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Ot pepakusu

Knura aMepHKaHcKoro murosiora Anucet PyiaToH oxpBa-
THBaeT IHPOKHH KPyr TeM, HMeIOLHX OTHOIIeHHe K IIHTO-
ckenery. B Hedl mocienoBaTenbHO PacCMaTPHBAIOTCS MoJie-
KyJASAPHEH, CTPYKTYPHBIA W GYHKUHOHANBHEE acneRTs 31Ok
npo6JeMbl: XHMHA IHTOCKEJETHHX OesKOB, HX pacnpenese-
HHe M B3aHMOCBSI3b, a TaKiKe pacnpefejieHHe H B3aHMO-
CBSAI3b CTPYKTYPHHIX 3JIEMEHTOB LMTOCKeJeTa M ero pojib B
TOM, UTO aBTOP Ha3hIBaeT «Xopeorpaduei KAeTKu», T. €. B
npoueccax ynopsiloueHHOro, peryiupyeMoro nepepacnpeje-
JIEHHS] KJIETOYHBIX KOMIIOHEHTOB.

Kunra nosnesna AJs Bcex GHOJIOIOB, HHTEPECYIOLIHXCS
BONpPOCaMHu IHTOCKesaera. Jlas TeX, KTO XoueT MO3HAKOMHTH-
¢l ¢ 3Toit mpobiaemofi Gonee noapo6HO, MOXKHO NOpPeKOMEH-
A0BaTh obIHe PYKOBOACTBA, B KOTOPHIX HHTOCKeJETy H KJe-
TOYHOR NOABHIKHOCTH YAeneHo MHoro BHMMamus: XsMm A,
Kopmaxk I. I'mcrosorus. — M.: Mup, 1982—1983. Yen-
uos l0. C. O6mas nuronorua. — M.: MI'Y, 1984. An6eprc B.
U Ap. MonekynsipHasg GOHojorHa Kierkd. — M.: Mup,
-1986—1987. )



1. BBenenue

Muozoqucaennsim Koasezas,

YbA 6eAUKOGYUINAR NOMOWL COerana 3Ty KHUu2y Ayulie;
Hleadony Menmany sa muxpogorozpaduul,

@ TAKHE TeM MHOZUM, ubll A00e3nbie npedroNenus
BbLAll OTKAOHEHbL TOALKO U3-3Q HEGOCTATKA MecTda;
Kapoa IaaBpeiir, obareeuuswell nHanucanue 31-0:1 KHu2l
HACTOAbKO, HACKOALKO GbLAO 8OSMONCHO;

u Tomy, 6es KoTopozo aToll Knuztt 800biye ne Golro Bol,
— #of 640200apHOCTL. .

BpoyHoBCKoe JBHXKEHHE B 3YKAapHOTHUECKOH KieTKe —
npu3Hak ee ruGenu. )KmBas kierka onpenesieHHnM obpa-
30M OpHEHTHPYET CBOH OpraHe/Vinl H CyOKJeTOuHble YacTH-
LB, 4 BCe B HEH, UTO He NMOKOHUTCSI, HAaXOAHTCSA B COCTOSTHHH
HanpaBleHHOro ABHIKEHHs, NOALEPKHBAEMOro 3a CHUeT Me-
Tabonusma. KaxkaoMy THIOY KJeTOK NMpHCyIH CBOH, crien-
¢HYecKHii XapaKkTep ABHKeHHA H CBOf, ocobas NpoCTPaHCT-
BeHHas opraHu3anis. C QYHKOHOHAABHOH TOYKH 3peHHs
LUTOCKENET M eCTe KaK pa3 COBOKYNHOCTE TeX CTPYKTYp,
KOTOpHE OTBETCTBEHHH 32 npocrpaucmemlylo OpraHu3a-
1lHI0 KJIETKH.

H3 dero e cocTOHT uHtTocKener? [lJia OJHMX OH JHUIb
ceTh, ofpa3oBaHHasi NMPOMEXYTOUHHIMH (HJIaMeHTaMH, JH-
60 MHKpodpHsaMeHTaMM, JHG0 MHKpoTpyOoukKamu. [las
JAPyrdx — KOMOWHauus ABYX HJH TPeX TaKux GHOpHANAD-
HBIX CHCTEM H aCCONHHPOBAHHBIX ¢ HHMH OesKoB. Bpsag aH,
OJ/lHaKo, Kakaf-NTu6o ojHa cHcTeMa (HJIaMEHTOB MOKeT
NpeTeH0BaTh Ha HCKIOUMTEJbHOE NMPABO HashBATHCA LH-
TOCKeJIeTOM, TakK KaK MeXAy BCEeMH TpeMs CHCTeMaMH Cy-
LIeCTBYIOT MHOroo6pasHnie B3aHMOASACTBHA.

[Ipepninymue onpeaeneHHss LHTOCKedeTa ABJIAIOTCS CKo-
pee omucaTeNbLHEIMH, a He KOHCTpyKTHBHmMu. Onepainuo-
HaJAbHBIH MOAXOJA K CTPYKTYPHHIM OCHOBaM IPOCTPaHCTBEH-
HOH OpraHu3alHd COCTOMT B TOM, UYTOOH BBECTH MOHATHe
LHTOCKENIETHOTO OCTOBa KJeTKH H Ompeje/HThL €ro KakK co-
BOKYTTHOCTE CTPYKTYP, COXPaHAIOIHXCA MMOCHAe SKCTpaKuHH
KJETKH HeHOHOreHHHIMH AerepreHtamu. [Ipu coorBercTBYyIO-
WAX cnocobax 3SKCTPaKUMH TNoJydaloluiics npemapat ILH-
TOCKEJIETHOTO OCTOBa COJIEPIKHT BCe MePeuHCIeHHBe CHCTe-
MH ¢unaMentoB. L{luToCKeneTHREIN OCTOB OTJIHUAaEeTCH BeChMa
CNOXKHBIM CTPOEHHEM, B HeM COXPaHEeHH MHOrHe 3JeMeHTHI,



1. Bgedenue B

CBSI3HIBAIOIME IUTOCKENEeT C AAepHHM MaTPHKCOM H Kie-
ToyHo#i MeMOpaHofl U He oTpaKeHHHe Gojee y3KHMH ompe-
neneHusMH, AaHHBIMH Bhille, Eme 6oaplie CTpyKTyp, OT-
BeualolMX 3a NMPOCTPAHCTBEHHYIO OPraHH3alnHuio, BKJAKOHAeT
B ce6a Tak Ha3elBaeMHl IHTOM/Ia3MaTHYECKHH MaTPHKC,
KOTOpHIl BHAEH nocie $UKCanuu HHTAKTHHX KiaeTok. B ero
COCTAaB BXOAAT H Takue GeNKH, CBA3b KOTOPHX C IHTOCKeE-
JeTHHIM OCTOBOM OTHOCHTENBHO KparkoBpeMeHHa. Iluto-
M1a3MaTHUECKHA MATPHKE COAEPKHT MHKPOTPAGEKyaH —
MHOXKeCTBO MeJAKHX TeTePOreHHHX CTPYKTYpP, COeIHHAIOLHX
3JIeMEHTH LHTOCKEJETHOTO OCTOBa JPYyr C JAPYroM 4 ¢ pas-
JIHYHEIMH OpraHe/JaMu, )

Mexay onHCaHHHEIMH NOHSATHSMU HET pe3Koit rpaHHIH,
OHH He3aMeTHO NepexoasT APYyr B Apyra, 4 BcAKas NOABITKA
CTPOr0 MX PasrpaHuy¥uTh NMPHBOAMT K TPYAHOCTAM TOrO Ke
poaa, 4TO W BONPOC O TOM, HYXKHO JIH OTHOCHTB mephdepH-
yeckue MeMOpaHHble Oe/lKu K KOMIOHeHTaM MeMGpaHbl,
Cka3saHHoe BBILIe AOJXKHO GBLIO JHIIL NOKa3aTh HEPAPXHIO
IHTOCKENETHHIX CTPYKTYP.

Benxu nurTockenera COeNMHAIOTCA APYr C APYroM cine-
nHGHYHEM AJS KaXKA0TO THIIA KAETOK 06pa3oM H GopMHUpY-
IOT CJOXKHBIE, JHHaMHYeCKHe, B3aUMOJEHCTBYIOUIHE MEXKAY
co6Gofl CTPYKTYPH. ITH CTPYKTYPH U OTBEYAIOT HeNMOCPeACT-
BEHHO 3a COrJiacoBaHHOe MOBeleHHe HacTell KAeTKH. BMecte
¢ TeM OGbACHEHHEe TaKOro MOBEJEHHS clefyeT HCKaTb B OT-
BEUAIUUX 32 HEro MOJeKyJaX, MeXaHH3MBl POCTPaHCTBEH-
HO¥l OpraHH3anuKM KJeTKH CKPHTH B XUMHUYECKHX CBOACTBaXx
IHTOCKEJEeTHHX OeNKOB.
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2. Xumus Geaxkos

B nacrosimee Bpemsi GesKH, BXOAAIHE B COCTaB Tpex
OCHOBHHIX CHCTEM IHTOCKEJIETHHX (pHIaMeHTOB, yXKe Bbile-
JeHb H H3yyaiorcs in vitro. 9tv 6eqKu HMeloT o0iue CBOM-
cTBa, OTpaxaiomHe (QYHKUHOHAaJAbHBE  BO3MOXKHOCTH

H XapakTep B3auMOJeficTBHA pacCMaTpHBAaeMBbIX = CHCTEM.
W axrHH, ¥ TyOyauH, H GeJKH NPOMEXYTOUHHIX (HJIAMEH-
TOB MOryT GHITh inl vitro AemonnMepH30BaHK H PenoNHMEepH-
3oBaHH, Bce onu o6pasyior maubosiee SKOHOMHUHHHA THI
CTPYKTYpH — GHJIaMeHTH. IDTH (PUAaMEHTH MoJspHH (HX
roJIOBHhIE ¥ XBOCTOBHE KOHUH Pa3JHYalOTCA XHMUYECKH) H,
KpoMe TOro, HMeior GopMmy cnupain. CnHpa/JbHhe 06pa30-
BaHHf COJEPKAT MHOMKECTBO 3KBHBAJIEHTHHIX CBS3LIBAIOIHX
y4acTKOB; O6/arozaps 3TOMY OKa3hnBaeTc BO3MOXHHIM BO3-
HHKHOBeHHEe GOJbIIOro uyHcJaa pasHoo0pasHHX CTPYKTYD,
QopMHpYIOIIMXCA B pe3y/ibTaTe clydYaiHRIX B3aHMoJeficT-
BHf, a2 He NeTePMHHHPOBAaHHHM MyTeM, KaKHM HAIET, HampH-
Mep, c6opka daros [1]. [na Bcex paccmMaTpHBaeMHX GeJ-
KOB XapakTepHa MHOXECTBCHHOCTb (OpM: Tak, ecTp He-
CKOJIbKO TKaHecnenuHYHHX H30OpM aKTHHa M TyOyauHa.
TeM He MeHee B 9BOJIOLHOHHOM OTHOIIEHHH OHH OYeHb KOH-
ceppaTHBHH [2]. ¥V 6eaKoB npOMexyTOUHHX (HJIAMEHTOB
MeXKTKaHeBHe pas/iHYHsg BLIPaXKEHH CHJbHEE, a 3BOJIOLH-
OHHHIA KOHcepBaTH3M — ciaaGee [3, 4]. CymecTByiOT, OA-
HaKO, aHTHTeJa, PearHpylollHE OJHOBPEMEHHO C. NPOMeXy-
TOYHHMH (HIaMeHTaM# M3 Drosophila ¥ MJeKonuTaomux.
B peryasuun u QyHKUHOHHPOBAHHH BcexX TpeX HHOPHAIAD-
HHIX CHCTEM NpHHHMaeT yyacTHe Kanabuui. Ero eicokocne-
nH(HYHOE PeryasTOpHOEe BIHAHHE HA MOBEAEHHE LHTOCKeJNe-
Ta OCYUIECTBJASAETCA CTOJIb MHOTHMH IyTAMH, YTO OH MOXKeT
paccMaTpHBaThCA KakK CBA3ylollee 3BEHO MEXNy «PacTBOpH-
MBIMH® CHrHaJlaMH H KOH(dHrypanue# nurockenera. Bece Tpn
THNA (HUIaMEHTOO6Pa3yIolHX GeJKOB MOryT — Kak B ¢dop-
Me ¢HIaMEHTOB, TaK H HHAYe — CBA3HBATECA C JPYrHMH
GeslKaMH, H HMEHHO 3TO H3GHpaTeJbHOE CBA3HBaHHE Gyaer
AeralipHO 00CYXAaThCA B HacTosAule# raase. Pasnoo6pasHoe
y4YacTHe B TAaKOM CBf3bIBAHHH MOKeT NPHHUMaTh docdopu-
JAHpoBaHHe GeNKOB — KaK caMHX (HJIaMeHToobpasyouux,
TaK ¥ acCOUMHPOBaHHHX ¢ HHMH. HakoHen, GeaKn uuTocke-
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JeTHEX (uIaMeHTOB BHJAEAAIOTCST CBOeH KHCJIOTHOCTAIO;
N-xoHeln akTHHa, C-KOHel TyOy/HHa, a TakKe 60JBILHMHCTBO
Oe/IKOB NpPOMEXYTOUHBIX .(HIaMEeHTOB SBJAIOTCA OYeHb
KHCJABIMH, HO KaKyl0 3TO MOMKET Mrparb poJib, OCTAeTCs I10-
Ka HesCHLIM,

2.1. AKTHH H aKTHH-CBAShiBalOIHe Geaku

2.1.1. Hoaumepusayus axruna

MoHoMep akrtuHa (G-aktuH, 42 x]Jla) — rao6yAsipHLIHA
6eOK, uMelom A YYaCTKU CBA3LIBaHHSA ABYXBaJEHTHHIX Ka-
THOHOB H HYKJIEOTHAOB. B du3Honoruueckux ycloBHsAX 3TH
yuyacTRu 3aHATH MarHueM u ATP. [lonAMepH3auHs akTuHa
npejcTaBjiseT cO60 MHOrOCTaAMMAHBIA Npolece, u AJIs TOTO,
YT0OBl MOHATE MEACTBHEe Ha Hee aKTHH-CBA3LIBAIOIMX Oel-
KOB, HYXXHO yYHTBHIBaTh BCio ee caoxHocte [5]. IMomumepn-
3auHs npejicTaBjeHa cXeMaTHYecKH Ha puc. 2.1. B pesyis-
Tare NoJHMepH3auMH obpasyiorcsi duaaments (F-akrTun).

MoHoMepH aKTHHA MOrYT COeJHHAThCA APYr C APYroM,
obpasysa AuMephl H TPHMEPHI, HO TOJBKO TPHMEpH! A0CTATOY-
HO cTabu/ibHH, YTOGH CAYXKHTH 3aTpaBKaMH AJsi jJajibHel-
wel nonuMepusaunu. Cpa3y nocje 06pa3oBaHHs 3aTpaBKH
{BEPOATHO, TPHUMEPa) HAYHHAeTCst pOCT MojuMepa — 3JIOH-
rauus. 3TOT Npomecc MoxKeT WATH Ha 060MX KOHuax ¢puna-
MEHTa, HO CKOPOCTh €ro AJisi OAHOrG H JApPYyroro KOHIA, Kak
npaBuJI0, HeoxuHakoBa. IlyreM nexopupoBaHus duiaMeH-
TOB TAXeJNHM MepOMHO3HHOM (00pasyouuM Ha ¢uilameH-
TaX CTPYKTYpH, NOXOXHe Ha HAKOHEUHHKH CTpea) MOXer
OHTL ONpeneneHa HX NOJAPHOCTh. Ha «omepeHHOM» KOHue
¢unaMenTa (x KOTOpOMY O6GpaiuieHH TYnble KOHIB! CTpe
TocJie AEKOPHPOBAHHA MHO3MHOM) 3JIOHr'anus uaer Ouicrpo,
a KpUTHUeCKasi KOHIEHTpauusi MOJHMepH3aliy aKTHHA AJisi
3TOr0 KOHIA HHXe, 4eM JJiisa JApyroro (B NPHCYTCTBHH
ATP). «3aocTpenHnii» kKoHen (K KOTOPOMY oOpalleHHl Ha-
KOHEYHHKH CTpeJ) pacTeT MejJIeHHEe H XapaKrepHsyercs
6onee BHICOKOH KpuTHueckod KoHueHTpauueir, Ilonumepu-
3auHs conposoxaaercs ruxpoansoM ATP, oxnako ruxponus
sHe Heo6XOAuM AJia MOMHMepH3allHH, NOCKOJABKY OHA TaK Ke
XOpOUIO HJAET ¥ B NPHCYTCTBHHM HErHIPOJH3YEMBIX aHa/JO0ros
ATP [5]. ITo Mepe yanuHeRus GUIaMeHTH MOTYT (parMeH-
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THPOBATbCA B PE3YMAbTaTe TEMNOBOrO JNBHXKEHHUS; KPOMe TO-
IO, OHH MOTYT COeJMHSATBCS APYr C ApYroM KOHel B KOHew.

Takum oGpasowm, npu MONTAMEepPH3aNHH AKTHHA MOXKeT B
NIpHHLHIE NMETh MECTO HECKOJAbKO Pa3HbiX npoueccos:; o6-
Pa3oBaHue 3aTpaBOK (HyK/aeanus), no6Gas/ienue MOHOMEpOB
K KOHIAM (uIaMeHTOB (3/10Hrainus), JHCCOLHAUMS MOHO-
MEpOB Ha KOHIaX, {parmeHTanua (QUAAMEHTOB M HX CTHI-
KoBKa. K coxanenuio, korja s pacTBOpE aKTHHA HJET NOJH-
MepH3alus, GONLIUMHCTBO 3THX MPOLECCOoB IIpOTeKaeT OAHO-
BpeMenHo. Kpome Toro, xamaw# akr tbparmMenTanuu
bunamenToB npusBoauT K 00pa3soBaHHIO HOBHX CBOGOIHBIX
KOHIIOB, KOTOphIe BeAyT ce6sl KaK 3aTpapKH. Mostomy ans
AeTAaNbHOrO aHaA¥W3a KaKoro-1u6o OfHOro npouecca HeoG-
XOLHMO TEM H/M HHHM Cmoco6oM BO3MeHCTBOBATL Ha Xon
NONUMEPH3ANHH, YTOGLI AHCKDHMHHHPOBATb pasfHyHHeE ee
aCIeKTH.

BrGop merosa ans  ouenxu MoMUMEpH3aLHH TaKxKe
BJHACT Ha TO, KaKasi M3 ee CTOPOH Gyner JOCTynHa H3yue-
nuio. Hanpuwmep, Bsiskocts 3aBucHT oT jutunm bunamenros,
HO He OT CKOpoCTH O6MeHa ux CyObelHHHI Ha KOHmaX. Ty-
IeHue GuyopecueHnuH HEYYBCTBHTENBHO K JJIHHE bunamen-
TOB H TOTOMY MOXKeT GHWTL Mepo#t JONM aKTHHA, BK/IIOYHR-
LIErocst B COCTaB bunamenToB, HO OHO 3aBHCHT OT TOro

»
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MPOMCXOAUT WJIH He Mpoucxoaur o6meH cyOweausun [5].
Ilpn npaMoM H3MepeHHH AJHHE (QHIAMEHTOB C MOMOILBIO
9JIeKTPOHHOTO MHKDOCKOIA TPYAHOCTH CO3AaeT HX parmes-
TalMa (eCJH He OrpaHHYMBATBECA JHIIL KOPOTKMMH ¢GHaa-
MmentamH). Takum o6pasom, AJd NOJHOrO ONHCAHHS KHHe-
THYECKHX H PaBHOBECHHX XapaKTePHCTHK MOJAHMepH3alHH
aKTHHa Tpebyercd OOHYHO HMpHMEHeHHe HeCKOJBKHX pas-
HHIX MeTOLOB H3MepeHHs, -

2.1.2. Akrun-ceasvisaoujue 6eaxu

EcTb naTh OCHOBHBIX MECT, I/le MOXKeT ObITh NpPHJI0MKeHO
JeficTBHe aKTHH-CBA3HBaIOILAX GenkoB. OHM MOTYT CBSI3HI-
BaThCd C MOHOMEPOM aKTHHA; C «3a0CTPEHHHIM», HJIH Mej-
JIeHHO pacTyIlHM, KOHUOM (pHJIaMeHTa; C «ONePeHHBIM», HIH
OHICTPO pacTYIIHM, KOHUOM; ¢ 60KOBO#l IMOBEPXHOCTBIO (H-
JaMeHTa; H HaKOHen, cpa3y ¢ AByMa (HiaMeHTamH, obpa-
3ys NOMepeyHylo CIIMBKY MexAay HuMH (puc. 2.1). B monoa-
HeHHe K MATH YKa3aHHBIM THIaMm BS&KMOH.&I’[CTBHH AKTHH-
CBA3HBaloOlIHe GeAKH MOTYT OKLTh YyBCTBHTEJBHBI HJH He-
YYBCTBHTEJBHH K Kajawnnuio. [Ipn TakoM pasHooGpa3HH BO3-
MOXKHOCTel BPAJ JH NOKAXKETcs YAUBHTENBHHIM, 4TO GBHUIO
OGHapYXeHO MHOXKECTBO aKTHH-CBS3HIBAIOIUHX GeaKOB U
4TO HEKOTOpPhle H3 HHX CIOCOGHH K HECKOJbKHM THIaM B3a-
HMOZeACTRHA.

Benky, CBsA3LBAIOUIHECS C MOHOMEpPaMH, MNOAABJAIOT
dopMHpOBaHHe 3aTpaBOK, 0cN1abyasas B3aHMOJEHACTBHE MOHO-
MepoB APYr ¢ Apyrom. ItH 6eJKH MOryT yMeHbLIaTbh, HO
MOryT M HE yMeHpllaTh CKOPOCTb 3JIOHTamH¥ — 3TO 3aBH-
CHT OT TOro, GyHeT JH KOMMJIEKC aKTHHA C aKTHH-CBA3LI-
BalouM GesiKOoM criocobeH NpHCOeAMHATRCA K QHIaMenTaMm,
Ipodpuann # GpparMHH — UYBCTBHTEJbHBIE K KaJblHIo Gen-
KH, B3aHMOJE/CTBYIONIHE C aKTHHOBEIMH MOHOMepamu [6].
O6Ga HYXJaIOTCs B KaJblUMH JJs1 CBA3LIBaHHf C AKTHHOM.
Komnaeke npoduauHa ¢ MOHOMEPOM MOKET HaJCTpadBaTh
npecymecTsyionne GHIaMeHTH, a KOMIJEKC ¢pparMHHa ¢
akTHHOM Her. [10aTOMy nmpoduIHH B OCHOBHOM HHrubupyer
HyK/eallHlo, TOrjka Kak ¢parMHH moOmaB/sieT H HyKjeallHio,
¥ 3jaOHrando, M3 Tpex HeuyBCTBUTEJIBHHIX K KAJBIHIO B3a-
umogeficTByoux ¢ akrunoMm GenkosB aBa — JIHKasza 1 u
GesloK, cBaA3uBalowuiica ¢ BUTamuHoM D [5], — dyuruuo-
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HUPYIOT BHE KJeTKH. PM3HOJOrHuecKoe 3HaueHHe HX CHO-
cOoGHOCTH CBSI3LIBATHCSA C AaKTHHOM HeusBecTHO. B rosoBHOM
MO3re ecTh, OfHaKo, 6enoK, KoTopbifi, CBA3HBAACH C MOHO-
MepaMH, AeNOJHMepH3yeT aKTHHOBHE (DHJIAMEHTH; ero Je-
noauMepH3yomee nedcTBHe OOBACHASTCS TeM, 4TO CBA3bI-
BaHHe MOHOMGPOB NMPHBOAHT K CHHXKEHHIO KOHI],&HT]J&]J.HH
JAOCTYNHOrO AJst MOJMMepH3andyu akTHHa [5].

«Onependnifi», WIH GHICTPO PACTYyIMHH, KOHeln aKTHHO-
BHX (uiaMeHTOB MoxeT OGHTh GJAOKHPOBAH TaK HaswiBae-
MBIMM KenHpylomuMu GeJKaMi, a TaKxe IMTOXala3uHoM B
ann D. Brokapys 104Ky 6nicTpoii c60pPKH (HIaMEHTOB, Ke-
nupylouiye 6elKu cnocoGCTBYIOT HYKJealuH, HO MOAABJASAIOT
9/JI0HralHI0 H CTHKOBKY (pHIaMeHTOB KoHen B Kosen. Cym-
MapHBH 3¢deKT COCTOHT B MOABJEHHH YKOPOYEHHHIX (uiaa-
MEHTOB, 3T0 00yCJIOBJEHO KaK YBeJHUeHHeM KOJIHUeCTBa 3a-
TPaBOK, KOHKYDHPYIOIIMX 32 CBOOOJHbIE MOHOMEpH, TaK H
OTCYTCTBHEM CTHIKOBKH. Mi3BecTHO mo MeHbued Mepe deTwipe
Genka, aeficTByOWHX NMOfoOGHHM 06pa3oM B NpPHCYTCTBHH
Ka/blHsa: redb30JHH, BHAMXH, dparMud, a takxe 6Gesok ¢
MoJ. Maccoit 90 kIla u3 rpomGouuros {5]. Bee onu cnoco6-
Hbl COKpallaTts O6Yyc/OBJEHHYIO HyKaeanuefi sar-gasy npu
MONIUMEPH3ANUH OUMIIEHHHX MOHOMEPOB M YKOpauHBaTh
yxe obpasoBaBiuHecs ¢uaaMeHTh. CymecTBYIOT TaKike H
HeuyBCTBUTEALHBIE K Ka/blHIo Kenupylomne OGenxu. Tak,
Gesky ¢ Moa, Maccoit 31 u 28 xJla u3 akaHraMeOul ¥ 6esoK
¢ Mo maccol 65 kJla us TpoMGouuTos [6] okassiBalOT cBOe
JeficTBHE HE3aBHCHMO OT NMPHCYTCTBHA HJIH OTCYTCTBHSA Kalib-
nus. :

Eme onHa Touka, B KOTOpOH BO3MOXKHO B3aHMOZAEHCTBHE
0esKoB C (HIaMEeHTaMH, — 3TO «320CTPEHHHIA», HIH Mel-
JqeitHo pacrymuii, koHen. CpssnBaHue Oesika B Hefi MoxeT
HHHUHMHPOBATh HYKJCALUHI0O H MeIUaTh CTHIKOBKE (HJIaMeH-
ToB. OHO BJMSE€T M Ha CKOPOCTb 3JIOHTalHH, IpPHUIEM 3TO
BJIHSIHHE 3aBHCHT OT KOHLEHTpaluH akTHHA. [IpH 3HaYeHHsX
nocjaefHell B HHTepBase MEXKAY KPHTHYECKHMH KOHIEHTpa-
UHAME s MeJJIEHHO pacTymero H GLICTPO pacTymero KoH-
OB CBsi3bIBaHHE Gelka C MeJJeHHHM KOHUoM 6yner yseau-
YHBaTh CKOPOCTH 3JIOHTallHH 3a CYET NPENOTBPAlEHHs IMo-
TepH MoHOMepoB Ha HeM. Ecau, ofHako, KOHueHTpauus
aKTHHa NPEBOCXOAMT OOMBIUYI0 H3 KPHTHUECKHMX, CBS3HBa-
Hue Oesnka ¢ MeAJIEHHHIM KOHLOM NpPHBERET K CHHIKEHHIO
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CyMMapHO# CKOPOCTH 3JIOHrallHH BcJeAcTBHe GJOKHPOBaHHSA
OAHOH W3 TOYEK IPHCOefHHeHHsi MOHOMepoB. O6muM HTO-
rOM YKa3aHHBIX Tpex 3¢(peKTOB (CTHMYJAILMH HYyKJ€alliH,
HOAaBJIeHHS CTHIKOBKH H IOJAaBJIeHHsi 3JOHraguu) Oyaer
yBeJIHYEHHE YHCIA H yMeHblIeHHe AJHHB (PHIAMEeHTOB. ITH
3QQeKThl CXOAHB C TeMH, KOTOpble BHI3BIBAIOT OelKH, CBSi-
3BIBAIOILHECSE C «OMepeHHBM» KOHHOM. BoT moueMy ajas To-
ro, 4to6H ONpeJe]HTh, K KAKOMY H3 IByX KJaCCOB OTHOCHT-
cst aaHHbif GeloK, T. e, HA Kakoi KoHel (HIaMeHTOB OH
JeficTBYeT, HYKHO NPOBECTH JHOO ONHITH NO KOHKYPEHIHH
3TOro GejiKa C TAaKHMH, KOTOpPbie CBA3BIBAIOTCSH 3aBEOMO C
6HCTPBIM KOHIOM, JIHGO ONBITH C MOJTHMepH3aliHed Ha npe-
cyutecTByIOUMX 3atpaBkax [5, 6]. B Hacrodmee Bpems
JHUB PO oAuH OeJOK ONpee/eHHO H3BECTHO, YTO OH CBSi-
3bIBAETCsi C «3a0CTPEHHBIM», HJIH MeJJIeHHO PacTyllluM, KOH-
IIOM aKTHHOBHIX (DHTaMeHTOB, 2 HMEHHO MNP0 AKyMEHTHH,
coaepxauuiics B GoJblIHX KoJH4ecTBax B Makpodarax
[7]. BoamoxHo, 4To 3TO CnpaBeAJHBO H JAas OpeBHHA
[6] — coiBopoTOoyHOro Genka, KoTOPHIAi Bb3biBaeT ObiCTpoe
CHHXKeHHe BSI3KOCTH pacTBopoB F-akTHua, ykopauuBas ¢u-
NaMeHnThl 0e3 yBe/JHYeHHsi KOHIEHTPAalMH CBOOOAHBIX MOHO-
MepoB. Hu 6peBrH, HH aKyMEHTHH HEYYBCTBHTEJLHH K KOl-
IEHTPAIHH KaJdbIHs.

UerBepThlil THN CBA3bIBAHHMS C aKTHHOBLIMH (HJIaMeHTa-
MH — 3TO CBfi3biBaHHe ¢ HX 60KOBO#t moBepXHOCTHIO 6e3 mo-
cllefiylollero CIIHBaHHS MX Apyr ¢ apyroM. [lpHcoennHeHnke
6eNKOB K MOBEPXHOCTH MOXeT KakK CTabu/IH3HPOBAaTh, TaK H
xecrabuausupoBath (HaaMeHTH. TponoMHO3HH CBfi3bIBaer-
Csi HEUyBCTBHTE/NbHBIM K Ka/blHI0 06pa3oM H CTaGHIH3HpY-
et F-aktun [5], Torma Kak ceBepHH M BH/JIHH, CBf3BIBAsCh
C aKTHHOBHIMH (HJaMEHTaMH, «pa3pe3aloT» HX B NPHCYT-
CTBHH KaJablHsa [5, 8.

Ho, noxany#t, HanGosee 3pPeKTHHIMH H3 AKTHH-CBS3bI-
BAIOIIKX OEJKOB $IBJSIOTCS T€, KOTOPHhleé MOTYT CIIHBAaTh aK-
THHOBBIE (PHJIAMEHTH MeX]y CoO0H H BHI3HIBATH TeM CAMbIM
obpasoBaHie rend. CsssbiBasics ¢ F-akTHHOM, 3TH Gedku
HHAYUHPYIOT OOBIYHO TaKxe H HyKaeanHwo. Ilo meHbureii
Mepe YeThipe CHIHBAOMIHMX GHOPHANAPHBI akTHH GeJaka
€nocoGHbl HHAYIHPOBATL releobpa3oBaHHe B  OTCYTCTBHE
Kanbiis. IT0 q-aKTHHHH 3 TpoMmGouuros [5}, Bumiun {6],
&uMbpun {9] u akTHHOren WH H3 Makpodaros [6]. Bee oun
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- MpeBpamlalOT pacTBOp F-akTHHA B XeCTKHH refb, CHocob-
. MBI NMPenaTCTBOBATL ABHIKEHHIO MeTaJJHUeCKOro WIapHKa;
- no6aBjieHHe KaJpliHsd NPHBOAHT K PACTBOPEHHIO TAKOro re-
" a1, Bce uernipe nepeuncienHbix 6esika fiBJASIOTCH MOHOMep-
- #HIMH, B cayyae BHasMHA GesKoBas MoJeKy/Ja MoxeT ObiTh
pasjfejeHa Ha oTAe]bHBE JOMEHB: CepAlleBHHY, KoTopas
YYBCTBHTE/IBbHA K KaJdblHIO H Cnoco6Ha CBS3HIBATHCH C aK-
THHOBHIMH (pHIaMEHTaMH H KEeNHPOBATh HX, H TrOJOBKY, KO-
TOpasi HyXHa AJsi CUIHBaHHS (HIaMEHTOB B OTCYTCTBHE
Kaabius. CYlmecTBYIOT TaKXKe MHOTOYHC/IEHHBIE HeYyBCTBH-
reJibHbie K KajbliH0 CITHBAWIMIHe GedakH. IIBa H3 HHX, dH-
JIaMHH M aKTHH-CBSi3HBalomuit Genok W3 makpodaros [6],
SIBJASIIOTCS 'OMOJAHMEPAMH, OHH COCTOAT H3 AJHHHBIX, THO-
KHX GeaKoBHIX cyObeanuuil. MbllleyHbiH G-aKTHHHH — ellle
OJIHH HeYYBCTBHTEJbHBIH K KaJblHio CliHBalomuil  Gesok
[5]. O6pasoBbiBaTh CIUHBKH 6e3 MOMOILM JONOJHHTEILHBIX
GenkoB cnoco6HLl TaKxkKe BHHKYMHH H 0eJJOK BBICOKOH MoJie-
KyaspHo#l Maccel u3 kaerok JHHHH BHK. B To ke Bpems
¢daciHH H3 MOpPCKHX exXefl cam no cebfe MoxeT o6ecneyHTs
¢opmMHpoBaHHe JHIUL Y3KHX, MOXOXKHX HA HrJb NYYKOB aK-
THHOBBIX (DHIaMeHTOB, a AJs TOro, 4yTobbl BHI3BaTh reneol-
pasoBanHe, eMy HYXHO cOjAedCTBHe Genka C MOJ. Maccoil
220 xJla [6]. .

CeMeficTBO CIIEKTPHHA — OJIHO H3 CaMbIX HHTEpecHHX B
Tpynne Tex CUIHBAIOMHUX GeJKOB, HA KOTOpble KajAbliHi He-
nocpencrTBeHHo He aefictByer. CoGCTBEHHO CNEKTPHH — 3TO
Terpamep (af)e, oGHaApyKeHHbII nepsBoHaualbHO B MeMG-
PaHHOM cKeJeTe 3pHTPOLHTOB. af-IlUMepnl cBsi3bIBAIOTCH
APYT C APYrOM «XBOCT K XBOCTY», a TOJIOBKH MOJIEKyJ oCTa-
'EOTC.H CBOﬁO,ﬂHHMH H MOTYT Bsanmo,ueﬁcmosan C OJIHroMe-
paMu axkTHHa. a-CyObefHHHIA KamAOro JAHMEpa MOXeT,
KpOMe TOTO, B3aUMOAEHCTBOBATH C KaJbMOAYJIHHOM —
KaJblHH-CBA3bIBAIOMHM 6e/KOM, YYacTBYIOIHM BO MHOTHX
peryJHpyeMuX KajbliHeM npoleccax. JIo cux nop Henssecrt-
HO, KaKoe fefcTBHe OKa3blBaeT CBA3bIBAHHE KaJbMOAYyJHHA
Ha aKTHBHOCTb cnekTpHHAa. CnekTpuHONOAOOHblE MoJeKyJbl
HafljeHBl K HacToslleMy BPEMEHH B KJI€TKaX MHOTHX THIIOB
[10, 11, 12}, Tak uyro npaBH/bHee OyjAeT TOBOPHTbL O CceMeli-
cTBe crekTpHHA. 0-CyObejHHHIIA = CNeKTPHHA H3 3PHTPOLH-
TOB HMeeT MoJ. maccy 240 xJla. FiMmyHOJMOrHYeCKH poscT-
BeHHLIA efi Ge/IOK ¢ TAKOH K€ MOJI. Maccoil Gbin obuapyxken
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B GO/BLIHHCTBE HCCJIEA0BAHHHX THMOB KJaeToK. MoJa. macca
B-cy6beanHHUb CNEKTPHHA H3 3pHTponHToB — 220 K[la.
B xommiekce ¢ GenkoM ¢ Moa. maccod 240 x]la, pearupyio-
IHM C aHTHTEJTaMH NPOTHB Q-CNEKTPHHA, B KJIeTKax Moxer
06HApYKHUBATLCSA, OJHAKO, H CyObelHHHUA C MOJ. MacCo#
260 xJla (uailizeHa B TepMHHA/NLHOH CETH) HJIH, HanmpHMep,
235 xJ/la (nafifeHa B HepPBHBIX KJeTKaX H KJIeTKax APYrux
THNOB), DTH POACTBEHHBIE, AAlOIIHe MEePeKPECTHYI0 HMMYHO-
JIOTHYECKYI0 PeakUHI0 KOMIIeKChl GbUIH OIHCaHBl CHayasaa
KaK CaMocTosiTellbHBle O€TKH H NOJAYYHIH  Ha3BaHHe
TW260/240 u donpuna. TakuMm o6pasom, nmojo6HO MHOTHM
JAPYTHM IHTOCKEJeTHHM OenkaM, OelKH CeMeHCTBa CIeKT-
pHHA siBJslOTCH TKaHecnenuduunuiMu. To, 4To Bece 3TH Ged-
KH CO/lepKaT KaJbMOJY/JHH-CBS3bIBAIOMHE A0MeH, Obl10 yc-
TAHOBJEHO JIHIOL HeAaBHO, H UTO H3 3TOro CJedyeT, ellle
NPELCTOHT IOHATH.

MHO3HH — eAHHCTBEHHHH H3 HMEIONIHX OTHOLIEHHE K
aKTHHy OesKoB, CIOCOOHBIH TreHEpPHPOBATh MeXaHHYLCKYIO
cuay. INpoussoaumas uM 3a cuer ATP mexanuueckas pa6o-
Ta JIEXXHT B OCHOBE MHEILIEYHOro COKpameHnss H obecrneds-
BaeT, KaK moJiaralot, HaTsKeHHe, pasBHBaeMoe ¢(HOGpobaac-
TAMH H JPYrHMH K/JIeTKaMH NpPH KOHTaKTe C BHEKJIETOUHBIM
MarpHKcoM. BaaHMojeficTBHe MHO3HHA C AKTHHOM OYeHb
C/IOXHO — HACTOJbKO, YTO eMy Gblla NMOCBSiEHa OTAeNb-
Hasi KHHra B 3TOH cepuu'!. MHO3HH NMpPoH3BOAHT paboTy my-
TeM IHKJIHYECKOro B3aHMOJEHCTBHA C aKTHHOM. MHo3uH-
ADP cBni3biBaercs ¢ aKTHHOBBIMH (HIaMEHTaMH, IPOHCXO-
JAHT H3MeHeHHe KoHGopMallHH MEO3HHA, CONPOBOXKAAONIEECs
ocpoboxkeHnem ADP, u satem ATP, eciiu oH ecThb B pacTBo-
pe, 3amemaer ocBoboauBuiics 13 MuosnHa ADP u unayns-
pyeT oTcoeAHHeHHe AKTHHOBHIX HHTeH or MwuosHHa. [locae
reaponnsa ATP moxer nauatnes caeayomui uukia. Kais-
IHA peryJspyer 3TOT Mpolecc B HeCKOJbKHX Toukax. B He-
KOTOPbIX MBILEYHBIX KJE€TKax OH BS&HMO}I.&QCTBY&T C Tpono-
HHHOM, KOHTPOJIHPYSi CBSi3bIBAHHE TPOTIOMHO3HHA C AKTHHOM.
l'lpo TaKHe KJIeTKH roBopsT, YTO B HHX peryJisillia OCyllecTB-
JAsfieTcs Ha yPOBHe TOHKHX HHTefl. B Apyrux MblINNax kajib-
ILHH AeficTByeT Ha MoJieKyJy MHO3HHAa — JHGo npsiMo, JHGO
akTHBHpYsi depMeHTH, (ochOpHIHDYIOIMIHE ee Jerkue lenm.

