaTHbIE MHKPOHBI, MIJUTUMETPHI U T.O. B
MIPUBOJMUMOM HIKE CIIMCKE BCE PE3yJIbTaThl IIEPEBEACHBI B OIHY CUCTE-
My — KIJIOPaMM-CHJIA HA KBaJpATHBIA caHTHMETp (Kr-cuia/cm’). JlaH-
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HBIC M3JIOXKCHBI Pa3JIeIbHO JJISl Pa3HBIX 00BEKTOB, B KaXJIOW rpyIIe — B
MOPSIIKE BO3pacTaHusi HUPPOBBIX 3HAUeHU. Muogubpuina ckeremmnou
moruywt: 1,59 (Friedman, Goldman, 1996); 2,61 (Yuri et al, 1998); 3,7
(Colomo et. al, 1997); 3,43 — 9,58 (Bartoo et. al, 1993). Muogubpuria
cepoeynoti moiuywt: 3,5 (Colomo et. al, 1997). Imaokas moiuya: 0,13 —
2,2 (0630psr Herlihy, Murphy, 1973, 1974, mo Murphy et. al, 1974); 0,34
(Arner, 1983); 0.51 (Warshaw et. al, 1986); 6.83 (Dillon, Murphy,
1982). Cepoeunas mwiuya: 1 (Brutsaert, Housmans, 1977, mo Colomo et.
al, 1997). Crxenemnasn mouuya: 1.47-2.94 (Close, 1972, mo Murphy et. al,
1974); 2-3 (Bagshaw, 1993, o Colomo et. al, 1997); 3.57 (Close, 1972,
mo Dillon, Murphy, 1982).

Kak BHIUM, KOJIMYECTBEHHBIE JaHHbIE CUIBHO pa3HATCs. KpaliHue
MO3UIIMHU, BO3MOXKHO, HAJI0 OTKUHYTh, HO Ja)K€ BEIWYHMHBI B 2-3 KT Ha
cM® (13 cBoaKM Bagshaw) HAMHOrO HPEBOCXOIAT BETHMUMHY aTMOchep-
HOTO AaBleHMs. Bce-Taku HEKOTOPBINA BBIXOJ U3 3TOM KPUTUYECKOU CH-
TyaluH ecTh.

I'magkue MyCKyNbHBIC KJICTKH MPH COKPAINCHUH YTOJIIAKTCS B
CBOCH cpemHell 4yacTh (M TOrAa, KCTaTH, CTAHOBATCS MOXOXKHMH Ha
COMKHYyThIe MaraeOyprckue momymapus — Fay, Delise, 1973, Fig. 1).
Mou npomepsl H300pakeHHBIX Ha (oTorpadusx KIETOK TOKa3alu
yBeJIMUCHHE UX panuyca nmpuMmepHo B 1,3 pasa (Kargacin, Fay, 1987,
Fig. 8), B 1,5 (Fay, Delise, 1973, Fig. 2) u B 1,7 (Fay, Delise, 1973, Fig.
1). OrmenbHO HCHBITYeMble MHO(GHOPWILIIBI  ITOIEPEYHONOIOCATHIX
MBIIII] TOXE YTOJIIAKTCS MPU COKPALICHHU, MO BCEH CBOCH IJIMHE.
Mowu mpomepsl TaK CIIEAYIONIHE Pe3ybTaThl: YBEIHMUCHUE pagnuyca B
1.3 pasza (Hanson J. 1952, Fig. 1) u 8 1,7 (Lionne et al., 2003, Fig. 1). B
3THX CIydasX KakK TJaJKUe MYCKYJIbHbBIE KIIETKH, TaK U MHO(QHUOPHILIEI
MaKCHMAJIBHO YBEIUYMBAIM CBOE MOINEPEYHOE CEUYCHHE MOYTH B TPHU
pa3za. IlockonbKy BelMYMHA CHJIBI, KAK MBI 3HaEM, IPSAMO MPOIMOPLHUO-
HaJbHA CEUYCHHIO MYCKYJBHON KJIETKH HJIM MYCKYJBHOI'O BOJIOKHA, MO-
Jy4yaeTcsl, 4YTO B MPOLECCEe COKPAIICHUs CHIIa TOXE JOJDKHA Obliia BO3-
pacTartb B TPH pasa.

Ecnu nipu pacderax BeHMYHHBI MBIIIEYHOW CHIIBI HCXOJHUTH U3 TIEp-
BOHAYAIILHOTO CEYCHUS COKPAIIAFOIIUXCS TeNl M HE YYUTBIBAThH €0 POCTA
B XOJI€ COKpAILEHHUs, TO MOTydaeMble HU(PBI MOTYT OBITh CHIILHO 3aBbI-
meHsl. MBI, cKakeM, (UKCHUpyeM IUIOIAAb CEYeHHs paccialOieHHON
MbImisl B 1 cM’, HAGMIONAEM KAaK OHA, COKPAIIASCh, PA3BUBACT CUITY B
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JIBa KMJIOTPaMMa H BHIBOJMM oTHomIeHHe 2 Kr/cm”. Ha camoM nene cuiy
B JIBa KHJIOTpaMMa MOXKET MOKa3bIBaTh YXKe “HE Ta” MBIIIIIIA, & MBIIIIA,
JBYKPAaTHO YBEIUYMBIIAS TUIOIIAAb CBOETO ceueHus. MHOTHE HaBepHSAKa
BUJICNIN, KaK OyKBaJbHO B3JYyBAIOTCS MBIIIIEI ATJICTOB MPH HAIPSKCH-
HOH pabore. M3BecTHO, TakXe, YTO MaKCHMAaJbHYIO CHITYy MBIIIIEI pa3-
BHBAIOT HE Cpa3y, a MOCTENeHHO. TakumM 00pa3oM, MBIIIIA C HAYaIbHBIM
ceueHneM B 1 cM’, Movicem pa3BMBATH CHIly Ooliee KMIOrpaMMa, KOraa
ee “cokpamaer” atMoc(epHOe AaBIICHUE.

Wrak, pabora Ml mogo0Ha padoTe aTMOC(EPHBIX MAPOBBIX Ma-
muH. 3By4mT, roBops cioBamu A. F. Huxley (2000) u3 mpuBeneHHOIM
BEIIIIe IUTaTHI, totally unexpected, HO 3Ta rUMOTE3a MOKA €AMHCTBEHHAS,
KOTOpasi OOBSCHSET TOT (aKkT, YTO BEITUINHA CHIIBI, PA3BUBAEMON MBIIII-
[IaM¥, MIPOIIOPIIMOHATIFHA TONHKO TUIOMIAAN WX MTOTepedHoro ((hu3nono-
THYECKOI0) CEYEHHUS.

ITo coBpeMeHHBIM TPENICTABICHUAM CIIOCOOHOCTBIO COKPAIIATHCS 00-
JaJal0T aKTOMHO3MHOBBIE KOMITIEKCHI HE TOJBKO MBIIICYHBIX, HO U HEMBI-
IIEYHBIX KJIETOK. B OTHOIIEHNH MBI 3TO MHEHHE OMHPASTCs Ha TENyI0
crCTeMy HaOIOJICHUI U COOOPaKEHH, CJIOKEHHBIX B TEOPHIO CKOJIB3SIIINX
¢unmamentos. IlpencraBienre o CokpalieHu aKTOMHO3WHA HEMBIIIEYHBIX
KJICTOK IOJIO0HOM JT0Ka3aTeIbHON 0a3bl HE UMEET, BO MHOT'OM €r0 TOIe-
JKMBaeT MMPUMEpP MBIIIEYHOro cokpamieHust. OTKa3 OT MOJIEIN MOJICKYJISIp-
HBIX MOTOPOB CTaBHUT MO/ COMHEHHE WJICI0 aKTOMH3WHOBOTO COKpAICHHS
BO BceX ee BapumaHTaX. Ee mociemHei onopol KaXyTcsl 3KCIepHUMEHTATb-
HBIE JaHHbIE, TIOKA3aBIINE, YTO MUO3WH U aKTUH MOTYT JIBUTAThCSI OTHOCH-
TENTBHO JIPYT Jpyra W pa3BuBaTh mpu 3ToM cuiny (Toyoshima et al., 1987;
Umemoto, Sellers, 1990; VanBuren et al., 1994; Guilford et al., 1997). K
COXKAJICHUIO, TPYJJHO CKa3aTh, HACKOJIBKO TaKOE B3aUMOJICHCTBIHE MHUO3WHA
W aKTUHA in Vitro COOTBETCTBYET UX B3aUMOJIEUCTBUIO i1 Vivo. B MHTaKTHBIX
MBIIIIAX MHO3UHOBBIE TOJIOBKU COBEPILAIOT (TI0 TUTIOTE3€ CKOJIB3SIINX HU-
Tei) paboumii X0/ TOJBKO B OJJHOM HAINPABJICHUH, TOT/A KaK B OIBITAX OHU
CMEILAIOTCA U B 0OpaTHOM, JEMOHCTPHPYIOT momsiTHble aBrkeHus (Guil-
ford et al., 1997; Yanagida et al., 2000). Orctomna gomyckaror (Yanagida et
al., 2000), uTo TIepeMelIeHne MUO3WHA i1 Vitro €CTh BCETO JIUIIL OPOYHOB-
ckoe nBrkeHne. CKITapIBaeTCsl BIICUaTICHHE, TAKUM 00pa3oM, 4To “‘CoKpa-
TUTEIEHOTO” B3aMMO/ICUCTBHSI aKTHHOBBIX W MUO3WHOBBIX (PHJIAMCHTOB B
MPUPOJIE HE CYILIECTBYET.
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OBLIEE 3AK/IFIOYEHHUE

YHuBepcajibHas MOJeJIb

Ha crpanumax 3Tofi KHUTM OBUIM PacCMOTPEHBI MEXaHUYECKUE
mpolieccel, nmpeodpasyromue GpopMy KI€TOK, OJHOKIETOYHBIX OpraHH3-
MOB, SMOPHOHOB (JTMYMHOK) KUBOTHBIX M WX OTACIBHBIX OpPraHoB. MBI
MO3HAKOMIUTUCH C Pa3HBIMHU CXEMaMH, OMMCHIBAIOIIMMH 3TH TPOLIECCHI, U
YBHJEIM, YTO MHOTHE JaBHO IOCTaBJICHHBIC BOIMPOCH IMO-MPEKHEMY
XKIYT OTBETOB. Jlaxke Te TUMOTE3bI, KOTOPBIE B IIEJIOM MOJIYYMIN TPH-
3HaHHE Hay4YHOTO COOOIIECTBA, HAIIPUMEDP MOJEIH KIIETOYHOTO JCJICHUS
WM MBIIIEYHOTO COKPAICHHUs, BCTPEUAIOT HEMPEOIOJIMMEIC, B UX paM-
Kax, TpynHoctd. OTBeT, chOpMyITHPOBAHHBINA 3/1€Ch, BBIACIAETCS TEM,
YTO B3aMEH MOJIENIeH, TTOCBAIIEHHBIX OTICIBbHBIM SBICHUSIM, OH Mpe/a-
raer OJHy U Ty K€ CXeMY Ul CaMbIX pa3HbIX mpolieccoB. K mogoonomy
pElIeHHI0 MEHS TIPUBEJIO OCO3HAHUE TOro (haKTa, YTO gce KUBBIE Opra-
HU3MBI, a TAK)KE MHOTHE WX YaCTH B OCHOBE CBOEH YCTPOEHBI OIMHAKOBO
— OHU SIBJISIFOTCSI 3AMKHYMbIMU NOJOCTMHbIMU MeENAMU.

Kaxxgoe mosiocTHOE Teno COCTOMT M3 ABYX 4dacTei: 1) BHyTpeHHei
Macchl U 2) 000JI0YKH, KOTOpas MEXaHUYECKH OTTPAHUYNBAET BHYTPEH-
HIOI0 MacCy OT BHEIIHeH cpefsl (0T Hapy>KHOW Macchl). ['umoressl, mo-
CBsilleHHBIE (POpMOOOpa3OBaTENBHBIM MpOIEcCaM Y TOJIOCTHBIX Tell,
yalle BCEro pacCMaTpUBAlOT JECUCTBUE MJIM OJHOM BHYTPEHHEM MacChl
(Hampumep, IpHU Pa3BUTUU MOYEK KOHEYHOCTEW), WIIM OJHON 00O0JIOUYKH
(HampuMep, MPY Pa3BUTUU SHTO- U IKTOACPMANIbHBIX 3a4aTKOB); HAPYXK-
HYI0O MaccCy MOMPOCTy UTHOpUPYIOT. COrfacHO HOBOW MOJIENH H3MEHe-
HUE BEITUYMHBI ¥ (OPMBI TOJOCTHBIX Tell 8ce20d OCYIIECTBISAETCS MPH
B3aMIMOJICHCTBUN mpeXx KOMIIOHEHTOB: 1) BHYTpeHHEW MaccChl, 2) OKpY-
JKaromen ee 000JI0UKH U 3) HAPY>KHOU MaCCHI.