1. Bormoy K., Muweurnoe cokpamemue.— M.;, Mup 1985.-
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B HekoTOpHIX HeMblIEYHBIX KJ/I€TKaX KajbllHi peryiHpyer
COKpamieHHe Ha ypoBHe COOPKH MHO3HHOBHIX HHTef. '

B3anmocBsi3b MeXJ1y PasHbBIMH KJacCaMH aKTHH-CBfA3bI-
BAIOIHX GeJKOB CTAHOBHTCSH fiCHEe, eC/IH PacCMaTpPHBATL ee
C TOYKH 3PeHHs TEOpHH rejeii, mpexyoxennof Flory. Ora
TeOpHs yTBepiKAaer, 4TO NPH AOCTATOYHO GOALIIOA BepoAT~
HOCTH CHIHBOK MEXAY MojuHMepaMH (OpMHpPyeTCs CHIHTAs
TpexMepHas ceTb. Tem caMbiM NpejcKasblBaeTcs CynlecTBO-
BaHHe «TOYKH releo6pa3oBaHHS», B KOTOPOHA JOJXKeH Npo-
HCXOAHTHL PE3KHH Nepexoj OT PacTBOpa K reflio, OTYACTH
CXOAHBIH B MaTeMaTHYeCKOM OTHOWIEHHH C TakKuMH (aso-
BHIMH TIepexofiaMH, KaK NJaBjieHHe H HCnapeHHe; JajibHeH-
Ilee yBeJdH4YeHHe KOJHYeCTBa CLIHBOK — 3a TOYKOH reje-
06pa3oBaHHs — HOJXKHO NMPHBOAHTL JIHMIb K H3MEHEHHK»
JKecTKoCTH resisi. Takum o6pasoM, Geniku, o6pasyiolue no-
mepeyHble CUIHBKH, OyAyT NepeBOjHTH BA3KHi pactsop F-
aKTHHA B COCTOsIHMe refisi, a Te GeJIKH, KOTOpHe pa3pymaioT
(HIaMeHTH HJH BbI3HBAIOT YBelHYeHHe HX YHCJa, CTaHyT
PacTBOPATH refib NyTeM CHHXKEHHS CPejHeH HJIHHB NoJHMe-
pPOB, He CONPOBOXKJAAIOWIEroCsi BO3PaCTaHHeM  KOJHYeCTBa:
CINHBOK: rejin paCTBOPHTCA, KOrla MJAOTHOCTh pacnpeiene-
HHS CIIHBOK yMajeT HHXKe YDOBHS, OnpefeqsieMoro TOYKOH
releo6pa3oBaHHs. MHO3HH MOXeT B3aHMOZEHCTBOBATh C
relleM H BHI3HIBATbL €ro cokpauieHue. TeopHs renefi oKasni~
BaeTCsi MOJIe3HOH MPH CONOCTABJEHHH CBOHCTB AKTHH-CBA3bI--
BalOLHX GEJKOB Pa3HBIX KJacCoB W NMPH pa3paboTKe MeTo-:
JOB HcenenoBaHHsA HX ¢yHKuME. Cllenyer, ofHaKo, HMeTh B:
BH]Y, YTO TEOPHA rejiefl PaccMaTpHBAET JHMbL H30TPOMHBIE:
CTPYKTYpPH H caMa mo cebe He YYHTHIBAET TONOJOTHYECKHX
oco6eHHOCTel KOHKpeTHHIX cHcTeM. Kak craHer sicHO H3-
JaJsHeAero, TONOJIOTHA LHTOCKeIeTa fBJAsieTCss Ype3Buiyaii-
HO Ba)XHOH ero XapaKTEPHCTHKOH, KOTOPYH TeOpHsi reielf
npejCcKas3aTe NOKa He MOXKeT.

Jl1s OCMBICTIEHHOH HHTePnpeTanuH pe3yJbTaToB XHMH-
YecKoOro HCCienoBaHHs OeJKOB He0OXOAHMO JeTajbHOe 3Ha-
HHe YCJOBHii BHYTPH KJETKH, BKJAIOYas TOUHYIO CTEXHOMET-
pHIO BCeX GelKOB, HMEIOUHX OTHOLIEHHE K H3y4aeMbiM MpPO-:
leccaM, H TakHe peryastopHbie ¢gakropm, kak pH, pCa,
KOHIEHTpAlLHa HYKJeOTHIOB, a TakKe, MO-BHIHMOMY d¢oc-
donunHAHBIE coCTaB mpuieraiolinx mem6pan. B curyauun,
Korpa Geskd moryt B crexuoMerpun 1:500 sddekrusno
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HHOYUHPOBATh fBJEHHS, HeCyllHe 4epThl pe3KHX Koomepa-
“THBHBIX NEpPexojoB, KOJHYECTBEHHble MpPeACKa3aHHsi CTaHO-
BATCH, OYEBHAHO, COMHHTE/]bHBIM J1€JIOM.

2.2. Ty6yaun u c6opka MHKpoOTpyGouek

Mukporpy6oukd, nogo6H0 MHKpodHIaMEHTaM, SBJSIOT-
-Cfl JIHHeHHBIMH nojsuMepaMu. OHH MOCTPOEHBI H3 MOJIEKYJ
“Ty6yJauHa, npeacTaBAsoIKX coboit af-gumepn. Kark a-,
TaK H B-TyOyJHH HMeIOT MOJA. Maccy okoao 55 k/la u Moryr
<cozepxarp cBa3anubii GTP uau GDP. B numepe Toanko
"TOT HYKJEOTHA, KOTOpHH cBA3aH P-TyOynaHHOM, MOXKeT 06-
MmennBatecs ¢ GTP, npucyrersyomum B pacrBope. Kak u y
AKTHHA, AMHHOKHCJOTHAas MNOCJAeA0BATEILHOCTb TYOYJIHHA
BHICOKOKOHCepBaTHBHA. [lentHiM a ¥ B pasouladck Ha paH-
HHX 5Tanmax 3BOJIIOLLHH 3YKapHOT, H MOCJeAYIOIIHe H3MeHe-
HHS yKe He GblaH CTOJb cyulecTBeHHEMH [13].

[TonuMepusanusi TyGyJHHA HMeeT MHOro obuiero C mo-
JIHMepH3alHel akTHHA. MoJiekysbl coefiHHsiIOTCS H 06pasy-
10T 3aTPaBKy, OT KOTOpOH B o6e CTOPOHH Ha4YHHaeTcs poCT
TIOJHMepa, CONPOBOXKAAIOUIHACH THAPOJH3OM CBSI3aHHOTO
HykaeosuaTpudocdara [13]. KpuTHYecKHe KOHUEHTpALHH
MOJMMEpPH3allHH Ha JABYX pasHHX KOHLAX MHKpOTPyGOy-
KH HCOAHHAKOBH, YTO B TMpHHIHOE JAejJaeT BO3MOXHBIM
«IPOTOK» MOJIEKYJ TyOyJaHHA BAOAbL MHKPOTPYGOuUKH (B Tex
CJIy4anX, KOrja KOHIeHTpamus cBoGOAHOro TyOy/aHHa B
pa(:'rBOpe JEeXHT B HHTepBaje MeXay KPHTHYeCKHMH KOH-
UeHTpauHAMHE AJs KOHIOB) [l4]. ®parMeHTanus H coenH-
‘HeHHe KOHell B KOHell MOTYT, KaK H B CJy4Yae aKTHHOBHIX
«pHIaMEHTOB, H3MEHATh YHCJIEHHYI0 KOHIEHTPAUHIO KOHIOB
MHKPOTpybOueK B mpenaparte, He BJIHfisi HA KOAHYECTBO MO-
JIeKyJ, BXOASINHX B COCTAaB MOJHMEpa.

Ha c6opky MHKpOTPYGOYEK BJHSIOT KOHIEHTpAlHs
JBYXBaJIeHTHHIX KAaTHOHOB W TeMmnepartypa: OHa NOAAaBJsieT-
i KajaoiHeM, DATA u xoaonom. 'uaponus GTP He Heo6-
‘XOOHM IJs NOJHMepDH3alHH, CyAs MO TOMY 4TO H HEI‘HJIPO‘
JIH3yeMble aHAJOTH MOANEPKHBAIOT €€ Ha HOPMAaAbHOM
'YPOBHE; 0JHAaKO 0OGpasylonHecs NpH 3TOM MHKPOTPYOOUKH
YCTOAYHBH K AGHCTBHIO KajbIiHs,

- - Ilas TyOynnna pasHoo6pasHe MOTEHIHANLHO BO3MOMKHBIX
MyTeA NOJHMEpH3alUMH BhlUIe, YeM AJs aKTHHa. In vitro
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MOXHO Habmonath o6pasoBaHlie HeCKOJbLKHX PasHHX IOJIH-
MepHbIX dopM Ty6ysaHHA, MPHYEM TO, KaKHe HMEHHO GOopMEL
o6paayioTcsi, 3aBHCHT OT YCJIOBHH NpOBE[ieHHA NMOJAMMEpH3a-
uun [13]. IToauMopdu3M NpPOAYKTOB NOAHMEDH3ALUHH Ty-
GynHHA HanpaBWJ YCHJIHS HccaeloBartenell Ha nmoOHCK dak-
TOPOB, CHOCOOHBIX CTHMYJAHPOBaThH ee — 3a4acTyio B BeChb-
Ma HedH3HONOTHYECKHX yCIOBHSX. B npuHumme TyOyauH-
cBfi3biBalOniHe GeJKH MOXHO Oblio Obl KJIACCHQHIHPOBATHL
TaK e, KaK MBl KnacCHpHIHPOBAIH aKTHH-CBA3BIBAIOIIHE
GenKH, T. e, M0 CINOCOGHOCTH MPHCOEAHHATHCA K CBOOOAHEIM
MoJexkysnaM TyOynuHa, OBICTPO pacTylleMy H MelJeHHO pac-
TylleMy KOHLaM MHKpOTpyOoueK H HX GOKOBOH NOBEpXHO-
ctdH. OfHaKO MO NMPHYHHAM HCTOPHYECKOTO XapakTepa 60Jb-
IWHHCTBO AaCCOLHHPOBAHHBIX C MHKpPOTPYOOUKaMH Genkos
H3JIy4anoch AHG0 C TOYKH 3peHHSi HX CONOJHMEpH3alHH G—
TyGyAHHOM, AHGO C TOYKH 3peHHSI HX CNOCOOHOCTH CTHMYy-
JHpoBaTh COOpPKY MHKpoTpy6odek. Kak yke roBopuaock
paHee no NOBOAY MHKpO(HAAMEHTOB, TO, YTO Mbl Ha3hBaeM
NnoJMMepH3alHeH, CKaafibiBaeTcs H3 HYK/ealHH, 3J0HTalHH,
(bparMeHTamHH H CTHIKOBKH, H Ha KaX<AblH H3 NepedHCaeH-
HbIX NPOLECCOB NpH c60pKe MHKPOTPYOOUEK MOTYT BJHATH
TyOysnnH-cBA3biBalomHe Oenku. K 3ToMy Hago aobGaBHTE,
4TO, MOCKOJNbKY 3aTpaBKu Jasi c60pKH MHKpoTpy6oueK
6oJsplile TeX, KaKHe HyXHbl AJ5 COOPKH MHKPO(HIAMEHTOB,
HyKJeauusi NPH NOJHMEpH3auHH TyOyAuHa OCoOeHHO uyB-
CTBHTeNIbHA K €ro KOHueHTpauuu. [leficTBHe BCAKOTO (ak-
TOpa, CTabHAH3HPYIOULEr0 3aTpPaBKH, OyAeT NpOABAATLCHE
riaBHEIM 00pa3oM B CTHMYASIHH HYKA€AaUHH — He3aBHCH-
MO OT TOTO, fiBAsieTcs JIH 370 ero ¢yHKuued in vivo. HMmesn
BCe 3TO B BHAY, NepeijieM K 06CYXKAeHHIO aCCOLHHPOBAHHHX
¢ MHKpOTpY6OYKaMH 6€e/lKOB MO OTAENBLHOCTH.

2.2.1. Beaku, accoyuuposannsie ¢ TYOYAUHOM

JlBe OCHOBHHIE rpynnsl GeaKoB, aCCOLUHHPOBAHHBIX C MHK-
porpy6oukamu (BAM), 6biin mepBoHauaNbHO HAEHTHOHIM-
pOBaHBI MO CNOCOGHOCTH He OTAeNfAThCA OT TyGyJaHHaA B
HHKAAX MOJHMEepH3alHH — [AENOJHMEpPH3alHH HJAH Ocra-
BaThCsA CBA3AHHBIM C 3THM OeKOM NIpH €ro OYHCTKE APYrH-
MH MeTOfaMH. 3aMeTHM, 4TO ChHOCOGHOCTb OCTaBaThCH MO-
CTOSIHHO CBSI3aHHBEIM C TYGYJAHHOM He/b3f CYHTATh aneKpar-
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HbIM KpHTepHeM CHelmH(PHYHOCTH B3aHMOJeHCTBHS C HHM,
TIOCKOJIbKY TY6yJHH — CHJbHO 3apsiKeHHbli 6e/oK B MoXeT
BECTH ce0si Kak HoHooOMennuk. OpHako GeJKH 3THX ABYX
©OCHOBHBIX IPyNN GBUIH Takxe OOHApyXeHbl Ha MHKPOTPY-
604Kax B (PHKCHpOBAHHBIX HEIKCTPATrHPOBAHHBIX KJeTKaXx.

Oany rpynny BAM cocraBasiorT GeJKH C BHCOKOA MoJ.
maccoit (ot 290 o 350 klla), HX MPHCYTCTBHE XapaKTepHO
JU1si MHKpoTpybouek rososHoro Mo3ra [15}. B apyryto rpyn-
Iy BXOAAT GelNKH ¢ MoJ. Maccofi Mexay 55 u 70 k[la, o6o-
3HayaeMble Gyksoit 7 [16, 17]. BAM BhicoKO# MoJ. MaccH,
H 1-BAM  nepBoHauanpHo OB ONHCaHB  Kak
«OeJKH, CTHMYJHpyIOUlHe  NOJHMepH3auHio. DBHelwHui
BHJ{ MHKpoTpyboueK, fekopupoBaHHBIX BAM Toft mau apy-
roft rpynnel, H JOKaJH3anHd 3THX 6eJKOB B KJleTKe I'0BO-
paT 0 ToM, yTo Kak DAM BuICOKoO#. MoJ. Maccel, TaK H
-BAM cBsa3niBaoTcsi ¢ 60KOBOH MOBEPXHOCTbIO MHKPOTPY-
Gouek. Mx cTuMmysHpyioilee BIHsSIHHE Ha NOJHMEPH3ALHIO
00yCJI0BJIeHO, MO-BHAHMOMY, CTHMyJddnHed HyKleapuH —
AHAJOTHYHO, Hafo AyMaTsk, 6eJKaM, KOTopele CBS3BIBAIOTCH
< 60KOBOH MOBEPXHOCTHIO AKTHHOBHIX (HIaMeHToB. Ha MuK-
‘porpy6oukax, aekopupoBaHHHX DAM BBICOKOH MOJ. MaccHl,
BHAHB OOKOBble BHIPOCTHl («PYUYKH»), H3-33 Yero 3TH MHK-
‘POTPYGOUKH BHINVISAAT ONMylIeHHBIMH. BoKoBble pyYKH MOryT
‘KOHTAKTHPOBAaTh C CEKpPeTopHBIMH TpaHysamu; ATP BH3H-
‘BaeT OTKpelleHHe ﬂ)anyn [18].

Heckonpko BAM 6bi10 HaeHTHOHIHPOBAHO B  pas3/Hy-
#HBIX KJeTKax C MOMolIbI0 HHOTO MeTOAa, BBISBJSIOLIEro
-CBA3b OeJKoB ¢ MHKpoTpyGoukamu in vivo [19]. B ux umc-
JI0 BXogaT 6enoK ¢ MoJa. maccoit 69 xJ/la, romoJordunii
-r-6esKaM, H 6eqok ¢ moa. Maccoi 80 kJ/la, roOMoJOrHYHLIA
N0 HEKOTOpHIM NenTHixaM OelKy, MMemollleMy MoJ, Maccy
‘69 kIla. O6a Gesnka B TO# HJIH HHOH CTeneHH PocHOpPHIHPO-
‘BaHBl, NIPHYEM 4YeM Bbillle CTeneHb HX (ocOpHIHPOBAHHO-
CTH, T€M Jy4lle OHH CBSI3BIBAIOTCH C MHKpOTpyOOUKaMu
[19]. OT0 oguu H3 HEeMHOTHX cJayyaeB, Koraa (ochopHuau-
‘POBaHHe IHTOCKeJeTHHX GeTKOB OIyTHMO BJHSEeT Ha HX
‘CPOACTBO K IIHTOCKeEJery.

B npenapare MuKpoTpyGoyek oOHapyXeHa HYKJIEO3HJ-
nudocdar—kKunasa; ee yjaelbHas aKTHBHOCTb B npenapare .
MOXKET O0CTaBaThCfi NMOCTOSHHOH HA NPOTSXKEeHHH TPeX IHK-
JioB nosuMepHu3anuk [13]. Srot pepMentr He MAeHTHUEH HH
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onHoMy H3 BAM Bbicokoit Moa. Maccel wan 1-BAM. On
<nocoben ¢ocpopunuposarb kak GDP, tak u ADP. Kaxo#t
BKJa] BHOCHT HyK/JeosuA-iHpochar—KHHA3a B (yHKIHO-
HHPOBaHHEe MHKPOTPyGOueK, MOKa HEH3BECTHO.

TyOyaHH-L-THpO3HH/Hra3a — (epMeHT, Yy KOTOPOro
uMeloTcs ABe H3oopmbl. TuposHHIHMrasa KarajlH3HpyeT
MOCTTPAHCAAIHOHHOe MpUCOeNHHeHHe THPO3HHA K C-KoHie-
BOMY TrJAyTaMary a-cyObeauHHubl TyOyawHa. OmucaHel H3-
MeHeHHs B paclpelefeHHH Kak caMoro QepMeHra, Tak H
THPO3WJIHPOBAHHOrO TyOy/MHA, OJAHAKO (YHKIHOHAJbHOE
BHAyeHHe STHX H3MeHeHH# A0 cHX mop HeuaBectHo [13].

B mpenaparax MHKpoTpy6ouek, OYHLIEHHBIX Pa3JHYHBI-
MH MerozamH, npucytcreyer cAMP-3aBHCHMAst MPOTEHHKH=-
Hasa, dra KHHasa accouuHposaHa ¢ BAM-2; B npHCYTCTBHH
«AMP u ATP ona moxer (ocdopuauposate Kak BAM-2,
rak H 1-BAM [20]. ®ocopunuporanue 3Tux 0edKOB, BO3-
MOJKHO, YCHJAHBaeT HX crabuaH3Hpylolllee NeACTBHE HA MHK-
POTPYGOUKH HJAH CTHMYJHPYET HX CBA3biBaAHHE C MHKpPOTPY-
60YKaMH.

BAM Boicokofi Moa. maccsi — BAM-1 (~350 klla) nu
BAM-2 (~270 x[la) — paiot OpH 3jaekTpodopese B MOJH-
AAKPHJIAMHIHOM rejie B MPHCYTCTBHH [OAENHACYIbdaTa HAT-
PHs rereporeHHyio kaptHHy. BAM-2 paspensiercs Ha aBa
‘KoMnoHeHTa, a BAM-1 COCTOHT MO MeHblleH Mepe H3 Tpex
®KommoHeHTOB. DBAM-1 cofepXuT Takke MOJHOENTHIB
‘MeHbIlIero pa3Mepa (HasbiBaeMbie JIErKHMH uensMu 1 H 2),
KOTOpbIE HMEIOT MOJ. Maccy npubausHtenpHo 30 u 28 klla
‘H NPHCYTCTBYIOT B cooTHolleHHH 1:1. BAM-1 pacnpocrpa-
‘HeH, MO-BHAWMOMY, GoJjiee IHPOKo, YeM BAM-2; oH o6Hapy-
JKHBAETCA KaK Ha MHKpOTpy6OuKax HHTepdasHBIX KJETOK,
‘TaK H B MHTOTHYecKoM BepereHe [21].

C MHKpoTpyOOYKaMH MoxeT OBITb CBSi3aH MeXaHOXHMH-
‘gecKuii 6e/IOK JHHEHH, KOTOpbIf BO MHOTMX OTHOINEHHSX
aHajgoruyed mMuo3uHy [22]. CocraB AHHeHHA 3aBHCHT OT
HCTOYHHKA, H3 KOTOPOro OH BHJeJeH, H METOJOB, TNpHMe-
HSBIIHXCS TMPH Bbige/qeHHH. JIHHEHH H3 peCHHYEeK - COCTOHT
TpuMepHo H3 12 nosunenTHAHHX penefl, B TOM YHCJIe Tpex
neneft ¢ mMou. maccoii ~400 klla, nByX uau Tpex memelf ¢
MOJI. Maccol ~ 85 kJla ¥ IIecTH-BOCBMH nenefi HeGoaBIIOro
pasmepa. JluHenH obaajgaer CTHMYJHPyeMO#l MHKpoTpyGou-
KaMu ATP-asHofi aKTHBHOCTbIO. DTa aKTHBHOCTH MOJaBJAs-
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erca oproBaHanaToM. ITociie HeKOTOPHIX BO3JEHCTBHI THHe-
uH, coxpansas ATP-asHyio akTHBHOCTb, OKa3blBaeTcsi Hecno-
CoOHbIM 00pa3oBBIBATh NONEPeYHbie CHIHBKH MEXAY MHKpO-
TpyBoukaMH. DTo 03Hayaer, uTo, KaK H MHOrHe H3 GelIKOB,
CINMBAIONHX AaKTHH, JHHEHH HMeeT HeCKO/bKO CBSI3BIBAIO-
IHX JoMeHOB. JIHHeHH MoXKeT CLIMBATh KakK Ay6JeTs MHKPO-
TPyboUek H3 PecHHYeK, TaK H OJHHOYHBbIe MHKDPOTPYyOOUKH,
noJiyueHHble .NPH MOJHMEPH3allHH OYHINEHHOro TYOyJHHA
H3 roJioBHoro Mo3ara. CIUHBKH Paspyumaiorcs noj gefcTBHeM
ATP. [inHeHH mpHCOejHHseTCS K MHKPOTPyOOUKaM OpHeH-
THPOBaHHBIM 00pa3oM, TaK 4TO NMyTeM JEeKOPHPOBAHHA MHK-
poTpyboYex OUHI{eHHBIM JHHEHHOM MOXeT OBITh ompejeJe-
Ha HX NOJSPHOCTS.

ITo anaforin ¢ aKTHHOM MOXHO NpPeNCTaBHTL cebe, 4TO
a5 TyOyJAMHA CYmecTByloT OesKH, B3aHMOJeHCTBYOLIHE C
MOHOMepaMH, H OeJKH, KemHPYIOLIHE KOHIb NoJHMepa.
M xorts npeackasate cBoficTBa TaKHX OeJKOB COBCeM He-
TPYAHO, HX CyLIECTBOBaHHE OCTaeTCs B HacToslllee BpeMs
runoTetndeckuM . Ha npucyTcTBHe B KleTKax HeHjeHTH(DH-
IHPOBAHHHX NOKa ﬁeJIKOB, CBA3BLIBAKOIIHXCA C KOHIAMH NO-
JHMepa, YKa3elBaeT HAJHUHe B HHX WEHTPOB HyKJ/eaiHuH.

B otiinuMe OT aKTHHOBHIX (DHIAMEHTOB, MHKPOTPYOOUKH
He 06pa3yioT B KJeTKe reis. [lefictBue Ty6yJaHH-CBA3HIBalo-
uiux OesKOB TposiBAsfeTcA rJaBHbIM oOpasoMm B crabuiH3a-
IIHH MHKPOTPyOOueK H B 00pa3soBaHHH NMONEPeYHbIX CUIHBOK,
COeMHAIOMMX MHKPOTPYOOUKH APYr C APYrOM, a Takke C
NpPOMeXYTOYHHIMH (HIaMeHTaMH H CYOKJIETOYHBLIMH opra-
HeJJIaMH, TaKHMH KakK CeKpeTopHble rpaHyJnl. H3yuenue
CcBOACTB 3THX OeJKOB, 3a HCKJIOUeHHeM JHHeHHAa H BAM-2,
HaxOIHTCH ellle B 3a9aTOYHOM COCTOSHHH.

2.3. _I;‘;e.lilm MPOMEeXYTOUHBIX (HIAMEHTOB

Tperufi #3 OCHOBHBIX KNaccoB (pHiaMeHTOB, AJf KoOTo-
Pbix HaM ONpejeJdeHHO H3BECTHH CTPYKTYyPHble GeJKH, —
3T0 NpoMexyTouHpie ¢uaameHTH, OHH HMEIOT NPUOIH3H-
TeldbHO 10 HM B AHamerpe, H ofHapyxeHH B OOJBIIHHCTBE
KJETOK MO3BOHOUHHIX. CTPYKTypHbC GeIKH NMPOMEKYTOUHBIX
¢dHraMeHTOB ObIH HAeHTHOHIHPOBAHB MO3Xe, 4yeM CTPYK-
TypHble. 6eaKH (HIAMEHTOB APYrHX KJacCoB; MO 3TOH NpPH-
yHHe 00 aCCOUHHPOBAHHMLIX ¢ HHMH OesiKax H3BeCTHO CpaB-
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‘HuTeasHO Majo. Kpome Toro, /s npoMexyTouHuX ¢uaa-
MEHTOB XapaKrepeH HaMHoro GoJjee IUHPOKHA [HanasoH
MeXTKaHeBHIX Pa3JHyHii B aMHHOKHCJIOTHOH nocClejioBa-
TeJbHOCTH, YTO TMOPOXHJIO HEKOTOpbie PpasHOIacHsi MpH
YCTAHOBJIGHHH TPHHAJIEXKHOCTH Pa3HYHBIX GenkoB TOR
MM HHOM PasHOBHAHOCTH 3THX (HJIAMEHTOB.

[TpoMexyTouHble HHIAMEHTH BCeX THNOB 06/1aAaioT pa-
Jom obmux coficTB. OHH CHHpPa/dbHEL, YTO NPH COOTBETCT-
ByIOmHX Cnocobax OKPackH NPHAAeT HM BHI NepHoAHYE-
CKHX CTPYKTyp. Bce OHH Moryr 6HITH Jeno/HMepH30BaHH H
PpenoJHMepH30BaHHl in vitro, H Ans BCeX HHX B OTJIHYHE OT
MHKpoTpyGoueK W MHKPohHJIAMEHTOB YCJA0BHA COOPKH im
vitro oxkasasuce TakoBv, 4TO HX c6opka H pasfopka B
KJeTKe, 10 Bcel BeposiTHOCTH, cobutusi peakne [23]. U na-
KOHell, /11 BCeX NPOMeXYTOUHHX ¢HuiaMeHToB Oniia npej-
JioXeHa opHa, ofmwas Moiear crpoeHHsi. CHauana npenmno-
J1arajocsk, 9T0 3TH (GHIAMEHTH COCTOAT H3 TPeXUenodeyHbx
CBEPXCNHPATH30BaHHHX CTPYKTYpP, KOTOPHle MmepeMexaiorcs
HeCNHPa/IbHBIMH 06/1aCTAMH, 00p230BaHHBIME N-KOHIEBHIM,
C-KOHIeBBIM MJIH HEHTPAJbHBIM HECNHPAJbHBIM  JOMEHOM
Geakor ¢dunamenroB [24]. Bosee noaauufi aHaaH3, OCHO-
BaHHHII Ha JAHHBIX 00 AMHHOKHCJOTHOH MocjefoBaTe/]bHO-
CTH HECKOJIbKHX TaKHX GesKOB, MOKa3aj, YTO NMPOMeXyTou-
Hbole dusaMeHTH MPeACTaBAAIOT coO0OH ABYTHXKHBIE CTPYK-
TYpHl H 4TO CBEPXCNHPa/JH30BaHHBIE JOMEHBl PacrnoJoXeHsl
B HHX He COBCeM TaK, KaK NMpeanosarajocs Mo pesyabraraMm
nporeoauTHYecKOoro aHaausa [25]. CymecTBeHHbIH BHIBOZ,
K KOTOPOMY MPHBEJH HCCJIeJOBaHHS OOOHMX THNOB, COCTOHT
B TOM, 4To HeCnHpa/H30BaHHBE 00JaCTH OYeHb 4YYBCTBH-
TeJbHbl K mpoTeoausy. Ilporeosn3 HeKOTOpHIX H3 3THX 06-
JiacTeit MOXKeT BBI3HIBATH Pa3GopKy (PHIaMeHTOB.

DBenxn npoMexyTouHbIX QHIAMEHTOB MOXHO PasjieHTb
Ha nath rpynn. M3-3a He6oJabIIHX MEXBHAOBBIX Pa3jIHYHA
Mexay 6eJKaMH H YyBCTBHTeNHLHOCTH HabmiofaeMbX 3Hade-
HHI HX MOJIEKYJSiPHOH MAacChl K YCJIOBHSIM TNPOBEAeHHS H3-
MepeHHill 3TH ceMefCTBa HMeEIOT N0 HECKOJbKY HasBaHHA,
OnutesiHalbHble KJAETKH CojepiXar o0OHYHO IHTOKepaTH-
HB — CeMelCTBO KepaTHHONoJZoGHBIX 6eJKOB € MOJI. Maccof
ot 45 no 60 x/la. HepBHble KieTKH CofepKaT GeJKH Helpo-
<$unaMeHTOB, MOJ. Macca OCHOBHBIX TNOJHMENTHAOB 3THX
<dunamentos paBHa 68, 145 u 220 k/la. B mbleyHnx Kier-
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Kax COJIepKHTCA JIeCMHH, HJIH CKeJIeTHH, € MOJ. Maccoi
npubansutensHo 53 xJla, B raHaNbHBIX KI€TKAaX — TaK Ha-
3BIBAeMBIH raHaAbHuEl OHOpHUANADHEIK xkHCaHf Genok
(F'®KDB) ¢ moa. maccoit npumepHo 55 k[la, a B KjaeTkax
MEe3eHXHMa/IbHOro NPOHCXOXAeHHS — BHMEHTHH, HJH JeKa-
MHH, ¢ MoJ. maccoit B8 k]/la. Ha6awonaeMbie 3HaYeHuss Mo-
JeKy/NfPHOH Macchl 3THX 6elKOB HEMHOro BapbHPYIOT B 3a-
BHCHMOCTH OT HCTOYHHKa (HIaMeHTOB H 3JekTpodoperH-
YyeCKo# CHCTeMBHl, HCNIONb3YeMOR 11 HX aHaJH3a,

Bce Genkn IrpoMeXyTOYHBIX (HJIAMEHTOB OBIIM AenoJH-
MEepH30BaHH H pemnoJHMepH30BaHH in vitro. Jlecmun, Bu-
meHTHH H ['®KDB ofpasyioT roMono/inMepH, coaepKaliHe
NMOJIHNENTHAN OJHOro TOJbKO BHAA. Benkn Heltpodpunamen-
TOB COCTOST H3 TPeX PasHHX NMoaHNenTHHoB. B onpepenen-
HHIX ycaoBusix Genok ¢ mMoa. Maccoll 68 k/la moxer mosn-
MepH30BaThCA H B OTCYTCTBHE (eJKOB C MoJ. Maccod 145
u 220 x[la. OnHako noayyariiHecs NPH 3TOM IrOMONOJHMe-
PH HMEIOT rMafKyio 60KOBy0 NOBEPXHOCTH — B OTJHYHE OT
HaTHBHBIX HeApodHJIaMeHTOB, NOBEPXHOCTb KOTOPHIX BHIIVISA-
JUT onymwenHo# [23]. 3To o3Hauaer, yTo GesOK C MoJ. Mac-
coit 220 H, Bo3MOXHO, GesloK ¢ MoJ. mMaccoi 145 x[la ssas-
IOTCSI OTYACTH NepHpepHUYECKHMH KOMMOHEHTaMH HATHBHHIX
¢unaMenToB H 0o6pa3ylOT Ha HX IOBEPXHOCTH GOKOBHIE
«PYYKH», BHAHUMble B 3JIeKTPOHHBIH MHKpPOCKON. 3TH CTPYK-
TYpbl NPeACTaBASIOT OCOGLIH HHTepec KakK BO3MOXHBIE
YYaCTKH B3aHMOJECHCTBHA HeHPO(HIAMEHTOB C PasJHYHBIME
6enkaMH H CyOKJeTOYHBIMH YacCTHIAMH.

B cemeficTBO DHTOKePAaTHHOB BXOAHT MHOXECTBO PasHEIX
MOJMHUNENTHAOB. JNHTENHANbHKE TKAHH H3 PasHBIX yacreir
TeJa PAa3MHYaioTCA 10 CMeKTPy COmepiKAIHXCH B HHX IHTO-
KepaTHHOB [26]. lo cux mop He ynanoch cobpaTh npome-
JKYTOYHBIe (HIaMEHThl H3 KAKOro-iH60 0JHOro HUTOKepaTH-
Ha, XOTs pas3/iHYHble KOMOHHALHH JABYX HAH GoJbliero ymc-
Jia 1UTOKepaTHHOB 06pa3ylT ¢uaaMenTH in vitro. Baaro-
Aapsi Takof OrpaHHYeHHOH CNOCOOHOCTH HHTOKEPATHHOB K.
MOJMHMEPH3ALHH O0Ka3ajloCb BO3MOXKHBIM HpO,I[EM'OHCTpHpO—
BaTh COMOJIMMEPH3ALHIO LHTOKEPATHHOB C APYrHMH GelaKa-
MK TPOMeXYTOUHHIX (uramentoB. Ben nmopobpaub ycao-
BHsl, B KOTOPHX 6e/1KH NPOMEeXyTOYHEIX (HIaMEHTOB He MO-
TYT CaMOCTOATE/NIbHO 06pa30BEIBATEL (DHJIaAMEHTH, H OCYINECT-
BJieHa cOopka B reTeporeHHoll cmecH 3THxX GenkoB {27].
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Kak noxasan aHajJH3 aMHHOKHCJOTHBIX IOC/e0BaTe/ib-
socredl, GeikA NMPOMEXYTOUHHX GHIAMEHTOB H3 PpasHBIX
TKaHed W H3 OPraHH3MOB Pa3HHIX BHJOB SABAAIOTCS OGAH3KO-
_ POJICTBEHHBIMH, NpHYEM MEXBHJIOBHE pDAa3jiHUHg MeXAy
OenKaMH GHIaMEHTOB H3 OJHOH H TOH K€ TKaHH BHIPaKEHH
MeHee, 4eM MeXTKAHeBHe Pa3/InIAs MeX/y STHMH 6eikaVH
H3 OJHOrO H TOro ke opranuama. Tak, Ajis necMHHa H BH-
MEHTHHA H3 CBHHbH CTelleHb I'OMOJIOTHH HX aMHHOKHCJIOT-
HBIX mocaenoBaTelbHocTel cocrasaser 64%, a Mis decMH-
HOB, BHIJIeJIEHHbBIX H3 CBHHbH H KypHuH, — 919% [28]. Ta-
KHM 06pa3oM, XOTs pasHHe OeJKH NPOMEeXYTOYHBIX (HIa-
MEHTOB H HMEIOT pasHHe H303JIeKTDHUEeCKHe TOUYKH H pas-
-Hbie MOJIEKY/ISipHBIE MaccHl, Bce NATh ceMeficTB 3THX GeJIKOB
HECOMHEHHO CBA3aHbl OOLIMM IPOHCXOXKAEHHeM. DBuH3oCTh
#X aMHHOKHCJIOTHHIX TNOC/e/l0BaTeNIbHOCTel MpPOSBAsieTcs, B
YacTHOCTH, H B CXOACTBE YJAbTPAaCTPYKTYPH BCeX NpOMEXY-
TOYHHX (DHIAMEHTOB,

Bnaronaps Takofi KapTHHe CXOACTBA H Pa3JHUHA MeXIy
Ge/IKaMH NMPOMEXKYTOYHHX (PHAAMEHTOB 0OKa3asoch BO3MOX-
HEIM TOJYYHTb KaK TKaHecnelnH(HIHbie aHTHTeNa (pearH-
pyoniie, HaNpAMep, ¢ BAMEHTHHOM H3 Pa3HHX JXHBOTHHIX),
TaK H aHTHTeJd, y3HAKllHe JOMEHHI, 06].].[]?[8 IJiss MHOTHX
6enKoB NPoMEeXyTOUHHX PHAamMenToB. C MOMOWIBIO AHTHTEN
WHPOKOH cnenupHIHOCTH yAaJOCh TNpPOAEMOHCTPHPOBATH
TpHCYTCTBHE GEJKOB NPOMEXKYTOUHHIX (DHIAMEHTOB B KJeT-
xax Drosophila; xak moxasbiBaeT 9TOT pe3yJabTaT, OeJKH
TPOMEXYTOUHHIX (PHNAMEHTOB ABASIOTCA N0 MeHbIIell Mepe
:i;%.i]m JKe JPeBHHMH, 9TO H MHOTOK/IeTOYHBe OpraHH3MH

Bcnencrere Toro uto GesikH NMPOMEXYTOUHHIX dHIaMeH-
TOB PasiHYalOTCHs MO XHMHYECKHM CBOHCTBaM H, KpOMe TO-
r0, MaJOpAaCTBOPHMH, JIHIIb HEMHOTHE H3 aCCOIHHPOBAHHBIX
€ NPOMEeXYTOUHbBIMH pHAameHTaMH (eJKOB H3yYeHH K Ha-
crosimemy BpemeHH. CpeiH HHX OIHHM H3 HauGojee HHTe-
PecHHIX SBJAETCA aKTHBHpyemas KalbllieM TpoTeasa, cre-
UH(HYHAS MO OTHOIIEHHIO K NMPOMEKYTOUHHM (DHIaMeHTaM,
IToxasaHo, 4To Takas mpoTea3a acCONHHPOBaHA C BHMEHTH-
HoM  [30], nmekpobmnamentamu [31] H®  necmunom
[32]. IpucyrcTerHe mporeasn Ha dHAamMeHTax obecneunBa-
eT TeCHHi KOHTaKT MexAy Helt H ee cybcrparom.. Onrr-
MaJibHas KOHIUEHTD allHA KanblLHA IOJNA aKTHBAlHH NnpoTeasmnl,
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cnenHpHYHO! K BHMeHTHHy, cocraBiser 10 MKM. Ilpoteo-
JM3 TMPHBOAMUT K GbicTpoit pasbopke ¢uaamenToB. Ocobuiit
HHTepec OMHCaHHas MpPoTea3a NMPeACTaBJISET IO CAeRylollerk
HUPHYHHe: CTaGUILHOCTH, MPOMEXYTOUHHIX (PHIAMEHTOB in
vitro Taxkosa, YTO KaXeTcs MaJOBEPOSTHBIM, 4YTOGH OHK
6biIn cnocoGHBL aKTHBHO coGHpaTbcs H pa3bHpaThesd B (H-
3MOJMIOTHYECKHX YCAOBHSAX, TaK 4TO JAerpajauns ¢uIameH-
TOB, BO3MOXHO EIHHCTBEHHO NOCTYMHHA S KJIETKH CIio-
cof BHI3BaTL HX PasboPKy.

Jlo cHx mop ynanoch 0XapakTepH30BaThb TOJBKO HECKOJb-
Ko G6eJKOB, aCCONHHPOBAHHKIX C MPOMEXKYTOUHHIMH (Haa-
MentaMu. [lnektun — Genoxk ¢ moa. maccoir 300 xJ/la —
6Bl BBIAENEH H3 TPOMEXYTOUHHX (HJIAMEHTOB KJETOK
rauoMbl [33]. OH cBsi3aH B 3THX K/eTKaX ¢ BUMEHTHHOM B
CcoOTHOMEeHHH npubauanTensHo 1:20. BHyTpHKAerouHOoe
pacmpenefeHde TJeKTHHAa OTYACTH COBMNAajaeT C.paclpene-
JeHHeM TPOMEXYTOUHHX (HJIaMeHTOB; NJIEKTHH pacnoja-
raetcs, oflHako, He 1O BCed AnHHE 3THX GuaaMeHToB. In
vitro mJeKTHH MOXeT BH3HBaTh 06Pa30BaHHE MYYKOB BH-
MEHTHHOBHIX (DHIaMeHTOB, M3 4Yero cjieayer, 4ro Jubo Ha
Kaxan#t mosHnmenTHA ¢ MoJ. Macco#t 300 klla npmrxoantcs
MO /B2 yyacCTKa CBS3bIBAHHA BHMeHTHHa, JH60 HATHBHEIK
NMIeKTHH ABJAAETCS AMMEPOM HJH TeTpaMmepoM. '

CuHeMHH — 3T0 6eslok ¢ moJ. maccoit 230 xJla, crioco6-
HBIf CBAI3HIBATHCA M €' JE€CMHHOBBIMH, H C BHMEHTHHOBBIMH
¢unamentamu [34]. OH Gbin BHEJNeH H3 MHILIEYHHIX KJle-
TOK, a4 TaKXe H3 3pHTponuToB ntHm. [Tapanemun (280 k]la)
ACCONHHPOBaH C [ECMHHOBHIMH H BHMEHTHHOBHIMH (HJIa-
MeHTaMH B CKeJeTHHIX Mbiuax nTHu. Ero copepxaHue B
MBIIIHIAX 0COGEHHO BLICOKO HAa PaHHHX CTAJHAX Da3BHTHA H
CHHIKAeTCsA Ha MO3JHHX; TaKHM 06pa3oM, OH (yHKUHOHHDPY-
eT B RJETKaX, No-BHAHMOMY, JHIb B TeYeHHE HEMPOAOJKH-
TenbHOro BpeMeru [35]. U B BHMEHTHHOBHIX, H B J€CMHHO-
BHIX (pHJIaMeHTaX napaHeMHH o6HapyXHBaeTCs He3aBHCHMO
oT 'roro, CBSi3aH JIH C HHMH TaKXe CHHEMHH.