He3zaBucumo ot o0miero cocraBa BHYTPEHHEH M Hapy>KHOH Macc ¢
000JIOYKOH Yalle BCEro KOHTAKTUPYET >KMIKOCTh HJIM BBICOKO OOBOA-
HEHHBIA BHEKJIETOYHBIH MATPHUKC, KOTOPHIE JIaBAT Ha 00OJIOUKY paBHO-
MEpHO TI0 Bcel ee turommann (puc. 2A). AkmusHo 660031 U 86180051 Gelje-
cmea, npexcoe 6ce20 800y, NOIOCMHOE Mel0 MeHsem 00beM BHYMpPeH-
Hell MACCbl U IMUM CO30aem PA3HUYY MexcOy HYMPEHHUM U BHEeULHUM
euopocmamuueckum oasnenuem (puc. 2b, B). Buympennss (napyorcnas)
Macca cmpemumcst 8 30Hy MeHbUIe20 0ABNeHUs], HO 000I0UKA CTNAGUM. el
npezpady. llpu eospacmanuu pasHocmu oagreHuti 6HympeHusis (Hapyic-
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Has) macca npeoodoesaem CONpomueierue 000104KY, cmeuaem ee Ha-
pyorcy (6Hympov) u Osucaemcs émecme ¢ Heu. CMeujeHus nPoUCXo0am
pamvle 6ceco UM MOIbKO MaM, 20e 000I0UKA MeHbUle 8Ce20 CONpo-
MUBIAEMCA OAGIEHUIO, IMU TOKATbHbIE CMeUeHUsl NPeOCMasisiion co-
oot evinauusanuti (puc. 2b) u ensuusanuii (puc. 2B). Yposenwv conpo-
MueieHuss 000I0UKU O0ABNIEHUIO NPUNE2AIOWUX MACC ONPeOersiemcs ee
cobcmeeHHbIMU ceoticmeamu (MUKPOCMPYKmMYpoU, MOIWUHOU, cmene-
HbI0 KPUBU3HDL...), A NPU HEKOMOPbIX BbINAYUBAHUAX euje U HAluduem
UU OMCYMCMBUEM CIANCEK, CBA3bIBAIOWUX NPOMUBONOTIONCHBIE YUACH-
Ku obonouku (puc. 5). Ilpu axmugnom usmenenuu eHympenHe2o 0asie-
HUA (hazvl €20 yeenuueHus U yMeHbuleHUs 00bIYHO Yepedyromces. ITa Mo-
JIeNTb TIONyYHIIa Ha3BaHUE THAPOMEXaHIMIECKOM.

Wnen o BaxxHOH (PopM00Opa30BaTEIHHON POIU THAPOCTATUICCKOTO
JIaBJICHUsI B TOM WJIM MHOM BHJIE BBICKA3bIBAJIMChH HE Pa3, Yallle B OTHOIIIE-
HUM KJIETOK PAcTeHWH W TPUOOB; TYPropHOE NABICHUE W MEXaHUYeCKas
TeTepPOTeHHOCTh 0OOJIOYKH aBHO MPU3HAHBI YCIOBHEM HEPaBHOMEPHOTO
pocTa nociueiHux. B usMeHeHnn Typropa BUISAT IPUYUMHY MOTOPHOM aK-
TUBHOCTH PAaCTUTEIBHBIX KIETOK. JlelicTBreM Tex ke (PakTopoB OOBIYHO
OOBSICHSIIOT TIOSIBJICHUE TY3BIPEBUIHBIX BBITISTYMBAHUNA Y KUBOTHBIX KJle-
TOK H MPOTUCTOB. DaKTOp pa3HUIIBI JABJICHUH YK€ JaBHO OBUT UCIIOB30-
BaH JUI1 OOBSICHEHHS! MEXaHU3Ma WHBArMHAIIMOHHON TacTPYJSIUU U JIO-
KoMmoIun ameObl. MoJiens, yunTtheiBaromas (opMooOpa3oBaTeIbHYIO POIb
Pa3HUIIBI BHYTPEHHETO M HAPY)KHOT'O THPOCTATHYECKOTO JaBJICHHUS, pac-
MpoCTpaHeHa Tenepb Ha 3HAYUTENBHO OOJbIliee YMciio 0OBEKTOB M IPO-
LIECCOB, €€ B MOJTHOI Mepe MOXKHO Ha3BaTh YHHBEPCAIHHOM.

MexaHn4ecKue (l)aKTOpbl B PAaHHEM OHTOI¢HE3€ IMMO3BOHOYHbIX

UToOBI siCHEE MPEACTaBUTh 3HAYMMOCTH ‘THAPOMEXaHHISCKHUX
(hakTOpPOB, KAXKETCS TOJE3HBIM TPOCIEAUTh, B YUCTO ITOBECTBOBATEIb-
HOM MaHepe, UX BO3MOKHOE JICHCTBUE B pealbHOM OHTOreHese. B kaue-
cTBe 0a30BOr0 00BEKTa CIICHAPHS BHIOPAHBI XBOCTATHIC 3€MHOBO/IHBIE.

OCHOBHO# TpeHT YMOpHOTEeHEe3a W JTUIMHOYHOTO PA3BUTHSI — 3TO
YBEIIMYCHHE DPa3MEpPOB (POCT) BCEr0 OpraHWU3Ma M €ro 4JacTei, Koria
BHYTpPEHHEE JaBJICHUE MPEBBINIACT HAPYXKHOE; B 3TO BpeMsi (pOpMHUPY-
FOTCS BBIISIYMBAHKS. BBIBAIOT MEPHOIBI, OAHAKO, KOTJA JTABJICHHUE B TEX
WJIM MHBIX IOJIOCTAX I1ajJaeT, M TOTraa BO3HUKAIOT BITUMBaHusg. B Oonee
MOIPOOHOM U3JTIOKEHUH Pa3BUTHE BHITIISIUT CICAYIONIIM 00pa3oMm.
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Ha pannei#t cragum npoOeHHs] 3UTOTHI TTOJIOCTh HAPOKIAIOIEHCS
OIacTysbpl OIMPOKO COOOIIAETCS C OMBIBAIOIIEH ee Hapy>KHOW KHIKO-
CTBIO, BHYTPEHHEE JaBlicHHE HE OTIMYaeTcs oT BHemHero. Ha craaum
3penoii 01acTysIbl MPOHULAEMOCTD €€ 000JIOUKHU MaAaeT, H SMOPHOH MO-
Jy4aeT BO3MOXXHOCTb AKTUBHO PETyJIMpOBaTh BHYTPEHHEE MAaBJICHUE.
OcMoTHyeckas KOHIEHTpalMs MOJOCTHOM J>KUAKOCTH CTaHOBHUTCS
MEHBIIIE OCMOTHYECKOW KOHIIEHTPAIlH HAPY>KHOH CpeJibl, BOa HauWHAa-
€T MOKUAATh 0JacTOLENb, JaBJIEHHE B HEM IOHMXKAETCSI OTHOCUTEIHHO
BHewHero. HapyskHast )xuakocTs nporubaer 61actoiepMy U BIABIUBAET
ee B MOJIOCTh ONacTyNbl — IPOUCXOANT racTpysitus (cM. puc. 2B). Io-
CcJie 3aKphITHs OjacTonopa B MEpBUYHON MOJIOCTA AMOpPHOHA O(hOpPMITS-
€Tcs HOBOE 3aMKHYTOE II0JIOCTHOE TeJlo — KuIlKa. [IpocTpaHcTBO MExXIy
INUMENUATLHOU 000104KOU TICIIOTO 3apOobIlia (SKTOIESPMON) U snume-
JUATLHOU 000404KOl KAIIKHU (3HTOIEPMOM) 3aHUMAIOT C60000HbIE KIIET-
Kku (Me301epma).

Ilo OKOHYaHMM TacTPyJSIIMM OPraHU3M B OCHOBHOM pAacTeT, HO
BpEeMEHAMH JaBJICHUE BHYTPH NEPBUYHOW TOJIOCTH TeNa OMSATh CTaHO-
BUTCSI MEHbILIE HAPYXHOTO. B Takue mepuonbl myTeM HHBarvMHAILUH B
MEPBUYHYIO TOJIOCTh BO3HUKAIOT HEPBHAs TPYOKa, CIIyXOBBIC ITy3BIPbKH,
OOOHSITENFHBIE MEIIIKU; SKTOJIepMa BIISTYMBACTCA B O0IACTH TUIAKOI, TIE
MOBEPXHOCTh 3MOpHOHa yruiomieHa. KieTkn aopcanbHOW Me30/epMBbl
YIIaKOBBIBAIOTCSl B COMUTBHI, €€ BEHTPaJIbHbIE KJIETKH CKJIQAbIBAIOT CTEH-
KH [IEeJIOMHYECKON MoNocTH. OTPOCTKH ME30/IePMalIbHBIX KIETOK U KOJI-
JIAT€HOBBIE BOJIOKHA (CTSXKKM) KPEMsSTCS Ha IKTOJAEpME M BHYTPEHHUX
opraHax, CBSI3bIBasi MX ApYr ¢ aApyrom (cMm. puc. SA). Pa3byxas, BHyT-
PeHHsIs Macca SMOPHOHA (JIMUYMHKH) TOJIKAET SKTOAEPMY OT LEHTpPa; IK-
TOJIepMa, CBS3aHHAS CTSHKKAMH C BHYTPEHHHMHU OpraHaMH, B CBOIO Ove-
penb TAHET Tyaa ke (IeHTpPOOeKHO) COMHUTHI M MapHeTaNbHbIE CTCHKH
uesioma. COMUTBI, 3aKpeTJICHHbIE Ha LEHTPAJIbHBIX OpraHax, He BBLAEP-
KHUBAIOT HANpPSDKEHUS, WX BHYTPEHHHE W HapyXKHbIC SIUTEIHAIbHbIC
CTeHKH pa3pymatorcs. LlenomMudeckne CTeHKH COXPaHSIOT I[eIOCTHOCTD,
TATOBBIC YCUIIMS HEHTPOOEIKHO CMEIIAIONIEHCS] SKTOAEPMBI ““BBIPBIBAIOT
W3 HUX TOJIBKO OTHenbHBIe KieTku (cM. puc. 3/, E). B utore npoctpan-
CTBO MEXJy SMOPHOHAIBHBIMA OpTraHaMH IEPBUYHON TOJIOCTH TeJa
OIISITh 3aHUMAIOT CBOOOJHBIC KIETKH, MMEHYEMBbIC Telepb ME3CHXHM-
HBIMU (cM. puc. 5b). [TaBHBIM MPOU3BOIHBIM ME3EHXHUMBI SIBJISIETCS CKe-
JIeT, XpAIIEBbIC M KOCTHBIC 3a4aTKU KOTOPOTO (pOpMHPYIOTCS U3 niom-
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Hblx ckonnenull kiemok. O HAX MBI TOBOPUTH HE OyJlieM, pedb Jaliblie
TIOM/IET TONBKO O MPEBPAIICHUAX ITOJTOCTHBIX TEI.

[Tocne pacnaneHuss COMUTOB BOJIOKHA-CTSDKKH COXPaHSIOTCS Tpe-
HUMYIIECTBEHHO B paiiOHE MOMEPEYHBIX MUOCENT, T1Ie OHHU MPOAOJIKAIOT
OTPaHUYMBATH IIEHTPOOEIKHOE CMEIICHHE SKTOAEPMBI. B 3THX MecTax Ha
TeNe MOSBISIIOTCS OOPO3JKH, €ro MOBEPXHOCTh CTAHOBHUTCS BOJHHCTOM
(puc. 4TI'; cM. Takxke puc. 5b). 3aTpyaHss IeHTPOOEKHOE CMEIICHUE K-
TOAEPMBI, CTSHDKKH OTPaHUYHMBAIOT PACIIMpEHHE BHYTPEHHEH MaccChl, HO
KOXHBIN TIOKPOB, B TIEPBYIO Oouepepr Oa3anpHas MeMOpaHa, JeflaeT 3TO ’
cam. Pacrymiast BHyTpeHHsIsl Macca MPEOA0JIeBAET COMPOTUBICHUE IKTO-
JIEpPMBI U OTOJIBUTAET ee OT IeHTpa. bazanpHas MeMOpaHa MecTaMu pas-
pyIIaeTcsi, COMPOTUBICHNE TTIOKPOBOB TaM YMEHBIIIACTCS, U BHYTPEHHSIS
Macca B 3THX MECTax paclIupsercss 0COOEHHO OBICTPO — BBIIISTYMBACTCS.
Tak BO3HHKAIOT W PAacTyT XBOCT, HeMapHas IUIABHUKOBAs CKiIagKka (CM.
puc. 3B), HapyxHBIE KaOpbl, TOYKH KOHEYHOCTEH (pHC. 4A; CM. Takxke
puc. 3b), xabepnas ckianka (puc. 4b), 6amanceps! (puc. 4B). Muoro-
YHCJICHHBIC IIONCPCYHBLIC CTSAXKKU B HCHapHOﬁ TJIaBHUKOBOM CKJIaAKE
(puc. 4/1) nenatoT ee IocKoit (cM. puc. 3B).