2.4. BeaKH, acCONMUPOBAHHBIE
€ HECKOJIBKHMH CHCTEMAMH duaaMenToB

Jo cux mop MH paccua'rpusanu accouunposaﬂnue c
dusramedTaMil GesaKH Tak, KaK eCJH OH KaXAH#W H3 HHX
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MukpoTpyBouKw

B3aHMOJeACTBOBAN JIHIIL € (HJAaMeHTaMH OJHOrO THIA,
Taxkoit moaxox GbiA HCMOJb30BAH BO MHOrHX GHOXHMHYECKHX
WCC/elOBAHANX, OH OKa3a/Csl TJIOJOTBOPHBIM NDH Bhbijefe-
HHH H H3yueHHH cBofictB GenxoB. Opnako HH B CTPYKTYp-
HOM, HH B (YHKIHMOHAJbHOM OTHOLIEHHSIX CHCTEMH (uya-
MEHTOB He SIBJIFIOTCS He3aBHCHMBIMH. Mexny dunamenta-
MH pazHOro THna OniBalOT BHAHBI COeIHHSIONIHE HX mome-
peuHble MOCTHKH, H OJHO TOJbKO 3TO YyXKe yKa3biBaeT Ha
CylleCTBOBaHHe TaKHX 0esJKOB, KOTOpHie MOXHO ObiIO Gbl B
TIpHHIHNE HAEeHTHOHIHPOBATh MO HX CNOCOGHOCTH CLUIHBATh
<unaMeHTH JABYX pasHbX KaaccoB. Kak moxasanu pesynb-
TaThl MOCAENHHX HCCJeA0BaHHA, HEKOTOPHIE XOPOWIO H3BeCT-
sisle GeiKH NMOJNHOYHKUHOHaAbHB. Mmuoroobpasne BO3MOX-
HBIX B3aHMOCBSI3efi MeXJy KOMNOHEHTAMH IIHTOCKelera
YacTHYHO oTpaxeno ua puc. 2.2. Tak, BAM-2, onuu u3 ac-
COLHHPOBAHHHX C MHKPOTPYOO4kaMH GeiKOB BBLICOKOH MO-
JIGKYJSiPHO#I MAacch, CNOCOOHBIA CBA3biBaThed ¢ CAMP-3a-
BHCHMOH NPOTEHHKHHA30/, B3aHMojeHACTByeT TaKke C npo-
MeXYTOUYHBIMH (HIaMeHTaMH HepBHOH Tkanu [36] u ak-
THHOM. Ho yauBHTENbHee Bcero, HaBepHOe, TO, 4YTO €ro
‘B3aHMOJIEACTBHE € «UyKHMH» (HJIAMEHTaMU MOXET pery.u-
poBatbcst ATP. B npucyrcrBun ATP noxn neificteBnem BAM-2
BO3pacTaeT BA3KOCTh CMeCH MHKPOTpyGouek ¢ Hefipoduna-
MeHTaMH, a ¢ akTHHOM BAM-2 MoXeT B3anMOJelCTBOBATh
4 B orcyrcrBie ATP, eciu ToMbKo B pactBope ects cCAMP,
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Bsanmoneficteie BAM-2 ¢ npomexyTouHHMH ¢HIaMeHTa-
MH H MHKPOpHIaMeHTaMH HeUYBCTBHTENBHO K KaJbIHIO
[22]. Bpsa am nokaxeTcs YAHMBHTeJNbHBIM, uTo y BAM-2
HMeercsl CyIeCTBeHHasi TOMOJIOTHS CO CNEeKTPHHOM, XOTS
HEKOTOpHIe JIoMeHbl 3THX 6eJKOB 6e3 COMHEHHS YHHKaJbHBL.

Emte onns GHGyHKuHOHANbHBA GeNloK — aHKHpHH. OH
B3aAMO/ICACTBYET C AKTHH-CBA3bIBAIOLINM OENKOM CIEeKTpPH-
HoM. HenaBuo 6uU10 MPONEeMOHCTPHPOBAHO TAaKXKe €ro B3a-
HMOJeficTBHe ¢ MHKPOTPYGOUKaMH: OYHINEHHHI AHKHPHH
SPHTPOIHTOB CBA3HBAJICH C MEKDOTPYOOUKAaMH, BHLEIEHHbI-
MH MeTOJioM cO6OPKH — pa3bopKH H3 ronoBHoro Mosra [37].
C nomoipio anTHTeJ K AHKHDHHY II0OKa3aHo, YTO OH B Ka-
KoH-T0 Mepe romoiornyes BAM-1. Monekyasipnas macca
BAM-1 sBasiercst BeJIHYHHON TOTO JKe NOPSAKA, YTO H MOJe-
KyJsipHas Macca NJeKTHHa (6esika, cBA3BBAIOLIEro npoMe-
XKYTOUHHe GHUIaMeHTH B NYYKH), TaK 9TO BO3MOXKHOCTb 10~
MosoruH Mexjay BAM-1 u nJeKTHHOM B HacTosiiee BpeMs
TaKxe He MoXeT OHThL HCKMOUeHa. EjpuncrBennas napa
GHOpHANADHBIX CHCTEM, .IJs KOTOPBIX NOKA He [JOKAa3aHO
CyIIeCTBOBaHHe CBSi3HBAIOUIHX HX MeXAay coboit OHOYHK-
IHOHAJbHBEIX GelKOB, — 3TO MHKPO(QHIAMEHTH H IPOMEXy-
TouHHe pHaaMentsl. B npucyrcTBHH cAMP BAM-2 ne Mmo-
JKeT CTyXHTb TAaKOH CBSIBKOH, IIOCKOJbKY OH B3aUMOJIeNCT-
ByeT Au60 ¢ MHKpodHiaamenTamMH (B pacrBope Ge3 ATP),
au60 ¢ MPOMEXYTOUHLIMH QHIaMeHTaMH (B pacTsope c
ATP). Bo3amoXHO, 4TO 3TH JBe CHCTeMH (HJIAMEHTOB coe-
JAHHSIOTCH APYr C APYroM TOJNbKO Yepe3 MHKPOTPYGOUKH
WM TONbKO NPH HH3KHX KoHmentpanusx cAMP. Koweuno,
CTHIIKOM ONTHMHCTHYHO HafesATbCH HA TO, YTO MBI yXKe HC-
yepnaiH Bce pa3HooOpasHe MATOCKEJETHHIX GENKOB B KJeT-
Ke: BeposTHO eme OyayT oOHapy)XeHH HOBbie GeJiKH, cIo-
coOHble B3aHMOAEACTBOBATL C ABYMS HIH GOJAbUIAM YHCAOM
CHCTeM (pHIaMEHTOB.

Hpyroi THn GHOYHKUHOHAJIBHOCTH OGHADYKHBAIOT Ge-
KH, coelHHsOUHe (HOPDHANADHBIE CHCTEMBl C PasjiHYHBIMM
KOMITOHeHTaMH KJeroyHoii MemOpann. TyGyaHH  Moxer
6HTL aCCONMAAPOBAH C OKafIMJIeHHHIMH NY3HPbKAMH (OKpHI-
THIMH kaatpuHoM) [38], H3 uero, mo-BHAMMOMY, Cienyer,
4TO MO KpaiiHeli Mepe HEKOTOPHle H3 TAKHX My3blPLKOB JIBH-
XKYTCSl B K/NeTKe II0 MHKpoTpyGoukaMm. Kpome Toro, ectb no
MeHpIIeH Mepe ABe IPyNNe 6eNKOB, 06ecneYHBaIOMMX BO3-
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MOXHOCTb B3aHMOJEACTBHS MeXAYy CHCTeMOoi MHKpoduia-
MEHTOB M KJIeTOuHOH MeMOpaHoll. MukpodHiaMeHTH MoOryT
MPHCOEHHATLCH K MeMOpaHe yepe3 CeKTPHH, KOTOPHIH CBs-
3HIBaeTCq C aHKHPHHOM, CIOCOOHBEIM .B CBOIO O4epeAb INPH-
KpenisThcs K MemMGpaHHHM GeiaxaM. Kpome Ttoro, MHkpo-
(punaMeHTH B3aHMOAEHCTBYIOT ¢ MeMmGpaHOi yYepe3 BHHKY-
JIHH, KOTOPH CBS3LIBA€TCH C METaBHHKYJNHHOM — HHTe-
rpaabHeIM GenkoM meMOpaHbl, BBHAy pasHooGpasHs MeM-
6paHHBIX GeNKOB H HMX CNOCOOGHOCTH K NeperpynmnHpoBKe B
MeMOpaHe NpeACTaB/sAeTCs BEePOATHHIM CyIIeCTBOBaHHe M
Apyrax  OeJKOB-CBA30K, COEAHHSIOMHX GHJIaMeHTH K
memGpany.

2.5. Boamoxkunle Gesxn MHKpoTpabeKyn

B omnuuse oT MHKpPOTpyOOYeK, MHKPODHIaMEHTOB
NPOMEXYTOUHHIX (HIaMEHTOB AN YeTBEPTOro Kjaacca IH-
TOMATPHKCHHX CTPYKTYD NMOKa He MOXeT ObITh yKa3aH Ka-
Kofi-nubo onpeaenenHbiii obpasyomuit Hx Genok. IR
CTPYKTYpHl NMOJNYYHIH Ha3BaHHe MUKPoTpaGekyn. Onu npen-
CTaBASAIOT COGOH reTeporeHHHe, BapbHPyIOIIHEe KakK IO AJH-
He, TaK H M0 AHaMeTPy OTPOCTKH H CBA3KH, MPHKPeNJieHHble
OOHYHO K YIUIOTHEHHSIM Ha Pa3/IHYHHIX KOMMNOHEHTaX KJer-
KH [22]. U3 cka3zaHHOro BHIe SICHO, YTO MHOTrHe H3 CIUH-
BaIUX pHIaMeHTH 6eJIKOB MOTYT, CYAs MO HX MOJIeKyafp-
Hoil Macce H IHaMeTpy, IPeTeHAOBATh HA POJIb TAKHX MHK-
porpabekya. losnHee, npH o6CYKAeHHH BHYTPHKJIETOYHOIO-
ABHXXCHHS YaCTHI, Mbl MpHBeleM H Ipyrde AOBOAH B IOJb-
3y OTOXHECTBJIEHHS MHKDPOTpaGeKky. €O CLIHBAIOIUMH GeJ-
kKaMH. MaJsioBeposiTHO, YTOGH HaM GHIIH H3BEeCTHH yiKe BCe:

", TakHe OeJkH. poMe TOro, Moxer CyIIeCTBOBaTh KJaccC

6eNKOoB, «CUIHBAIHX CUIHBKH®, T. €. CBA3HBAIOLIHXCH He C
CaMHMH (HIaMeHTaMH, a ¢ GeJKOBBIMH MOJIEKYJaMH, TpH-
KPeNJIeHHbIMH K HHM, — OeJIKH 3TOro KJjacca Takxe ObUIH
66 KaHAHAATaMH Ha PoJib MHKpoTpabeky.
3aMeuaTenbHHH HOBHH KaHAHAAT HA 3Ty Posib — OBeNoK:
CNasMHH, H3MeHSIOIHA CBOI0 KOHGOPManHIO Noj JeACTBHEM.
Kanbnus. [TepBoHayanbHO cNasMuH Gbi Haliien y npocrefi-
IIHX, TJe OH CAYXKHT MeXaHOXHMHYECKOH OCHOBOH COKpale-
Hua. Korga kaiabupii «nepekayHBaeTCH» H3 MAaTPHKCA B
CrnepuaibHHeE pe3epByaphl, CNa3MHH PeJNaKCHPYeT H KIeTKa
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yanunsiercst [39]. BnocaeacTBHu cnasMHH Obii BbisiBJeH
C TIOMOINBI0 HMMYHOJOIHYECKHX METONOB B IKTYTHKOBHIX
KJIeTKax, a Takxe BOJH3H 1EHTpHOJeHdl B KJIeTKax MJe-
KOMHTAIHX. ECn oKaxkeTcs, 4To CIasMHH MJIH POACTBEH-
Hble eMy OeJIKH NEHCTBHTENbHO INHPOKO PacmpoCTPaHeHb!
KaK MeXaHoXHMHEYecKHe O6esku, (YHKUHOHHpYyOIHE B OT-
-CYyTCTBHE IPYIHX CHCTeM (HJIaMeHTOB, TO 3TO MOCJYXKHT
'ybenHTe/bHEIM apryMeHTOM B IOJb3y TOTO, YTO CNAa3MHH
«06pasyeT MHKpoTpabekyJibl,

2.6. KoBaJeHTHble MORHPUKANHN LHTOCKEAETHHX GelKoB

MHorde uHTOCKesieTHHe OGeNKH NOABEpralTcs mocie
‘TPAHCJSIHE KOBaJieHTHHM MoxupukanusaM. OaHa H3 Has-
6onee pacnpocrpaHeHHHX MoaHdukauuii — dochopuanpo-
BaHHe. B uucao 6esqROB, MOABEPrajLIAXCH B TOH HJIH HHOH
-<cTenenu pocopHaHpOBaHHIO, BXOAAT (ubpOHeKTHH, (HIa-
MHH, TsJKeJibleé H JIerKHe LenH MHO3HHA, BHHKYJHH, B-TyOy-
JIHH, BHMEHTHH, O-aKTHHHH, JeCMHH, G- H B-TPONOMHO3HH H
cnektpuH [40, 41]. BoabliMHCTBO mNepeyHCHEHHBIX GeJIKOB
«(pocOopHIEPYETCH TO CEPHHY H, B MeHbllel CTeNeHH, 0 TPeo-
HuHy. [lo THposHHY H3 IHTOCKeJeTHHX OGenkoB - (ocdo-
PHJIHPYIOTC TOJbKO BHHKYJIHH, QHIAaMHH H BHMEHTHH; 3TH
“Tpu Gesika, BOpOYEM, MPHCYTCTBYIOT B 3HAYHTENbLHLIX KOJIH-
‘4ecTBAaxX JHIIL B TPAHCHOPMHPOBAHHHIX KJEeTKaX, rie OHH
-copepxar ot 2 no 20% docdarabix ocrarkos [41]. B me-
KOTOPHIX Clyuasix posb (ocaTHeX rpynnm yxke H3BECTHA.
JlerkHe HenH HeMblIIeYHOr0 MHO3HHA B pesyabTare docdo-
‘PHNHPOBaHHA aKTHBHPYIOTCA [42]. Y AByX BHHOB mpocTeii-
wux ¢GochopHIHPOBAHHE BHI3BIBACT JHCCOLHANMIO THAMKENBIX
neneil Mmuosnna [43]. MHorse H3 accOUHHPOBAHHBLIX C MHK-
‘poTpyGoukaMi GenkoB mocae (GochopHIHPOBAHHA HAYHHA-
10T Jiydlle CBA3HBAaThCA ¢ MHKpoTpy6oukamu [19]. Onmnako
IJist OOJILIIMHCTBA MHUTOCKEJeTHBX 6e/IKOB HH (PyHKUHOHAIb-
Hoe 3HadeHHe dhochOpPHIHPOBAHHS, HE €ro BJHsHHEe Ha B3a-
HMOJIeHCTBHE MX APYT C APYIOM He H3BECTHHI.

[TomuMo ¢ochopuarpoBanus B GeskKax oOHApYKeHH H
Apyrae KoBajieHTHole Mopaupukamuu. Tak, TyGyausH nocie
‘“TPAHCASAUHH THPO3HJHPYETCH; KPOMe TOro, OH MOXeT IJIH-
'KO3HJIHPOBaThcs. AKTHH NojBepraercs ABYM KOBAJIEHTHHIM
MoAHGHKAUMAM H CONEepPXHT B HTOre N-METHIrHCTHAUH H
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N-KOHIeBYI0O ALUETHIbHYIO Ipynmy. MeTHITHCTHIHH ecTb-
TaKXe H B MOJIEKyJie MHO3HHA. B KaipMoayaune, MHO3HHe,.
a Takxke B aKTHHe u3 Acanthamoeba WMeeTCsi TPHMETHIIIH-
3HH. BHHKYJHH CONEPXHT B TOM HJIH HHOM KOJHYeCTBe
anMJbHBE TPYING; 3T0 MoryT 6biTh GoKoBbe Iemx ¢ 16
aroMaME yriepoma. O (GyHKIHOHAJLHOH POJH 3THX MOJH-
¢GHKalUHi NOYTH HAYEro He M3BecTHO. BecbMa BeposiTHO, 4TO
KOBAJIeHTHHIM MOAM(HKALHAM TNOABEPralOTcs H MHOTHe:
Apyrue HHTOCKeNeTHbie Geskd. CHcTeMaTHyeCKoe H3yueHHe:
MoAH(pHKanKi, BO3MOXHO, BHSBHT TaKHe 3aKOHOMEDHOCTH,
KOTOpPble MOMOryT MOHATH (YHKIHOHANbLHOE 3HaYeHHe 3TOro-
SIBJICHHS.

Onupasich Ha JAOCTHTHYTO® K HACTOALIEMY BPEMeHH Mo--
HHMAaHHe XHMHUYECKHX CBOMCTB GEJIKOB IHTOCKEJeTa, MB MO-
}eM yKa3aTh Te HalpaBJieHHs, B KOTOPHX 0COGEHHO HYXKHBI'
nlanbHefilnve HcenenoBanus. OvueBuaHo, 4TO Heo6XxoauMoO-
aKKypaTHOoe oOmpejie/ieHHe CTeXHOMETPHH IHTOCKeNeTHHIX.
6eJIKOB in vivo, MOCKOAbKY HeKoTOpble H3 HHX, KaK H3BeCT-
HO, CNOCOGHB BBHI3BIBaTh 3HAUHTeNbHBEe 3GGMEKTH naxe B.
crexuoMerpHu 1:500 [8]. Bo-BTOpHX, HYXHO H3MEpHTb-
IJIg 3THEX 6e/lKOB KOHCTAHTHl CBA3LIBAHHA, YTOOB MOMKHO-
6blJ10 mpeacKa3biBaTh, B KAKOM COOTHOIIEGHHH OHH Oy Iy T CBSi-
3bIBATbCsi MPH KOHKYPEHIMH 32 OJHH H TOT XK€ CBA3LIBalO-
KA y4yacToK. B-TpeTbHX, XapaKTePHCTHKE GeJKOB BaXKHO
onpefeNHTh B (QH3HOJOrHYECKHX YCAOBHAX (MPH COOTBETCT-
sylomux pH, pCa, KoHUeHTpamusaX HykJIeo3HaTpHboCcha-
TOB, HOHHO#N cusie u T. 1.). Hanpumep, F-aktuH, o6pasoBas--
luics B pacTBope C BHICOKHM COJlePXXaHHeM MarHus, BefeT
cebs1 (H cam mo cefe, H B KOMMJeKce C JPYriMu GelKaMmiu)
He Tak, kKaK F-akTHH, o6pasoBaBLIAfcs B MPHCYTCTBHH Ka-
qus [5, 44]. 210 Moxer uMeTh Gu3HONIOrHIECKOE 3HAUEHHE,.
MOCKOJIbKY, HampuMep, y aMe6bl KOHIEHTPalHs MarHusi BH-
Ile, a KOHUEHTPAIHs KaJHs HuXe, YeM B GOJIbLIAHCTBE KJie-
TOK MO3BOHOYHBIX. BO3MOXHO, 4To yKazaHHHe aBe GHOPMBI
F-akTHHa CBONCTBEHHB pa3HHM THmaM kaeTok, /[laree,.
MOCTOSTHHOE BHHMaHHe HeOOXOJHMO YAeJATb NPOTEOJH3Y,
B HeKoTOpHX cly4asix NPOTeo/]H3 siBlsfieTcs apTedarToM W
MOXeT MPHBOAHTb K 00Pa3s0oBaHHIO TAKHX OEJKOBHX ¢par-
MEHTOB, KOTODble COXPaHSIOT CBSI3HBAIOLlHe CBOHCTBA Ha-
THBHBIX G€JIKOB H MOTOMY MOTYT BJHATL HAa HX NOBeleHue
B ucciaenyeMoit cucteMe [6]. B apyrmx cayuasix, kak, na-
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TIpHMep, B CJlyuae NpOTeasbl, aCCOLHHPOBAHHON C MPOMeXy-
TOYHBIME (HIAMEHTAMH, MPOTEOJH3 MOXeT OHTh JeHCTBH-
“TeJIbHO NPHCYIIHM >KHBOH KJIeTKe MeXaHH3MOM peryJsilHu
COCTOSIHMA LHTOCKeJieTa, TIoJHBIH MepedYeHb HHTOCKEICTHHIX
GeJIKOB, BepOsiTHO, MOXHO OYAeT COCTABHTb, JIHIb YHeass
TIOCTOSIHHOe BHHMaHHe BCeM TOTeHLIHAJBLHO BO3MOXKHBIM
‘CBSI3HIBAIOLUM yYacTKaM Ha ¢HIaMeHTax, B TOM YHcJe Ha
HX pasHHX KOHIAaX H OOKOBOH MOBEPXHOCTH, H NOTEHIHAJb-
HHIM CUIHBKAM MeXIy cucTemamu ¢unamentos. M mocnen-
$iee: B3aHMONEHCTBHA MeXJy GHIAMEHTaMH MOryT OBITh
JHO0 KOHCTHTYTHBHHLIMH, JHOO peryJHpyeMbBIMH, H JIHUIb
KpHTHYEeCKOe BHHMaHHe K (u3HONOrHYeCKHM OrpaHuyeHHsiM
JUIsl B3AHMOAEACTBHA pasHOro THNMA NO3BOJHT OUEHHTb 3Ha-
YeHHe 3THX B3aHMOJeHCTBHA.



3. ApxuTeKkTypa UHTOCKEJera

O6uine Ansi BCeX THNOB KJETOK NPHHIHUNB CTPOEHHS K-
TOCKeJeTa HaXo[AT CBoe KOHKDeTHoe BolJolleHHe B ¢op-
Max, BHIO- H TKaHecnenuduyHbIX. X0oTA CTPYKTypHHIE GeJKH
HToCKeJeTa B O0JILLTHHCTBE CBOEM BBICOKOKOHCEPBATHBHHI,
cnenHpuyeckne MoauduKanux Habopa BCIOMOraTeNbHBIX
6eIKOB Je1al0T BO3MOXKHOH TOHKYIO TMOJATOHKY OPraHH3amHuH
IHTOCKeNeTa B COOTBETCTBHH C (GYHKIHAMH PAa3JHYHHX TH-
noB KJaeToK. Kaxbii THI KJIeTOK OTIHYaeTCH CBOMM, OCO-
ObIM CNEKTPOM IHTOCKENEeTHHIX GeNKOB, MPHCYTCTBYIOMIHX B
OTpeeIeHHOM COOTHOIIEHHH H CleHbHYeCKHM oOpasoM
pacroJyioxeHHHIX.

Ilutockesnerom ompelensioTcss dopMa KJIETKH, ee CHO-
co6HOCTb MPUKPEMJIAThCH K IPYTHM KIeTKaM H K cyberpary,
cBobofla ee MepPe/IBHKEHHS, 2 TaKKe TPAaHCNOPT Pa3JHYHBIX
cyOcTaHnuii B KJeTKy u u3 Hee. [Ipn Takom mMHoroo6pasuu
dyHKI KA HeeNefoBaHKE CTPYKTYPHHEIX OCHOB KaXI0H H3 HHX
B OT/EJBHOCTH Morjio Obl CTaThb KpafiHe TPYAHOR 3amadeti,
HO K CYacThio, MPaBWIbHHH BHOOD THNA KJIETOK IJIA HCClle-
JNOBaHHSA TO3BOJSET OTAEJUTh ONHH (QYHKIHE OT IPYTHX.

B nonoJsiHeRHe K BapHanuAM B CTPOEHHH IIHTOCKejeTa y
KJIETOK PasHOro THIA, OHO MOXKEeT H3MEHAThCA W B OJHOH H
Tol ke KieTKe. HekoTophie H3 Takux uaMeHeHHH SABJIAIOTCH
peakiHeil Ha Te HJIH HHbBIE BHEIUHHE CTHMYJB H MOTYT ObITh
ABTOHOMHBIMH HJIH 3aBHCeTb OT CHHTe3a Genka wiam PHK,
TOTHAA Kak, APYr#e CBA3aHbl C XKH3HEHHBIM IIHKJIOM KJETKH,
EcTe, KpoMe Toro, H TakHe H3MeHEHHS IHTOCKeJeTa, KOTO-
pPHe CTaHOBATCH 3aMeTHH JIHIIb Ha NMPOTAXKEHHH Pa3BHUTHSA
MHOTHX TOKOJIEHHH KJIEeTOK.

3.1. SpHTPOUHTH

M3 Bcex u3BeCTHHIX THMOB IHTOCKeJeTa HauboJsee mpoc-
THM 00J1aflal0T 3PUTPONUTH MJeKomuTaoiux. Mx nutocke-
JieT mpencTaBiasieT coboli mpHMeMOpaHHYIO CeThb H3 AaKTHHA
H CNeKTPHHAE, 0 KOTOPOH OBUIO ogHaXKABl CKa3aHo, YTO 3TO
«KOHCTPYKI{HSl, TIOX0XKasi Ha CeTh, CIJIETEHHYIO GJIH30PYKHM
pr6akoms» [45]. Buino 6bl, HaBepHoe, OMHOKOH CYHTATh
AKTHH eJHHCTBEHHHM CTPYKTYPHBIM OeJIKOM IHTOCKeJeTa
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Puc. 3.1

3PHTPONHTOB: NPHMEPHO HA Ka)KAbie MATb MOJEKYJ] aKTH-
Ha B HeM NPHXOAMTCA MOJIeKyJa CINeKTpHHA. AKTHH B 3DHT-
POLHTAX HAXOAHTCA NPEHMYIIECTBEHHO B (GHOPHIIAPHOMH
¢opme (B BHne F-akTHHA), Cyns MO TOMY YTO C HAM CBsI3aH
ADP, a ne ATP. KoHuenTpanusi MOHOMEDHOTO 4KTHHA B
IPHTPOLUTAX HE MEHSIeTCs NOJ AEeHCTBHEM LHMTOXaJa3HHOB.

oJEromMepos, coctosimux u3 10—17 Monekysn akTHHa,
HMEIOTCA YYaCTKH, CXOAHbE MO CBOEMY NOBEIEHHIO C GBICT-
PO pacTyIHM KOHUOM (hHJIaMEHTOB, a YYaCTKOB MEIEHHOH
c60pKH He o6HapyxeHo [46].

O6pasoBanue CJIOXHOH CeTH moA MeMGpaHOf 3pHTpPOLH-
TOB OKa3biBaeTcs BO3MOXHBIM G6J1arofaps MHOXECTBEHHO-
CTH CBSI3HBAIONHX YUYACTKOB Ha MOJIEKyJe crneKTpuHa [47].
[Tpucoenunssicc K GOKOBO#i TOBEPXHOCTH aKTHHOBHX MPOTO-
¢buaMeHToB, TeTpaMepHl CleKTPHHA, TOCTPOEHHbBIE MO IPHH-
ILHIy «T0JIOBa K XBOCTY», MOTYT CIIHBATh OJIHrOMepbl aKTH-
na. Ha mosekyne cnekTpuHa (Ha ee B-cyGbenuHHIE) ecCTb,
KPOMe TOro, y4aCTOK CBSI3HIBAHHf aHKuDHHa. CBS3HBasCh
CO CNEKTPHHOM H C OJHHM H3 HHTerpajbHHX MeMOpaHHBIX
6€JIKOB, TaK Ha3HBAaeMblM KOMIIOHEHTOM 3, aHKHDHH 06pa-
3yeT MOCTHKH MeXJYy CHEKTPHHO-aKTHHOBOH CeThI0 H MeMG6-
panofi, KoMnyekc akTHHa CO CHEKTPHHOM CTabHJIH3HpyeT-
cfl GEJIKOM, H3BECTHHIM KaK KOMmOHeHT 4.1; 3ToT 6eJioK
TPHCOEIHHACTCH K MOJIEKYJie CNeKTPHHA HemojalieKy OT To-
ro ee KOHIla, KOTODHEH B3auMOaeicTByeT ¢ GOKOBOH mOBepx-
HOCTBIO aKTHHOBBLIX ¢uiaMenToB. ONHCAHHbIE B3aMMOCBA3H
MEeXIy MOJIEKyJaMH TIOKa3aHbl Ha puc. 3.1

O ponu B3aHMOJAEHCTBHS IHTOCKEJNETHBIX OCJKOB ¢
MeMGPaHAMH MOXHO CYIAHTb TO pe3yJbTaTaM CIENYIOUIHX
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3KCcniepHMeHToB. Bo-nepsbix, 4acTHuHOE yJajeHHe CHeKTpH-
Ha M3 TeHefl PHTPONHMTOB BHI3bIBACT YBeJHUEHHE JIaTepalb-
HOH TOABUKHOCTH HHTErpaJjbHHX OeJKOB B MemOpaHe; 3To
O3HAYaeT, YTO CBsI3b C IUTOCKEJIETHOH CeThbio Hajaraer Ha
nose/ieHHe MeMOpaHHBIX GeJKOB CyileCTBeHHLIe OrpaHuye-
HHs, Bo-BTOpPHX, aHTHIMTOCKEJETHHE NMpenapaTrh, Takue,
KaK [HTOXaJIa3HHH, B ONpeJesieHHoH Mepe BJHAIT Ha Je-
dbopmupyemocts aputponutos [48]. Hakonen, smo6oe u3 us-
BeCTHBIX BO3JEHCTBHH, BHI3HBAIOUIHX OTAEJIEHHE IHTOCKeNe-
Ta, U 0COGEHHO CMEeKTPHHa, OT MeMGpaHH  3PHTPOILHTOB,
NPHBOAHUT OJHOBPEMEHHO K TOMY, 4TO pacnpejesieHue JHIH-
JoB B MeMGpaHe cTaHoBHTCH OoJiee pPaBHOMEDHBLIM; TaKuM
06pa3oM, IHTOCKeJeT y4acTByeT B MOMJAEPKAHHH acHMMeT-
PHH pacmoJioKeHHS JHNHAOB B MeMOpanHoM Oucioe. Heno-
CTaTOK CNeKTPHHA, BO3MOKHO, SIBJISIeTCss MPHUMHOH TaKoH
6oJiesHH, KAK HACJeACTBEHHBIH cdepolHTOS. .

Kaxk H# npocTo ycTpoeHH 3PHTPOLHTH MJIEKOMHTAOIHX,
naxe Ha UX TPHMepe SICHO BHAHA HeoOGXOMHUMOCTH YYHTHI-
BaThb MHOroo0pasHe BO3MOXKHLIX B3aHMocBfiseli MeXLy nu-
TOCKeIeTHHIMH GesikaMi, CnekTPHH MoXeT (YHKIHOHHPO-
BaTh TaK, KaK ONMHCAHO BHIIE, TOJHKO IOTOMY, 4TO HA KaK-
IOM €ero MOHOMepe HMEIOTCSl YYaCTKH CBA3BIBAHHA MO MeHb-
mwefi Mepe s deThipeX Gesnkoe., Ha cerb, cocTosinywo H3
aKTHHA ¥ CMEKTPHHA, CYIeCTBEHHOE BJHMSHHE OKAasHBaer
npucyTcTBHe KomnoHeHTa 4.1. HakoHen, cTenenb pocTymHo-
CTH KOMMNOHEHTa 3 MOXeT H3MeHSITbCS B pesyJbTaTe ero
CBfI3HIBAHHS C Da3/IHYHBIMH TJIHKOJUTHYECKHMH (pepMeHTa-
mu [49]. Takum ob6pasoM, aisi GosplUnHCTBA GEJKOB LHTO-
CKeJleTa HYXXHO MOCTOSIHHO HMEThb B BHAY BO3MOMXHOCTh
B3aHMOJIEHiCTBHsl He C OJHHM, a C HECKOJbKHMH ADYrHMH
OeJIKaMH,

OPHUTPOUHUTH  MJIEKOMHTAIUIMX NOALEPKHBAIOT CBOIO
(opMy ¢ TOMOIBIO IHTOCKEJeTa, MOCTPOEHHOrO0 Ha OCHOBe
24KTHHA, JTH 3PUTPOUHUTH 06XoxATca 6e3 ABYX APYTHX CHC-
TeM (uJlaMeHTOB, KOTOpble HMEITCH B 3PHTPOLMTAX MNTHIL
¥ HHBIX X#BOTHHX [50, 51]. Ilo mepudepun Bcex sputpo-
I(HTOB, 33 HCK/IIOYEHHEM 3DHTPOIHTOB MJIEKOMHTAILIHX,
NPOXOAMT MyYOK MHKPOTPYyGoueK — TaK HasbiBaeMBIH Kpae-
Boi my4ok. Ilox 3/eKTPOHHBIM MHKPOCKOMOM BHAHO, YTO
MUKPOTPYOOUKH B 3TOM NyuKe COeAHHEHH JPyr € APYrom
TonepeyHbIMH CIIHBKAMH K 4YTO OH OKpYXaeT napy HeHT-
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puonefi, Xosox BH3bBaeT paspylleHHe MHKpOTpyGouek
KpaeBoro myd4kKa, a KOorfa TeMmepaTypy ONSTh INOBLILIAIOT,
MHKPOTPY6OYKH HaYHHAIOT BOCCTAHABAHBAThCH. PacTyT onn
TIPH 3TOM OT IeHTPHOJeH (TouHee, OT TEepHIEHTPHOJISPHOrO
MaTepHakia, OKPYXaloIlero UeHTPHOJSPHBE TPHIIETH ), HHA-
KakKHX APYrUX HEeHTPoB COOPKH MHKDOTPyGOUYEK B 3IPHTpPO-
IUTax He HalaeHo. Y JHHEeHHe MHKPOTPy6ouYeK IIpPOAOJMKa-
eTcs 10 Tex NMop, NMOKa OHH BHOBb HE 3aNOJHAT nmepHdepHIO
3PHTPOIHTA TIO BCeil ero OKPYXKHOCTH.

ITpomexxyTouHble GuIaMeHTH B IPHTPOLHTAX He-MJEKO-
IUTAIOLIMX COCTOAT H3 BHMEHTHHA — OejiKa ¢ MoJ. Macco
52 k[1a, 06HapyKeHHOr0 Bo MHOTHX KJeTKaX Me3eHXHMaJib-
HOTO NpoHCXoXAeHHs. DHIAMEHTH NOKPHTH GelkKoM C
MoJi. Maccoit 230 xk/a, cHHEMHHOM, PacmOMOXKEHHBIM BAOJb
HHX nepHofnuecKH. CeTb NMPOMEXYTOYHHBIX (HIAMEHTOB HE
MepeKpHBaeTcs ¢’ KpaeBHM NMyYKOM MHKporpyGouek. Ona
acCOIHHPOBaHa; OJHAKo, ¢ MeMOpaHO#t H B IeHTpaJdbHOH
YacTH 3PHTPOLHTA MPOCTHPAETCS OT ONHOH €ro MOBepXHOCTH
no npyro#, o6pa3ys BOKpyr sifipa Hedro Bpome canka. Cu-
HEMHH, MO-BHAHMOMY, CIIHBAeT BHMEHTHHOBBHIE (DHIAMEHTHI
Apyr ¢ apyrom [52].

OPHTPOIHTH HE-MJEKONHTAIONAX, KAK H SPHTPOLHTH
MJICKOTIHTAIOIHX, COfepkKaT noAMeMOpaHHYIO CeTh H3 aXTH-
Ha H CHeKTpPHHA, MpHYeM TOCHeqHHH, MOJO6HO CHIEKTPHHY
MJIEKONUTAIOIHAX, cnocoben (ochopHIRPOBATLCH H CBSA3H-
BaTb KaJbMONYJAHH. PYHKIHOHANIbHOE 3HAYEHHe 3THX peak-
1l — CBASHIBAHUS CIEKTPHHA C KaJbMOAYJHHOM H (hocdo-
PHJIHPOBAHHs CNEKTPHHA — HEe H3BECTHO HH IJIl TOH, HH
IJisi pyroit rpynnbsi 3pHTponuTOB, MoOXHO, OfHaKo, mpen-
TOJIOKHKTb, YTO Y 3PHTPOLHTOB MJEKONHTAIOIKX 3TO. PYAH-
MeHTapHbIe ‘PeaKIiH, ABJIAIONHEeCs] OTrOJOCKOM 6osee CIOXK-~
HBIX B32HMOOTHOLIEHHA MeXJy KOMIIOHEHTaMH ILHTOCKeJe-
"Ta, CBOHCTBEHHBIX CONEpXKAIHM SAPO  IPHTPOIHTAM.
OcTaeTcsi HeSICHBIM KB TO, KAKHe HMEHHO CTpPyKTypHBHie 0CO-
OEHHOCTH MO3BOASIOT IPHTPOLMUTAM MJEKOIHTAIOMHX 06Xx0-
IuThesl 6e3 nByx QHODHAJNSPHBIX CHCTeM, HMEIOINHXCH Y
BCeX JPYrAX 3pHTPOLHTOB.

XoTA efMHCTBeHHAsA (QYHKUHA UMTOCKEJIETd B 3PUTPONH-
Tax, MO-BHIHMOMY, 3aKJi04aercsi B MOAAepPKaHHH HX dop-
MHl, OH T€M He MeHee TOjBepraeTcsi H3MeHEHHAM B mpoilec-
ce co3peBanHsi 3THX KJaeTok [53]. HanpuMep, cHuTes ra-
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KHX HHTOCKeJeTHbHX 6e/KoB, Kak KoMmoueHTH 4.1 u 4.2, Ha-
YHHAEeTCsl JIHLIb HA CaMBIX MOCJEAHHX CTAJHfiX CO3PEeBaHHf
pérukynonuros. KpoMe Toro, B mpotiecce 3MGPHOHAILHOTO
pasBHTHSI MeHsieTcsi pacnpejejieHHe CHHeMHHA BAOJb BH-
MenTHHOBbIX (unamentos. Ot cragum passuTHs 3MGpHOHA
33aBHCHT H B3aHMoJelicTBHe a- ¥ f-cyObelHHHI CHNCKTPHHA,
JIEMHTHEPYIOIUM (aKTOpoM NI cOOPKH CNeKTPHHA SIBJISIET-
csl, MO-BHAHMOMY, HaJIHUHE CBSI3HIBAIOUIUX YUaCTKOB Ha MeM-
Gpane.

3.2. TpoM6GouMTH

TpomGouHTH — 3T0 Ge3bsimepHble KJIeTouHbie (parmMeH-
THl, UHPKYJHPYIOUHe B KPOBSIHOM pyciie W MPHHHMaoIHe
yuacTHe B o6pasoBaHHu TpoM6oB. ObecneunBas, KaKk H Y
IPHTPONMTOB, MOCTOSIHCTBO KIETOYHOH (POPMBI, IHTOCKEJEeT
B TpoM6OIHTaX KpPOMEe TOrO NPHHHMAeT yuyacrde B mpoliec-
cax u3MeHeHHsi UX (GOpPMH H HX NPHKpeNJieHHs K pasjiny-
HbHIM moBepXHocTsiM. Pasnoobpasne ¢opM, KOTOpHE MOXeT
NpUHHAMAaTh TpoMOGouuT, HeBesuko. [lokosiuiics Tpombo-
IHT — 3TO AHCKOBHAHHH, CHMMETPHYHBIH KJIeTOuHHH dpar-
MeHT. AkTuBanus TpoMGonHTa BH3bBaeT o6pasoBaHHe Y
HEro MHOTOUHCJEHHBX (HJIONOAHHA; 3aTeM, eCJH HMeeTcs
MOAXOAAINASA MOBEPXHOCTb, AKTHBHDOBAHHBI TPOMOOLHT
pacmiacteiBaercs Ha Hefl. [lepexon or craaum mnoKos K
GUIONOAHANBLHON  cTaAHH AD HEKOTOPO# cTemeHH o6GpaTHM,
ecJIH e HavaJoch paciyiacTbiBaHWe, MPEeNOTBPATHTb €ro
3aBeplieHHe OueHb TPyRHO [54].