OMOpHUOHANTEHBIE (JIMYMHOYHBIC) OPraHbl — [IEJIOM, KHIIIKa, HEpBHAs
TpyOKa, KpOBEHOCHBIE COCYbI, TOYEUHBIE KaHABIIBI — PETYIHPYIOT CBOE
BHYTPCHHEC NaBJICHUEC aBTOHOMHO. Omno O6I)I‘-IHO IMPEBBINIACT AAaBJICHHC B
MEPBUYHON TOJOCTH Teja, YTO TO3BOJISIET OpraHaMm pacTH. DTOT POCT,
KaK U POCT LIEJIOro SMOpHOHA (JINYMHKH), MOXKET OBbITh HEPABHOMEPHBIM.
B mecrax, rue 6asanbpHas MeMOpaHa 3MUTENHAIBHON O0OJIOYKH pa3py-
macTCA, XUAKOCTh, 3allOJIHAIOIIAasA OpraHbl, BI)IFI/I6aeT OGOJIO‘-IKy U BbI-
MSYUBACTCS BMECTE C HEH B MOJIOCTH Tena. TakuM crnocoOOM BOZHHUKAIOT
" IIOTOM YCIIOXXKHAKOTCA AE€PHUBAThl KUIIKH (nequL, HGFKI/IC), YAJIUHAIOT-
sl MIIyIHE OT IEIOMUYECKON MOJIOCTH NPpOoHe(pHIECKUE TTPOTOKH, TT0Y-
KYIOTCA KalTUJIJIAPBI U IMTOYCYHBIC KaHAJIbIIbI.

DKTozepMa, CAEpKUBAIOIIAs pacliipeHre BHYTPEHHEH Macchl, Hc-
MBITBIBACT €€ PaCTATHBAIOIICC BIIUAHUEC, U3-3a YCTO KOKHBIN SITUTEINI
O0JIr0 COXpaHACT OHHOCHOﬁHOCTB. Toneko Ha IIO3JHUX JIMYHMHOYHBIX
cTagusax, Korma pocT BHYTpeHHeﬁ MAcCChbl 3aMCIJIIC€TCA B CpaBHECHUU C
YBETUYCHHUEM IUIOMAAN MTOKPOBOB, pacTsaruBaromuii 3hdext ocrmabera-
€T, W 3TO JIaeT BO3MOXKHOCTH CQOPMUPOBATHCS MHOT'OCIOHHOMY JIIH-
nepmucy. Bo Bpems meramopdosza o0beM BHYTpEHHEH MacChl Jake
YMEHBIIIAeTCsl, BHYTPEHHEE TaBJICHHE MafaeT OTHOCUTEIHHO HAPY KHOTO.
OTO MPUBOAMT K JOKAJHHBIM WHBAarMHALMSAM SMUAEPMAIBHOTO KIETOY-
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HOTO CJIOSl B MecTax ¢ pa3pylIeHHOH 0a3aibHO MeMOpaHoil u hopmu-
POBaHUIO TaM KOXHBIX JKeJe3.

MexaHu4yecKue (l)aKTOpLI B 3BOJIIOIIUMA KUBBIX OPraHu3MoB

Oposronui popmMooOpa3oBaTENbHBIX CIOCOOHOCTEH JKUBBIX Opra-
HU3MOB MOYXHO TUTIOTETUYECKHU TPEICTABHUTH B CIECIYIOIIEM BUJIE.

JpeBHeiile MPOKapUOTHYECKUE OpraHU3Mbl (KIETKH) ObuIH
3aMKHYTHIMU TTOJIOCTHBIMHU TE€JIaMH, MOKPBHITHIMU OIHOCIONHON 0007104Y-
Kol — ruazManieMMoi. OHU He MMeNM IUTOCKeJeTa, HO O0Nafain cre-
IUATU3UPOBAHHBIMU BOJHBIMH KaHanaMu — akBaropuHamu. [Ipokapuo-
ThI MOTJIM aKTUBHO MPOBOMTH BOAY Yepe3 KICTOYHYI0 MeMOpaHy 1 OJia-
rofapsi 5TOMy MEHATh 0OBEM IUTOILIa3MBbl M, COOTBETCTBEHHO, BHYTPH-
KJICTOYHOE JaBlicHHE. YMEHbIasi BHYTPEHHEE NaBJICHHE OTHOCHUTEIHHO
BHEIIHETO M OJHOBPEMEHHO MPOBO/IS JIOKAIBHOE OCIa0IeHHEe 000I0UKH,
MPOKAPUOTHl BBI3BIBAIM BIISTYMBAHHE W TaKUM CIOCOOOM JEIHIIUCH.
BBozas u BBIBOIS BOMy uepe3 ONpe/eieHHBbIE yYacTKU IJIa3MajeMMBL,
OHU CO3/]aBajli TOKH IUTOIUIa3Mbl M OCYIIECTBISUIA C WX IMOMOIIBIO
TPAaHCHOPT BEIIECTB BHYTPH KIIETKH.

EykapuoTndeckne oIHOKIETOYHBIE OPraHW3MbI JIOOABMIU K TLIa3-
MajieMM€ BTOPOM, BHYTPEHHUH, CJIOH 000JOYKU — KOPTEKC, B OOJIBIION
Mepe COCTOSIBILINI M3 aKTHHOBBIX (hritaMeHTOB. Pa3pyias u BoccTaHaB-
TUBasi OTJENbHBIE YYAaCTKH KOpPTEKca, OHM cMOoriu Oojee 3pQeKTuBHO
pEerynupoBaTh MEXaHMYECKHE CBOWCTBA O0OJIOYKH. DTO IO3BOJIHIO
KJIETKaM YCJIOXHUTh (OpMy, CO3/laBasi, B YaCTHOCTH, TOCTOSHHBIE U
BpeMeHHbIe OTPOCTKU. CIIOCOOHOCTh ““lie/ieHANpaBICeHHO” MEHATH (op-
My TO3BOJIMIIA KJIETKaM aKTUBHO IMOJ3aTh 3a CUET MONEPEMEHHOTO BBI-
MSTYUBaHMA (CTiepenn) U BIsTYMBaHus (c3aaum) Tena. Hanbompiero ycme-
Xa B 3TOM JIOCTHTJIH aMEOOHTHBIE TIPOTUCTHL.

JKuBoTHBIE BOCIpOM3BENIM APEBHUN HA0OP MEXaHHMUYECKHX CBOMCTB
Ha HOBOH KOHCTPYKTHBHOW ocHOBe. Ee craHOBieHme Hadanoch, KOTAa
KaKHe-TO TIPOTUCTHI CTaJH MPOU3BOJUTH BHEKJIETOUHBIA MATPHKC, Mpe-
KJIe BCEro TIUKO3aMUHOTIIMKAHBI M KOJUIareH. [ WIpaTupoBaHHBIN
aMOp(QHBIi MaTpUKC OOecneyrsl paBHOMEPHOE AaBJICHWE BHYTPEHHEH
Macchl Ha O0OJIOUKY MIEPBUYHON MOJOCTH Tena (3kTomepmy). Koimare-
HOBBIE BOJIOKHA TIOCTPOHIIHM 0a3alIbHYI0 MEMOpaHy — OJIH U3 JIByX CIIOEB
000JI0YKH MEPBUYHON TOJOCTU TENa M IMOJOCTHBIX OPraHoB; SMUTEIH-
aJIbHBIC KIETKH 00pa3oBaj ee BTOpOil cioi. KoytareHoBble BOJIOKHA,
KpOMe TOT0, GOPMHUPOBAITH CTSKKH, COCTUHSIONINE MPOTHBOIIOIOKHBIC
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YYaCTKH 3KTOJEPMBI U HPEISITCTBYIOIINE X PACXOXKAEHHUI0. Y 3MOpHo-
HOB II03BOHOYHBIX JKUBOTHBIX CTSKKH IIPUHUMAIOT Y4acTHE B pa3pylie-
HUM STIHUTENUANBHBIX CTEHOK COMHTOB (IIOJHOM) M LEJIOMHYECKOH IOo-
J0CTH (4aCTHYHOM) U B (YOPMHUPOBAHUH TAKUM ITyTEM ME3EHXHUMBI.

[lo Mepe yciaoXHEHHs >KMBOTHBIX B XOJA€ HBOJIOLUU OCHOBHBIE
(hopMooOpazoBaTenbHbIe MPOLECCH CMEIIATHCh Ha Bce Ooliee paHHHE
CTaJluN OHTOT€HEe3a, KOrja MPOUCXOANIIO, B YACTHOCTH, YMHOXKEHHE T1O-
mocteil. OMOpHoH Hambollee CII0KHO YCTPOCHHBIX MHOTOKIIETOYHBIX
OPTraHU3MOB — ITO3BOHOYHBIX JKUBOTHBIX — MPEACTABISIET cOOOW mepap-
XMUYECKYI0 CHCTEMY aBTOHOMHBIX 3aMKHYTBIX IMOJIOCTEH, HANOJHEHHBIX
IUTACTUYHON MAacCOW: BHEKJIETOYHBIM MAaTPUKCOM (IIEpBHYHAsS IIOJIOCTh
TeNa), BaKyOIHM3UPOBAaHHBIMHU KJIETKaMH (XOpHa) M KUAKOCTHIO (I[EJIOM,
KHILKa, COCYbl, TOUeUHbIe KaHaIblbl). MeHss cBoe BHYTpEHHEE /1aBiie-
HUe, pa3pyllas 1 BOCCTaHABIMBas 0a3albHyl0 MeMOpaHy Ha OTACIBHBIX
Yy4acTKax SMHUTEINS WM MEHSS €r0 KPUBU3HY, 3TH IOJIOCTHBIC TENa BbI-
3bIBAIOT BIISTYMBAHUS U BBIIITYMBAHUS, JaBas TEM CaMbIM HA4ajo pa3HbIM
Ne(UHUTHBHBIM OpTraHaM.

JKuBOTHBIE KJIETKH B LIEJIOM COXPAaHWIM MEXaHWYECKHE CBOICTBa
npoTucToB. CrocOOHOCTH MEHATH 00beM U (HOpMY IyTEM AaKTHBHOTO
MepeMeIICHHsT BOJbI uepe3 MeMOpaHy 0co0oe 3HaueHue mpuolpena y
[JIAJIKUX MYCKYJBHBIX KIeTOK. IlomepeuHomnonocarbie MbIIIEYHBIE BO-
JIOKHA BBIPa0OTalM YHHUKaIbHBIH MEXaHM3M, NPH KOTOPOM pEryiupye-
MBIH 0OMEH BOJION OCYIIECTBIISICTCSI BHYTPH HUX — MEXIY CapKOMEPHON
PEUIETKOM U HUTOILIa3MOM. PacTuTenbHble U HEKOTOPBIE APYTHE KIIETKU
mpubaBUIM K CBOEH O0OJOYKE TPETHid, HAPY>KHBIH, CIIOM — Toiucaxa-
PUIHYIO CTEHKY. DTOT >KECTKHHA WHEPTHBIM CJIOH orpaHuyui ¢popmMooo-
pa3oBaTenbHbIE U JIOKOMOTOPHBIE BO3MOXXHOCTH.
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Puc. 1. Poct nexxuBoro (A) u xusoro (b) tena B rpadpuyeckom uzodpa-
JKEHHH.

A: CTpouTenbHbIi MaTepHrai NPUCOCTUHSIETCS (CTPENIKU) K Tely (TEMHO-
cephlil Kpyr) cHapyxH. Tam, Tlie CTPOUTENBHBIA MaTepral J00aBIseTcs
B OoJbIlieM KoJumuecTBe (TOJICTasi CTpeJKa), Tello pacteT Owbictpee. b:
CrpoutenbHBId MaTepHall OTKJIaIbIBaeTcs (CTPEJIKH) MOJ 00O0JIOYKOH
(uepHasi OKPYKHOCTB) Tella M YBEIIHYMBAET 00HEM €ro BHYTPEHHEH Mac-
chl (TeMHO-CepbIil KpyT). PacTymias BHyTpeHHSAS Macca 1aBUT (HAaKOHed-
HUKH CTPEJIOK) Ha 000JI0UKY U OTOJBUTAET €€ OT LIEHTpa Tela.
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Puc. 2. 'napomexaHuueckas MOJIENb B rpaduuecKOM H300paKESHHUH.