B onncaHHOM ABYXCTaIMAHOM mpolecce H3MeHeHHs dop-
MB TPOMOGOIMTOB NMPHHHMAIOT yYacTHe JABE LHTOCKeJeTHhie
cucreMbl [565]. ¥ -AuCKOBHAHBIX TpPOMOOLHTOB HMeeTcs
KpaeBoii My4YOK MHKpOTPy6ouek, «NPOLIHTHH» accomHHpo-
BaHHBIMH C MHKpOTpy6oukamu Geinkamu, Kpome Toro, oHu
COlepXKaT AKTHH W MHOTOYHCJEHHble AKTHH-CBSI3BIBAIOLHE
OeJIKH, pacnpefie/leHHe KOTODbIX Npu ¢opmHpoBaHuu (uio-
TMOAM# H PACNJACTHIBAHHH COIVIacOBaHHBIM 06pasoM MeHs-
erc. Bce Tpu cocrosinds TPOMOONHTOB NOKasaHH Ha
puc. 3.2

HeranibHoe u3yueHHe NMePeCTPOEK LHTOCKeseTa TpomGo-
'IATOB MPOBEJEHO METOAOM HMMYyHOdJyopecneHiun [56].
[ToBenenne TyGynuna B TpomMOOUMTaX CPaBHHTEJBLHO TIpocC-
TO: HA CTafHH MOKOS MHKPOTpyGoukH OOHApYyXKHBAOTCH
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PacnnacTanHeiit

DucKOBHAHBIA OunoNoAMaNEHbIA

Puc, 3.2

JHIIb B COCTaBe KPaeBOoro mydka, fmocjie akTHBalUUH ymops-
JOYeHHOCTh MX PACMOJIOXKEHHs HapyllaeTcs M OHH mepepac-
npefensiioTes, npuYeM, Mo-BHAHMOMY, MAaCCHBHO, NOJ AeHcT-
BHeM cHcTeMbl MuKpodunaMmeHnToB. Hamporus, mepepacnpe-
JleJicHHe AKTHHA W aCCOUMHPOBAHHBIX C HUM OEJKOB HOCHT
BecbMa CJIOXKHHI XapakTep. B nokosimuxcs TpoMGOUHTax
aKTHH, MHO3HH, QUJIaMHH H q-aKTHHHH O0OHapyKHBAlOTCS B
rpaHyJfipHOM MaTepHaJie, MPeACTaBJaAIONeM coboil 6osblIne
H, BEPOSITHO, PHIXJIHeE arperarbl, TOTJa KaK TPOMOMHO3HH
pacnpenesed mpakTuyeckH pasBHoMepHo. Bo BpeMsi o6paso-
BaHHuA (QUIONOJHH AKTHH KOHNEHTPHpyeTcsl B HHX MO Beelf
HX AJIHHe, 0CBOOOXKIas B Kakofi-TO Mepe NeHTpPaJbHBIfA paii-
oH TpoM6onura. TpomoMHO3HH ¥ (HJIaMHH TakXKe pacmo-.
JlaraloTcs mo Beell pyuHe dHIONOAHHA, ONHAKO TPONOMHO3HH
NpH 3TOM YXOAMT M3 HEHTPAJbHOro palioHa, a. QHIAMHH
eme o6HapyxuBaeTca B HeM (B BHAe pBIXJo# (Gubpuisap-
HOft cern). B oTJHYHe OT 3THX Tpex O€JKOB MHO3MH H
G-aKTHHHH 3aHHMAlOT JIMIIb TPOKCHMAJIbHYIO TOJIOBHHY -
GUIONOAMA H NO-IpeKHeMy NPHCYTCTBYIOT B IIeHTPaJbHOH
YacTH TpoMOouuTa — B BHAE TPAaHYJAPHOrO HJH PHXJIOro
¢bubpusasiproro Martepuana. PacmiacTeiBaHue TPOMGONHTa
TNPHBOJNT K JAaJibHeflleMy nepepacnpeleleHHI0 paccMart-
puBaeMBIXx GesKOB. AKTHH pacmoJsiaraercsi Temepb mo Kpalo
TPOMOOIHTA; HHOrJa BHAHBI TaKXe HAyliHe K ILeHTPY myd-
KH aKTHHOBBIX (DHJIAMEHTOB, HO B caMoM LIEHTPaJbHOM pafi-
OHe aKTHHA CPaBHHTeJNbHO Maso, MHo3HH OOHapyXHBaeTcs
NpeHMyecTBEHHO B NEHTPaJbHOH 4YacTH TpoMOouuTa; TO
e MOXHO CKa3aThb H O TPONOMHO3HHe, XOTfl pacmpepese-
HHe 3THX JIByX GeJKOB HE BMOJIHE OJIHHAKOBO. B mentpasn-
HOM pafioHe Jokanusyercs u (QuOPHIJISPHO OPraHHW3OBaH-
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Hblfi punamud. HanpoTHB a-akKTHHHH H3 3TOro paifioHa B 3Ha-
YHTEJbHOH Mepe BbITECHAETCH H KOHIEHTPHPYeTCs Ha
nepudepun. CkasanHoe cyMMuposano B Tabn. 3.1, Kaxk
pacnpefelieHH Jpyrde aKTHH-CBA3HBaloliHe OeJKH, TakHe,
KaK npoduyuH u 6esok ¢ Mo, Macco#t 90 k[la, renssecTHo.

Tabasua 3,1, Lurockener TpomGouura

JlucKoBBAHE DOuAONOAHANBHE A PacrnjacTaHan
Pagou 12 1 2 3 12 3
TyGyauu Tk = - -+ + —cny-

. TaHHHR
AKTHH rpanynspunit | ++ 44 * + +4 =
Mmuoaun H — + rpamy- | =% +

JAAPHHIH

a=AKTHHHH y — 4+ =* ++ =
OuaamMHe ol e + 4=
T ponoMHO3HH JudxbyaHbIf ++ 4+ — =+ -+

C yderoMm onucaHHOH BHIIe KapTHHBI CJIOXHBIX H COrJia-
COBAHHHIX TEPeCTPOEeK UKHTOCKeNeTa PacCMOTPHM pesyibTa-
Thl GHOXHMHYECKOro H3yyenus GelKoB TpoMGonutos. Kasb-
Ui cTHMyaHpyeT (ochopuaHpOBaHHe JETKOH Iend MHO3H-
Ha [42] u cBAsmBanue mpopuauna ¢ akruHoM [5]. Kpome
TOro, OH MOAaBJsieT O0Gpa3OBaHHE O-aKTHHHHOBHIX CHIH-
BOK Mexay ¢unaMedtamu [5]. B To xe BpeMms
cBsi3biBaHHe (uUJIaMHHA ¥ TpPONOMHO3HHA ¢  F-akTu-
HOM HeYyBCTBHTeJbHO K KaJbuuio [6]. Ha mepmmit Baraspg
TAaKOH XapakTep KaJbLHeBOH 4YyBCTBHTEJbHOCTH mepeyHc-
JeHHBIX peaKiHii MPOTHBOPEYHT TOMY, 4YTO TOACKAa3bBaeT
HHTYHLHA, MOCKOJAbKY AKTHBAIHA TPOMGOLHTOB CONMPOBOXK-
JaeTcs MPHTOKOM B HHX KaJbiHA ¥ BoapacTanuem ux pH.
HekoTophie H3 ONHCaHHBIX MePeCTPOEK UHTOCKENIeTa MOXKHO
6610 6B, ONHAKO, OOBACHHTL C MOMOINGIO -CJAEAYIOUe# cXe-
MBI cO6HTHI. B nokoamuxcss TpoMGOUHTAX aKTHH HaXOMHT-
CA B KOMIIEKCe C YYBCTBHTEJbLHBIM K KaJbIHIO aKTHH-CBA-
anBaomuM Genkom. Korxa koHueHTpauusa Kanbuus # pH
BHYTPH TPOMGOIHTA BO3pacTaloT, NPO(HIHH BH3HIBACT AHC-
COnHAanHI0 KOMMJIEKCa, H BHICBOGOAHBIIHACA aKTHH HaYHHA-
eT NOJIHMepH30BaThCs, NpHYeM CTAaauA HYKJeanuH OCYIIecT-
BiIsieTCA HeKHM OeJIKOM, JHOO HeUyBCTBHTEJbHBIM K Kalb-
1K, JHOO AKTHBHHIM TOJIBKO B TIPHCYTCTBHH  KaJjblHf.
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CoraacHo paccMaTpHBaeMOil CXeMe, 9TOT HYKJEHPYIOUIHH
6eJIOK LOJIKEH MPHCYTCTBOBATH B MEHbIIEM KOJHYECTBE, YeM
YIOMSIHYTHH panee GesOK, CBA3HBaIHA akTHH. Kak Tonb-
KO B KaKUX-HHOyAb pacTymux (uiAamMeHTax CTaHeT GoJablie
IWeCTH MOHOMEpPOB, K HHM CMOKeT NPHCOeXHHHTbCA TPOINO-
MHO3HH, H (DHJIAMHH HayHET CHIHBATb 3TH (HJIaMEHTH MeX-
ny coboit. A nocne dochopunupoBanus Jerkoil UENH Muo-
3HHA C aKTHHOBHIMH (pHIIaMeHTaMH CTaHer cnocoﬁeu B3aH-
MOJeHCTBOBATL H 3TOT GesoK.

Hegoropuie 3 COOLITHH, MOCTYJAHpPYeMBIX PacCMOTpeH-
HOH cxXeMOM, MOT'YT, KaK 3TO yXKe yCTAHOBJIEHO, HMeTh MecTo
B JAeACTBHTEJNbHOCTH. Tak, HabJIOLalTC IPHTOK KaJblHA
1 usMenenne pH [54]. [IpodHnuH cBA3LIBaeTCs C aKTHHOM
B NPHCYTCTBHH KaJjblus 6ojiee MPOYHO H MOXKeT MOJHMe-
pH30BaThcd Ha GLICTPO PACTyllieM KOHIE aKTHHOBHIX (puja-
MentoB [5]. HeMbimeynnifi TPOMOMHO3MH CBA3HBaeTCss C
IIeCThI0 AKTHHOBHIMH MOHOMepaMH B (QuiaMeHTe, a buia-
MHH, O-BHAKMOMY, He B3auMojefcTByeT ¢ G-akTuHoM. O6-
HapyXeHO TakKke, YTO B MOKOANMMXCA TPOMOGOHMTAX aKTHH
HaxXOJQuTCsl B arperarax AHamerpoM 10—20 u pnunoft 20—
40 M — cadmkoM GONBUIHX AJA TOr0, YTO6H GHThHL KOMII-
NieKcaMHE akTHHa c npoduaunHoM. [lox peficTBHeM KajabuH$
H3 TAaKHX arperatoB O0CcBOGOXJaeTcs ¢-aKTHHHH.

Ona panpHediero 060CHOBAaHHSA CXEMBl HYXHO GbijIo GHl
OnpejeNinTh KO3(@HIUHEHTH CPOACTBA MEXAY pPas/IHUHBIMH
6eJKaMKH H KOMILIEKCAMH NPH (PH3HOJOrHYECKHX KOHLEHT-
papuAx KaJbuMs H 3HadeHHAx pll, He 3a6uiBas mpH 3ToM,
yto F-akTus, o6paszoBaBmiuiics B NMPHCYTCTBHH HOHOB Ka-
U, OTAHYAeTCA MO CBOMM GHOXMMHYECKHM XapaKTepHCTH-
kKaM ot F-akTHHa, nosyyeHHOro ¢ nomombio Maruds. Haxo,
BIpoYeM, 3aMeTHTb, UTO Aaxe 06CYyKIZaeMas CXeMa He MOXeT
00'bICHHTh, IMOYeMy HHKaKHe fABa OenKa He pacnpefeeHbl
OJMHAKOBLIM 06pa3oM B aKTHBHPOBaHHBIX TpoMGouurax. Be-
POSITHO, yXe Ha3peja HeoOXOAHMOCTb B HCCJELOBAHHH Ta-
KHX BCe eme He H3yYeHHHX (PAaKTOPOB, KaK B3aHMOJEHCTBHE
¢ GoChONHNHAHBIM GHCJIOEM.

U nocnenee. TpoMGOUMTH SBAAIT HaM NpPHMeEp ABYX-
KOMIIOHEHTHOro HHTOCKeJieTa, B KOTOPOM JBeé CHCTEMH llJH-
JIAMEHTOB HHKaK He B3aHMOJAEHCTBYIOT APYr C APYroM, eciH
He CYMTATh BLI3LIBAEMOH AKTHHOBOH CeThi0 JedopMaunuH
KOJIblla MHKPOTPyGOY€eK; C APyro# CTOpPOHM, OHH NpexCTaB-
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AT coGofl OTJHYHYIO MOAENb AJS HM3yYeHHS TOro, Kak
MHO¥eCTBO aCCOUMHPOBAHHHIX ¢ AKTHHOM OeJIKOB BOBJeKa-
eTCs B MOCTpOeHHe AHHAMHYHON, BHICOKOCHelHalH3HPOBaH-
HO#t CHCTeMB MHKpOdHIaMEHTUB.

3.3. duGpobracTn

®uGpobaactsr GOPMHPYIOT BHEK/IeTOUHBH MaTpukc. OHH
NenalT TKaHb Oojee TJIOTHOH H NMPHHHMAIOT y4yacTHe B 3a-
KHBJeHHH paH. PuGpP0O6sacTONONOGHBIE KJIETKH aKTHBHO
nepeMentanTes B pasBHBaoLieMcs SMOPHOHe H JaloT Haya-
JI0 Py Me3eHXHManbHbIX TKaHefi. Takum 06pa3oM, KpoMme
obecneyeHHsl MOCTOSHCTBA KJIETOYHO# (GOPMBI MIH ee OLHO-
KPaTHOro CTePeOTHMHOrO H3MeHeHHs, KpOMe y4yacTHsl B pac-
NIacTHBAHHH KJETKM Ha cyGeTpare, Hurockedaer ¢HuGpo-
671aCTOB 10JIKeH BLINOJHATL euie W QYHKUHH, CBA3aHHLIE C
AKTHBHEIM [IBHXKEHHEM, NOJfApH3alHell KJIeTKH M reHepupo-
BaHHeM HaTsxkeHHs. OTMETHM TakiKe, YTO MOCKOJAbKY ¢(HO-
po6JacThl — yKapHOTHYECKHE KJIETKH, OHH CNOCOGHH K Ha-
MpaBJIeHHOMY MepeMeLieHHIO BelleCTB BHYTPH KieTKH. Ta-
KOe  paciiHpeHHe cnHcka @yHKUui OTpaxaercss B
YCIOXHEHHH OPraHH3allHH UHTOCKesera.

CrpykTypa umrockesera ¢u6pobsacra CyuwleCTBEHHHIM
06pasoM 3aBHCHT OT TOro, B KakoH (pase IHKJIAa U Ha KaKOM
cyGeTpate oH HaxoauTcs. Tak, mepecTpodKa HMTOCKeNeTa,
Ha6I0a011asaCs NpH nepeceBe KYJLTHBHPYEMBIX KJETOK,
CpaBHHMA C TOMH, KOTOpasi MPOHUCXOAUT MO OKOHYAHHH MHTO-
3a, B sMOpHOreHese WIH NpH 3axKHBAeHMH paH. OpHako
KyJbTHBHPYEMbIE KJeTKH -— 3Ha4YHTe/]bHO 6ojee ynoGHbIf
06beKT 1A HaGJaI0AeHHs1 H 9KCIepHMEHTOB.

OxpyraenHolit pu6po6aacT OTBEYaeT Ha KOHTAKT C MPH-
eMJIeMHM Cy6cTpaToM (OPMHPOBaHHEM MHOrOYHCJIEHHBIX
(unononuit. ITH TOHKME, AJHHHBIE OTPOCTKH KaK OyATO
OLLyNHBAIOT NMPOCTPaHCTBO BOKPyr ¢ubpobiaacra. Tam, raoe
OHH KOCHyTCsl CyGCTpaTa, MOXKET HauaThCsl npomecc Mnpu-
KpemjieHHs K Hemy. Ecin o6pasyercs KOHTaKT c He3akpen-
JICHHOA 4YacTHHeH, QHIOnOnHA HepeaKo MNpPHJEINSETCS K
Heil u BrAruBaeTcsi BMecTe c Heil o6paTHo. Kak Tonbko ume-
J10 KOHTAKTOB KJIETKH C CyGCTPAaTOM CTAHOBHTCSH JOCTATOYHO
BeJIMKO, ee Kpaill Kak Gn MOKpHBaercs psa6bio; 9TOT mpouece
¥ mpouecc 06pa3soBaHHs (UIONONHA MOTYT CMEHATH APYr
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gpyra. AKTHH Ha 9TOH CTajHH OOHapyXHBaeTcs B GOJBIIHX
KOJIHYECTBAX B CKJAAKaX KJIETOUHOro Kpas M B TONCTHIX
BOJIOKHAX, MepeceKapliEX OKOJOsZepHOoe NPOCTPAaHCTBO
[67]. Ilo Mepe Toro Kak KjaeTKa MPOAOJXKAaeT PacmaacTH-
BaThCsA, 3TH BOJIOKHA MNepepacinpefenslorca H 06pasyioT BO
BHYTPEHHHX OGJIACTAX KNETKH CeTh C svefikaMH B cdopme
MHOrOYTOJILHHKOB. B TeueHHe mocienyoiHX 9acoB MOJHro-
HaJbHAs AKTHHOBAsi CeTh NMepecTpauBaeTcs B TAK Has3hBae-
Mbie BOJIOKHA HaTsXXeHHs, H KJeTKa npHoGpeTaeT Xxapakrep-
HBlfl a8 uHTep¢asHoro ¢ubGpobiacra BHA.

[TepepacnpenenesHe TPONMOMHO3HHA MNPOHCXOJAHT He-
CKOJIbKO HHaue. Ha paHHHX crajguax, Koraa 6ojbiioe KOJiH-
YeCTBO AKTHHA COAEPKHTCA B CKJIAAKaX KJIETOUHOro Kpas H
TPaHCBAEPHBIX BOJIOKHAX, NMPAaKTHYeCKH BeChb TPONOMHO3HH
aubdysHo pacnpeaener BOKpyr siapa. [lo okonuanuu ¢op-
MHPOBaHKsI MOJHrOHANbHOH CeTH TPONOMHO3HH OGHAPYXH-
BAeTCsl yXe B HeH, OTCYTCTBY#, NpaBaa, B BePUIHHAX MHO-
royronsHHKOB, [Tocsie mepecTpofikKy CeTH TPOMOMHO3HH pac-
noJiaraercsi BAOJbL BOJIOKOH HATsXeHHs C MepHoAOM NpH-
6JaH3UTENBHO 1,5 MEM,.

Eume omuH THN mepepacnpejieleHHd AeMOHCTpPHpyeT
o-aKTHHHH. Ha caMbiX paHHHX CTafHSAX 3TOT 6eJIOK, KaK H
TPONMOMHO3MH, pacnpefeien AHGOysHo B HeHTpe ¢ubpo-
6aacra. OQHAaKO MpPHUMEPHO Yepe3 BoCeMb 4acoB OH obpa-
3yeT HeGOJiblIHe CKOMJIEHHS, COBMAjalollHe C BepIIHHAMH
aKTHHOBLIX MHOTOYrOJIbHHKOB, B MecTax pacnosoxeHHs
9THX CKOMJIEHHH HAaXOHATCHA TAaK HasnBaeMbie (OKanbHLie
KOHTAKTH, T. €. Te€ YYaCTKH, rie KjJeTka Npubauxaercs K
cyGerpary Ha paccrosaue menee 15 nm. [Tocae 3apepmenus
nepectpoiiku pubpobracTa a-aKTHHHH OKa3hiBaeTCs CBA3aH-
HEIM C BOJOKHAMH HATAXEHHS, Paclonarasich BJOJb HHX C
TeM Xe MNepHONOM, YTO H TPOMOMHO3MH (T. €. OKOJO
1,5 Mkm), HO B npoTHBOGda3e C HHUM, H, KpOMe TOro, KOH-
LEeHTPHpPYeTCA B CKJAaAKax MeMOpaHbi Ha Kpaio KJIETKH.

B ¢uGpobnacrax BCTpeuawTCs H HEKOTOPHe JPyrHe
Gesiku, acConuupoBanHbie ¢ akrunoM [50]. Muosnn Haxo-
AAT NMPpeHMYUNIeCTBEHHO B BOJIOKHAX HaTAXeHHd, Gosee
HJIH MeHee B TeX e MeCTax, YTO H TPONOMHO3HH; OH OTCYT-
CTBYeT B MHKPOOTPOCTKAaX KJeTKH, CKJAafAKaX KJeTOYHOro
Kpas ¥ GokanbHHX KOHTakTaX. OLHH H3 HeMHOTHX GENKOB,
pacnpefelleHHHX M0A06HO aKTHHY, — (HnamuH. ExuHcTBeH-
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HOe MeCTO, rjie eCTh aKTHH, HO HeT pHIAMHHA — 3TO CaMhie
KOHUHKH MHKPOOTPOCTKOB. B cBol0 ouepenn, puaaMun ume-
eTCsi B MPOCTPAHCTBE MEX/JYy BOJIOKHAMH HaTsXeHHs, BeCb-
Ma BeposiTHO MO3TOMY, YTO OH MOXeT ObITb ACCOHHHPOBAH
B K/JETKe He TOJbLKO C aKTHHOM, HO TakXe H C JPYTHMH
GenkamH,

JiBa akTHH-CBA3HWBAIONIHX Genka — (QUMOPHH M BHHKY-
JIHH — pacnpejejeHsl B NOJHOCThIO pacmiaacTaHHoM GuOpo-
6n1acTe HaHGosee ynuBHTeNbHO. PuMGPHH (MOJA. Macca
68 kIla) Gul1 mepBOHAUANLHO BHIAENEH H3 MHKPOBOPCHHOK.
He6onpuioe KonudecTBo 3TOro Genka eCTb B BOJOKHAX Ha-
TS EeHHdA, HO B OCHOBHOM OH OGHapy:KHBaeTcsa Ha nepHde-
PHH KIETKH: ero MHOrO B CKJIa/jKax K/eTOYHOro Kpas, MHK-
pPOOTPOCTKAaX, MUKPOBOPCHHKAX M ¢Hionoxusax [59]. B or-
JHuKe OT puMOpHHA, BHHKYJIHH aCCOLHHPOBAH NpEHMYIIecT-
BEHHO ¢ (OKAJBLHLIMH KOHTaKTaMH; IIOMHMO TOro, HEMHOrO
BHHKy/JHHa AH((ysHO pacnpefeseHo B UeHTPaJLHOH 4YacrH
KJeTKH, BHHKY/JIHH OCTaeTcsl CBA3aHHHIM ¢ o6pauieHHOH K
L{HTOIJIa3Me NOBEePXHOCTLIO KJeTOYHOH MeMOpaHu B TOYKax
(OKaALHHX KOHTAKTOB [Hae MOCJe TOro, Kak akTHH Obu
TEeM WJIH HHBM crnocoGoM H3 QOKaJLHEX KOHTAKTOB yiaJer
[60]. T1o 3To¥ mpHuWHe BHHKYJHH CUHTAIOT OAUHM H3 Oej-
KOB, PacnojioXeHHHX B (OKaJbHHX KOHTAaKTax HauGoJee
6aH3K0 K MuasMaTHueckoii MeMGpaHe.

AxtHH B 0u6pO6IacTax CAYKHT KOMIOHEHTOM IHTOCKe-
JeTHBX CTPYKTYp, H KaxKOas H3 HHX XapaKTepH3yeTcs CBO-

HM CHeXTPOM AaCCOLHHPOBaHHBIX ¢ aKTHHOM Genkos. llpn,

BCAIKOM Cephe3HOM HCCJeNOBAHHH HHTOCKenera ¢uHGpobiac-
TOB BO3HHKaeT OAHH M TOT e HACTOATEJbHHH BONpOC: IO-
YeMy pasnble aCCOUHHPOBaHHbie ¢ aKTHHOM 6GeslKH JIOKaJH-
3YIOTCA B PAacHHIX 9acTAX KJeTKH? Jljisi HEKOTOPHIX H3 3THX
GesqKOB OrpaHHuYEHHS! B pacrnpejeNeHHH, BEPOsITHO, MOTYT
OniTh 06YC/IOBJIeHbl HaJIM4HeM Y HHX HOMOJIHHTEJbHOH CBSi-

3bIBAaWOIeHl AKTHBHOCTH: /i BHHKYJIHHA, HanpHMep, 3TO

Crnoco6HOCTh CBfI3HBATLCA ¢ MeMGpaHo#t. Dyner au Takoe
o0bsiCHEHHE a[eKBAaTHHIM H BO BCeX IPYrHX CJAyYasax WM
ApHAETCA JONMOJHHTEJNLHO YUYHTHBATh HHBie JHHAMHUYECKHe
B3aUMOEACTBHA, CTAHET fACHO JIHIIL B XOJe [ajdnHefllHX
HCCel0BaHHH,

Bropas u3 OCHOBHHIX QHOPHANAPHHX cHcTeM (HGpO-
6inacra — 3TO CHCTeMa MHKPOTpyGouek. MHuKpPOTpyGOUKH

-
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cXoAaTcs, KaK B Goxyce, B pafioHe eHTpHOJNeH, B IEHTPaJIb-
HOH yacTH kJjeTKH, Cpasy mocie nmepeceBa KJeTOK HHKaKOH
CJI0XHOH CeTH MHKpPOTpyGouek B HHX He BuAHO. OZHAKO cO
BpeMeHeM MHKDPOTPYOOUYKH YJJMHSAIOTCH, CTAHOBATCSI H30r-
HYTHIMH H B KOHIle KOHHOB NOCTHralT NepH{epHH KJIETKH
[61]. MukpoTpyGOUKH HMEIOTCS TaKXe B KJeTKe BO BpeMs
MHTO03a; KpoMme TOro, HX HaXoAAT B NMepBHYHOH pecHHUKe,
pyAHMeHTapHOH XryTHKomojo6Ho# opraHense. B unrepda-
3¢ MHKPOTpYyGOUKH NPHHHMAKIT yyacTiée B Ipouecce Mojs-
PH3aUMH KJIETKH, OT HHX 3aBHCHT CNOCOGHOCThH KJIETKH (op-
MHpPOBAaTL CKJAJKH H (QHJONOLKH JHIIL C OAHOrO Kpas H
OCYIIeCTB/SITh HANpaBJeHHOe JBHXeHHe, MHKPOTpyGOUKH
HYKHB TaKXKe [/ TPaHCNOPTHPOBKH MaTepHaja. i BHe-
KJIETOYHOro MaTpHKCa OT anmaparta I'ofibJKu HapyXy.
Tpersio ocHOBHYIO GHGPUNNSpHYI CHCTeMy B ¢ubpo-
6nacrax o6pasyiOT NPOMeXKyTOUHHE (UIAMEHTH BHMeEH-
THHOBoro THna, OHM 3aMOJHSAIOT, MepemeTasicb, HeHTpalb-
HBl palioH KJAeTKH M TAHYTCS NO HanpaBJIeHHIO K ee MepHu-
tepun. PacnpocTpaneHHe BHMEHTHHOBHX (H/IaMeHTOB NO
KJeTKe Nocje MHTO3a MPOHCXOJMT JIHIIL BCJej 3a BOCCTa-
HOBJIEHHeM MHKpOTpyOoueK. BHMeHTHHOBBE BOJIOKHA OKpy-
KawT SiApo; KpoMe TOro, OHM BCTYNMAIOT B TECHHIA KOHTaKT
¢ BonoKHaMH HaTsikeHus [62]. XoTa npoMexyTouHuie Gu-
JiaMeHTH ¢HO6po6sacTOB COCTOAT B LieJIOM H3 BHMEHTHHA,
no MeHblleH Mepe B OAHOM clydae — y ¢ubpo6aacToB
cepana — B (uHIaMeHTaX [A0CTOBepHO OOHapyXeHO TakKxkKe
He6oJbllIoe KOJNIHYECTBO JECMHHA, GejKa, KOTOpPHH HaXouasT
O6LIYHO B MBIIIEYHHIX KAeTkax. [To-BHAHMOMY, HeCMHH B
cepieunnlx puGpo6GaacTax CONOJHMEPH3YETC C BHMEHTH-
HOM TIpH o6pasoBaHHH NMPOMEXYTOUHHX (uiaamenToB [63].
Jna usyueHus JoKaJiH3aUMH IHUTOCKeNETHHX GeaKoB
NpHUMEHSIOTCA rJaBHEIM 06pasoM HMMYHOUHTOXHMHYECKHE
MeToAs. HameXHOCTb pesy/bTaToB, MOJydaeMbIX ¢ MOMOLLBIO
STHX METOJ0B, 3aBHCHT KaK OT CNelH(HUYHOCTH HCMOJb3ye-
MBIX aHTHTesl, TaK H OT JOCTYNHOCTH [J/ifl aHTHTeJd H3ydae-
MOro KOMINOHeHTa HHTockedera. To, 4To Ha HMMYyHoQyO-
pecueHTHLIE MeTOALl HCCIeJ0BaHHS MOXKHO B UeloM moJa-
raThCs, AOCTATOYHO YOeNHTeJbHO NOKAa3HBaeTCs ONLITaMH,
B KOTOPHIX NyTeéM MHKPOHHBEKIHH BBONHJH B KJeTKH (QJyo-
pecnieHTHO MeuyeHHble GeJiIKH. TaKHe ONLITH GBIIH MOCTaBJe-
HBl C @-aKTHHHHOM, BHHKYJIHHOM, TyGyJHHOM, Gelikamu, ac-



3. ApxurexkTypa yurockesera 45

COLHHPOBAHHLIMH C MHKpOTpyOoukaMH, H akTHHOM. OfHaKo
HH B OJHOM H3 ONBLITOB He OBLJIO BBHIABJEHO HHKAKHX HOBHIX
CTPYKTYp, OTJIHYHBIX OT TeX, B KOTOPHIX HCNOJb3yeMbili A
MHKPOHHBEKIHH 6eJloK yxe Oblil OGHapyxKeH NMPexae MeTo-
JIOM HMMYHOGJIyopecHeHHHH. DTO HOATBEpKAaeT cenHbpny-
HOCTb HMMYHO(JIYOpPeCUeHIlHH, X0Ts, BIpoueM, H He HCKIIO-
YyaeT BO3MOMXKHOCTH CylUieCTBOBAHHA TaKHMX CTPYKTYp, KOTO-
Pble HACTONbBKO IJOTHB HIH CTaﬁliJIthI, 9YTO B HHX He MOryT
UPOHHKHYTb HH aHTHTENa, HH 3K30reHHble CTPYKTYpHbIE
GesIKH.

IuTockeser ¢ubpo6acTOB MOMHO HCCAENOBATH C BHI-
COKHM paspellleHHeM C MOMOILILI) 3JeKTPOHHOrO MHKDPOCKO-
mna. HeKOTOpre H3 HMMYHOUHTOXHMHYCCKHX MeTOJ0B OBITH
MOANGHNKHPOBAHK A/ TMPHMEHEeHHs HX B 3JEKTPOHHOH MHK-
POCKONHH, YTO CAEaN0 BO3MOMKHEIM 3JEKTPOHHO-MHKPOCKO-
NHYeCKoe BHiSIBJeHHe OTAeJbHHX OenKoB. [lOMOJHHTeNbHBIE
JeTalH CTPYKTYPH ynaercs BHIABHTb NyTeM HCNOJb30Balilf
SKCTPArHpPOBAHHLIX NMpeNnapaToB MHTOCKeAeTa HJIH Hajjexa-
muM o6pa3oM (HKCHPOBAHHLIX Heabix Kierok. Korza ¢n6-
pobiacTel 3KCTPAarHpylOT PacTBOPOM C HEBHICOKHM OCMOTH-
YeCKHM JlaBJleHHeM, MHorHe QHOPHIISIpDHBIE CTPYKTYPH CO-
XpaHATCA U MOryT GbiTh HAEHTHOHUHPOBAHE HMMYyHO(dep-
pHTHHOBBIM MeTonoM [64]. BuaHb akTHHOBLIE (PHIaMEHTH,
4CCOUHHPOBAHHBIE APYT C ADPYrOM, a Takxe C MHKPOTpY-
GoukaMH H NpoMeXyTOYHLIMH (HaamenTaMH. B gonosaHe-
HHe K 3THM TPeM OCHOBHbIM THNaM (QHOPHIJIADHHIX CTPYK-
Typ B TaKuX UHTOCKeJeTHHX IpenapaTtax BHIABISIOTCH
MHOro4YHcCjaeHHble reTeporeHHbie HHTH, CIIHBawuiHe qm.na-
MEHTHl TpeX OCHOBHBIX CHCTeM MeXAy co6oii. B Gonee mr-
KHX yCJOBHAX, MPH SKCTPAKLHH KJIETOK B NMPHCYTCTBHH 3a-
IMHaKomel HX caxapossl, MOXHO BHSABHTh eme OoJsee
cnoxnyio cetb ([65], puc. 3.3). B Takofi cern HUTH pacno-
JIOXKeHB CTOJIb TYCTO H HMEKT MOopoii CTONML MaseHbKHH
JHAMETp, YTO PAa3jJHYHTL HX Ha OGBLIYHBIX TOHKHX Cpesax
KJeTKH He yaaercs. Hakonen, coBceM yxXe ciaoxHag kap-
THHa, BKJIIOYAIOW(asA TOHYafillHe, H3MeHUYHBLIE MHKpOTpalbe-
KyJbl, CBAi3aHHble KaK € (HJaMeHTaMH OCHOBHBIX THITOB,
TaK H C BHYTPHKJIETOYHEIMH OprasejJjlaMH, Ha6awopaercs
TOrjAa, Korja ToJCThie Cpe3bl HHTAKTHHIX KJAETOK HJIH npsamMo
nejble K/JAeTKH, BhpalleHHbie HA MOMJOXKKAX JJIS 9JeKTPOH-
HOH MHKPOCKOMHH, HCCJIEAYIOTCA C IHOMOLILIO BLICOKOBOJBT-
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Puc 3.3. Mukpodororpadna nurockenernofi cern dbubpobaacra (npdcse-
YHBAIOMLAs SJeKTPOHHAA MHKPOCKOINHS).

HHX 3JIeKTPOHOB, YBeJIHUeHHe CJOXHOCTH (QHGPHMIAPHBIX
CTPYKTYp B pesyjbTaTe Mep IO 3aiHTe LHTOCKeleTa BO
BpeMsi MPHUroTOB/EHHs NpPenapaToB OTPaXKaeT, BO3MOXHO,
pasyiiiyHsl B MPOLOJKHMTENbHOCTH HAXOXK/AEHHA pasHHX Gel-
KOB B COCTaBe UHTOCKeseTa. B caMoM fiefie, Te GeliKH, KO-
TOPbie BKJIOYAIOTCS B IHTOCKeJNeT Ha KOPOTKOe BpeMsi (HO
JOCTAaTOYHO yacTo), 6yayT OGHapyKHBaThbCA B mpemapare
JIHIIL C MOMOILIBI0 MeTOA0B, O6GeClHeuHBaOIIHX CTabHAH3A-
IHIO HX CBSI3H C IHTOCKENETOM, TOrja Kak B cjyyae 3Ha-
YHTeJIbHON 9KCTPaKUHH GyAyT BHISIBAATHCA NMPeHMylieCTBeH-
HO Te GeJKH, M KOTOpHX OOMeH ¢ pacTBOpHMoil (aszoi
KJETKH NPOHCXOAHT PELKO.

3.4. Muimnu

Munrs MOCTPOEHH M3 Me3eHXHMAJIbHHIX KJIETOK, Cre-
IHAJA3HPYIOLHXCS Ha CcOKpauieHun. CTPyKTypHasi opramu-
3alHA 9THX KJETOK ONpeJle/ifeTcsi TUNOM H CWJIOA COKpa-
LieHHs,, KOTOpOe OHH [OJ/KHH OCYymecTBAATh, KieTku raag-
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KUX MBI CeNHaJH3HPOBAHH JIHIIL HEMHOrHM Gosee, YeM
¢HOPO6IACTE, a CKeJleTHLle IIONepPeYyHONOJOoCaThe MHIIIH
COCTOAT H3 KJEeTOK, OPraHH3OBaHHBIX B BHICIIEH CTeneHH
peryaapHo. Becy 3ToT guana3oH pasiuuHfi ABiAeTCs OYeHb
JADEeBHHM: M TJIafiKHe, M TIONEpevyHONoJoCaThle MBILIIL
HMEIOTCSl Y BCeX JKHMBOTHHX Bmiots fAo Coelente-
rata.

I'nagkoMbllieunbie KJeTKH, B HaHOOIblIeH CTENIeHH CXOjl-
Hble M0 CBOeMYy CTpOeHHO ¢ pHOpobGaacTaMH, NPEACTaBASIOT
c0o60H JHHHBIE TOHKHE BepeTeHooOpa3HHe KJETKH C OLHHM,
{IeHTPaJLHO pacnosioXeHHHM sApoM. HemocpeacTBeHHO y HX
KNeTOYHOH MeMOGpaHHl  paCHOJIOKEHH - MHOrOYHCJIeHHble
TVIOTHHlE Telbla, C TMOMOIIbI0O KOTOPHIX IVaZKOMHIIeYHas
KJIeTKa NPHKpemaseTcsi K IPYrHM rjalKOMbILIeUHbIM KJjeT-
KaM Y BHEKJETOUHOMY MAaTpHKCy. DTH IUIOTHHE Tesbua 60-
raThl BHHKYJIHHOM H CJyXXaT MeCTOM TIPHKpPelJIeHHs MHO-
rEX MHKpo(H/IaMEHTOB H HEKOTOPHIX NPOMEKYTOUHBIX (H-
namenToB. [Tyyku MHKpOQH/IaMEHTOB pacmoaraioTcs B
KJeTKe KpecT-HaKpecT; Koria KJeTKa HaXOAMTCS B COCTOSI-
HHH paccinabyendsi, oHH 06JafaloT ABOHHLIM JIy4YenpeJoM-
JeHHeM, a NpPU COKpPaUleHHH OHH 06pa3ylT ykKe He CTOJb
NpaBHILHO OPraHH30BAaHHYIO CeTh H /BOHHOe JIydempesaoM-
genne ucuezaeT (puc. 3.4). [nankombimeuHas KaeTKa He
obsiajaeT SpKoO BbIPa)KEHHOM CHCTEMOH TOJCTHIX, MHO3HHO-
BHIX HHTeH; cOOpKa TOJCTHX HHTefi B Hell peryaupyercs,
BEpOSITHO, C MOMOLIbI0 POCHOPHIHPOBAHKS JErKHX mHene
MHO3HHA, OCYLIECTBJISIeMOro CHenHaltbHOH KHHaszon [42].
B riankoMbilleuHbIX KieTKax B3pocabix ocoGefi uMeroTcs
MHUKpoTpy6oukH. Eme Gonee BripaxkeHa cHCTeMa MHKpOTpPy-
6oueK B KyJbTHBHPYEMHX IVIaJKOMBILEYHBLIX KJeTKaX: OHa
CXOllHa MmO CBoel opraHH3allHH C CHCTEMOH MHKPOTpybouYek
B (ubGpobGiacTax M COCTOHT M3 AJHHHHIX H3BHTHIX HHTed,
paaHajJbHO PacXoAAMHUXCA M3 HEHTPaJLHOH YacTH KIeTKH
[66]. Paznuuus B crpoeHHH (HOGPOGIACTOB H ryiafKOMBI-
IIeYHHIX KJAETOK OO6yCJoBJeHbl GHOXxHMHueCKOH nHtpdepeH-
IMPOBKOM KJIEeTOK. TaK, rJagKOMBILIeUHBe KJIETKH OTJIHua-
10TCs 0T (uOpob6aacToB HabOPOM HMEIONHXCS Yy HHX H30-
t(opm akTHHa, CymecTBYIOT Takxe CHenH(QHuHBE AJs
rafKOMBIIEYHBIX KJIETOK H30(OPMHBl TAXKEJNBIX H JEerkux
ueneit MuosHHa [67]. BecoMa HHTepecHbIM mpHMepoM 6Ho-
XHMHYECKOH reTepOreHHOCTH CaMHX TJIaZKOMBIIIEUHBIX KJe-
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Axtun

====—Eenku np YTOuHBLX b ToB

V BuMkynuH
~— Muoanm

o G-AKTHHWH

Puc. 3.4

TOK SBJSIIOTCS PasnHuHsi B GeJIKaXx HX TPOMeXKYTOUHHX (H-
JaMeHTOB: IVIaJKOMEIIeuHble KJIeTKH MOTyT COAepXkaTth
(unaMeHTH AeCMHHOBOTO THNa (aHAJOrHYHO NONEpPevyHono-
JIOCATHIM MBlIIAaM), HAH BHMEHTHHOBOTO THINA, WIH OIHO-
BpeMeHHO o6oux THnoB, Takas JBONCTBeHHasi 3IKCIpecCHs
G6enkoB HabJaiofaeTcsi Kak B NepBHUYHOH KyJbType KJETOK,
TaK H in situ, Bo B3pocao#i oco6H. CreneHb reTeporeHHOCTH
BKCNPeCcCHPYeMbiX 0OeJIKOB NPOMeXKYTOUYHHX (HIaMeHTOB Y
pasHBIX rafKOMBINIEYHHIX KJETOK B3POCHOH 0co0H HeopaH-
HaKoBa; BO3MOJXHO, 4TO THI sKcIpecCHpyeMoro fenka ompe-
JensieTcsl OTYACTH TeM, B KaKOH Mepe jfaHHas KJeTKa BO-
BJleueHa B Mmpouecc cokpameHnds [68].