A: [lonoctHOE TypropHO€ TEJIO B CTATUYECKOM COCTOSIHUU. BHYTpeHHs4
(TeMHO-cepbIii Kpyr) W HapyKHasi (CBETIO-Cepblii ()OH) MAaccChl PaBHO-
MEpHO, HO C Pa3HOM CHIION (IIPSMO MPOTOPIIMOHAIBHON pa3Mepy HaKo-
HEYHHKOB CTPEJNIOK) MaBsAT HAa 000JOYKYy (dYepHas OKPYKHOCThH) Tena.
Ob6oouka IoMoraeT Hapy>KHOHW Macce CAepKUBaTh POCT BHYTPEHHEH.

b: aBnenme mox 060i104KOW yBenwmumBaeTcs (+), BHYTPEHHSAS Macca
MPeoIoNieBaeT MPOTHBOACHCTBHE W pacumpsiercs. Tam, rae o0onouka
COTIPOTHUBISAETCS MEHBIIE (TOHKUN Yy4acTOK OKPY)KHOCTH), BHYTPEHHSS
Macca paciiupsercst ObIcTpee — BhIIIsTYHBaeTcs (00Iiee paciupeHue Te-
Ja He moka3aHo). B: Buyrpennee mapneHue magaer (—) OTHOCHTEIHHO
BHemHero. O0o0J04YKa NPENsITCTBYEeT BTOP)KEHHIO HApyKHOH Macchl B
MOJIOCTh Tena. Tam, rjie conpoTuBIeHUs] 000JIOYKH HEOCTATOYHO (TOH-
KHH y9acTOK OKPYKHOCTH), Hapy>KHasl Macca BIITYMBAETCS BHYTPh Tela.
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Puc. 3. bazanbHas MmeMOpaHa U CTSHKKH y SMOPHOHOB M JIMYMHOK PBIO.
A-B: Jlnuunku 6enyru, Huso huso, va ctagusx 39 (A), 40 (b,B) (cragun
omnpenenensl no: llImansraysen, 1975). Ilomepeunsie cpes3sl depes 3a-
YaTKU OpIONMIHBIX TUTaBHHUKOB (A, B), BeHTpampHy0 (A) B HOpCaIbHYIO
(B) menapnble miaBHUKOBBIE ckianku. A: bazanbHas memOpaHa Hemap-
HOHM IJIaBHUKOBOW CKJIAJKH IMOKAa3bIBAET MPOKCHUMO-AMCTAIBHBIA “Ipa-
IUEHT yTOHYeHHUs , OazambHasi MeMOpaHa 3a4aTKOB MApHBIX TUIABHUKOB
MO TOJIIIMHE MAJI0 OTJIMYAeTCS OT MEMOpPaHBl COCEAHNX YYaCTKOB KOXKH.
b: BazanpHas memOpaHa, mojcTWiaolIasl SNHUTENHH Ooliee pPa3BUTHIX
3a4aTKOB MAPHBIX IIABHUKOB, HAMHOTO TOHBIIE, 9eM MEeMOpaHa coce-
HUX YYacTKOB Koku. Cpenr Me3eHXMMHBIX KIETOK IJIaBHUKA BUIHA
pacnanatomiascs (crapas) memOpana. B: KomiareHoBbie CTSOKKH COeH-
HSIOT TIPOTHBOJIEKAIINE CTEHKH IUIAaBHUKOBOW CKiankd. [': DOMOproH
KOJtouen aKkymsl, Squalus acanthias, nnunoit 16 mm. Ilonepeunsrii cpe3
B 3a7HeM otjiene TyjioBuma. CTeHKH Tena o0pa3yroT MPOJOJbHBIE YT-
nyOlleHust B MecTax, TJie TOPH30HTAIbHBIC CTSDKKH (HAKOHEUHHKH CTpe-
JIOK) COEAVHSIIOT CTEHKH IeIOMUYECKOW IMOJIOCTH C 3KkTohepmoit. /I, E:
®parMeHThl, BBIJICTICHHBIE MPSAMOYTOJIbHUKaMU Ha pucyHke . Kietkn
[apUETAIBHON CTEHKHU LIEJIOMUYECKOW IIOJIOCTH, CBA3AHHBIE C 3KTOAEP-
MO (CTPENKH), BEIXOAAT U3 MUTEITHATHLHOTO CIIOSI.

OM — Oa3zanmpHas MeMOpaHa; 311 — 3a4aTOK IUIaBHUKA; K — KHUIIKa; pOM —
pacmanarorasics 6a3zajapbHas MeMOpaHa; 1T — IeJTIOMHYecKast TOJIOCTh.
Macmrabnbie TuHUN — SO,

133



Puc. 4. bazanpHas MeMOpaHa U CTSDKKM y JIMUMHOK XBOCTAaTBIX 3€MHO-
BOJTHBIX.

A-B: Jlvunnku cubupckoro yriosy6a, Salamandrella keyserlingii, Ha
cranusx 30 (A), 35 (b), 34 (B) (craguu onpenenens! no: CeITUHA U AP.,
1987). ®poHTansHble cpe3bl Yepe3 MOUKy MepenHeil KoHeuHOCTH (A) u
6anancep (B), BepTHKanbHEIA cpe3 yepes xabepHyro cknanky (b).
bazanpHas MemMOpaHa Ha BepIIMHE STHX BBIISTYMBAHUN ITOYTH HE BHIHA.
I, J1: Jluunakm rpebenvaToro TpuToHa, 1riturus cristatus, Ha ctaauu 48
(cramus onpenenena mo: Glaesner, 1925). dpoHTanbHBIC CPe3bl B MPE/-
KpecTroBoii obsactu Tynosumia (I') 1 4epe3 BeHTpanbHYyIO ITaBHUKO-
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Byt0 ckiaaky ([). I': KomnareHoBbie BOJIOKHA-CTSDKKH KOHIIGHTPUPYIOT-
csl B 00J1aCTH TONEPEYHBIX MHOCENT, CTEHKa Telaa 00pasyeT TaM yriry0-
nenus. JI: MHOrouncieHHble KOJJIareHOBBIE BOJIOKHA (CTSDKKH) PaBHO-
MEPHO CBSI3BIBAIOT MPOTHBOJICKAIINE CTEHKH CKJIAJIKU, €€ CTEHKU OCTa-
IOTCSI POBHBIMH.

KpannanbHbie KOHIIBI CPe30B HAPaBJICHBI BIEBO.

OM — OazanbHas MeMOpaHa; K — KHILKA; M — MUOMED; IIK — OYKa KOHEY-
HOCTH; CC — CENTaIbHAasl CTSKKA.

Macmrrabuasie auHuA — SO,
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Puc. 5. Peopranmsanus BOJOKOH-CTSDKEK B paHHEM OHTOT€HE3€ IMO3BO-
HOYHBIX )KMBOTHBIX B Ipa)HuecKoM U300paKeHUH.