3HauuTeAbHO 60JIbIIE H3BECTHO O LHTOCKeJNeTHOH opra-
HH3a[HH MONEPEYHONONOCATHX MBI CepAevHON H CKelleT-
HBIX. DTH MBILIB CXOAHB C WIAAKHMH B TOM, 9T0 Goabiuasi
YacTb HX BHYTPHKJIETOYHOTO MPOCTPAHCTBa 3aHATA MHKpO-
¢HIaMeHTaMH H COOTBETCTBYIOLIHMH BCIIOMOraTeJbHEIMH
CTPYKTYPAMH H YTO 3HAYHTENbHYIO JOJIO HX CyMMapHOro
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KjieTouyHoro 6eika COCTaBJSIOT - COKPATHTeNbHble OeJKH.
U cepneunas, H CKeJleTHHE MBIIINL OTJHYAIOTCH, OJHAKO,
OT TAaAKHX Mbiung 6ojiee BEHICOKHM yDPOBHEM OpPTraHH3aIlHH.
TonkHe HHTH pacnojaraioTcsi B HHX KOODAHHHPOBAHHO,
«B (ase» Apyr c Apyrom, 06JacTH paclOJIOKEHHS! TOHKHX
HHTeH nepeMexaiorcss 06JacTsIMH, 3aHSATHMH TOJCTHIMH,
MHO3HHOBHIMH HHTSIMH. TOHKHe HHTH OKaHYHBAalOTCi Ha
9JIEKTPOHOMJIOTHHX CTPYKTYPaX, HAa3HBaeMHX Z-JHHHAMH
(Z-nuckaMu), a UEHTPH TOJCTHX HHTel 006pa3yioT JIHHHH
M. YyacTok MBIIIE MEXAY ABYMSl COCeIHHMH Z-IHHHSIMH
HOCHT Ha3BaHHe CapKoMepa.

KileTKH cepaeyHOH MHILHB, KaK H IMaJKOMHILEYHHE
KJIeTKH, HMeloT 0fHO #Jpo. X MuKpodHIaMeHTH pacroJa-
raioTcs, ofHaKo, GoJiee ymopsijoueHHO, YeM B [VIaJKHX
MBI AX, XOTS H He ¢ TAKOH BHICOKOH CTeMeHBLIO peryJspHo-
CTH, Kakasi CBOHCTBEHHa CKeJeTHHIM Mhuimnam  [69]
(pHc. 3.4). YnopsinouyeHHOCTb MPOSIBAsieTCA yxKe Ha BHYT-
peHHell TTOBEPXHOCTH KJaeTouHo# MmeMOpanbl, KopTHKalbHas
CeTh CepleYHOMBIIIEYHOH KJIETKH CONEepPXKHT PB-CHeKTPHH H
BHHKYJIHH, pacroJaramouuecs psiaMH — 10 HapyxHOH
Kpomke Z-auuuu [70, 71]. Paab pacnonokeHHHX TakKHM
o6pa3oM 0enkoB Ha3HBAWTCA KOcTamepaMH H o0pasyioT
Kak Obl pefpa KecTKOCTH BOKPYr MHOoGuOpHAH. Paccros-
HHE MeXJy KOCTaMepaMH H3MeHsieTcsi BMecTe C JJHHOM
capkomMepoB Bo BpeMs cokpameHHus. Eme ogna BrCOKOOpra-
HH30BaHHAash CTPYKTypa Ha MOBEPXHOCTH CePJAEYHHX KJe-
TOK — 3TO BCTABOYHHIA NHCK, JOKaJH3YIOIHics B MecTe
COeHHEeHHsl KJIeTKH co caepymwouefi. [Ipn nepexoxe or oa-
HOMl KJeTKH K Jpyrofi He NPOHCXOJHT HAPYyLIeHHs MepPHOAHY-
HOCTH pacnoJioxeHHsl capkoMepoB B MHOMHOpHAJe: Z-jH-
HHsl 3aMeHsileTcs JBYMsl KJIeTOYHHIMH MeMmOpanmamu. Bcra-
BOYHBIH JUCK CONEPIKHT @-aKTHHHH, aKTHH H BHHKYJHH, BO-
KPYr KOTOPHX KOHIEHTPHpyeTcs AecMub [72].

Muodubpunae, obpasyiouue cepaeyHyio MEIUILY, BeT-
BATCH; Ka)iasi MuIIeYHass KjJeTKa KOHTaKTHDYyeT uepe3
BCTABOYHEIE JHCKH C HECKOJBKHMH KJIeTKaMH. Muo¢u6pun-
Na npezncTasasieT co6oft PsAL NOCHENOBATENBHO PAaCNOJIONKEH-
HBIX capkoMepoB. B Z-JIHHHSX UeHTpanbHbe 06JacTH comep-
JKAaT g-aKTHHHH H aKTHH, 3TH 00JI4CTH OKDYKEeHH JeCMHHO-
BHIMH (HiaMentamu. OTxojsuHe 0T Z-IHCKOB TOHKHE HHTH
COCTOAT H3 CepAeYHOMHIUIEUHOro a-aKTHHa H NMOKPHTH cep-
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JeUHOMBIIIEYHHIMH  (POPMAMH TPOTIOHHHA W TPONOMHO3HHA.
JlaviHa TOHKHX HHTel HeOJHHAKOBa, PAa3HHLA MOXKET AOCTH-
rate 0,6 MM [69]. ToHKHe HHTH NEPeKPHIBAIOTCA C TOJ-
CTHIMH, MHO3HHOBRIMH HHTSIMH, LleHTPH KOTOPBIX pacmoJia-
raiorcss Ha JuHAM M. Takum o6pasom, O60JablIasg YacTb
BHYTPEHHEro NpOCTPAHCTBA CepjeYHOil KJICTKH 3anoJiHeHa
CeTbl0 AKTHHOBLIX M MHO3HHOBBIX (PHJIaMEHTOB; NPOCTpPaH-
CTBEHHAsi OPraHM3anus 3Toil CeTH obecneyHBaeT paBHOMeEp-
HOe pacnpejieseHHe HaTSKEHHs] MeXAY COCeIHHMH KJeTKa-
MH. JlecMHHOBbIie (HIaMeHTHl, NPHCYTCTBYIOILHE B cepjeu-
HOH MHIIIIe B 3aMeTHOM KOJIHYeCTBe, UIPAlOT B HeH Takyio
’e poJib, KaK W B IVIaJKOMBIILIEUHBIX KJeTKaxX (TeX, KOTOphle
CO/lepXKaT MHOTO jJeCMHHa): OHH, II0-BHIHMOMY, yIepKHBa-
I0T KaKAM-TO 06pa3oM MEIILIEYHEIE KJETKH APYr BO3Je ApY-
ra, NPOTHBOAEGHCTBYS HATSIKEHHIO, CO37aBaeMOMY CaMHMH
STHMH KJIeTKaMH.

M3 Tpex THMOB MBIl CKeJIeTHble TIONEpPEYHONOoJOoCaThie
MBIINE 00J1aal0T HaWBBICUIEH CTENeHbID IMPOCTPAHCTBEH-
Ho# opraHusauuH (puc. 3.4). Drta OpraHMsanus NPOABJS-
eTcsl yKe Ha KJeTOUHOH NOBEePXHOCTH: KaK H Yy KIeToK
cep/lla, HA BHYTPeHHeH NOBEPXHOCTH MeMOpaHBbl CKeleTHO-
MBIIIEYHBIX KJETOK HMewTcsi KoctaMepol. Kocramepn cke-
JeTHBIX MbIIII COAEpKaT y-aKTHH, CNeKTpHH, GeJKH npo-
MeXyTOUHLIX (HIaMeHTOB H BHHKYJHH; MOA0OHO KocTaMme-
paM cepaeyHOoH MHIINbl, OHH pacmoJiaralTcs BAOJb
Z-nuHu#, cOMNKAsACh WIH YAaNAACh APYT OT Apyra npH H3-
MeHeHHH AJuHbl Muodpubpunawl [73, 74]. Orxoxsimue OT
KJIeTOYHOH TIOBEPXHOCTH AeCMHHOBLIe (puJaMeHTH pacnoJia-
raipTcsi MO KpasM Z-JIHCKOB H, TO-BHAMMOMY, CBA3HIBAIOT
HX C TpHJerawoimeil capkoneMmoii. [lecmuHoBbe duiIamen-
Thl JIHIIb OKPYXKAaIOT LEHTpPajbHble 06JacTH Z-IHCKOB, HO
He NPOHHKAIT B HuUX. B coctaB uenrpajbHeix o6aacrefi
BXOJIMT, KaK H B CepjeyHoil MHIIIeE, a-aKTHHHH, AaKTHH H,
KpoMe TOro, Z-6esok. Ha nepudepun Z-nucKOB npHcyTCT-
BYIOT, MTOMHMO JeCMHHa, OJHH H3 aCCOLHMPOBAHHBIX C TpO-
MEXYTOYHEIMH (pHIaMeHTaMH OCJKOB CHHEMHH, aKTHH-CBS-
3piBawomui Gesok (GuUaaMuH H HeOOJbIIOE KOJHYECTBO
cnekTpHHa [75, 76]. Ot Z-nunuii nox yraoMm 90° orxogaT
TOHKHE HuTH, o6pasylomue nojocy I, OHH COCTOAT U3 a-akK-
THHA, CKeJeTHOMblmeYHbX ¢opm TponoHuuoB T, C u I u
TponoMuosuHa. Hacte nonoce 1 samumaer aumus N, co-



8. ApxurexTypa yutockeiera 51

agepxamiasi HeOyJuH — ouYeHb GOMbIIOR MHOGHOPHIIAPHBIR
Gesok ¢ mMoJs. Maccoit ~500 ka [77].

C TOHKHMH HHUTAMH TePeKpHBAIOTCs TOJCThIE, MHO3HHO-
BBle HHTH, COJEpIKallHe TAXKelble H JerKHe [ellH MHO3HHA
# C-6enok ¢ moa. maccoii 140 k/la. Kpome cBasbiBanus €
muo3uHOM C-6es0K crnocofeH K UYyBCTBHTeJNbHOMY K Kalib-
10 cB3bBaHHIo ¢ mojocoi I. CymecTByeT HeCKOAbLKO H30-
dopm C-6eaka. Pasnble dopmel Hafiiens B 60JbIOA IPyQ-
HOMA Mplllle W B lMpouafinieli Mbimne cnuHB [78]. Takum
o6pasoM, KaK H C THAXKeNOli Lenbl0 MHO3HHA, HabJwaaeTcH
cnenuduaHocTh H30(opM C-6ellKa MO OTHOLIEHHIO K MEILIeY-
HbIM BOJIOKHAM C PasHbBIMH (DH3HOJOTHYECKHMH XapaKTepH-
ctukaMu. Teteporensocts no C-6enKy Moxer, BIpoOYeM,
o6HapyKHBATbCS H B OJHOM M TOM e BOJIOKHE, H jaxe B
npenenax ogHoro capkoMepa. Ecte Mblmies, B Kax/aoM cap-
KOMepe KOTOPHIX NMPHCYTCTBYIOT aBe dopmul C-6enka, Ilenr-
pPH TOJNCTHIX HHUTeH pacnosaraiorcst mo M-AuHHH, KOTOpad
copepKuT GelloK MHOMe3UH ¢ MoJa. Maccoill 165 k[{a. Kpome
Toro, B M-junun npucytcTByer ocobas, MullleuHas dopma
KpeaTHHKHHasH [79].

Opranusanus MHOQHOPUIIE U, BO3MOXKHO, KOCTaMepoB
JOJXHa, TO-BHIMMOMY, OTBedaTb COKPAaTHTENbHOH DYHKIHH
MBIIIEYHBIX KJAeTOK. T0 coobpakeHHe OTBJIeKaeT BHHMaHHE
HcceoBaTe/iell 0T HECOKPATHTENLHBIX aCNeKTOB JKH3Hejes-
TeNbHOCTH CKeJIeTHHIX Mblll. B MblleYHBIX KJIeTKax, Of-
HaKO, UMeIOTCs NOMHMO COOCTBEHHO COKPAaTHTENBHHX H BCe
ApYyrHe OpraHebl, XOTA HX paclosoKeHHe H OTJAHYaeTCA
OT NOYTH KPHCTAJNJHYeCKOii yIaKoBKH capKomepoB., OaHa H3
HanboNee MHTEPeCHBIX 3araj0K, KacalomHXcAd CTPOeHHSA
CKeJIEeTHBIX MBI, COCTOHUT B TOM, YTO, KaK IMOKa3alH OMbl-
TH C aHTHTeJaMH, ClHelH(GHUUYHEIMH 110 OTHOLIEHUIO K y-aKTH-
HY, 3Ta hopMa aKTHHa eCTb HAa MHTOXOHAPHAX, HO OTCYT-
ctByer B l-mojloce capkomepoB. y-AKTHH o6HapyKuBaercs
TaKxKe B CyOKOPTHKAJbHOM CJoe KJIeTKH MOA NasMaTtHue-
cKoit mem6panoii [80].

HyxHo oTMeTHTb, YTO pealibHble CKeleTHbHe MHODHO-
pusab He 06/1a1a10T TaKof KPUCTAJNJAHUYECKOH CTPyKTypof,
Kakyio u3obpaxaioT Ha cxeMax. PeryasspnocTs Mblllb! fB-
Jasercsi, CKopee, cTaTHCTHUecKo#H. Tak, TOHKHe HHMTH B Ofi-
HOM M TOM K€ capKoMepe pasjHialoTcs 1O JJHHE, pUYeM
pasmax KoaeGauufi Moxet cocrasaate 0,18—1,2 mxm [69].



52 3. Apxurextypa yurockeaera

Kpome toro, Hu Z-, Hu M-JIHHHH He pacnoJjiaraioTcs B MbIlI-
1ax B3pocabx ocobefi ¢ abCcoONIOTHO CTPOrof NMepHORHYHO-
cTbio, TakuM 006pa3om, 3aKOHH COOPKH COKPAaTHTEAbHOTO
anmapara MBIUINE He MOryT OBITH NOJNy4eHH NyTeM NPOCTOH
3KCTpaNOJNAUHH 3aKoHOB cOOpPKH Gakreprodaros: c6opka B
MHIIIE He SABJSETCS CTPOTO JHHEeAHBIM H JeTepMHHHPOBaH-
HBIM [POIECCOM C OLHO3HAYHO ONpeesieHHOH KOHeUHOH
TOYKOH, ee KOHeUHH# pe3ysibTaT — BBICOKOYNOpsLo4YeHHas,
HO He HfealbHasl CTPYKTYpPa, H Mojean c60PKH capKoMepoB
JOJKHE OTpax)aTe 3TOT (akT.

BricoKkasi cTemneHb peryisipHOCTH CTPOEHHS MBILIL TpPH-
BJIeKJla BHHMAaHHe K TPOIeCCY MX Pa3BHTHA KaK K MOJAeJH
AJIst H3yUYeHHs NyTell BOSHHKHOBEHHS NPOCTPaHCTBEHHOH Op-
raunsanun. [lepepacnpenencHne HEKOTOPHIX MBIIIEUHBIX
6eJKOB BO BpeMsi PasBHTHs MBI NMPOCJAEXKEHO B AETASX.
Tak, «@-aKTHHHH B Da3BHBAIOMIHXCA CKeJeTHOMBILIEYHHIX
KJeTKax pacmojloXeH cHadala TaK Ke, Kak B ¢ubpobaa-
CTax H TII3JKOMHIIEYHHX KleTKax, T. €. B BHJe TOYeUHHIX
-CKOTUIEHHH BJ0JIb BOJIOKOH HaTSIKeHHsl, a MIPHMEPHO Ha YeT-
BepTHIA JeHb, Korpa HauHHaeTcss (OpMHpOBaHHe capKoMe-
poB, oH 00HApyXHBaeTCsi B LeHTpaNbHHIX obaactax Z-guc-
koB. Ha paHHuX cragusx pPa3BHTHA KYJIbTHBHPYEMbBIX Mbl-
meyHsX KneToK dbulaMHH TOXe pachpejeseH, Kak B (ub-
pobaacrax, T.e. BIOAb BOJOKOH HaTsXKEHHA; 3aTeM OH Ha
HeCKOJIbKO JHeH Hcye3aeT, a TOTOM TOABJseTCA Ha NepHpe-
pun Z-guckoB. B nepnoa HcuesHoBeHHWs (HiaMHHA MpOHC-
XOAHT MepekJIoUeHHe ero SKCMpecCHH: Ha PaHHHX CTagHuAX
cuHTesupyercsi G6esoK, cxomHblli ¢ dupamunom ¢udpobaac-
TOB M IMIAaAKHX MBINI MJIH Ja)e HIeHTHUHHH eMmy, a TOT
6es10K, KOTOPHIH NOSABAseTCS NO3AHee U JOKalH3yercs Ha
nepudepun Z-AUCKOB, IBJASIETCS yXKe APYroil, OTJHYaollei-
cs Mo CBOMM OHOXHMHYECKHM CBOHCTBaM (opmoii ¢uiaamn-
Ha [81]. IlecMun He o6HapyXHBaeTcsi B MBLINIEUHHX KJeT-
Kax [0 Tex NOp, NOKa OHH He TepecTaioT [eJHTbCS H He
HAauHHAIOT JKCIPeCCHPOBaTh CHelH(HUECKHe MBIIEYHBIE
6enxu. B opmosjepubix MHOGMacrax NecMHH o6pasyercs
AMUIb B HeGOJNBIIOM KOAHMUECTBE, CHHTE3 €ro NMPOHCXOAHT
riaBHHIM 00pa3soM B MHOTOSIIEPHHIX MBIIIEYHHX TpyOKax.
B TeuenHe nepBrIX HeCKOJNILKHX JHEH MNocje Hauajla ero
SKCMPECCHH JeCMHH BHISIBJAAETCS B MBIIEYHLIX KJIETKax B
BHJE CHCTEMB (HJIAaMEHTOB, CXOLHOH, HalpHMep, C CeTbIo
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BHMEHTHHOBHIX (puiaMeHToB B (ubpobnacrax, a NMPHMEDPHO
K BOCbMOMY AHIO — Ha JeHb Mo3Xe (HIaMHHa U Ha He-
CKOJIbKO JHeHl Mo3Xe g-aKTHHHHA — OH MOfBJAAETCA Ha NepH-
(epun Z-AMCKOB, H C 3TOTO MOMEHTa €ro pacnojioXeHHe
CTaHOBHTCS COTJIACOBAHHBIM C PacnoJioXeHHeM CapKOMepOB,

Ha Bcex cTagusx pa3sBHTHA MBIIILE COJAEPHKAT MHO3HH.
Ha caMbix paHHMX CcTafHfiX 3TO, OJHAKO, IIMTOIIa3MaTHye-
CKasl, xapakrtepHas Ajs ¢u6pobiacToB HopMa MHO3HHA, H
pacnpeleneHa OHa Tak Xe, Kak B (ub6pobnacrax: B BOJNOK-
HaxX HaTsXeHust (C egBa 3aMETHOH NPepPLIBUCTOCTBIO) H MO
nepudepHH KJeTKH, B npHMeMbOpannoM cioe. Takoe pacno-
JIOXKeHHe COXpaHseTcs H B PAa3BHUBAIOIIHMXCSH MHIIEYHBIX
Tpy6Kax ¢ TOH pasHHIEH, 4TO BONIOKHA HATAXKEHHS JIOKAJH-
3yloTcs B Tpy6Kax B OCHOBHOM Ha ux Konuax. Cepenuny xe
Tpy6OK 3anHMaeT crnenudHYECKHH MbIILIEUHbI T MHO3HH, KO-
TOPHH B 32BHCHMOCTH OT CTENCHH 3PeJIOCTH MBI 06Ha-
pyxuBaercs 1160 B BHIE He 06/1aJal0NIHX NPEPBIBHCTOCTHIO
(punameHToB, AH60 B cocraBe capkoMepoB [79, 82]. To, uto
O/lHa H Ta e u3ohopMa TAXKeNOH LendH MHO3HHA AEHCTBH-
TEJIBHO MEHsSeT CBO€ Pacno/oXeHHe B MBIIIAX 5MOPHOHOB
N0 Mepe MX pa3BUTHSA, YOEAUTENbHO J0Ka3HBaeTC ONLITaMH
C MOHOKJIOHAJIbHBIMH aHTHTeNaMu [83].

Jlns NpaBHIbLHOTO PasBHTHA MBINILLI BajKHOe 3HaUeHHe
HMEIOT /1Ba HeCOKpaTHTeJNbHbIX 6enka. Ha mpoTsikenuu Bce-
TO pa3BHTHA B He#l NPHCYTCTBYIOT TYOYJHH U MHKpPOTpPydou-
KH. MuKpoTpy6ouKH OPHEHTHPOBaHBH OOLIYHO TAapaJlielbHO
IJUHHO# OCH pa3BHBAIOLIEHCS MBIIIEYHOH KJTKH, Hapylle-
Hue uX (YHKIHMOHHPOBAHHA OTPHLATEJILHO CKa3blBaeTcs Ha
MBIIEYHOM Pa3BHTHH (K 3TOMY BONPOCY MBI €ille BepHeMCsl
no3pnee). Jlpyroit HecokpaTHTeNbHBIN GeoOK pasBHBaiomei-
Csl MBblIIeYHOH KJeTKH — 3To BHMeHTHH. B auddysHo pac-
npejesecHHOM BH/E OH COXPaHAETCs B KJETKe Jaxe mnocie
Hayala (OPMHPOBAaHHs CApKOMEPOB M TOABJCHHA B HHX
o-akTHHHHa. XapaKTep pacnpejeleHus BAMEHTHHA B MHIIIILE
ocTtaercsi, BmpoueM, mpeameroM cnopoB. Oana rpynma uc-
clejoBaTesNel HAaXOAUT BAMEHTHH B Z-1HCKaX, IPHYEM MIpH-
MEpHO TOT[a e, KOTJa B HUX ecTb U AecMun [84]. OxHako
JBYM ApyraM J1abopaTopusaM 0OHapyXHTb BHMEHTHH B cap-
KOoMepax He ypaercs [85, 86].

BosMmoxHble HCTOYHHKH YKa3aHHOTO NPOTHBOPEUHS] WH-
TEpPeCHO NpOaHaJH3HPOBaTh C TOUYKH 3DEHHS CHJbHHX H
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c1abblX CTOPOH HMMYHOGMJIYOPECHEHTHOrO MeTOfa BHISBJIE-
HHA Geaxos. [100KHTeNbHEIH pe3yabTaT NpH HMMYHODIYO-
peCileHTHOM OKpalMBAHHH O6beKTa yKasbiBaeT Ha NPHCYT-
CTBHE B HeM OJHOrO HJHM HeCKOJNbKHX M3 CJeAyioliHx 6en-
KOB: 1) mccaeiyeMOro aHTHreHa; 2) AMMYHOJOTHYECKH pPoJ-
CTBEHHOT0, HO OHOXHMHYECKH OTJIHYHOIO AHTHIeHa; 3) aH-
THreHd, 3arpAsHABINEro Ipenapar, HCHOJL30BAHHHH AJA
UMMYHH3a1HH; 4) Gesara, sBJAAIONIErocs CHJIbHBIM HeCHeLH-
duueckum ajgcopbentom ansa awboro antHrena. Heratupuui
pe3yanTaT OKpamMBaHHA MoXeT ObITH 06ycJaoBJeH clenylo-
IHMH NpHYHHAMH: 1) OTCYTCTBHEM aHTHreHa B OKpallHuBae-
MOM Ipefapare; 2) HeJOCTYNHOCTbIO aHTHI€HA AJIA AHTHTE;
3) upe3sMmepHO KeCTKHMH YCJOBHSIMH OKpamuBanus. K co-
XKaJleHHIO, He CYLIECTBYeT MeTOAa OKPallMBAaHHS, KOTOpbIH
TONHOCTBIO HCKJI0YAJ 66 BO3MOXKHOCTh JOXHONOJAOXKHTENb-
HBIX M JIOKHOOTPHIATENBHHX pe3yldbTaToB, HO60 KOHTPOJb-
Hble OKpalluBaHus, HeoOXoAuMEIEe AJA ObGecleueHUs HagexX-
HOCTH BBIBOJOB, CaMH HOJABEPIKEHH BJHAHHMIO TIepeYHCsIeH-
HEIX BHIIEe (PaKTOPOB, YuHTHBAs CKa3aHHOE, MOXKHO Npef-
JOXHTh CJefyIOliHe THMOTe3bl AJs OGBACHeHHA HEOLHO-
3HAYHOCTH [JAHHBIX OTHOCHTENLHO paclpefeleHHs BUMEHTH-
Ha B MBIIIEYHOM BOJIOKHE: 1) Z-IMCKH MBIIIEYHBIX KJIETOK —
KakK B KyJbType, TaKk M y B3pocinX Ocobefi — coaepxar
cnenuduyecKyio MHIIeYHYI0 GOPMY BHMEHTHHA, [03TOMY
ACCJIeIOBATENH, KOTOpHE pacliosaraioT aHTHTeNaMH LIHpo-
KOfi CrienH(HYHOCTH, MOTYT BHISIBHTh BHMEHTHH B Z-JHCKaXx,
TOrja Kak Apyrde, MCHOJb3YIOIIHE B CBOMX ONbITAX aHTH-
Tejla, KOTOPble Pacno3HaioT TOJbKO BHMeHTHH ¢(puOpobGiac-
TOMJHOTO THUNA, — He MOryT; 2) Z-gucKu Boo6uie He cojep-
KaT BUMEHTHHA, a IOJOXHTeNbHasds HMMYHOMJAYOpecHeHT-
Hasi KapTHHa SBJsIeTCH Pe3yJbTaTOM TOro, 4TO HCHOJb3ye-
MBEe BAMEHTHHOBBHIE AHTHTENA HUMEIOT HEeKOTOPOe CPOJCTBO
K jgecMuHy, Aubo o6aagaior K Z-AuUcKaM CHJIbHEIM He-
cnepudHUecKHM CPOJACTBOM, He CKOMIIEHCHPOBAHHHIM NyTeM
NPaBUJALHOTO BHIOOpA YCJAOBHH OKpaIUMBAHHA; 3) MBILIIH,
HCCJeN0BaBIIHECA Pa3HLIMH I'PYNNaMH, OTJHYANHCh APYT OT
JIpyra 110 xapakrepy ux passuTHf. Kakofi H3 3THX BapHaH-
TOB HMeeT MecTO B HeHCTBHTEJNBHOCTH, MOXKHO Oyner ycra-
HOBHThb TOJBKO NyTeM OOMeHa aHTHTENaMH H COTOCTaBje-
HHS yCJIOBHH, B KOTOPBIX NPOBOAHIOCH OKpAIUHBAHHE HMH.
Mpireynpie  KJIeTKH 067ajaloT  crellHaJlH3HPOBAHHEIM
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HHTOCKEJIETOM, NPHUCHOCOGJEHHBIM AJis OCYIeCTBJEHHs CO-
KpaiieHHsi; CHJIbHO Pa3BHTasi CHCTeMa MHKpPO(HIaMEHTOB
3anoJIHseT B 3THX KJETKax Bce BHyTpeHHee INPOCTPaHCTBO,
a He TOJbLKO KJeTOYHHH Koprtekc. CrerpaljiMsanHs AOCTHIa-
eTcsl MyTeM HCNOJIb30BaHHsA CHenH(HYECKHX MBIIEYHBIX
uzohopM GelKOB H CHeUH(PHYECKOR OpPraHH3alMH HX B
KJeTKax. B kakoil Mepe pa3/iuds B OpraHu3anuu o6yCJOB-
JieHsl OHMOXHMHYECKHMMH pas3JIMuHfMH MeXay OeJIKOBHIMH
KOMIIOHEHTaMH, TIOKa HeH3BecTHO. JICHO, opHako, UTO B
MBIIILAX BCeX KJ/accOB, BKJIOYAs H CKeJIeTHbe TNONepeuHo-
MoJIoCaThie MBILIIE, LHTOCKeJeT NpeicTaBJigeT coboil JH-
HaMHYHY10, pa3BHBAIOMIYIOCA CTPYKTYPY, HENMpepnlBHO nepe-
CTPaMBAaIONIYIOCS B COOTBETCTBHH C NMpPEAbABIAAEMBIMH K Hel
TpebOBaHHAMH.

3.5. dnuTeNHANBHBE H SHAOTENHAJNBHEIE KJETKH

SnHTeNHalbHble KIETKH BHIOJHSKT B OpPraHusMe pas-
Hoo6pasHble GpyHkunH. OHH 06pasyioT NPOUYHOE BOJIOHENpO-
HHIlaeMOe MOKPHITHE Ha TOBEPXHOCTH KOXH, BHICTHIAIOT
3JIACTUYHBEIM aJicOpOUPYIONIUM CJ10eM KHIIeUHHK, (popMHpY-
I0T pa3/iuuHble JKejedbl, B cBeTe Takoro MHOroo6pasus
¢ynaguufi 6o 6bl yAMBHTENBHO, eclin 6B OKasaloch, 4TO
BCe SMHTe/MallbHble KJIETKH HMe0T OJMHAKOBHIH LHTOCKe-
aet. U neficTBHTE/NbHO, KaK CPEJH MBEILIL Pa3sHBIX THNMOB MbI
BHJUM INPOrpecCHpYIOMYIO CNenHalJH3aluuio U pacllHpeHHe
onHOf U TOH Ke UHTOCKEJEeTHOH CHCTeMbl — BOJIOKOH HaTs-
JKEeHHS, TOUHO TaK e U pa3Hble THNH 3MHTeNHalbHBIX Kie-
TOK MOryT ObiTh B LIeJIOM OXapaKTepH30BaHbl CTEMEeHbIO
Pa3BHUTOCTH B HHUX OJHOTO WM ABYX ONpeJleJIeHHHX KOMIIO-
HEHTOB IMTOCKEJeTa: CEeTH NMPOMEXYTOUYHHIX (H/IaMEHTOB H
KOPTHKAJIbHOH CHCTEMBl MHKPOGhHIaMEHTOB,

B HeKOTOpHIX OTHOUIEHHAX KJETKH 3MHTe/Insl HanoMHHa-
1or ¢pubpobaactel. [To Mepe ux pacnaacThiBaHHst Ha Cy6-
cTpaTe MeXAy HHMH H TNOBEPXHOCTbIO cybGerpata  (OPMH-
pyioTcss doKasbHbBe KOHTAKThl. IDTH KOHTaKThl 06OTraieHsl
-aKTHHHHOM, H, Kak U B (pubpobiacrax, Ha HUX OKaHYHBAIOT-
cs1 myuku Mukpodunamentos. OaHako obmas kapTHHa pac-
npefie/ieHHst MyYykoB H (OKAJIbHBIX KOHTAaKTOB B 3NHTEJIH-
allbHLIX KJeTKax He Takafl, Kak y ¢u6pobsiacToB: Ny4YKH B
3MHUTeNHANbHHIX KJeTKax Kopoue, a (oKajibHble KOHTAKTH
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pacrnonaraloTcsi B OCHOBHOM BJAOJAb KJeTOYHOrO Kpasi H He
TaK Jierko paspymatores [87].

JleranbHoe CTPOEHHE BOJIOKOH HaTSAXKEHHS B STIHTENHH HC-
clefoBaloch METOA0M HMMYyHO(MIyopecUeHIHH. DTH HCCaen0-
_BaHHs MOKa3ajH, 4TOY KJETOK 3IHTeNHs, TaK xKe Kak y du6-
pobsacToB, H MeXKKJETOYHBle KOHTaKThl, H YY4acTKH TpH-
KpelleHHs] KJIeToK K CyOcTpaTy, H TOUKH CXOXIeHHs BOJO-
KOH HaTfAXeHHS CojepXKarT ¢-akTHHHH. TpomoMHosHH ®
Q-aKTHHHH pacnoflarajorcs € HeKOoTOpOH NepHOAHYHOCTLIO
BJOJIb BOJOKOH HATSXKEHHS, IPHYEM B 3IHTE/HANbHEIX KIeT-
Kax Gollee TecHO,"ieM B ¢ubpobiracrax [88]. IlpeprBuc-
TOCTb PAcloJIOXKeHHs! BIOJb BOJOKOH HaTAXeHHA XapaKrep-
Ha ¥ 1Js mMHosuHa [89]. Pacmpenenenne Muo3nHa B KJETKe,
KaK H pacnpelejeHHe aKTHHA, 3aBHCHT OT ee OYHKUHOHANb-
HOro cocrosinns. Bo BpeMs pacniacThiBaHHs B BBIMAYHBA-
HHAX NOBEPXHOCTH KJETKH H CKAadKaX KJIeTOYHOro Kpas
BHIeH OfMH aKTHH, a y OCHOBaHHS 3THX CTPYKTYP — aKTHH
BMecTe ¢ MHO3MHOM. YUeM culbHee pacmiacTaHel W MeHee
TOABHIKHH 3THTeNHaJbHble KJAeTKH, TéM MeHbllie aKTHHa H
MHO3HHA 06HapyXKHBaeTcsl BHe BOJIOKOH HarsxkeHus [90].

SnuTennanbHble KJIeTKH 00/1afaloT PasBHTOH CHCTeMo#t
MUKpoTpyboueK, KOTophe, Kak H y pubpobiacros, HepeaKo
KOHTAKTHPYIOT C Pa3/iM4HBIMH opranennaMu. OT MHKpPOTPy-
6GoueK OTXOAAT HHTH AMaMeTpoM 2—4 HM, MHOTHe H3 KOTO-
pPhIX OKaHYMBAIOTCA Ha NHIMEHTHHIX IpaHyjax H [ApYrux
cTpyKrypax. Ilpu nmomuTKe OTAENHTL OT CeTH MHKpOTpyGo-
YeK CBsi3aHHble C Hefl rpaHyJ/inl pe3yJnTaT 3a4acTyl0 AOCTH-
raercs Jullib Toc/le CylleCTBeHHOro paspylleHHs KJIeTKH
[91]. Ans omsoro THna eNHUTENHANbLHBIX KJIETOK GblIa ompe-
lelleHa B HHTepdase DOJASAPHOCTb MHKpPoOTpybGouek. Okasa-
JIOCh, 4TO y BCeX MHKpPOTpy60oYeK OGHICTPOPACTYIIHM fIBJAET-
¢l HX aucranabubi kKomelw [92]. Kakoe sHaueHHe HMeeT 3TOT
$akT aas TpaHCnopTa 4acTHl, OJHOBpeMeHHO B ABYX Ha-
npaeJeHHAX — OT IEeHTpa H K LEeHTPY KJEeTKH, Mhbl Oﬁc}',lIHM
TIo3/Hee.

TpeTbsi ocHOBHasi GuOpUNNADHAS CHCTEMa — CETh NMPO-
MeXKYTOUHHX (ulaMeHTOB — B 2muTeNnH Haubosiee pasHo-
obpasHa wu HauGosee CrnenHaJA3upoBaHa., XapaKTepHoH
‘'4epTOR . aNMHTeNHANBHBIX KJETOK fBJSIeTCS NMpHCYTCTBHE IIH-
TOKEepPaTHHOB, H3 KOTOPBIX H NOCTPOEHH HX TIPOMeXYTOYHbIe
tdunaments. Ilo MonekynsipHOfi Macce H THIY BHYTpHK/Ie-
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TOYHOTrO pacrpefefeHdsi HUTOKePaTHHH MOXKHO PasfelHThb
10 MeHbllefi Mepe HAa ceMb OCHOBHHIX KJaaccos. llHTokepa-
THHOBHIE TOJHNENTHAbl — MNPOAYKTH Pa3HBIX I'€HOB, pasiH-
YHsl MEXKAY HHMH He MOTYT ObiTh CBe/leHbl K Pas/HuHAM B
ux npoueccuxre [86]. o cux mop He HalHfEeHO TAKHX 3MHTE-
JWaJbHBIX KJETOK, KOTOphie colep:KanH OBl IHTOKEpaTHHbI
JMLIb OJHOro Kjacca: y BCeX HMeeTCsi MO MeHblleH Mepe
JABa PasHbIX IUTOKepaTHHA, a Y MHOrux u Goabure. Habop
IHTOKEPATHHOB, MPHCYTCTBYIOIIHX B KJETKaX, 3a8BHCHT OT
THIA KJIETOK, YCJIOBHH HX POCTa, a TaKXKe OT CTaJAHH THCTO-
reHesa [86]. M3 Bcex mpoMeXyTOuHbIX (HIAMEHTOB mep-
BbIMH ObliH OGHApyKeHbl HMEHHO LHTOKepaTHHOBble (Hia-
MeHTH, 6Jarofapsi TOMy 4TO OHH ecTb B TpOd3KTOnEepMe
sm6puonos [93]. duddepenunpoBke anuTenus in vivo co-
MYTCTBYeT CreuHaaH3aunHss Habopa HNHTOKepaTHHOB. Tak,
KepaTHHH ¢ MoJ. Maccoi 50 1 58 k[la uMeroTCs TONBKO B
MHOTOC/IOHHOM 3MHTe/IHH, a KepaTHHHB ¢ MoJ. maccoi 56,5
u 66—67 klla — anmb B KepaTHHH3HPOBAHHOM 3NHEPMH-
ce. B To e Bpemsi KepaTHHH ¢ MoJ. Maccoit 40, 46 u
52 kJla BcTpeualoTcs B pas/HuHBLIX THNax snHtenus [94].
Ha6op KepaTHHOB MOXKeT OBITb HEOJAHHAaKOBHIM flaxe
6/13KO pacnoNioKeHHbBIX CYOMOMynsuHH STNHTeNHAJNbHBIX
KJeTOK. Hanpumep, y 3NMHTeNIHs HapyXKHOrO KOPHeBOro Bja-
rajyiia B BOJOCAHOM (OJJIHKYyJNe ecThb TPH OOIHX KepaTH-
HOBBIX MOJIMIENTHAA ¢ MeXDONTHKYIAPHBIM 3MHAEPMHCOM,
OIHAKO HeT Tpex APYrHX MOJHNENTHAOB NOCAELHEro; Kpome
TOrO, B HEM HMeeTcss MHTOKepaTHH ¢ Mos. maccoii 46 klla,
OTCYTCTBYIOIHA B MeXGMONNHKYIAPHOM sNHAepMHce. TpH
0cOOBIX IIHTOKEPAaTHHA eCTb M B NMOTOBLIX KeJjle3ax, HaXxoms-
LIHXCS B HenocpeAcTBeHHOA GJH30CTH M OT CaMHX BOJOCH-
HBIX (ONAHKY/NOB, H OT 3MHAepPMHCAa MexaAy HHUMH. Takum
06pa3oM, KOxa COCTOHT H3 MHOXecTBa MHKpooGaacref,
pasauyalomHAXcs Kak N0 MOpdOJOrHH, TaK ¥ N0 XapakTepH-
CTHKaM LHTOCKenera [95].

Ha6op nuTOKepaTHHOB BapbHpPYeT B 3aBHCHMOCTH OT YC-
JIOBHH, B KOTOPBIX Ky/JbTHBHPYIOTCA KieTkH. KaonupoBaH-
HBle JIMHHH KJEeTOK 3MHTeJHs MOJOUYHOH XKese3n CHOCOOHH
pacTH Kak B TPHCYTCTBHH, TaK H B OTCYTCTBHE TOPMOHOB,
{Ipu pocte B cpeme ¢ COOTBeTCTBYIOMIHMH TOPMOHAMH 3TH
KJeTKH 06pa3yloT He OYeHb TJOTHHIH MOHOCJOH, MeXKJje-
TOYHOE MPOCTPAHCTBO B KOTOPOM MPOHH3BIBAIOT [IE€CMOCO-
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MalbHBHEe MOCTHKH; LHTOKepaTHHOBBlE BOJIOKHa, o6pasya
ceTb aHACTOMO3HPYIOLIUX NMYYKOB, TAHYTCSA NO BCEMY BHYT-
PUKJIETOYHOMY IPOCTPAHCTBY M OKAHUHBAKOTCA Ha JEeCMOCO-
Max. B KyJbTHBHpYeMBIX B NPHCYTCTBHH MOPMOHOB KJeTKaxX
CHHTE3HPYIOTCS Te XKe yeThipe OCHOBHBIX IIHTOKEPATHHA, 4TO
H KJeFkax in situ, u He cunTesupyercs BuMeHTHH. B TOoM
cayyae, KOria KJAeTKH pacTAT B cpele, He cojepiaiied
FOPMOHOB, Y HHX MEHSIIOTCS HabOp 3KCTNpeccHpyeMbIX HHTO-
KepaTHHOB H MOpdoJorHs (AeCMOCOMBl NPH 3TOM TO-Npex-
Hemy 06pasyloTcs) M HAYHHAeTCs CHHTe3 BHMEHTHHA rgﬁ].
IMocnenHee HabaioneHue MpoJHMBAaeT CBeT Ha TOT BAKT, 4TO
JiBe U3BeCTHbIE JIHHHH sNHTeqnaNbHEX KaeTok, HelLa u PtK,
cO/lepKaT ¥ NMHUTOKEPATHHOBHIE, H BUMEHTHHOBHE (HJIaMeH-
TH. B KieTkax 3THX JMHHA, KaK H B KYJbTHBHPYEMHIX KJeT-
Kax 3MHTEJNHs MOJOYHOH JKeJie3bl, BAMEHTHHOBbE H IHTOKe-
pPaTHHOBLIe BOJIOKHA NEpenJyieTaloTcss M aHAcTOMO3HPYIOT
JPYr ¢ ApyroM, HO BCe }Ke UX pacrnojioXeHHe He COBIajaer.
ITH KJNeTKH NPOAOJKAIOT 06pasoBHBATL JECMOCOMBI, XOTH
H B MeHbmeM KoaudecTBe. [Tocne 0b6paboTkn 3THX KIeTOK
KOJIXHOHHOM (Ans pasbopku MHKpOTPyOouyek) BHMEHTHHO-
Bule pusaMeHTH 06pa3yloT B HHX XapaKTepHYIO CTPYKTYPY,
OXBaTHIBAIOMIYI0 AP0, TOAA KakK CeTb KepaTHHOBHIX {HJIa-
MEHTOB, XOTf H HeCKOJbKO paspylleHHasi, MO-NpexHeMy
MPOCTHPAeTCss MO BCelf LHTOMJIA3Me H TIpHKpenssercs K
JeCMOCOMAaM; 3TO MOXKeT CAYKHTb eille OAHHM N0Ka3aTelb-
CTBOM TOTO, YTO CONOJHMEepPH3anHH IBYX THIOB 6eJKOB mpo-
MEXYTOUHBIX gon.uamea'roa B paccMaTpHMBaeMbIX KJeTKax He
npoucxoaut [97]. Takum obpasom, MpUCYTCTBHE LHUTOKepa-
THHOB ABJISIETCS NPHU3HAKOM, KOTOPHII MOXeT GHTh HCHOJb-
30BaH AJs HAEHTHOHKAUHH SMHTENHS; KaXJA0My BHAY SMH-
TeJHAJBHBX KJeTOoK, XapaKTepH3YIomeMycsi omnpeneseHHoH
GyHKIHeH W JoKanH3anued, NpHCyN ¥ XapakTepHbli Habop
IHTOKEPATHHOBLIX TIOJHUIENTHAOB.

Eme onuH OCHOBHOM THN HHMTOCKENETHHIX CTPYKTYp, B
Gosblieli wJaM MeHblleH CTeNeHH CBOHCTBEHHBIA SMHTeJH-
aJbHBIM KJIeTKaM, ABAsieTCs NPOJAYKTOM AajbHedmero pas-
BHTHSl H CHENHaJH3auHH KOPTHKAJbHOH aKTHHOBOM CeTH M
CBA3aH ¢ MHKDPOBOpPCHHKaMH. KiaccHueckHH MCTOYHHK Ma-
TepHana IJsfl HCCAeNOBaHHA 3TOTO THNA CTPYKTYyp — KH-
LIEeYHBIH sMuTeaHH, afcopOUpYIOmUi NHTaTebHbIE BEllecTBa
H TpUAI0IMA MeXaHHYeCKyl0 NMPOYHOCTh CTeHKe KHILIeYHM-



3. Apxurexrypa yurockesera 59

Art
-ARTHHHH
BuriynuH
Muo3nH
Umoxepamwst Aecrmocoma

kKa. Ha o6pamennofi B npocBeT KHIIEYHHKAa NOBEPXHOCTH
KJIETOK KHIIEYHOrO 3MHTEJIHA pacnonaararTcd MHOrO4YHC/eH-
Hble MHKDOBODCHHKH, NpPHKpeIVIeHHble K TaK Ha3biBaeMOf
TepMHHAJIbHOH cetH (pHc. 3.5). CepauneBHHY MHKPOBOPCHH-
KM COCTaBJIsieT aKTHHOBHIfI Ny4YOK NPHOGAH3HTeNAbHO H3 20
(uIaMeHTOB, COEHHEHHBIX TONepeyHbIMH CIUIMBKAMH APYT C
Apyrom ® c MeMOpaHofi MHKDOBOPCHHKH. JIHcTaJbHBIR
KOHel, yYKa aKTHHOBHX (H/JIaMEHTOB KelHPOBAaH, a CBOHM
NPOKCHMa/IbHBIM KOHLIOM IIyYOK NPOHHKAaeT B TepMHHAJb-
Hyl0o ceTb KNAeTKH. CTPYKTYPHBIMH KOMIIOHEHTaMH cepjlle-
BHHB MHKDOBOPCHHOK CJIyXKaT, [OMHHO aKTHHa, BHJJIHH
(mon. macca 95 kla) u dum6pun (Mmou. macca 68 kJla),
CUIHBAIOIIHE aKTHHOBHIE (DHAAMEHTH [pyr ¢ JpyroM, a
TaKXe KaJbMOLYJIHH-CBSA3BIBAIOIIHA 6esioK ¢ MoJ. Maccofi
110 x[da, KoTOpHIii, BePOSATHO, CUIHBAET NMYYOK (QHIaMeHTOB
¢ MeMmGpanoii [98].

ITyukrn MHKpO(hHIaMEHTOB BBIXOAST H3 MHKPOBOPCHHOK
B TePMHHAJBHYI0 CeTh H NPHKPEWIsoTcA K Helt, 3Ta ceTh
COCTOHT H3 (H/IaMEHTOB, COJepPKAalHX AKTHH H TPOIOMHO-
3HH, KOPOTKHX TOJCTHIX (DHAaMeHTOB, 0G6pa3oBaHHBIX MHO-
3HHOM, H TOHKHX (HJIaMeHTOB, copepiKailux 6GejoK M3 ce-
MeiicTBa CHEKTpHHA, DTOT CHEKTPHHOMONOOHLIA 6esoK, mo-
JYYHBIIHI NepBOHayanbHO Ha3BaHue TW260/240, umeer ry
Xe a-cyObegHHHLY, 9TO H COOCTBEHHO CHNEKTPHH, O/HAKO
Apyras ero cy6peauHuuna (Mos. macca 260 k/la) He oco-
Genno noxoxa Ha P-cnekTpuH. af-Iumepsl dopmupyOT



60 3. ApxurexTypa yurockeaera

+

TOHKHE, AMaMeTPOM ~D HM, HHTH, CBSI3BIBAIOLLHE «KOpeul-’
KH» aKTHHOBBIX IYYKOB APYr C APYrOM H C IJa3MaTHYeCKOR
meMmGpaHofi. Eme oann GuOpHANSAPHBEIA KOMMNOHEHT TEPMH-
HanbHOM CETH — 3TO NEpemeTapllidecss H aHACTOMO3H-
pyomHe 10-HaHOMETpOBbie KepPaTHHOBEIE (QHIAMEHTH, KO-
TOpHe OKaHYHBAIOTCH Ha JecMOocoMaX, pacloJIOXEHHBIX
BAONb GOKOBBIX CTOPOH KJETOK.

OuHcanHas JBOACTBEHHOCTh OPraHH3allHH KOPTHKANbHOA
AKTHHOBOH CETH CBOACTBEHHA HE TOJBKO KJETKaM KHUIEYHO-
ro snutenans. Elle OqHH THN 3MATENHANBHBIX KJIETOK, B KO-
TOPHIX ¢ noAMeMOpaHHOH CeTbI0 COYETAIOTCH <«HOJYOCTPOB-
HHIE» AaKTHHOBHIE TYYKH,-— 3TO BOJIOCKOBHE KIETKH YJIHTKH
yXa, OT MOBEPXHOCTH KOTOPHX OTXOIST TaK Ha3hiBaeMEHIE CTe-
peounnnd. Kaxpnasi cTepeOLHNHS COHLEPXKHT CYXalOlHACA
NY40K AKTHHOBHIX (HIAMEHTOB, CBS3aHHHX MNONEPeYHLIMH
MOCTHKaMH APYr ¢ APYroM H KJeTouHOH MeMGpanoi. Hexro-
TOpble H3 3THX (HAAMEHTOB, BHICTyNas CBONMH KOHLAMH B
OCHOBHYIO 4acTb K/JeTKH, 00pa3yloT <«KOpEWKH», KOTOpHIe
NPHKPENnAsIoTcs: K nmogMeMOpaHHON CETH, COCTOSIEH H3 aK-
THHOBHIX MHKPO(HAAMEHTOB H TOHKHX HHTeH IHaMeTpoM 3—
4 M, Benok TOHKHX HHTEH OTHOCHTCS, BEpOSITHO, K CeMeicT-
BY CreKTpHHA. ' pOoMKH#l 3BYK BEI3HBAET B CTPOEHHH CTepeo-
UHAHK H3MEHEHHS, 3aKNIOYAIOIIHeCs, NO-BUAHMOMY, B Je-
TMOJHMEPH3AUHH HJAH (PparMeHTAUUH AKTHHOBHIX $uIaMeH-
TOB y OCHOBaHHSI CTEPEOUHJIHH — TaM, rie QpuiaMeHTH Bh-
XOAAT B KOPTHKANbHYIO CeTh, — H B CHHXKEHHH 4HCJa momne-
PeuHbIX MOCTHKOB M€X/y aKTHHOBHIMH (PHIaMeHTaMH; cjef-
CTBHEM TAaKHX H3MEHEHHH SBNAETCS YMeHbLIeHHE XKEeCTKOCTH
CTPYKTYpb crepeonunuit [99].

AHanna xapakTepa ynakoBKH (HIaMEHTOB B CTEpEOIH-
JHAX NpHBeJ K 6onee rny6oKOMy MOHHMaHHIO (AKTOPOB,
onpejensioOWAX cOOpKY cnHpanbHHX CcTpyKTyp. Ha npo-
JONBHBIX Cpe3axX CTEePeOHHNHH SICHO BHIHO, YTO aKTHHOBLIE
(HnaMeHTH B KaXIOH CTEpEOLHNHH DPACIOJOXKEHH CTPOro
KOOpAMHHPOBAHHO, «B dase» Ipyr ¢ ApyroM. B To ke Bpe-
C5l HA NOMEepPeYHHX Cpe3ax ynakoBKa (QHIAMEHTOB BHIJSLHT
MeHee XecTKof. IIpuuHHa HeperynsipHOCTH B nonepeyHoR
IJIOCKOCTH 3aKAI0YaeTCs B TOM, YTO CHHpalbHas CTPYKTypa
AMeeT OGoJblloe YHCAO 3KBHBAJEHTHHX CBS3BHIBAIONIUX
yuactkoB. Ilocne o6pa3oBaHHsi KAaKOro-nHGO TONEPEYHOTO
MOCTHKa MecTO (GOpPMHPOBAHHA CJeAYIOWEero He (HKCHpPO-



3. 'Apxmemypa yurockeaera 61

BaHO, HANIPOTUB, [Jisl HETO CYLIECTBYET HECKOAbKO TMOTEHIH-
albHBIX YYaCTKOB CBSI3bIBAHHS, H NMOTOMY, 3@ HCKIIOUYECHHEM
CHCTEM C OYeHpr GONBUIHM KOJNHYECTBOM MOCTHKOB, TOYHOE
paclonoXeHHe MOCTHKOB MNpelcKasaTh Heab3s. OGpasosa-
HHE BCEX BO3MOXHBIX NOMNEPEYHBIX MOCTHKOB MDHBOZAT K
NnapakpHCTaNIHYEeCKOH FeKCaroHanbHOH ymakoBke ¢una-
MEHTOB. ¥ KHBOTHBIX CTENEHL YNMOPALOYEHHOCTH YNAKOBKH
H3MEHSIETCH TI0 MEpe Pa3BHTHA OCOGH: Ha PaHHHX CTalUsIX
(unaMenThl pAaclonoXKeHbl HEYNOPsLOYeHHO, Ha Goaee
NO3[IHHX CTajHsX Yalle HaOMIOZAeTCsi HX FEKCarOHAaJbHO®
pacnonoxende [1]. Cymecrsesno 10, uYTO HeynopsigOYEH-
HOCTh YNMaKOBKM aKTHHOBBHIX (MIaMeHTOB OOyCJOBAEHA HC-
KIIOYHTENbHO KX CIHpanbHOCThIO. BapuaGenbHocTh myTeh
COOPKH XapaKTepHa H IJst BCEX APYFHX CHHPANbHBIX CTPYK-
TYp, BKJAKOYAsi MHKPOTPYOOUKH M MPOMEXYTOUHble QunaMeH-
Thl, OHH HMEKT MHOMECTBO 3KBHBAJEHTHHIX Y4aCTKOB CBS-
3pIBaHHS (QOPMUPYIOMKXCSH NONEPEYHBIX MOCTHKOB; BCAEICT-
BHE 3TOr0 HX YNaKOBKY HeJb3si NpelicKa3aTh B JAeTansix, H
OHA OMHCHIBAETCH JHIIbL CTATHCTHYECKH.

Heckonpko Oosee CAOXKHBIA TpPHMEP <TOJYOCTPOBHOH»
CTPYKTYPHI, NOAAEPKHUBAEMOH KOPTHKANBLHON CeTblo, AeMOH-
cTpupyer snurenui ceryarku [100]. Buyrpensu#t u Ha-
PYXHEIff CcerMeHTHl NaJoYek — OTPOCTKOB ¢oTopeuentop-
HBIX KJIETOK — CORepKAaT X MHKPOTPYOOUKH, H MHKpodHia-
MeHTbl. ITo Mepe H3MeHEHMSI yCIOBHH OCBelleHHs JJIHHA
MHKpOGHIaMEHTOB H3MeHseTcs. B cocraB UHTOCKeJeTa
HAPYXKHBIX H BHYTPEHHHX CErMEHTOB MAJOYEK BXOIAT He-
CKOJIBKO KaJbMOJYJIHH-CBSI3bIBAIOLIHX GEJKOB, OIHH H3 KO-
TOPHIX, MO-BHAHMOMY, siBasieTcsi o-cnekrpuHoM. Ilanouka
NpHKPENJeHa K TeJNly KJACTKH TOCPEACTBOM MNOMNEPEYHBIX
CIHIMBOK C CeThbK NPOMEXYTOYHHIX (HJIaMEHTOB, Nepemnne-
TAKIAXCsT ¢ MOIHBIME KOJbUEBBIMH MYYKaMH MHKpogHJa-
MEHTOB. Jra CeTh, BEPOATHO, COLEPXKHUT MHO3HH, MOCKOMALKY
dparMeHTH ee, BbiJeJEHHbIC M3 KJIETOK, B MNPHCYTCTBHH
ATP cokpamaloTcs # COKpaljeHHe nojasjsieTcss MOgH(HILH-
poBaHHBIM MuO3HHOM [101].

InurenHanpHble KJIETKH Y4acTBYIOT B (OpMHDOBAaHMH
xene3. CTpoeHHe IHTOCKEJeTa B KJeTKax Xeje3 IOKa H3y-
YeHO HeJOCTAaTOYHO Xopomo. IIpuMepom cekpeTopHOro amHu-
TEJIHs, YXKEe OTYaCTH OXAPAKTEPH3OBAHHOIO, MOFYT CIYXHTDL
KJIETKH NeyeHH KPHICH, B KOTOPBIX HafJeHBl MHOTOYHC/EH-
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Hble MOTEPeYHbie MOCTHKH MEXAY (HIaMeHTaMH H3 B- H
Y-aKTHHOB M IIHTOKEPAaTHHOBHIMH (PUNAMEHTAMH. Y Ka3aHHHE
¢opMEl akTHHA OGHAPYXHBAIOTCSI BMECTE C AECMOCOMAaMH
BO Qpaknuu nnasMaTHYecKHX MemGpan [102].

Tak Kak anHTenHAJbHBIE KJETKH O6MafalT BECOKOOP-
aHH30BAHHBIM, XapPaKTEPHHM ILHTOCKENETOM, HX 4aCTO HC-
TOABL3YIOT B KayecTBe OObekTa mNpH pa3paboTRe HOBHIX
METOAOB BLIABJACHHS IHTOCKEJETHBIX CTPYKTYpP. MHTaKTHHE
kneTkd PtK Gblin HecnenoBaHbl MeTOROM BBICOKOBOMBTHOM
3/ICKTPOHHOK MUKPOCKONHH C NPEABAaPHTENbHEM BHICYUIHBA-
HHEM B 3aMOPOKEHHOM COCTOSIHHH MJIH 3aMelieHHeM B 3a-
MOPOXEHHOM COCTOSIHHH. B 1eoM 3aMOpOKeHHbE KAETKH
BHIMNIALENH NOL MHEPOCKONOM IIPDHMEPHO TakK XKe, KakKk H
KICTKH, (UKCHPOBaHHHE OOBYHBIMH MeTozamu  [103].
B oboux ciayuasix GEUIH BHAHBI MHOrOYHCJIGHHBIE MHKPOTpA-
Gekynbl, KOTOphie (DOPMHPOBATH aHACTOMO3H, BETBHJHC,
KOHTaKTHPOBAaAH B IHUTOMIAa3Me ¢ PasHOOOpasHEIMH (ub-
PHIJISIDHBIMH 3JIEMEHTAMH, & TaKXe NPHKPEMIsIHCh K pas-
JIMUHBIM OpraHennaM. KapraHa ocraBanach J0CTaTOYHO
CIOXHOH M MOCNE KPATKOBPEMEHHOH IKCTPAaKIUHH KJIETOK
6pujkeM (npsiMble GHOXHMHYECKHE JaHHBIE O TOJHOTE Ta-
KO# 3KCTPAaKLHH OTCYTICTBYIOT). Heckonbko Menee ClroxHast
KapTHHa HabmonaeTcs B TOM Caydae, KOrga Aas TpeaoT-
BPAICHHsI OCMOTHYECKOTO UIOKA B 3KCTParHpyiouldii pact-
BOp BBOASIT caxapo3y [22]. B npenmaparax, nonyuennux 6e3
Caxapo3sl, OT LHTOCKEJeTa OCTAIOTCA B OCHOBHOM JIHIIb
«roJbie» (MAaMEHTH, MHOTHE H3 KOTOPHIX JO HEKOTOpOH
creneHH paspywensl [104]. pyro#i nyTb cOCTOHT B TOM,
4TOGH DUKCHPOBATHL KAETKH CMECHIO TYTapPOBOrO AJbIErH-
Jla, TAHHHOBOH KHCJOTH M canoHuHa. Takas CMeChb, mO-BH-
JHMOMY, O0GeCneuHBaeT YaCTHUHYIO IKCTPAKLMIO LHTOMIA3-
MaTHYeCKHX OeNKOB BO BpeMsi GUKCALHHM H CHYXKHT IS 1LH-
TON/JAa3sMaTHYECKHX (HIaMEHTOB NMPOTPaBO#, Tak 4T0 (Pub-
PHANAPDHbIE CTPYKTYPH CTAHOBATCA JYy4YIIe BHAHB fa’ke Ha
TOHKHX Cpe3aXx — NPEHMYIECTBO, KOTOPOE OTYACTH KOM-
neHcHpyer HensOexHOe NMPH TakoM cnocobe o6paborku or-
pyGnenne peraneii ctpyktypH [105]. Tpyasocts u3yuenus
GuiaMeHTOB Ha Cpe3ax SICHO OCO3HAETC NPH CPABHEHUH
METOAHK, BKAIOYAOMHX H HE BKIIOYAIOUIHNX OCBOBONKIEHHE
o6pasua OT MaTepHana Aas 3anuBki (puc. 3.6). DBwuo
TIPEANPHHSATO HECKOJBKO NOMBITOK BHISIBHTH LHTOCKEJETHbIE
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Puc. 3.6. MmkpodoTtorpadus KosnareHoporo reas (IpOCBeuHBAOIAsA
3JeKTPOHHAs MHKPOCKONHsA): (A) — B npucyTcTBRH, (5) — B OTCYTCTBHE
33/MBOYHON CpPefiHl; yepes 3aqHBOYHYIO cpeay (QHOPHINH BHIHBEL XYiKe.
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CTPYKTypH in situ, HCNOJBL3ys 3aMOpPOMKEHHHE CPe3H HH-
TAKTHOrO SMHTENHs medyeHH. XOTs CTPyKTypa KIeTKH H Ha-
pymanach HeMHOrO H3-3a 06pa30BaHHsA KPHCTAJNJ0B, KAPTH-
Ha CTPOEHHS A€CMOCOMAaNbHBIX MOCTHKOB H aHaCTOMO3HPYIO--
mux GHIaMEHTOB BNOJHE COOTBETCTBOBasa TOf, KOTOpas
nabaoganach NpH H3YYEHHH CTPOEHHS 3THX IHMTOCKeJeTHHIX
0o6pa3oBanHuft B KyJAbTHBHpPyembix KaerTkax [106].
SnuTenHanpHble KJETKH PasinyaioTcs Mo CTeNneHH pas-
BHTHS IHTOCKEJETHHX CHCTEeM — CeTH NMPOMEXYTOUHHX (u-
JaMEeHTOB H KOPTHKanbHOR akTHHOBOH ceTn. Ilowemy umro-
KepaTHHOBAsi CeTh B 3THX KJETKaX COCTOHT KaK MHHHMYM
H3 ABYX OeNKOB, 10 CHX nop HEenoHATHO, OCTaeTcss HesCHHIM
H TO, NEHCTBHTENLHO NH MHO3HH, CTOJL Y4acTO OGHAPYXH-
BAWMHUACA B aKTHHOBOH CeTH 3MHTENHAJNBHHX KIEeTOK, OCy-
LeCTBAsIET COKpalleHHe in Vvivo HJAH OH NMPOCTO MOLAEPXKH-
B4eT H30METPHYECKOe HaTsKeHHe, :
AupoTesHanbHbe KIeTKH, MOAOOHO KJAETKaM 3MHTENH:,
obpasyor ciod. Onrako DyHKIHH 3THX ABYX THIOB KJje-
TOK, PaBHO KaK H (H3HYECKHe yCJOBHA, B KOTOPHX 3TH
KNeTKH HaxOIfATCsi BCJeJACTBHe ONpellelleHHON JOKanH3alKu
B Opranu3Me, JOBOJBHO CHJIBHO pa3nHyaloTcsi, 4to 0Gyc-
JIOBHBAET CyIECTBOBAHHE 3HAYHTENbHHX Pa3JHYHA H MEX-
Iy uX muTocKeneraMd. CaMoe pasuTenbHOe OTAHYHE IHTO-
CKeneTa 3WAOTeNHANbHLX KIeTOK OT IHTOCKeJeTa SMHTeNH-
aNbHBIX KJETOK COCTOHT B TOM, YTO B 3HAOTENHH NPOMEXKY-
TOYHBIE (HIAMEHTH  NOCTPOEHbl HCKJIKYHTENBHO M3
BHMeHTHHA [86]. B XyabTHBHpyeMHIX 3IHIOTENHANbHHIX
KNeTKax HepejKO HMEIOTCsi BOJOKHA HAaTSXKeHHs, ColepiKa-
IHe HOpMadbHBIH HA60p acCOMHHPOBAHHEIX GenkoB. B kier-
Kax in situ, oanako, akTHH pacnoJsaraercs MPeUMyIIeCTBeH-
HO Ha nepHdepuH, B Buae gHGY3HOH CeTH; BOJNOKHA HATA-
XEeHHst 0OHApyKHBAIOTCH JHIIb B SHAOTENHH ONpPeAeNTeHHbIX
YYaCTKOB apTepHH — NO-BHAHMOMY, TaM, T/le KJeTKH NOA-
BEpraloTcsi MaKCHMalbHOMY MEXaHHYeCKOMY BO3AEHCTBHIO,
Bonokua HarsxXeHnns NOABASIOTCS B KJeTKax Takxe NpH pe-
redepanud aupoTennd. Korna KineTkd pacminacTHIBAOTCS H
HAaYHHAIOT NepeMellaTsesl, YTo6s 3aNOAHHTh 061aCTh Hapy-
IIeHHsI MEeJOCTHOCTH 3HAOTEAHANBHOIO NOKPOBA, B HHX dop-
MupyeTcsi 60Onblloe KOJHYECTBO BOJOKOH HATSIKEHHS, OpH-
EHTHPOBAHHEIX B HANPABICHHH PaHbL. 110 Mepe 3aKHBIECHHS
paHbl BOJOKHA HATSIKEHHS OPHEHTHPYIOTCSE B COOTBETCTBHH



3. Apxurexrypa yurockesera 65

C HanpaBJeHHeM TOKa KPOBH; OHH LOJAr0 COXpaHSIIOTCS H
nocsie TOro, Kak Bcst OOHAXKHBLIASCA NMpPH NOBpexAeHAA 6a-
3anbHast MeMOpaHa Oyaer mokphita sujorenuem [107, 108].
ITponecc pacmnacThiBaHHS 3HAOTENHANbHBIX KJI€TOK Ha-
NIOMHHAeT pacniacTuBaHHe (HOpoGaacTOB M 3MHTENHAND-
HBIX KJIeTOK. B ¢rase HavanbHOrO NMPHKpPENJIEHHs Ha MOBEPX-
HOCTH KJeTKH 00pasyioTcsi GHIONOIHH, KOTOpHE «HCCIEY-
10T» OKpyXaioliee NpocrpancTBo. COGCTBEHHO pacILIacThi-
BaHHe MPOHCXOZHT TMOCAe TOro, Kak OOsblias 4acTh KJAETOY-
HOH TIOBEDXHOCTH OKAaXeTcsi B KOHTaKTe ¢ CcyOCcTpaToM.
Korana wknerka pacmiacraercs ROCTATOYHO CHIbHO, MHKDPOGDH-
JNAMEHTE OOBeHHSIOTCS H (GOPMHPYIOT BOJIOKHA HaTsiKe-
HHSI, 2 MHKPOTPYGOYKH PacnpoCTPaHAIOTCS OT LEHTpa Kaer-
KH B pajHanbHOM HanpasieHHA. Kak TONBbKO cHCTeMa MHK-
poTpy6OYeK  CTAHOBHTCS  JOCTATOYHO  pAa3BHTOH H
MHKDOTPYOOUYKH OKa3BIBalOTCS CNOCOOGHB K JaTepaabHbiM
B3aHMOJLEHCTBUSM, BIOJbL HHX HAYHHAETCsi palHaldbHOE
IBHXKeHHe pa3nnuHuX opratenn [109]. Bnocnencrsun pa-
IHaNbHAA CBSI3b MEXIY OpPraHeJlaMH H MHKPOTPYGOUKaMH
CTAHOBHTCSI MEHee SIBHOW, H3-3a TOrO YTO pachpefeseHHe
MHKpPOTPYGOUEK B KJeTke jgenaercs Oonee paBHOMEpPHLIM.
K o6cyxaennio Bompoca O CTPYKTYpHOH OCHOBE BHYTpH-
KJETOYHOTO IBHIKEHHSI Mbl €lile BEpHeMCsi TO3JHee.

3.6. TpanchopmMupoBaHHBIE KJAETKH

AxTHHOBast ceTb B TpaHC(HOPMHDPOBAHHBIX KJETKAX, KaK
npasuiao, manoynopsinodensa [110, 111]. Tpynro Hckiio-
YHTh H BO3MOXHOCTH TOrO, 4YTO B [BYX JPYFrHX OCHOBHBIX
cHCTeMax (HIAMEHTOB TaKXe HMEIOTCSI CylleCTBEHHbe je-
GbekTH. B HeKOTOpHIX cayyasx, ofHAKO, HaOMIOAAI0TCH BECH-
Ma CHCIJ,HQJH‘IQCKH& H3MEHEHHS1 KOMIIOHEHTOB LHTOCKeEJeTa.
B kueTkax ofHO# CHOHTaHHO TpaHncoOpMHpOBaBulelcs JH-
HHH, HallpHMep, HaHJeH MYTAaHTHHIA aKTHH, a KJAETKH, No-
JyYeHHBIE B pe3ynbTaTe JafbHeHlled TpaHchopMaudH 3TOH
JHHHH, OKAa3aJHCh IBOHHBIMH MYTaHTaMH MO akKTHHY. My-
TAHTHHIH 4KTHH CHHTE3HPOBAJCSi B KJETKax ¢ TOH Xe CKo-
pOCTBIO, 9TO H HOpMﬁJ‘!bHHﬁ, HO XYXe BCTpaHBanCs B IH-
tockener [112]. Mamenenus Moryr saTparuBaTb H GenkH,
4CCOUMHPOBAHHEIE C AKTHHOM: TaK, MOXET IOHH3HTHCA CO-
LepXaHHe ¢g- U f-TPONOMHO3HHOB B KJETKaX HJH BO3pacTH
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creneds docopHaHpoBaHHOCTH BHHKyJHHA., Korma Temme-
paTypouyBCTBHTeJIbHEIA BHpPyc TpaHchopmupyeT ¢GHOpO-
6n1acThl, 3KCIpPeCCHPYHOIHe LHTONJasMarHyecKHe f- #
V-aKTHHH H B KaKo#-TO Mepe rJ1aKOMEILIeYHEI i a-aKTHH,

cofiepxKaHKe TocyefHero H3GHpaTeJbHO CHHXKaeTcs — IO-
BHIMMOMY, B pe3yJbTaTe yMeHblleHHs CKOPOCTH €ro CHH-
Tesa [113].

B snurenuannHBIX KJeTKax B pesyJbrare TpaHcdopma-
IHH BHPYCOM H3MeHseTcsi pacrnojioxeHHe HEKOTOPHIX Gei-
KoB. Kunaza pp60sc jokanmsyercs B afre3sHOHHHIX Gusiu-
Kax — Kak B MecTax B3aHMOJEACTBHA KJIETKH c¢ cyGcrpa-
TOM, TaK H B MEXKJETOYHHX KoHTaKTax [114]. Baaromaps
TaKoH JOKaJH3alHH KHHA3a OKas3blBaeTcs B TECHOH CBA3H
C BHHKYJIHHOM, y KOTOPOTo TpaHcopManHs MOBbILIaeT CTe-
neHp ¢ocoprHaHpoBaHHOCTH THpo3nHA [41]. AKTHH H a-
AKTHHHH TaKxXe OGHapy>XHBAlOTCS B aAre3HOHHBbIX OJsIIKax
TpaHCHOPMHPOBAHHLIX KJIETOK, HO B MeHBUIHX KOJHYECTBaX,
yeM y HOPMaZibHHIX KJaeToK. B pesyiabrare TpaHcpopMmauuy
CHHXKAIOTCsl, KPOMe TOro, YHCJIO H PasMepbl CaMHX ajresu-
oHHbIX Gnswex. Tak Kak KuHasa ppb0¥¢ sasercss BUpyc-
Ho# (hopMoil OJHOro H3 HOPMaJbHHX K/AeTOUYHBIX GeskoB, ee
pacnosioxeHHe, 0-BHAHMOMY, OTPaxKaeT NIPOHCXOAAILHE NIPH
TpancdopManky H3MeHEHHS B OPraHH3alHH HOPMaJbHOR
KJIeTKH.

Tpanchopmanus Hepenko conpopoxiaerca neaudepen-
IHPOBKOH KJIETOK, BCJIe[CTBHEe Uero B TAKHX KJeTKax MOTYT
yX&e He 00HApyKHBAThCA CHeUH(PHYHBIE AJS1 HHX H30)OPMBI
MHOTHX IHTOCKeNeTHhX GeakoB. OjpHako 6eNKH Npomexy-
TOYHBIX (HIaMEHTOB, 3KCIPecCHPOBABIUHECH B HCXOIHOMH
HOPMaJibHOA TKaHH, MPOJOJIKAIOT CHHTE3HPOBATLCA H MOCJe
TpaHc)OpMaNHH; K HAM MOXeT IPH 3ToM A00aBHTbCH BH-
MeHTHH. TaKasi yCTOAYHBOCTh SKCNPeCCHH 6eJIKOB NpoMexy-
TOYHBIX (HIaMEHTOB OKAa3biBAeTCA ITOJE3HOM /A HAEHTH-
¢ukaunu meracrasos [115].

Crenedp TpaHCOpMAUHH KJIETOK MOXeT OHITh OlleHeHa
Kak MopdosioruieckH, Tak H GHOXHMHYecKH. Bosee nerainb-
HO sToT Bompoc Oyner paccmorpeH mosaHee. Cyasa mo pas-
HOOOpPasHIO CTPOEHHS LIHTOCKeseTa B TpaHCHOPMHPOBAHHBIX
KJAeTKax, TpaHcdopMauus, BLI3BaHHAA BHPYCaMH, OmyXoJe-
BbIMH IIPOMOTOPAMH HJIH IPyTHMH areHTaMH, MOXKeT IpHBO-
IHTL K INOCTENeHHOMY H3MEHEHHIO KaKoH-HHOyob ORHOMH
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cHCTeMH (bHIAMEHTOB HJIM 3aTParHBaTh HeCKoAbKo ¢pu6puu-
aspHbix cucreM, CucTemMaTHYeCKoro aHajMsa 3STHX JBYX
BO3MOXHOCTEH He IPOBOAHJIOCH. ’

3.7. MporacTH

DyKapHOTHYECKHH IHTOCKeJeT BO3HHK Npexne, YeM Io-
ABHJAHCH KJeTKH KHBOTHBIX, H €CJH IHTOCKeJeT MBbILIIB H
IHTOCKEJeT 3MHTelHs MB MOIVIH PacCMaTPHBaThb KaK «Ba-
pHanMH Ha TeMy, yXe npo3Byyasliyio» y ¢hu6pobaacTos, To
TOYHO TaK K€ IHTOCKEJeTHHEe CTPYKTYpHl OGOJBUIHHCTBA
KJeTOK KHBOTHHIX MOXHO 6blJ10 OBl ONHCATh KaK BHAOH3ME-
HEeHHe CTPYKTYp, BCTPEYalolHXCH Y OJHOKJETOUHHIX Mpo-
THCTOB. .

Mukporpy6ouki # MHKpO(HJIAMEHTH, a TaKxke CBA3aH-
Hble ¢ HUMH TOHKHe MollepeyHble MOCTHKH HMIHPOKO pacipo-
cTpaHeHu y npotucroB. Hampumep, y dopamunudep mo-
TJoLleHHe YacTHI MHOIM OCYINeCTBJISETCA ¢ ydYacTHeM pas-
BeTBJIEHHON CeTH, KOTOPasg COCTOHT H3 MHKpPOTpybouek H
TOHKHX HHTell AHaMeTPOM 5 HM, He NCKOPHPYIOIHXCH MHO-
siHoM [116]. Dra aHacToMO3HpyloLlas CeTb ABJAETCH 0CO-
GeHHO yMauHoM MoJenabi0 AJIA H3yieHHMH CKaukKooOpasHoro
ABHKEHHH, NMOJAPOGHO pacCMaTPHBAeMOro HHKe.

Pasnuunbie aM&6H cnyKaT o0bEKTOM I8 H3ydeHHS
amé6ounHoro ABH:keHHA. [IpoTHCTH Jlerko BHIpalIHBaTh, H
6aarofaps 3TOMY OKa3biBaeTCsi BO3MOXKHBIM IPOBOAHTD
OYHCTKY HX Oe/IKOB, HCNOJb3yA OoJbliHe KoJHYeCTBA HC-
XOAHOro MaTtepHana. A HeKoTopele H3 HHX, Hanpumep Phy-
sarum, pecbMa yaoGHH, KpoMe Toro, Ajad MopdoJorHuYecKo-
IO H3Y4YeHH# IIpOLEeCCOB COKpalleHHA H pelakKCaiHH.

Ha panumux craguax pasBHTHs HaTsxKeHus y Physarum
B KJeTKaX BHJHBI NapajiesibHble MyYKH MHKPO(DHIAMEHTOB,
CoeIHHEeHHLIX JAPYT € APYroM KOPOTKHMH NONepeyHbiMH Moc-
THKaMH, [To Mepe yCHIeHHS HATAXKEHUA MEXAYy MHKpodHaa-
MEHTaMH MOABAAIOTCA ONTHYECKH IJIOTHhIE YYacTKH, coiep-
JKalllie, BO3MOXKHO, TOJICTHIe MHO3HHOBHE ¢(uiamedTh. Bo
BpeMs peJlagkCapHH 3TH YyYaCTKH HCHe34al0oT, a OpraHH3apHf
NYYKOB MHKPO(HIAMEHTOB CTaHOBHTCA MeHee IPaBHJBHOIL.
CxoaHble mepecTpoHKH HaGMIONAOTCA TIPH H30TOHHYECKOM
cogpaulesnu. [Ipexnonaraercs, 4To CyUIeCTBEHHYIO poJb B
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HHX HrpaeT H3MeHEHHe CTeneHH A4rperdpoBaHHOCTH MHO3H-
Ha [117].

OcoGenHo yausurenex nporucr Naegleria gruberi, y Ko-
TOporo aMeéboHIHbIE, NMEPEMEIAIOmHuecss MO0 MNOBEPXHOCTH
cy6cTpata KAeTKH MOTYT NpeBpamiaTscs B CBOGOIHO NABIBY-
LIHe KJAEeTKH, HMeolide BHTSHYTYI0, 06TeKaeMyo GopMy H
cHaOXeHHble XXTYTHKaMH. DTO npeBpalleHHe peryaupyercs
npocTHMU $H3HONOTHYECKHMH (AKTOpAMH M MOXKET NmpOHC-
XOAHTb B NONYJSIIHH KJIETOK CHHXponHO, Jlo omHcaHHO#
1paHcopManrn B kaetkax Naegleria ¢yHKuHOHHpYeT B
OCHOBHOM 2KTHHOBAsi CHcTeMa (XOTs BO BPeMsl MHTO3a €CTb
B HHX K MHKPOTPYGOYKH), a mocje TpanchopMauuu obpasy-
IOTCSI OXBAaTHIBAIOILAsi BHYTPHKJIETOUHOE MNPOCTPAaHCTBO H
onpeleasiiomiasi GopMy KIeTKH CYGKOPTHKanbHasi CeTb MHK-
poTpy6ouek H, KpoMme TOro (B IBYX KIYTHKax), OGLIUHBEIE
akcoHeMbl THna «9+42», Takum oGpa3oM, Naegleria npen-
cTaBasieT cOGOf MpeKpacHylo MOJeab IAS H3YyYeHHsi Nepexo-
Aa OT QYHKUHOHHPOBAHHS OLHON IIUTOCKEJETHOH CHCTEMHB K
(OYHKIHOHHPOBAHHIO APYrofi W A H3YYEHHS  PEryMsillHA
IKCHpeccHH LHTOCKesaeTHbix Geakos [118].