A, b: ®poHTanpHble Cpe3bl Tela Ha MOCIEA0BATENbHBIX CTAIUAX Pa3BH-
Tus. A: BonmokHa-CTSKKM (TOHKME BEPTHUKAIBHBIC JTMHUU) PAaBHOMEPHO
CBSI3BIBAIOT JIUTEIHAIBHBIE CTEHKHM COMHTOB (C) C DKTOAEpMOM (TOJI-
CTBIE TOPU3OHTAIBHBIE JIMHUHN) U X0opaod (x). b: CTeHkn coMuToB pas-
PYLIEHBI, COCTABIISBIINE MX KIETKU JAajH Me3eHXuMYy (Toukn). BonokHa-
CTSDKKU (TOJICTbIE BEPTHUKAIbHBIC JIMHUM) KOHLUECHTPUPYIOTCA B palioHe
MIOTIEPEYHBIX MHOCETT, Pa3eliaionuX coceaHrne Muomepsl (M). Hepas-
HOMEpPHOMY (CEerMEHTapHOMY) KPEIUIEHHUIO CTSKEK K MMOKPOBaM COOTBET-
CTBYET BOJHHCTOCTb CTEHOK TeJia (aHAJIOTMYHAs! BOTHUCTOCTh XOPJIbl HE
MTOKa3aHa).
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Puc. 6. [IpoTrounas Momens JokoMOIMA amMeObl B rpaduueckom n3zobdpa-
KEHUH.

A-T": Yepenyrommuecsi cTaauy JOKOMOTOPHOTO muKiIa. A, A;, A, Bca
000JI0YKa TYpPropHOH KIIETKHM PAaBHOMEPHO IPOTHBOCTOMUT JIABJICHHUIO
uuTomiasMel. b, B;: Boja BXOAWT B KIIETKY B €€ 3aJHEH 4acTu (CTpeska);
00BbeM IUTOIUIA3MBI U BHYTPEHHEE JaBJIICHUE YBEIMIHUBAIOTCS (+); 000-
JI0OYKa B TIEpedHe YacTH KJIETKH OcCiadisercss (TOHKas JIMHUS), IUTO-
I1a3Ma IMpOTaJKUBaeT (HAKOHEUHUK CTPENIKM) IUla3MalleMMy BIIEper,
KIeTka yanusasercs. B, Bj: obomouka BoccTaHaBIMBaeT LENOCTHOCTD,
JUIMHA KJIeTKU MakcuMabHast. [, ') BoJia BBIXOJUT U3 KIETKH Ha ee Tie-
penHeM KoHIE (CTpelika); 00beM LMTOIUIa3Mbl M BHYTPEHHEE JIaBICHHUE
yMeHbIIaIoTCs (—); 000JI04YKa B 33AHEH YacTH KJIETKH ocnadisiercs (ToH-
Kas JINHUA), HApy>KHAs BOJIa CIABJIMBACT (HAKOHEYHHUK CTPEIKH) YPOWI,
KJIETKA YKOPauUBaETCS.

VY anuHeHue CBETI0-CEpO 30HBI MOKA3BIBACT TOK LIUTOIIIA3MBI.
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Puc. 7. MexaHu3M yKOpOYEHHUSI capKoMepa IONEpPEeYHOIO0I0CaToro BO-
JIOKHA B rpa)nuecKOM N300paKeHUH.

Wons! kanbius (Ca™) BBIXOAAT U3 CapKOIUIA3MATHYECKOTO PETUKYIyMa
B CApKOIUIa3My M MOBBIIIAIOT €€ TOHMYHOCTb. CyMMapHBIH 3JeKTpUde-
CKMIl 3apsn (UIAMEHTO3HOH pELIETKH CTAaHOBHUTCS IOJIOXKHUTEIbHBIM.
W3-3a 3T0r0 HOHBI KAIBIUA HE TUPPYHAUPYET B CAPKOMEPHI M BOJ/Ia BHI-
XOJUT OTTY/a TI0 OCMOTHYECKOMY TPaJNEHTy (BEepTHUKAIBHBIE CTPEIKH).
B capkomepe cozpaeTcst moHMkeHHOE AaBieHue. Hamnume ogHOMMEH-
HBIX (TIOJIOKHUTENBHBIX) JIEKTPUIECKUX 3aps0B Ha MUO3MHOBBIX U aK-
TUHOBBIX HHUTAX (+++++) He TO3BOJSET UM CONMMKATHCS. Z-ITUCKH JBHU-
rarorcs (FOpU30HTAIBHBIE CTPEIIKK) B 30HY MIOHMKEHHOT'O JaBJICHHS.
ToHKHEe TOpPU3OHTANbHBIE JMHUU — AKTHHOBBIC (DMIAMEHTHI, TOJICTHIC
TOPU30HTAIbHBIE JIMHUM — MHO3WHOBBIE (DMITAMEHTHI; BEPTHKAIbHBIC
JIMHUY — Z-TUCKH.
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Puc. 8. /IBmkeHne BOABI IO OCMOTHYECKOMY T'PaJUSHTY TPU COKpaIle-
HUU U pacciabiIeHnH IIIaKol MyCKYJIbEHOU KiIeTKH (A) ¥ TOTIepedHOIo-
socaroro BojiokHa (b) B rpaduueckom n3obpaxenun. KieTka u BOJIOKHO
MpeCTaBJIeHbI OBaJlAMU

A: Ilpu cokpamieHNMHM KIETKM BOJa BBIXOJUT W3 Hee (HamnpaBlieHHAs
BBEpX CTpeEJKa), IPH pPeslakCalliil — BXOJIUT (HampaBieHHAs! BHU3 CTPeI-
ka). b: Ilpu cokpameHun BOJOKHA BOJa BBIXOJUT M3 capkomepa (Ha-
MpaBJICHHAs BBEPX CTPENKa), PH peslaKcaliy — BXOAMUT B HETo (Harpas-
JICHHAs! BHU3 CTPEJIKA).

Tonkue TOPU3OHTAJIBHBIC JIMHUW — AKTHUHOBBIC @HHaMeHTBI; TOJICTBIC
TOPHU30HTAJbHBIE JIMHUM — MHO3MHOBBIE (DHMIIaMEHTBI, BEPTUKAIbHBIC

JTUHUN — Z-aucku. CTPYKTypHBIE U3MEHEHUsI KJIETKH (BOJIOKHA) HE TOKa-
3aHBI.

iz

139



bopxBapar Basentun I'epmanoBuy

Mexanuueckue mpeoopa3oBaHus
’KUBBIX IMOJIOCTHBIX TEJ

Jlnst konTakToB: borkhvardt@mail.ru

[Moxmucano B nevats 22.11.2015 r. dopmar 60/84 1/16.
Bymara odcernas. Ileuats odcernas. 'apuutypa Times
VYen. meu. 1. 8,0 + 0,75 B, Tupax 100 sx3. 3akaz Ne 4971,

OTnevyaraHo ¢ TOTOBOTO OpUTMHAJI-MAKEeTa, IPEAOCTaBICHHOTO aBTOPOM
B Tunorpaduun PTTIY um. A. U. I'epriena
Cankrt-IletepOypr, Ha0. p. Moiiku, 48


mailto:borkhvardt@mail.ru