Ha xnerkax Tetfrahymena pecHHukH OGHapyXHBalOTCS
NOCTOSSHHO — B OTJHYHEe OT XKryTHkoB y Naegleria. Ilepe-
MeHyHBasi dopMa 3THX KJETOK 3afaeTcs, MO-BHAHMOMY,
pacnonoxeHHOH nox MeMOpaHOM ceThlo, B COCTaB KOTOPO#
BXOAAT MHKPOTPYGOUKH. DTa CETh COLEPKMT TaKKe KOMIO-
HEHThl, CXOJHbIe B AHTHTE€HHOM OTHOIIEHHH ¢ GedKaMH mpo-
MEXYTOYHHX (uaamentos. MsyuyeHHe perynasiiud GopMmbl H
BHYTpeHHel cTpyKTyphl Tefrahymena ouetn MHOro faer
OJasl MOHHMAaHHA MEXaHH3MOB JIOKANbHOH H rao0anbHOH pe-
T'yAsLHH HPOCTPaHCTBEHHOH opraHH3auMH Kiaetkd. K sonpo-
cy o peryasiudu y Tefrahymena mbl euie BepHEMCH NMO3JHEE.

Knerku Chlamydomonas — ynauhblit OGbEKT fas Hc-
clefoBaHMs, TaK KaK XOpOLIO H3YyYeHbl HX YAbLTPAcTpyKTypa.
H redeTHKa. OHH He CJAHIIKOM NpPHUBEPENNHBLI, H HX MOXHO
BHIpANIHBATh B GOABIIHX KoauuectBax. ¥ Chlamydomonas
eCTh U MHUKpOQUNAMEHTH, ¥ MHKpPOTpyGoukH. Mukpoduna-
menTH B Chlamydomonas HauGonee BLIpakeHs B OTPOCT-
KaX, 0o6pa3yloIiHXcsi BO BpPEeMsl CnapHBaHHsA. DTH OTPOCTKH
OTXO0HAT OT anUKAanbHON YacCTH KJETOK H COCIHHAT cllapH-
Bajolyecsi KJNeTKH JLPYr ¢ JIPyroM; OHH COZEpKAT NYYOK
GunaMenTOB, NCKOPHPYIOWIMXCH TAXKEABIM MEPOMHO3HHOM.
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Becbma BeposTHO, YTO pOJb AKTHHA B JKH3HEAEATENbLHOCTH
Chlamydomonas 3TuM He ucuepnmiBaeTcsi. MHKPOTPYOOUKH
B Chlamydomonas o6pa3ylor noaMeMOGpaHHyIO CeTb, OKPY-
JKAIOLLYI0 BHYTPHKIETOUHOE MPOCTPaHCTBO. MHKpOTpy6OUKH
3TOR CETH OTXOAAT OT Haph 6a3anbHEIX TeJel, Ppacrnoo-
JKeHHBIX y OCHOBaHHS MIFYTHKOB B anuKaJdbHOH YaCTH KJeT-
KH. OT DGa3anbHBIX Tenel OTXQUAT TarKXKe H aKCoHeMHble
MHKPOTPYyGOuKH, oGpa3sylomne cTpyktypy «94-2». OcHoBHaSA
Macca AaHHBX 0 cOOpKe aKCOHEM TOJyYeHa HMEHHO Ha
Chlamydomonas. Buno uaeHTHGHUKPOBAHO H KAPTHPOBAHO
MHOXKECTBO MyTalluif, BAHSIIOIIMX Ha HoABHXKHOCT: Chlamy-
domonas. AKcoHema mpexacTraBasieT co6oft CNOXHO OpraHm-
30BaHHYI0 CTPYKTypYy, cocTosimyio Gonee yem H3 50 Genkos.
C6opka ee NMPOHCXOAHT, MO-BHAMMOMY, IyTeM MOCIAef0Ba-
TeNbHOrQ MpHCOEAHHEHHN 3ITHX OenkoB — nogo6HO cbopke
6akrepdodaros. MHOrHe H3 AKCOHEMHBIX OEJNKOB cOBEplIeH-
HO HeoOXOMUMBI JUist 06pa3oBaHHS HOJHOUEHHOR B (QyHK-
UHOHANbHOM OTHOIIEHHH aKcOHeMbl. MyTalHH IO HEKOTo-
pPbIM 4KCOHEMHbIM 6eJKdM MOryT NpPEnsiTCTBOBATH BKJIOYE-
HHIO B (POPMHPYIOLIyIOCH AKCOHEMy UEJNOro psjfa APyrux
benkoB. Ho, moxany#i, camoe 3aMeuaTenbHOE — 3TO TO,
410 Ha 30 (eKTHBHOCT, (PYHKUHOHMPOBAHHS TAKHX KIIOYe-
BuIX GengoB Bauser ux dochopuauposanne [119]. Hccne-
JoBaHHe perenepauun XryTukos Chlamydomonas no3sonu-
J0 NOAy4ynTh Ooratyio HHQOPMAIHIO O PEryiasiiiH aKTHB-
HOCTH TyOynHHOBHIX reHoB [120].

Buoxumnueckne u MopdonOrnyecKne HCCIefOBaHHs MO-
Ka3biBAIOT, 4T0 MHKpOdHIAMEHTH H MHKPOTPYOGOUKH WIHPO-
KO PaCnpoCTpaHeHbl y MPOTHCTOB. ToUHEIE Npefenbl pacnpo-
CTpaHEHHsi ITHX THIOB CTPYKTYP, PaBHO KaK H Tpeaenbi HX
BO3MOXHOH CnelHa H3alAH, TOKA HeH3BeCTHH. SlcHo, ojHa- -
KO, YTO ¥ MHKPOTPyGOUKH, H MHKPODHIAMEHTH HOSBHIHCH
JI0 MHOrOKJeTOYHHIX Opranu3moB. IlpomexxyTounbe d¢una-
MEHTHl BCTPEYaioTCsl y HPOTHCTOB HaMHOro pexe. B Hacros-
mmee BpeMsi OAKH, POACTBEHHbIE B AHTHNEHHOM OTHOLIEHHH
6enkaM NPOMEXYTOUHBIX (UAAMEHTOB MHOIOKJETOUHHIX,
u3BecTHu Juwb y Tefrahymena u Candida [121). Ha pas-
JNHYHe B BbIPAXKEHHOCTH CHCTEMbI NPOMEXYTOYHHIX (uia-
MEHTOB Y NpPOTHCTOB H MHOrOKNeTOYHBIX MOXET, BEPOSATHO,
MPOJIUTH CBET TOT (akT, YTO y MOCAEIHHX OCHOBHOH (PyHK-
uHeR 3THX (HUNAMEHTOB SIBASETCS HHTErpalus KJIETOK B



70 . 3. ApxuTexTypa yurockeseTa

TKaHH. Oco6eHHO 3TO OTHOCHTCH K IIHTOKEPaTHHOBHIM H JeC-
MHHOBHIM (unamentam. BnpoueM, cBsisb Mexay pacnoio-
JKeHHeM NPOMEXYTOYHBIX (DHIAMEHTOB H PacloJIOKeHHeM
MHMKPOTpPYyOOUex M AAPAa B KJI€TKaX yKashiBaeT Ha BO3MOX-
HOCTb CyIIeCTBOBAHHA y NPOMEKYTOUHHIX (pHIaMeHTOB H
HHbIX (yHKOHE, H MOXKeT oKa3arbcf, 4YTO KakHe-HHOYIAb
npeallleCTBeHHHKH IPOMEXYTOYHHX (HIAMEHTOB paclpo-
CTpaHeHH y NMPOTHCTOB He MeHee IMHPOKO, YeM aKTHH H Ty-
OyJaHH.

3.8. Pacrennsa

ITponeccs passuTusi y pacTeHHN H XHBOTHHEIX CyIecT-
BEeHHbIM 00pa3oM pasaHdaloTcss. PasBuTHe y pacTteHHH mpo-
HCXOAUT NyTeM Pa3MHOXEHMsi H yBeJHYeHMs B pasaMmepax
in situ, Ge3 neperpynnmHpOBKH KJIETOK, H, KpOMe TOro, Y
pacrennit Kpafiie BeJMKO 3HaueHHe K/IETOUHOH cTeHKH. Ilo
STHM NpPHYMHAM MOXET Ha NepBHlfi B3r/IAL NMOKa3aThCs YAK-
BHTE/ILHEIM, UTO IIHTOCKEJeT MrpaeT y HHX TaKylo Xe Kilo-
4eByI0 POJib, KaK M y KHBOTHHX. M TeM He MeHee, HeCMOT-
ps faxe Ha TO, YTO PacTHTe/NILHEIM KJeTKam yIelsnoch
CPaBHHTEJIbHO Majl0 BHHMaHHS H 4YTO NPH SKCIePHMEHTaJlb-
HOM HCCJENOBAaHHH HX BO3HHMKAIOT ONpelejieHHbie CJI0XKHO-
CTH, yKe COBEpLICHHO ACHO, YTO TyGyJAMHOBOA M aKTHHOBOA
CHCTeMaM NPUHAAJIEXRHT LeHTpaJbHAs Pojb B OpraHH3alMd
nuTom/asMul pacrenuin [122].

AKTHH pacTeHH/i H3BeCTeH TIJaBHMM o0pa3oM cBoell
CBAI3bI0 C TOKOM LIHTONJIA3MBl, KOTOPHf CO3/12€TCs TOJCTHI-
MH aKTHHOBLIMH TSXKaMH, IPHCOEJHHEHHEIMH K IJiasMaTHue-
CKofi MeM6paHe, DTH TAXKH NpeACTaBiAAl0T cobof NyIKH
MHKpPOGHIaMEHTOB OXMHAKOBOA MOJIIPHOCTH: y BceX ¢Haa-
MEHTOB K MeMOpaHe NpHKpemJieH «ONepeHHHfi» KoHen. Ka-
KOB MeXaHH3M TeYeHHsl LMHTOIJIa3Mhbl, TOYHO He H3BECTHO,
HO, NO-BHAMMOMY, B HeM NMpHHHMAaeT ydacrTHe MHO3MH. Bos-

' MOXKHO, YTO 3aKTHH IOMHMMO CO3J1aHHS ILHTOMJI4a3MaTH4YeCKOro
TOKa BHINOJNHAET M JAPYrue, MOKa HeH3BeCTHHE (YHKIHH,

HccaepoBanus uHMTOCKeseTa pacTeHHH GblIM COCpenoTo-
YeHsl B OCHOBHOM Ha MMKpOTPYGOUKax, BepPOSITHO, NOTOMY,
4TO MX JIerue, 4yeM ApPyrue UHUTOCKeJeTHHE CTPYKTYphl, YBH-
JeTb B 3JIeKTPOHHHIN MuKpockon. IlTosiBjieHHe MOAXOASMIHX
HMMYHOJIYODECUEHTHHX METOXOB PacUIHPHT KPyr CTPYK-
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Typ, HCCAeAyeMbX B KieTKax pacrenmit [123]. Pacmonoxe-
HHe MHKpPOTpPyGoueK B PAaCTHTEJBHON KJeTKe MeHseTcs Ha
Kax/10# CTajHA KJeTOYHOro myKia. B uHTepdase MHOro4YHc-
JieHHbie MHMKPOTPYGOYKH JieXaT B KOPTHKajbHOH 06JaCTH
TOJ MIasMaTHYeCKOH MeMGpaHOH; HepelKo OHH mapaielib-
HBl L€JVII0NI03HEIM MHKpOpHOpHITaM. MexXny MHKpoTpyGOY-
KaMH ¥ nyasMaTHYecko#t MeMmGpaHo#t oGHapy:KeHO MHOXKe-
CTBO NONEPeYyHHIX MOCTHKOB, OfIHAKO MeXaHH3M BJHSHHS
MHKPOTPyOOUYEK HA ODHEHTALMIO LENJIONO3HLIX (UGPHIN
Bce elle HemoHsTen [124].

Tlepen mpodasofi opMmHpyercs Tak HashBaeMBIH mpe-
npodasHblii Myyok — IUHpOKas JIieHTa M3 CPaBHHTENBHO
TECHO PaclOJIOXKEHHBIX KOPTHKaNbHBIX MMKpoTpyGouek. Ilo
Mepe co3peBaHHs mpenpodasHoro myuka Bce Gonbiliee yHC-
JI0 MHKpOTpyGouek cobHpaeTcss BMeCTe, a KOJIHUECTBO MHK-
porpy6ouek B APYTHX 4YacTAX KOpTeKca YyMeHblllaeTcs,
B spgeproit o6osouke, ¢ KOTopoit B HHTepdase HHKaKMe
MHKPOTPYGOYKH He CBsI3aHLl, HayHHaeT NPH PasBHTHH Ipe-
npodasHoro myuika oGHapyxuBaThCs TyOyauH. Mukporpy-
GOYKH — B BH/e CeTH HIH PajHalbHO OPHeHTHPOBaHHHE —-
MOSBJSIOTCH B 06JaCTH MeXAY AAPOM H KOPTEKCOM KJ/ETKH,
Hexkortopuie n3 Takux MHKPOTPyG0OUeK, NO-BHAHMOMY. COELH-
HAIOT NpenpodasHullt ny4ok ¢ sfepHOH o6oaoukoii. [Ipenpo-
thasubili nyuok o6najzaeT NMOPasUTENbHHIM CBOHCTBOM: XOTSA
OH ¥CYe3aeT 10 OKOHYaHHs Npodasbl, OH Npeionpenensier
pacnosioxeHne IJIOCKOCTH KiaeTouHoro jgenenus [125].

B npodasze 6onblIMHCTBO MHKPOTPYOOYeK pacnoJaraer-
csl BOKPYT siepHOro MaTepHasa. B nanbuefilieM, B X0/e MH-
To3a, (OPMHpPYeTCH BePeTeHO H OCYLIeCTBAAIOTCH Meradas-
Hoe H aHadasHoe mepememieHuss XxpomocoM. CyiieCTBeHHOe
pasnugHe MeXAy MHTOTHYECKHM anmapaTOM pacTeHHE H
JKHBOTHHIX COCTOHMT B TOM, YTO y DaCTeHMi B HEM HeT IleHT-
pHoJel; KpoMe TOro, MHTOTHUeCKOe BepeTeHO pacCTeHHH
HMeeT cKkopee 60Ykoo6pasHylo, a He JBYXKOHYCHYIO (Hopmy.

B renodasze KonHMuecTBO MHKpoTpyGOYeK B BepeTeHe
cuuxaercd. OHR o6GpasyiorT (pparmonnacr, KOTOPHIH yuacr-
ByeT B JeJIeHMH KJeTKM, HanpaBassg (opMHpoBaHHe Kie-
TOYHON nnacTHHKM, MukpoTpyGoukM ¢(parMonnacra mosis-

JAIOTCH CHAaYana B LeHTPpe KJIETKH, a 3aTeM HNPOHCXOJHT .

JlaTepanbHOE pacrnpocTpaHeHHe ¢parMomiacta, 10 TeX Hop
OKa KJIeTOYHas MacTHHKA He CHOPMHPYeTCs MOJHOCTRIO.
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ITo 3aBepllieHHH KJIETOUHOrO MEJNEHHs MHAKPOTPYGOUKH
NOCTeNeHHO 3aHHMAl0T KOPTHKAJNLHOe NOJOXKEeHHe, Xapak-
TepHOe AJs MHKDOTpyGouek MHTepdhas3HO! KJIeTKH. YuacTHe
MHKPOTPYGOUeK M B OpHEHTAlHH LEeJTIONO3HEIX GHOpHIN,
MeXaHHYEeCKH onpe/lesIIoMHX BOSMOXHYI0 6yaymyio GopMmy
KJEeTKH, H B 06pasoBaHHy npenpodasHoro nyuxa, sagaiomie-
ro OPHEHTALHIO MJOCKOCTH KJNeTOUHOro JeJIeHAs, NeNaeT HX
pollb B pPasBHTHH PaCTeHHH KaioueBoH. BecnMa BepofTHO,
YTO BO BCEM 3TOM NPHHHMaeT TakXKe yyacTHe K aKTHH, HO
Kakoe HMEHHO BHIICHHTh M3-32 TEXHHUECKHX TPYNHOCTeH mno-
Ka He yjfaercs.

Y syKapuOTHYECKHX KJIETOK H BHYTPeHHHE IPOIECCH, M
BHelIHHe (YHKIMH 3aBHCAT OT IHTOCKeseTa. Kak mpasuio,
ChelHaH3alna KJIeTOK NPOSABJASETCH B CHellHaNlH3allHH IH-
TOCKeNeTHHX CTPYKTyp. Takass yHHBepCaNbHOCTh 3HAUEHHSH
IIHTOCKeNIeTa WMeeT IJIf Hac CBOM ILIIOCH M MHHYyCH. C of-
HOH CTOPOHBI, MOXKHO HAJEATHCS, YTO OCHOBHbHIE MEXaHH3MHI
IUMPOKO pacnpocTpaHeHbl H He I0ABEPraioTcss B GoJNbIIHH-
CTBE 5YKAPHOTHYECKHX KJETOK CYIeCTBEHHBIM H3MeHeHH M.
Ho ¢ apyrofi cTopoHbl, B KayecTBe IpeaMeTa HCCJeLOBaHHSA
BHIGHPAIQTCS HEPENKO BHICOKOCHEIHANH3HPOBAHHLE KJIEeTKH,
6GesqKH KOTODHIX MOIHMGMHIHPOBaHB TaK, YTOGbI 0GeCneyuTs,
HanpHmep, Kpaﬁmmo CTeneHb 3JMAaCTHYHOCTH, HJIH COKpaTH-
MOCTH, HJIH CTaGMJIBLHOCTH, He CBOHCTBEHHYIO GOJBLLIMHCTBY
JDYrHX KJNeTOK, H HaJlo HMeTh B BAAY, UTO H3yUeHHE TAKOro
pola CnellHanabHBIX Cinyuaes NpHHOCHT NOJb3y JHULIb TOrna,
KOrlla TmiaTeNbHO OlEHHBAaeTC)l 3HaueHHe (yHKIHOHANbHHX
ocoGeHHOCTeli KOHKPeTHOH CHCTEMBI.
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4.1. BemecTsa, NpsiMoO MJHM KOCBEHHO JAelcTByioliue
Ha DUTOCKEJEeT

CymecrByer psa nmpenaparos, H3GHpaTesNbHO JeHCTBYIO-
IWHX Ha CHCTeMy MHKPOTPYGOYEK MJHM CHCTEMY MHKpodHia-
MEHTOB; OHM AKTHBHH in vitro # CnocoGHH cHeuHdHYECKH
CBASBIBATHCA C TYGYAMHOM HJIH aKTHHOM B MOHOMEDHOM HJM
MOJIHMEPHOM cOCTOSHMAX. TIpn M3ydeHHWH npenaparos, Aefi-
CTBYIOIHUX Ha 3TH ABe (QHODHIISDHBIE CHCTEME, BHABAALT-
¢ HeMaso napannened. Tak, m nng MMKpOTpyGOuek, H jis
MHKDPO(HIaMeHTOB H3BeCTHH NpenapaThl, CBS3BIBalOLIHECH
C MOHOMepOM H nojasasiouHe CcOOPKY HonHMepa; Kpome
TOro, AJs O6eHx CHCTeM CYIeCTBYIOT NpenapaThl, CBS3H-
BAIOHHeCs C IOJHMEPOM H YBeJHYHBAKOllHe ero CTaGuib-
HOCTbD.

IlepBpiMH COBAMHEHHSIMH, AJsi KOTOPHX MNOKa3aHO MX
JefCTBMe Ha ILHTOCKeJeT, GBlIM aHTHMHTOTHUECKHe npela-
parbl, H Npexkje BCero KoaxMuuH. KONXHIUH, HOKOAa30J
(ann OHKOZA304) H KOJLEMHZ CBA3LIBAIOTCA ¢ OXHEM H
TeM e yyaCTKOM TyGyaHHoBOro aumepa [126]. CsasuBa-
HHe NOBHIIAeT HYKJeo3HATPHDoCPaTasHyl0 aKTHBHOCTb TY-
6ynuna, KoMneke 3THX NpemapartoB ¢ JHMEPOM CBA3hLIBa-
ercsa ¢ OHICTPO DPACTYHIHM KOHLOM MHKPOTPYGOueK M CHH-
¥KaeT CKOpPOCTb RajbHeHlllero MpHCOeXHHEHHS MOHOMepOB K
5TOMY KOHLYy. B pesysabraTe XpHTHYecKass KOHIEHTpaunus
AJIsl 3TOr0 KOHIAa MOBHINAETCH H JOCTHraeT BeJIHYHHH, Xa-
paKrepHsyloule#i MeAJeHHO pacTymiHii KoHen. KOJXHUHH OT-
COeHHARTCS OT TyOy/aMHA Me/JJIeHHO H, KPOMe TOro, Hecne-
UAQHYECKH CBA3HBaeTcs C KJAeTOUHHIMH MeMOpaHaMu, B
YaCTHOCTH C NMePeHOCUHKaMH HyKaeo3HnoB. Hokonason ume-
eT 10 CPaBHEHHIO C KOJXHIHHOM TO NPEHMYMIECTBO, YTO OH
GoJiee crenHdHYeH H ero CBA3HBaHHe Gosee o6paTumo. Has
BHISIBJIEHUS! MOGOUHBIX 3()(eKTOB KONXHIMHA B KOHTPOJBHBIX
ONLITaX HCIOJBL3YIOT JIOMHKOJXHIHH, NOTEPABIIAA nog Aefi-
CTBHEM CBeTa CIIOCOGHOCTL CBA3LIBATBCA C TYOYJIHHOBLIMH
JAHMEePaMH, HO XapaKTepPH3YIOLIHACH TeM XKe CHeKTPOM He-
cnend¢AUeckoro cpsfspiBaHus. C yyacTKOM CBS3HIBaHHSR
KOJIXHUHMHA TIepeKDHBaeTCA YYaCTOK CBA3HIBAHHA NOAOGHJ-
JIOTOKCHHA, JeACTBYIONIEro aHaJOTHUHO KOJXHUUHY. C HHBIM
CBSISLIBAIOMIHM YYaCTKOM B3aHMOJEHCTBYIOT BHHG/IACTHH H
BHHKPHCTHH, CBA3HBafCh ¢ TYGYJHHOBLIMH [HMepaMH,
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3,

BHHONACTHH BLI3HBaeT HX arperandio H o6pasoBaHHe KpPHC-
TaJJIOB, OH MOZaBjifieT NOJAMMepH3alHi0 TyOynHHA, YBOAS
€ro M3 pacrtBopa B arperaThl. B nenoM BCe 3TH BellecTBa
CHHXK K0T CKOPOCTb IOJIHMeDH3allHH, HO He BHI3HIBAIOT Hermo-
cpeicTBeHHO pa36opkH MHKpoTpyGouek. Mx nedcTsHe Ha
LHTOMNa3MaTHIeCKHe MHKPOTPYGOUKH NPOABASETCH JHIIb
Yepe3 HeCKOJILKO YaCoB, XOTs MojxaBieHHe 06pa3oBaHus MH-
TOTHYECKOr0 BepeTeHa HacCTyMaeT HeMenneHHo, B cBs3m ¢
TeM 4TO 5TH BellleCTBa AEACTBYIOT B OCHOBHOM Ha pacTyllHe
MHKPOTPY6OUKH, HX BAMSIHHe Ha PasHble THOIHN MHKPOTPyGO-
YeK B KJleTKe OKa3hiBaercs pasiHuyHuiM. Tak, MHKpOTpyOou- -
KH XKIYTHKOB YCTOHUMBH K KOJXMIHHY, a MHTOTHUECKHE
MHKPOTPYGOUKH YYBCTBHTENIbHH K HEMY.

Takcon ceasniBaercs ¢ TyOyJIHHOM CTeXHOMeTPHUECKH,
a He cyGcrexnoMerpuyeCckd. OF NIpaKTHYeCKH He CBS3hiBa-
eTcs co cBOGOAHHM TyOyJHHOM BHe MHKpOTpyGouek. Pe-
s8yJbTatoM paeHCTBHs Takcona sBNAETCs yBeJHUeHHEe CTa-
6HNLHOCTH MHKDPOTPYGOUEK H CHH:KeHHe KOHLEHTPAIHH CBO-
6GoxHoro TyGynHHa. B mpHcyTcTBHM Takcosa MOJNHMepH3a-
iHs TyOynuHa nporekaer 6Ge3 3aMeTHol sar-asu; Bce 3¢-
(erTH, BH3bIBaeMule TakconoM, o6patimun [127].

Ilutoxanasuns 06pasyioT rpymmy BellecTB, 06paTHMO
CBAIBHBAIOIIHXCA C AKTHHOBLIM MOHOMEDOM. Hx cessniBa-
HHe NOBHIIIAaeT HYKAeO3HATPHpOCchaTasHyo aKTHBHOCTb aK-
THHa. KOMIIeKC aKTHHA C IHTOXaJa3HHOM MNPHCOETHHSET-
cs K GHCTPO pacTyuleMy KOHLY MHKPOoQHIaMeHTOB H mpe-
NATCTBYeT AajbHefilleli mosiMMepH3anMH Ha Hem [128].
B pesynbraTe neHCTBHs IHTOXaNa3sHHOB KPHTHYECKAast KOH-
fleHTPanys s GLICTPO pacTyllero KOHIa CTaHOBHTCA Ta-
Koli Xe, KaK H 1Jia MelJleHHO pacCTyllero KoHma. Lluroxa-
Jia3VHBl yCTPAHAIOT Jar-hasy NpH NMOJAHMepH3alnuMu aKTHHA,
4970 00yCJIOBJeHO, MO-BHANMOMY, CTaGuUIH3alHed AHMepoB
HJIH TPHMepOB akTHHa. JlanbHefilini pocT OT Takux crabH-
JIH3HPOBAHHLEIX 3aTPaBOK XapaKTepH3yeTcs, OfHaK0, KHHETH-
KO#, cBOficTBeHHOM Me[JieHHo pacrymeMy Kouuy. Ilutoxana-
3uH B o6napgaer moGouHbiM geficTBHEM: OH TojJaBiseT
TPaHCMOPT IJIIOKO3H 4epe3 KJIeTOYHYIO MeMGpaHy; B TO XKe
BpeMsi XHrujapouuToxanasuH B u nuroxanasun D He Bamsm-
10T Ha TpaHcnopt raoko3sl [129], Huroxanasun D o6napga-
et Gonee BBHICOKHM CPOACTBOM K aKTHHY. AHAJIOrHUHO ToMY
KaK Takcol CTaGMAM3HpyeT MHKDPOTPYOOUKH, (hanJoOMIUHO-
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BHe HpenapaTH CTaGHJAH3HPYIOT MHKpodmiaMeHTH. Daj-
JORJAAH H QanjanHHH CBASHBAIOTCA ¢ MOJHMEPH30BAHHLIM
aKTHHOM CTeXHOMETPHYECKH H 06paTHMO CHHXKalOT KPHTH-
YeCKyl0 KOHIEHTpalHIo.

TakaM o6pasoM, H AJas MHKpOTPy6GoueK, H AJs MHKpO-
(HIaMEeHTOB CylleCTBYIOT BemiecTBa, H3GHpaTeNbHO GJIOKH-
pyloiHe HX NOJHMEPH3aUHI0 HJIH jenojguMmepHsaunio. o
CHX NOp HH JAJA ONHOM H3 5THX cHcTeM (H/IaMeHTOB HeHs-
BeCTHO BemIeCTB, BLI3EIBAIOMIMX GLICTPYIO JeloJHMepH3a-
LIHI0, 32 HCKJIOUeHHeM, NoxanayH, MeATaHCHHA, CnocoGHOro
6HICTPO JenoHMepH30BaTh MUKPOTPyGoukH in vitro. Oaxa-
KO MeliTaHCHH fBJfieTCS AJIKHWIHDYIOIIHM areHTOM, H ero
JefiCTBHe Ha MHKPOTPYGOUKH 10 HeKOTOpOH CTemeHH HeoG-
pPaTHMO H, BO3MOXHO, HecelH(PHUHO.

IMpr Hcnosb3oBaHHM npenmapartoB, NefiCTBYIOMIHX Ha IIH-
TOCKeJIeT, BaXXHO Pas3jiHyaTh HeMelJleHHbie H nospHue 3¢-
dextn. Tak, takcon n ¢GamiouaIuH JelicTBYIOT Ha COOTBET-
CTBylOmMe (HIAMeHTH, CTaGUAH3HPYS HX, HO NO3/HEE B
JKHBHIX KJeTkaX, o6paboTaHHBIX STHMH IpenapaTaMH, Ha-
GaonaeTcs o6pasoBaHue’ y4KOB MHKPOTPYGOUGK HJIH MHK-
poHIaMeHTOB COOTBETCTBEHHO. DTOT HPOABJAAIOMMHMHACA Ha
NO3NHHX CTaguAx 3bheKkT nopasasercs HHrHOHTOPAMH Me-
tTa60o/M3Ma, Y4TO yKa3blBaeT Ha ero 3aBHCHMOCTb OT HCTOY-
HHKOB SHepruu. O6pa3oBaHus Ny4YKOB He MPOHCXOIHT TaKie
B 06paGoTaHHOM TakKcoloM H (a/JIOHIHHOM H30J1HPOBaH-
HOM IHTOCKeJdeTe. FIHrHOHTOPH COOPKH MHEKPOTPYOOUEK BHI-
3LBAlOT HeMelJieHHoe GJIOKMPOBaHHe MHTO3a, OJHAKO NJIf
paspyllieHHss HMMH IIATONJIa3MaTHYeCKHX MHKPOTPy6ouek
TpeGyeTcsi OT ORHOro X0 HeCKOJBKHX 4acoB, JlenosiHMepH-
3ylolllee JeficTBHe Ha LIHTONJIAa3MaTHUECKHE MHKPOTPYOOUKH,
Kak H ofpasoBaHHe NYYKOB, 3aBHCHT OT HCTOUHHKOB 3Hep- .
run. KOAXMUHH He JernosHMepH3yeT MHKPOTPYGOUKH B H30-
JIHPOBAHHOM LHTOCKeseTe. TO yKa3nlBaeT Ha TO, UTO pas-
6opka MHKPOTPyGOUeK B KHBBIX KJETKaX fBAAETCH JHHA-
MHYeCKHM IPOIeCCOM, BKJIIOYAlOMHuM B ce6f 3aBHCAMYIO OT
3HePrHH peryjslHIO Ha KOHIaXx MHKpoTpy6Gouek. IluToxana-
3MHBI BBI3LIBAIOT HeMejJIeHHOe TMOjaBieHHe 06pa3oBaHHsA
CKJIAJIOK KJNeTOYHOro Kpas u (popMupoBaHms (QHIONOIARA.
Tpe6yercsa, OxHAaKO, NPONOJIKHTEJbHOE BPEeMA, JJs TOro
4To6H noj AeficTBHeM [HTOXaJa3HHOB Hauajloch o6pasoBa-
HHe IJIOTHHIX (DOKYyCOB H BeTBAIIHXCA OTPOCTKOB KJIETKH.
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Ha yabTpacTpyKTypHOM YypOBHE TaKXe MOXKHO BHIJe/NHTb
HeMejjIeHHbe B nmo3aHue 3bdekTs HTOXana3HHOB, ¥ MHK-
podHNaMeHTOB CBOGOAHKHIE KOHIE MOABJAAIOTCS Cpasy ke
nocjle RoGaBjleHHsi STHX COefAHHEHHH, OJAHAKO CKOIJIEHHS H
NyYKH MHKPOHIaMeHTOB 06pa3syloTcs JHIIb Yepes ompefe-
nenHoe BpeMs [130]. B usonupoBaHHOM npenapare LHTO-
cKeseTa, 06pa6oTaHHOM HHTOXaJasHHAMH, OGHapyXHBaeTCH
MOBHIIIEHHOE YHCJIO CBOGOAHHIX KOHIOB, OJHAaKO B HeM He
NPOHCXOAHT 0Opa30BaHHs CKOIJIeHHH (pHIaMeHTOB, HabJIo-
A alONIerocsl B KHBHIX KJAeTKax. Arperands MUKpoduiaameH-
TOB B KJIeTKe NPOHCXOAMT, O-BHAHMOMY, B Pe3yJbTaTe Tpe-
Gylomero sHEPrHH MNpolecca pPeopraHH3alLHA aKTHHOBOM
CHCTEMBl Ha NMO3IHHX CTAJHAX [AeHCTBHS LHTOXaJa3HHOB.

K coxanennio, 10 CHX IOp HEH3BECTHO BEHIeCTB HeGOJMb-
IIOro pasmepa, HEMoCpeJACTBEHHO NEACTBYIOHIMX Ha mpoMe-
KyTOuHble QHAaMeHThl. B HacTosilee BpeMs eAMHCTBEHHHIM
cnoco6oM BHI3BaTh Pa36OPKy NMPOMEXYTOYHHIX (DHJIaMEHTOB
in vivo ABAAeTCA MHKDOHHDbEKIHsI B KJNETKY ONpefeseHHBIX
anTATE]. KpoMe Toro, HHFHOHTOPH MHKPOTPyO0UYeK BLI3LIBa-
10T CO BpeMeHeM 06pasoBaHHe BHMEHTHHOBBIX H B HeKOTO-
PbIX CayyafXx XeCMHHOBHIX OKOJIOSZEPHBIX CTPYKTYp. ITOT
HX 3¢ (eKT MOKHO HA3BaTh MO3[HHM, MOCKOJbLKY yKa3aHHEIE
CTPYKTYPhl HaYHHAIOT 06Pa30BLIBATHCA H3 NMPOMEXYTOUHHIX
(rmaMeHTOB JHIIbL TOrAa, Korga Mm{porpyﬁoqxn yXe 10J-
HOCTBIO JenoJHMepH30BaHbl.

BripaxKeHHbBIM BTODHYHLIM JeHCTBHEM Ha LHMTOCKENEeT H
ero opraHn3andio 06afal0T MHOrHe XHMHYECKHe COoegHHe-
HudA. Tak, HHTHOHTODH SHepreTHYecKoro MmeraGosmMsMa, Ta-
Kue, kak aunuaTpodenon (JLH®P), npusoxar K paspyiieHuio
BOJIOKOH HaTAXeHHS B TeueHHe NMPHMEPHO IIOJYTOpa 4acoB
[131]. OTa mpenapartsl NPenATCTBYIOT Takxe 06PAa30BaHHIO
Ny4kKOB MHKPOTPyGO4YeK H MHKPO(pHIAMEHTOB Noj AeHCTBH-
eM Takcona u ¢dannounua. VHruGHTOpPH 3HEPreTHUeCKOro
MeTa6onM3Ma HOJAaBJIAIOT, KPOMe TOro, AeNOJHMEPH3ALHIO
MHKDOTPY6OUEK aHTHTYOyJHHOBLIMH IIperniapaTaMH H B00G-
me GJOKHPYIOT BCe TpeGyloliHe SHEPrHH CTafHH peopraHH-
3aluM nAToCKeNera. HeoXXMpaHHEIM sIBJASeTCA TO, YTO HH-
rHOHTOPH CHHTe3a 6GesKa BHI3HIBAIOT (POPMHPOBaHHE OKOJIO-
AAEPHOH BHUMEHTHHOBOH CTPYKTYpHI dfh'32] Besaknit arent,
nofaBasfolui GeJKOBBI CHHTE3 (HEMOCPEACTBEHHO HJIH
100610 HHTep(hepPOHY HJAH TENJIOBOMY IIOKY), MOXKeT NpH-
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BOJHTh K NepecTpoiikaM nurockenera. Llnkangeckufi AMP
H CXOZHBHIE C HUM Ipenapartsl, akTHBHpys CAMP-3aBucHMYIO
NPOTEHHKHHA3Y, BJAMAIOT Ha (ocopHIHpOBaHHE JIETKHX lie-
nefi MHO3MHa B HEMBILIEYHHIX KJeTKaxX H (ochopuanposa-
HMe GelKOB, aCCOIMUPOBAHHBIX ¢ MUKpOTpyGoukamu. cAMP
MOXKeT TaKkKe BJIHATbL Ha (hoCopHIHpOBaHHe [JeCMHHAZ B
MblleyHsX Kaetkax [133]. M3BeCTHO HeCKOJLKO KaJbMO-
AYJAHH-CBA3LIBAIONIMX IHMTOCKeNETHHIX GeNKOB, B TOM 4YHCIE
CIIEKTPHH; CJeI0BaTeNbHO, aHTHKAJIbMOAY/IHHOBLEE COeHHe-
HHSl TaKXe MOrYT [eHCTBOBaTL Ha LUMTOCKeNeT. Tak, BHI3H-
BaeMasl KaJablueM Pas6opka MHKPOTPYGOUEeK B H30JMPOBaH-
HOM LMTOCKEJeTe NOAAaBJAAETCH HHIHOMTOPaMM KaJbMOLY-
auna. Takas, BEepOSITHO, ONOCpeAyeMas KaJbMOAYJHHOM
JlenoJIHMepH3ants MHKPOTPybouek npepoTBpamiaercs Ges-
KaMH, acCOIMHPOBAaHHHIMH C MHKpoTpy6oukamu, Byrtupar
HaTpUA, areHT, MCHOOJb3yeMHll aJsg MHrHOHpOBaHMs peare-
THJIHPOBaHHsI THCTOHOB, Takxe o6jafaer pasHOOGpasHHIM
AeficTBHEM Ha HHTOCKeJeT; HEKOTOPhE M3 BLI3HIBAEMEIX M
3¢ (heKkToB NpOABJAAIOTCH B TeYeHHE HEeCKOJbKHX 4YacoB
[134]. OGycnosneHo au geicrBMe GyTHpaTa HaTPHS HHIH-
OupoBaHHeM IHTOCKeJNeTHOH jeaneTHNashl WIH 3aMellleHHeM
KakuM-10 06pas3oM aneTHABHHIX Tpynn, HeussectHo, Oue-
BH/IHO, YTO TaKHe Npenaparthl, KaKk BepONaMHJ, KOTOpHIf no-
LaBJiseT HaKOIJIeHMe KajbLiHs KJEeTKaMM, MOTYT BLI3BIBATh
caMble pasHOOGpasHble H3MeHEeHHMsS IHMTOCKeJeTa.

HaxkoHen, Kak 3TO CTaHeT SICHO MO3/iHee, HH OfHA H3
TpeX OCHOBHHIX (pUOPHJIAPHEIX CHCTEM He SBJSETCS MOJIHO-
CTbIO HE3aBHCHMOM OT ABYX Apyrux. TakuMm o6pasom, mosa-
HHe 3¢ddekTn a1060ro npenapata MOTyT GbITh HENPAMBIMH
H ONOCpefoBaThCd He TOH pHOpHANApHON cHCTeMOl, Ha Ko-
TOPYIO OHH JA€HCTBYIOT HENMOCPEACTBEHHO.

4.2, Peryasuns GopMbl M JBHKECHHS KJIETKM

st Toro uto6H naTh NOJHOE ONMCaHMe BCeX THIOB ¢(op-
MBEl H JBHXEHHs 5YKapHOTHYECKAX KJeTOK, morpefosajach
6nl He oZHa KHura. HexoTopble BajKHhle MOMEHTHI, OHAKO,
CTaHOBATCS ACHH yXe NPH PaCCMOTPEHHH TPeX OCHOBHBIX
THIOB KJETOYHOTrO JBHKEeHHS, AHAJH3 3THX THIOB ABHKe-
HHS NMO3BOJIMT MOHATb TakKxke, KakKUM ofpasoM dopma kier-
KH ONpefleIfieTCsi XapakTepOM ee JBHKEHMS.
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MHoOrde KneTKH CHOCOGHH MIHTb. DTOT THI ABHKEHHS
OCYHIeCTBJISIETCA C NMOMOMIBI0 KIYTHKOB H PECHHYEK — BhH-
€TynamuHKx HapyXy NPHAATKOB KJIETKH, COJepXKallHX ak-
coHeMy. AKcOHeMa COCTOHT H3 MHKpPOTPyGOueK, OpPraHu30-
BaHHHX B TaK HasHBaeMyl CTPYKTYpy «9-+2» AxcoHema
THNa «942» MIHPOKO pacnpocTpaHeHa y 3YKapHOT, ee Mop-
¢donoras BhiCOKOKOHcepBatHBHa. OpHako, HecMoTps Ha
CXOJCTBO YJAbTPACTPYKTYPHl aKCOHEeM, KIyTHKH H PEeCHHYKH
pPasHHX OPraHH3MOB MOTYT PasjH4aTbCsl O XapakTepy ocy-
IIECTB/IAEMOro MMH JABHXEHHs, KOTOPHH onpejensercs
BCIOMOraTeJIbHEIMH GenkaMu akcoHeM. OnHH KJIeTKH, Ha-
npumep Chlamydomonas, ninByT «6paccoM»: BO BpeMs pa-
fouero xopa MOYTH NMPsAMOM XryTHK yjnapsierT Hasaj, a BO
BpeMsi 0GpaTHOrO — OH H3rHGaeTcs TakK, 4TO6H MHHHMH-
3HpPOBaTh €ro NOBePXHOCTb, B3aHMOJEACTBYIOIIYIO C OKpy-
FKaoumeH KXHAKOCTbIO. J[Ipyrie KJeTKH OGbIOT KIyTHKaMH 1o-
3ann ceGs, ToJKasi TakuMm o6pasom ceGa Bmepen. Haxoner,
y TPeTbHX HMEIOTCSI MHOrOYHCJIEHHbie KODOTKHE PeCHHYKH,
C NMOMOIIBI0 KOTOPHIX KJETKH MOryT IVIHTb HJH, HCIOJAb3YS
9TH peCHHYKH KaK <«HOrH», NEPEIBHIaTbCA MO NOBEPXHOCTH.
Bo Bcex sTHX caydasix JBHXKyulas. CHJa reHepHpyeTcss
ATPasoit 1HHEHHOM, KOTOPHIH MOXKeT o6paTHMO 06pa3oBH-
BaTh NMOnepedHbie MOCTHKH MeXAYy HapyXKHHMH AyGneTaMu
MHKPOTPy6oueK B aKkcoHeMme. XapaKTep NpOSIBIEHHS 3TOR
CHNLl ONpejessieTcss BCHOMOraTeJIbHHIMH GellKaMH aKcoHe-
MH: JHHeHH OfGecneduBaeT CKOJbKEHHe OIHHX JybieroB
BJIOJIb APYTHX, a BCnOMoraTelbHuie OenKH HajaralioT orpa-
HHYEHHs] Ha reoMeTpHi0 cHcTemu [135].

®opma GoJBIIHHACTBA MIaBalOWHX KJIETOK onpenessierca
MHKPOTPy60YKaMH, PacnojloxXeHHBMH 06n4HO cyOKopTH-
KaJibHO, Ha HeGO0JIbILIOM PAaCCTOSHHH OT KJETOYHON# MeMmGpa-
Hu, Takas noagMemOpanHas ceTb MHKPOTPYGOUeK PacXORHT-
Cfl, KaK npasHJlo, OT OZHON TOYKH, HampHMep OT napu Oa-
3aNbHBIX Tejlell. B HacToslee BpeMsi, OZHAKO, TOYHhIK Me-
XaHH3M BO3HHKHOBEHHS (POPMEI KJETOK, KOTOphble MOryT,
HanpHMep, OHTb ACHMMETPHUHHMH HJIH NPeACTaBAsTH CO-
Gofi Tesla BpamIeHHs, BCE eIl He COBCEM NOHSTEH.

Iis MHOPHX KJIeTOK, TaKHX, Kak aM&6m H MakpodarH,
XapakTepHo aMé6GoHiHOoe ABHXKeHHe. B nHronnasme améOn
MOKHO BBHIIENIHTh HECKOJIBKO PasHuIX o6jacTeli (BHA aMEGH
c6oKy nokasad Ha pHc. 4.1). DKTomnasMa — mepHpepHie-
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CKasi 4acTb UHTOINIa3MBl — JI€XKHT HemoCPeJCTBEHHO MOJ
KJIeTouHO# MeMOpaHOA. BHyTpH pacmosoxeHa sHAOMIa3Ma,
KOTOpas fBJSIeTCS BSA3KOYNpYyro#é H o6G/jajaer ABOHHLIM JY-
yenpesoMienHeM. B mepenHell 4acTH KJeTKH HMEETCH ICeB-
JAONOJMA. DHAOMAA3Ma B 5TOH YaCTH KJETKH NpeBpallaercs
B 3KTOIUIa3My — BEpOSATHO, B pe3yJibTare COKpaleHHsS: SH-
jomasMa H 9KTOmJ1asMa 06GpasyloT 31eCh, I0-BHIHMOMY,
OIMH OOLIMI, HempephIBHHIA resib, H Korga Ha nepudepHu
¢poHTANBLHOK SKTOMIA3MEI MPOACXOAHT COKpallleHHe, 3HJO-
naasMa Brarasaercs B Hee. IlpsaMble naGiaogenus moxn-
TBEPXKAAIOT BA3KOYNPYTrOCTh 3IKTOILIa3MBI H 3SHAONJIa3MH
[136, 137]. Huskol BA3KOCTbIO XapaKTePH3YIOTCA B aMé-
GoMnHOM KjeTKe JIMLIL NOrpaHHYHas 30Ha MeXJAY 3KTO- H
3HAONNA3MOH H HeGOJbLIIOHK pafioH B XBOCTOBOH 4acrH, rje
npeBpamede, SKTONJa3MEl B SHAOINIASMY COINPOBOXKAACTCHA
KPaTKOBpPeMeHHHIM  pasXHXKeHHeM SKTONIa3MaTHIecKoro
MarepHaja.

OTH NpOoIEeCCH, NO-BHIHMOMY, DEryJAHPYIOTCH B OCHOBHOM
nyreM H3MeHEHHA KOHLEHTpauUHH CBOGOJAHOTO KaJbIHA H
ATP. B tex ofnactax, rae ectb ATP u 6Goabllioe KojiHyect-
BO KaJblHsl, IPOHCXOAUT COKpalleHHe, a TaM, TJe MHOro
ATP, vo Mazo Kalbpuus, HaOJOA2eTCA pPeqaKcalus; BHYTPH
SHIONJa3Mul, BEpPOsiTHO, HMeercs orpaHHueHHOe KOJIHYeCTBO
kaasuHs u ATP [137]. Baaromaps Takof perHoHajJbHOH
aKTHBHOCTH aMEOOHIHAs KJeTKa MOXKeT HanpasJeHHO Ie-
peMemaThCd, MPH YCJHOBHA 49TO ONpejelleHHHE e€e YacTH
NpHKpemJieHW K cy6crpaTy. be3 npHKpemjleHHs KJeTKa
TOJBKO KOJLIUETCs H MeHser (OpMy, a HanpasJeHHOro
IBHIKEHHS He NMPOHCXOIHT.
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B nBHXKEHHH paccMaTpHBaeMOro THMAa He TPHHHMAIOT
y4acTHsi MHKPOTPYOOUYKH; MHOTHe aMEGOHAHbIE KJETKH, IO-
BHAHMOMY, HEUYBCTBHTEIbHH K KoaxuuuHy [138]. dopma
aMEéOonIHOK KJIeTKH — pPe3yJNbTAaT JIOKAJILHOH COKpPAaTHTeNb-
HOH aKTHBHOCTH. AMEGOWAHOe IBHKeHHe UYBCTBHTEJIBHO K
uuToxanasuny B. JIpukeHHe MaKpodaros, Hanpumep, LHTO-
xana3ud B nopasasier B KOHUEHTpauun Bcero Jums 10-7 M
[139]. UnrnOrupoBanue ABHXKEHHS KJIETOK LIHTOXa/la3HH BHI-
3pIBAET TOpa3fo OBICTpee, YeM YMeHplleHHe cpelHed IJIHHbBE
- MHKpoduaameHToB in vitro. aruGupymouee neficTBue UHM-
TOXaJIa3HHOB Ha aMéOoHIHOe IBHXKeHHWe oODbACHseTcs, Be-
POSITHO, TeM, 9TO OHH KOHKYPHPYIOT C ONpelesieHHbIMH KJjie-
TOYHHIMH OeJKaMH 3a CBA3bBaHHe ¢ OBLICTPO  PaCTYILHM
KOHIIOM MHKpO(HJIaMeHTOB.

JBH:KeHHe aMEGOMAHBIX KJETOK peryJupyercs, MO-BHAH-
MOMY, KJeTOYHOH MeMmOpaHoH. ¥ JelKOUUTOR HanGoJee 9yB-
CTBHTeJIEH K XeMOTaKCHYeCKHM (akropam BeAylHH Kpai;
KJeTKH HEYKJOHHO ABHXKYTCsl 10 HalpaBJeHHI0O K XeMOTaK-
CHYECKHM CHrHajaam. [lans Takoro JBHXKeHHs He TpeOyercs
yuacTusi Ajgpa HaH MHKpoTpyGouek [140, 141]. Suyknaeupo-
BaHHble QparMeHTH JIEHKOIHTOB, He COJePrKalllde HH SApa,
HH LEeHTPHOJeH, HH MHUKpPOTpyOouYeK, COXpaHAT Cnocob-
HOCTb K XeMOTaKcHcy. MHKpoOTpyGoukH B  HHTep(da3HbIX
JeHKOUHTaX cAyXaT AJs (PHKCAUWH NOJOXKEHHs W OPHEHTa-
IHH Pa3JHYHBLIX KJETOUHHIX CTPYKTYpP, TAKHX, KaK SIAPO HIH
LHTONAa3MaTHYeCKHEe TPaHYJIbL.

Tperufi ocHOBHOH THN ABHXEHHWA KJIETOK MOMHO OBbLIO
Onl Ha3BaTh 3aBHCALLHM OT MHKPOTPy60YeK nau pubpobaac-
TOHMAHHIM ABHXeHHeM. Eciu monabalofaTh 3a crnocoGHOR K
TaKOMY ABH:KEHHIO KJEeTKOi MocJe MHTO3a WM NepeceBa B
KyJbType (B npomecce 3THX COGBITHH KJETKH NPHHHMAIOT
cepuyeckyo popmy), TO MOKHO yBHIETb, KaK OHa NPOXO-
JHT TPH CTaiMH: CTAIHI0 HaYaJbHOrO PacmiacThBaHHd,
CTaJHIO NOJAPH3AUKH H CTaJHIO HANPARJCHHOrO IBHXKEHHA.
[Mopsgok cranuft Moxer GbITb, NO-BHAHMOMY, TOJNBKO Ta-
KHM; KJeTKa, HecrnocofHas pacniacThiBaTbCs, He MOXKeT H
NOJsPH30BaTbCSA, a KJeTKa, KOoTopas He IOJAPH3yeTCs, He
MOXKeT H nepeMeinarecs [142].

Crpoenne ¢ubpo6aacTOB M SMHTENHANBHBIX KJIETOK BO
BpeMsl pacmjacThlBaHHS ObJIO YK€ HaMu PacCMOTPEeHO BHI-
we. Y pacnaacteiBaouleficss KJAeTKH HMEIOTCH (HIONOLHMH,
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CKMIaIKH KJETOUHOTO. Kpas, BHIAYHBAHHS NOBEPXHOCTH, H
BCe 3TH OOpasOBaHHsi MOTYT NPHKPEIIATbCH K Cy6GCTpaty
HJIH JAPYTHM KJIETKAM H TeHepHpPOBaTh CHay. Ecau mpoucxo-
IUT TIPHKpeIlJieHHe K CyOCTpaTy, KJeTKa yepe3 CKOJNBKO-TO
MHHYT MOJHOCTbIO pacmiacTeiBaercs. A eclH KJeTKa KOH-
TAKTHPYeT C He3aKpelUVIeHHBIMH YaCTHUAMH, TO OHa <«O4YH-
IiaeT» MPOCTPAHCTBO BOKPYr ce6d. ITOT NPOLECC MOXKET
nporekarts Jguwb B cpege ¢ K+, Nat, Cl-, a rakxe Mgt
unu Ca?t npu wefitpanmsuom pH; kpome Toro, om tpebyer
NPHCYTCTBHS HCTOYHHKOB 3HepPrHH. KakHe M3 Tpex yKasaH-
HbIX BHIe 06pa3opanuil GyAyT HaGJMI0AATHCA HA KJAETOYHOH
TIOBEPXHOCTH, 3aBHCHT OT YCJOBHiI IPOMLIBKH H Tlepecena
KjaeTok. Bce Tpm THna oGpasoBanuii, a Takxke Ipouecc
OYHCTKH INPOCTPAHCTBA BOKPYr KJIETKH OT YACTHI[ YYBCTBH-
TeJbHB K LHTOXaNa3uHy B B koHuentpauwu 1 MKr/mx H
HeYyYBCTBHTEJNLHbI K HHrHOHTOpaM MHKpoTpyGouek. Takoi
XapakTep YyBCTBHTENbHOCTH K Pa3JHUHBEIM INpenapaTaMm He
BHI3BIBAET YIHBJIEHHS, TaK KaK 5TH TPH THNa o6pa3oBaHHil
collepxar MHKpOtbnuameH'm HO He colepxar MHKpO'rpyﬁo-
yek [143].

Knerku, ouyHmawniue cy6GeTpat BOKpyr ce0fi, HMeIOT
dopmy kpyra. Jlns toro 4ro6n KieTKa Inepecrana GbiTb
KpyrJioH, OOJIKeH HauyaThCsi HOBHIH IIpoliecCc — IOJSPH3A-
UM, DTOT MPOUECC MOAABAACTCH HHTHOMTOPaMH COOPKH
MHKpPOTPYGOUeK; NMOJAPHIOBAHHAA KJAETKa B IPHCYTCTBHH
TaKHX HHTHOHTOPOB BHOBBL OKpyrasiercsi. O6pa6oTKa KJIeTOK
KOJIXHOHMHOM [J5i MPeJOTBPAllleHHS HX NMOJAPH3ANHH BBI3bI-
Baer eule OfHH 3(QQeKT: BHMEHTHHOBLIE H JeCMHHOBBE (H-
JaMeHTH B HHX MeJJieHHO 06pasyloT ILIOTHYIO, OXBATHIBAIO-
mym aapo cTpyktypy. Koraa oGpasoBanue Tako# CTpyKTy-
pPHl HHAYUHMPYETCH aHTHTeNaMH MPOTHB IPOMEKYTOUHBIX
(GuIaMEHTOB, KJIETKH He AenoaspHusylorcs [144]. Kak wu
CJIeIOBAJIO OXHJIATh, LEHTP OPraHH3amHH MHKPOTpyGOueK
(LOMT) opueHTHpYeTCs B KJIeTKe B HANPaBJEHHH ee JBH-
Kenus. [Ipn NBHXKEHHM Cpasy MHOTHX KJIETOK B  «paHy»,
CAEJNAHAYI0 B IJIOTHOM MOHOCJIOE B KyJbType, BHIHO, UTO
IIOMT pacnonaraercs B HHX ONHXKe K BeAyleMy Kpaio.
Kak nokashiBaloT ONLITH ¢ aHTHUHTOCKENETHHMH areHTaMH,
npasuapHoe noaoxenue IIOMT sasasercs HeOO6XOZHUMEBIM
YCIOBHEM KJETOUHOro ABHKeHHA. [Ipu nonapieHuH ABHXKe-
HHsi KAeTOK nuroxanasuuomM B opuentauus IJOMT B wux
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H3MeHfeTCs; C APYroil CTOPOHH, KJETKH, B KOTOPHIX Mepe-
opueHtauus IJOMT 6s0KHpOBaHA ROJUEMHIOM, He [BH-
Kyres [145].

Kak perynupyercss 3aBucslliuii OT MHKPOTPyOOuYeK THI
IBHXEHHs, TTOKa ellle He COBCEM SCHO, OJHAKO HEKOTOphle
yXe HM3BeCTHble B3aHMOCBSI3H NPEICTABAAIOTCH BeChbMa Cy-
mmecTBeHHbIMH. [TepeMelllenHe MHOTHX KJETOK JIETKO MOXeT
6uITL TpocTeXeHO Ha cyOCTpaTe, MOKPHITOM YaCTHUAMH 30-
70Ta: Ha TakoM cy6cTpaTe ABHXYLIHECH KJIETKH OCTaBAAIOT
3a co00# «a0poxKKH». C MOMOIILI0 3TOr0 Meroga GbuIo MO-
Ka3aHO, YTO OCHOBHblE aKTHHOBHE MMyYKW pacrojaralorcs B
KJIeTKe Mapa/ulesbHO ee IBHXKeHHIO. B HanpanieHHH ABH-
KeHHsi opueHTHpOBaHH TakKe LIOMT u nepauuynas pecnuu-
Ka (ecau OHa eCTb B JanHOi kKiaerke) [46]. Xors opuen-
TallHs BOJIOKOH HaTsXKeHHA COryiacyercs C HalpaBieHHeM
ABHAKeHHs, HX KOJHYECTBO B KJeTKe OOPaTHO MPONOPIHO-
HaJbHO CKOPOCTH IBHKEHHS.

Hekotopble 0coGeHHOCTH ABHKeHHsI KJIETOK MOTyT OBITh
00bACHEeHH JIHIIL C [IOMOILBIO. AOCTATOUHO TMOJHOH MOMENH.
Kaxpnoit JHHAH KNEeTOK MPHCYI CBOH XapaKTep ABHXKeHHSA
(cpenHsas CKOpOCTb, CpelHssi HaCTOTa MOBOPOTOB); BMeCTE
C TeM HW Yy OJHOH KJIETOYHOH JHHHH IBHXEHHE He SBJIfeT-
Csl CTPOro AeTepMHHHPOBAHHEIM . [147]. CeCTpHHCKHE KieT-
KH, a TaKxKe J7IOUepHHe W POIHTEJbCKHE KJETKH Hepeako
ABHXYTCH cxonnbim obpasom. [Ipumepuo B 609 cayuaes
«IOPOXKKH», OCTaBIseMble CECTPHHCKHMH KJeTKaMH JIHHHH
3T3, uaeHTHUHB WM MPeACTaBAAIOT Co6ON 3epRaanLHOE OT-
paxenHe apyr apyra. Hakoneu, Korna aBuxylascs KiaeTka
CTaJIKHBA€TCs C [APYroil KJIeTKOH H 3aTeM HaYHHaeT [BH-
raTbCs OT Hee, HOBOe HampaBJeHHe ABHXKeHHS YacTO CHM-
METPHUHO MpeKHeMy.

Cyzns mo BCeMy, HEKOTOpPhle XapaKTePHCTHKH [BHKeHHs
KJeTKH He MeHFIOTCS Ja)Ke MOCJe MHTO3a, BO BpeMs KOTO-
poro oHa OKpyr/sieTCsi, TOrAa KaK psifi APYTHX XapaKTepuc-
THK ABHXEHHs ONpenensfieTCs B3aHMONEHCTBHEM KIETKH C
BHelHe# cpemo#i. Hexorophle cylnectBeHHBle (DaKTOpHI
BHelIHe# cpepbl yxKe HaeHTHOHUHpOBaHH. B3aauMopeiicTBue
bubpobracTouIHHX KJIETOK C CyGeTpaToM, 0coGeHHO ¢ KOJ-
JareHoMm, onocpegyercs pubGpoHektHHOM. [obGamaeHnwe 3T0-
ro 6esiKa B KyJAbTYPaJibHYIO CPEely CTHMYJHPYET PaciiacThl-
BaHHe TPaHCHOPMHPOBAHHLIX KJIETOK, a TaKkKe TMOABHXK-
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HOCTH H TPaHCPOPMHPOBAHHHX, H HOPMaJbHBIX KJIETOK
[148]. Opyro# Baxublii pakTop — KOHIEHTPANHA KaJIbIHA:
IJ1  TIOABHKHOCTH GOJIBIIHHCTBA HCCJAEJOBAHHLIX KJETOK
NPHCYTCTBHe KaJbIMs BO BHelUHell Cpejle COBepIIEHHO He-
o6xoaumo [149]. KakoBa posb Kanpiusi, HESICHO, MOCKOJb-
Ky Guaonogue H CKNajKu KJIeTOYHOrO Kpafg B ero OTCyTCT-
BHE BCe-TaKu COXPaHAIT MOABHKHOCTD.

OnuH ¥3 NMOAXOA0B K H3YUEHHIO PEryJsiUH KJIETOUHOrO
IBHXKEHHS: COCTOMT B TOM, UTOOH yjalifTh H3 KJETKH He-
KOTOpLle CTPYKTYPH W Ha6iIofaTh 3aTeM, NPOAOJKAIOT JH
JBHraThcs ocrajpHile. M MHKpPOTpYOOUKH, H MuKpOdHuIaA-
MEHTbl HeOOXOAMMH J[JIfi 3aBHCAINETO OT MHKpPOTpybouek
tuna aBuxenus. DpdekTuBHuA crnocob yaaleHus NpoMexy-
TOYHHIX (PHIAMEHTOB M3 IIHTOMVIA3Mbl HEKOTOPHIX KJEeTOK —
MUKDOHHBEKUHSI aHTHTE]N NPOTHB BHMEHTHHA. BuMeHTHHO-
Bble (uaMenTs 06pa3yioT NPH STOM OKOJOSJePHYIO CTPYK-
TYpYy, Coxpausomylocs Gonee 24 yacoB. Tem He Menee
KJIeTKa He TepsieT HH HOPMaJbHOH (POPMBl, HH CIOCOGHOCTH
IBHTATHCA MO CyBeTpaTy, KJIeTOYHHIE OpraHe/uibl OCTaloTCH
Ha CBOMX MeCT4X, H MO-TPeXHeMY MOTYT NPOHCXOIHTb MH-
TO3 W UHTOKHHe3 [l144]. HemnsBectHo, cXojgHul JAu OKOJO-
silepHble BUMEHTHHOBLIE CTPYKTYPH B CeCTPHHCKHX KJeT-
Kax. MHorue us mepeuncieHHBIX Bhllle QyHKuui He TpeGy-
10T NpUCYTCTBHA fnpa. PuOpo6SacTOHAHBE H SMHTENHANb-
Hble KJIeTKH, SHYKJIeHPOBaHHEIE C NOMOMIBIO IHTOXala3HHa,
NpHKpemsiioTca K cybcTpaty, pacmiaacTbiBalores, nprobpe-
TaloT GopMy, XapakTepHyO IJIs JaHHOH KJIETOYHON JNHHHH,
OCYHIECTBJISIIOT MHHOIHTO3 ¥ HOPMAJbHO JABHXKYTCH, NpHUIEM
y HHX, K&K M Y MHTAaKTHBIX KJETOK, HabiojaerTcs siBJieHHe
KOHTaKTHOTo TopMmoxkenust jaBuxenus [150]. Tak xe kaxk
H IJA KJIeTOK € OKOJOsiepHOH BHMEHTHHOBOH CTPYKTYpOH,
JA5i SHYKJEeHPOBAaHHBIX KJIETOK HEH3BECTHO, COXpaHAeTCs JH
Yy HHX CXONCTBO MeXIy «cecTpaMu». CTelneHb H3bATHA KJe-
TOYHBIX CTPYKTYp, HeoOXomumas AJst Toro, 4Tobb CyliecT-
BEHHO OTPaHWYHTH pa3Hoobpasue (OPM ABHraTeJbHON aK-
THBHOCTH KJETOK H KJETOYHHIX (parMeHTOB, JOCToiiHA
youBnenust. HabuparenpHoe  paspyllieHHe KOMIOHEHTOB
KJIeTKH IHTOXAaJa3sHHOM TO3BOJfAeT NOJYYHTh Hebosblide
KJaeToynbe ¢parMentsl (OT OZHOrO A0 HECKOJbKHX MHKPOH
B NMOTepeyHHKe), HasslBaeMble MHKpoOmIacTamd. Mukponaac-
TaM CBOHCTBeHHO B BLICIIeH CTeNeHH CTepeoTHNMHOe ABHra-
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TeJIbHOe NMOBejieHHe; OHH 06pasyloT CKJIajKH KJeTOYHOro
Kpasfl, WIH BHIIAYHBAHHUSA TMOBEPXHOCTH, HIH (QHIONONWH, H
BCe 3TO NMOBTOPSETCS B TeUeHWe HeCKOJbKHX 4acoB 6es H3-
MeHeHus. OTclofa chlefyeT, 94TO AJs KOOPAHHHPOBAHHOTO
MOBeNleHHs KJIEeTKH HeoOXOIHMO HeYTO, OCYIIeCTBJAOLIEe
MHTErpalHIo PasAuYHBIX (OPM IBHXKEHHS.

OnHcaHHBIfi XapakTep KJAETOUHOH NMOABHXXHOCTH H H3Me-
HeHHs KJeTOUHOM ¢GOpMH CBOHCTBEHHB He TOJBLKO KYJbTH-
BHpYeMEIM KaeTkaM. Msyuenne sMGpHOHOB NMOKa3ano, 4TO y
KJIeToK in situ npomcxomsiT Bo BpeMs IBH:KeHHS aHAJIOTHY-
Hble H3MeHeHHus (POPMEI H UTO KJIETOYHOE NABHXKEHHe B KYJb-
Type BO MHOrOM OTPakaer NMOBefieHHe KJETOK B eCTeCTBeH-
HBIX ycnoeusiX. [Ipepnonaraercs, 4TO Jierko BOCTPOHM3BO/H-
MoOe B KyJbType JBHXKeHue KJIETOK B <aJire3WBHOM r'pajHeH-
Te», T. €. B YCJIOBHAX BO3pacTaiomlefl MO Mepe NMepeMellleHHs
KJETKH 9acTOTH ee NPHKpeNVieHHs, HIrpaeT CYileCTBEHHYIO
poib B MopboreHese 3MGpuona [151]. Ecau sro pefictBu-
TeNbHO TaK, TO KJETOUHYI0 TOJBHXXHOCTh H €€  PeryJsiiHio
clleflyeT OTHECTH K Ba)KHeHIIWM W3 (aKTOpOB, ONpeaeifio-
X TIPOLECC PA3BHTHA Y KHBOTHBHIX.

®dopMa KJeTOK, OCYLIECTBJSAINHX IBHXKEHHE paccMart-.
pHBaeMOro THIIa, He SABJSETCA HH CTOJNb HeTepMHHHPOBaH-
Hofl, KaKk ¢opMa CBOGOJHO MJIaBaIOUIMX KJIETOK, HH CTOJb
AMHaMHYHOH, KaK ¥ aMEGOHAHBIX KieTOK. Pasiindnse CcHC-
TeMB ()HJIaMeHTOB HaXOAATCA B STHX KJETKaxX B HelpephiB-
HOM B32HMOJEfCTBHHM IPYr C APYrOM H TeHEepPHPYIOT H HX
JABHXeHHe, H — B KaKAbli JaHHBIA MOMeHT — HX dopMmy.
BsaumonefictBue Mexay cucreMamu (unaMeHTOB oGHapy-
KHBaeTcs NPH YIbTPACTPYKTYpHHX uccaenosanusax. Kak no-
Ka3LIBAIOT 3TH MCCJe/IOBAHHSA, BCe TPH OCHOBHHIX THma ¢u-
NaMeHTOB KOHTaKTHpyloT apyr c¢ apyrom [64]. Ha cymecr-
BOBaHHe B KJIeTKe HHTerpaillHd Ha CTPYKTYPHOM YpOBHe
YKa3blBaeT TaKXe KOOPAHHHPOBAHHOCTh ee IIOBeJeHHS.
B rtor MoMenT, KOorna TAHyIHHACA C3a7H Y3KMH <XBOCT»
JBHKYILeHCA KJICTKH OTPHIBAETCA OT TOBePXHOCTH cyberpa-
T4, YCUIMBAETCs ABHWraTesibHasi aKTHBHOCTb CKJAJOK ee fe-
penHero Kpas. B npouecce YKOpOUeHHSI «XBOCTa» MOXHO
BH/IEIHTh JIBA KOMIIOHEHTa: BO-TepBHIX, OLICTPHI, He 3aBH-
CAIMA OT HCTOYHHKOB 3HEPIHH M, BEPOATHO, 3JIaCTHUECKHH,
BO-BTOPHIX, Me/lJIeHHbI, TpeOyolufl SHeprHH W, MO-BHAMMO-
My, ABJAAIOIHACE COKpAaTHTENbHBIM,
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- B HekoTOpHIX THNAaX KJIETOK B3aHMOJENCTBHE MeXIy
GUOpUNNAPHBIMH CHCTEMaMH OCOGEHHO JOCTYIHO ANA 3KC-
NepHMeHTANBLHOro H3ydeHHs. OT Tena KieToK Hefipo6aacTo-
MEl OTXORAT BeTBfilliMecst HefipHTH. [Ipomecc oGpasoBaHus
HellpHTOB mocie MHTO3a GJIOKHpYeTCS KaK HOKOAA30JI0M,
TaK H UHTOXaNa3HHOM, H3 Yero cJeayer, 4YTo B 3TOM MNpoO-
ecCe yyacTBYIOT H MHKPOTPYOGOUKHM, H MHKPOQHIAMEHTH.
Ponbp mukpodHaaMeHTOR B 06pa30BaHHH HeHPHTOR MOXKeT
COCTOAATh B OGecrneyeHHH HX HOABHKHOCTH, CyAsl NO TOMY
910 NpH 06paboTKe KJNeTOK UUTOXaNa3HHOM PeTPAKUHH yXKe
copMupoBaBmHXCS HefipuToB He mpoucxoauT. Hokonasoa,
HANpOTHB, BHI3bIBaeT uX perpakuuo. Ilocne BTArHBaHHA
HelpHTOB KJE€TKa COXpaHdeT NaMATh O CBOeH npexHe# dop-
Me: yjiajieHHe HHIHOHTOpa NMPHBOAHT K €e BOCCTaHOBJIEHHIO,
[Tpouecc perpakuus HeHApHTOB SBJISETCA KOONEpATHBHLIM;
ec/H KneTKy o6pabaThiBaloT OZHOBpeMEHHO HOKOJAas0JIOM H
HMTOX 2/123HHOM, HelPHTH He BTArHBaoTca. [Ipu 3TOM B HHX
COXPaHSAIOTCA NPOMEXYyTOuHble (HJAMEHTH, KOTOphle BRO
BpPeMsl peTpakiuHH (ecliH 3aTeM ee BCe e BHI3BaTh) Hepe-
Melllal0TCA K UEeHTPY KaeTKH [152]. MoXHO npeanosoxHuTh,
4TO MepepacrpejeleHne NPOMEKYTOUHBX (HIAMEHTOB, HH-
JAylMpyeMoe HHTHOHTOpaMH MHKPOTpPYOOYEK, 3aBHCHT OT
B3aHMOJEHCTBHA NMPOMEXKYTOYHBIX (HIaMEHTOB ¢ MHKpPOGH-
naMenTaMH. MuKpOTpy6ouKH He CNMOCOGHH MOAJEPKHBATD
poCT HeHpPHTOB B OTCYTCTBHe MHKpo(HIaMeHTOB; Gosee TO-
ro, 6e3 MHTAaKTHHX MHKPOQHIaMEHTOB paspylleHHe MHKpO-
Tpy6oueKk He BHI3BIBaeT perpakuHH. IIpomexyrouHbe ¢duaa-
MeHTHl, Cylsl MO BCEMY, B3aHMOAEHCTBYIOT M C MHKpOTpY-
6oukaMH, U ¢ MHKpopHIaMeHTaMH. AHaJOTHYHEE B3aHMO-
CBAASH MEXJYy 3THMH TpeMs (pHOPHANAPHBIMH CHCTEMaMH
BHISIBAAIOTCS ¥ BO MHOTHX JAPYTHX THIAX KI€TOK.

Jlns HeKOTOpHIX THNOB KJETOK yAaercss yCTaHOBHTH, Ka-
KO/ BKJIaj BHOCHT B NpOIeECC reHepaiyuH KAeTOYHOH (opMHl
Kakafg-nu60 opHa cHcTema ¢(uaamentoB. Korma opma
TpoMOOUHMTOB NOJBEPraeTcss H3MEHEHHSIM, ONHCAHHBIM BHI-
e, U3MEHSIOTCA TaKXKe JIOKaAH3alusi B3aHMOAeHCTRYIOMHX
C aKTHHOM GeJKOB ¥ CBSI3b aKTHHA ¢ muTocKejeroMm. [Tocae
aKTHBAUHH TPOMGOLHUTOB AKTHH OGHAapYXKHBAeTCs B COCTaBe
LIHTOCKE/NETA BMECTE€ ¢ MHO3HHOM HJIH aKTHH-CBA3BIBAIONIHM
6enkoM. Cynst mo pesynbTaTaM MOP(HOJOTHYECKHX HCCHAeNO-
BaHWA, MHO3HH W AaKTHH-CBA3bIBalOllHe GeJKH pacrnoJara-
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I0TCA B pasHHIX pafioHax TpoMOoOHHMTa, W pa3Hble HHrHOHTO-
pPBHl BIHAIOT HAa HX JOKaJH3aUHMIO NO-pasHoMy. EciH TpoM-
OOLHTH Tepen aKTHBamHell HX TpoMOHHOM o6pabaThiBaioT
IHTOXaJa3HHOM, r'ejib H3 MHO3HHA W aKTuHa ofpasyercs B
HHX HOpMalbHO, ONHAKO aKTHH-CBA3BIBAIOIIHHA 6GellOK B €O-
CTaB LMTOCKeJNeTa He BXOAHMT W QHJIONOAMH He 06pasyioTcs.
Hanpotus, npu axkTuBauun TPoMGOLHTOB GOpGOIMHUPHCTAT-
aperatoM o6pasoBaHue (uaomOnHH MPOHCXOTHT, HO IHTO-
CKeXeT He COZePXKHUT MHO3HHA. XOTA OTAeJbHBle ' YacTH
TPOMOGOIMTA pa3fuyaloTesd B (PYHKUHOHANLHOM OTHONIEHHH,
B HOpMe KOMIIOHEHTHl aKTHHOBOH CHCTEMH BeAyT cebst mpH
ero akTMBamuW coriacoBanHo [153].

4.3. BaaumopeficTeue IHTOCKeJeTa
¢ njaa3MaTHueckoi MemOpaHofi H Buek/JeTOYHBIM
MAaTPHKCOM

LinTockeser 06pasyeT MHOrOYHCICHHbIE KOHTAKTH C Kie-
TOYHOH MeMOpaHOH; Npeanojaraercs, YTO € HHTOCKEJETHH-
MH 3JieMeHTaMH B3aHMOJEACTBYIOT olpejesneHHble MeMOpaH-
uble Genku. CornacHo npocreiiiiell Moge/H CTPOECHHS MeMG-
paHhpl, B JIHMHIHOM GHC/IOe niaBaioT MeMOpaHHble GesKH —
nopo6Ho aficGepraM B JAunugHOM Mope. Ecaum 6b1  Takas
MOfeNb COOTBETCTBOBAJa NeHCTBHTENBHOCTH, NOABHKHOCTB
JHIHAOB ¥ O€JIKOB MOXKHO OBbLIO 6Bl mpeackasaTh C NOMO-
meio (usnyeckoli XuMuu. Ma3yuenue KIeTOK NOKasbBaeT,
ONHAKO, YTO TOJBKO MNOBeleHHe JHNHIOB OTBeYaer mNpel-
ckazanuaM. CyulecrBennas noas (10—80%) memGpauHbixX
6eskoB BooOule He o6GJajaer JaTepaidbHON MOABHIKHOCTHIO,
a Te GenkH, KOTOpbHe Bee-TaKH ABHXKYTCHA, AeNaloT 9T0 B
10—100 pas MenmneHHee, uem npexnckasaHo. JlaTepanbuas
TOJBHKHOCTh MeMOpaHHHIX Ge/IKOB yCHAHBaeTcs NOA geficr-
BueM (akTOpOB, HapymalOWHX CBA3b LHTOCKENETa ¢ Miaa3-
MaTHyecKoH MeMOGpaHO#i, W3 Yero CJaeiyeT, 4YTO MHOrHe
MeMGpaHHble GeNIKH B3auMOAEACTBYIOT C IHTOCKENEeTOM -—
nu60 HenmocpencTBeHHO, AH60 Yepe3 apyrue Genku MemGpa-
HH [154]. XaparTep B3aumojefcTBHA MeMOpaHH C LHTO- -
CEEJIETOM MOXKeT H3MEHAThCA BO BpeMsl pa3BHTHA OpraHus-
Ma, B MBbllleUHHX KJAeTKaX Ha caMblX paHHHX CTajusX pas-
BHTHA XOJHMHOPEUeNnTopn ABHXKYTCA cBoGomHo. [losnguee
AOJIst HeNoJABHKHLIX G€JKOB yBeNHiMBacTCy 3a CdyeT obpa-’
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30BaHHA HeOOJBIIHX CKONJIEHHH HJIH KDPYMHHIX KJIacTepoB.
[TonnocTpi0 MOpBHKHAaA (GpaKuUMA Jerko IKCTParHpyeTcs
IeTepreHTOM, TOrga Kak (ppakiuust HenoABHKHBLIX GeIKOR OC-
TaeTci CBA3AHHON C IHTOCKENETOM Ja’)ke nocte yjaajleHHs
pPacTBOPHMEIX GenlkoB W Jumapos [155].

YnopsanoueHHoe B3aHMOIEHCTBHe C ONpele/eHHBIMH
ydacTkaMu MeMGpaHu OGHAPYXKHBAIOT KaK MHKpoduiameH-
Thl, TAK ¥ MHKPOTPyGOUKH. BOJBIIMHCTBO aKTHHOBHIX (u-
JIaMEHTOR IpHCOeJHHAeTCd K MeMOpaHe CBOHM OmICTpPO pac-
TYILHM KOHUOM. BaaumopeiicTBHue MHKPOTPyGOUeK ¢ MeMG-
panofi Ha6nOAaeTcs Y LHUTOTOKCHYECKHX JHMQOIHUTOB. ITH
«KJIeTKH-yOHHIBI» OPHEHTHPYIOTCS MO OTHOLIEHHI0 K MHIe-
HH TakK, uTo6nl uXx LIOMT Gbliu ofpaiiensl K MecTy KOH-
T4KTa; B TO JKe BPEMH COTVIACOBAHHOCTH B PAaclONIOXKEHHH
IIOMT u Takux MeMGpaHHBIX CTPYKTYp, KaK Kellbl, He Ha-
6aionaercss [156].

B xnerkax MoxXeT BO3HHKATb H NMOJEPKHBATHCH aCHM-
MeTpHUHOe pacnpejefieHHe MHOTHX KOMIIOHEHTOB MeMOpa-
upl. [IpuMepoM moxer ciayXHTb 06pasoBanHe Kenos, KOTO-
poe H3ydeHO yxe B JeranaXx. MHOrHe GelKH B OTCYTCTBHe
JIMTaH[a paclpejesnieHbl B MeMOpaHe AHCIEPCHO, IOCTe CBA-
3BIBaHHA JHUraHZa OHH Nepepacnpenensiorcd. Ecau uexonHo
CHMMETPHYHYI0 KJeTKy obGpaborarts Jurangom npu 4°C,
pPaBHOMEPHOCTb pacHpeneieHHs] PEUenTOpPOB COXpaHAeTcs,
Ecau xe 3atem nogHaATb TeMnepartypy xo 20 uau 37°C,
pelenTopsl HAYHYT OObefHHATHLCA B HeGOJbllHe arperarsl.
ITOro He NPOHCXOAHT y KJIeTOK B MuTO3e. OGpasoBanHe
arperaToB peuenTOPOB MOXKeT OBITb NPeJOTBPAILEHO BHICO-
KHMH [03aMH MYJbTHBAJIEHTHHX JIEKTHHOB - (HampHMep,
KOHKaHaBanuHa A), cBA3BIBAIOMIUXCA ¢ GesKaMHu KJIeTOYHOH
memGpansl [157]. B 3aBHCHMOCTH OT THUNa pellenTOpa H JH-
raHja pajnHefilias cyap6a arperatoB MOXeT OHITh JIBOAKOM,
-Kenwsl, uHaynupyemsle HeKOTOPLIMH MYJbTHBAJEHTHLIMH JIH-
raigaMd, o6pasyloTcs MAacCHBHO; OHH MOTYT BO3HHKATh B
NPHCYTCTBHH HHTHGHTOPOB 3HEPreTHYECKOro o6MeHa H B
OTCYyTCTBHE MHKpOTpPyGOueK H MHKpoguaamenTo. [Tpouecc
(opMHpOBaHHSA TaKHX KellOB 3aHHMaeT OT moiayyaca A0 ua-
Ca; KJIeTKH Nocjie UX 00pa30BaHHA COXPaHAIOT CHMMETPHU-
HyiO ¢opmy.

Bricrpoe o6pa3opaHue KelOB H3 KOMIJIEKCOB JIMTAHH —
peuenTop TpeOyeT SHeprHH M INPHCYTCTBHA KaJbUHA BO
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BHeKJIeTo4yHOH cpejie. KaeTKH ¢ TaKHMH KenaMH yXe He OC-
raloTcest cdepuueckumu u cumMerpuuHbiMH. Ilox Tem wmec-
TOM, TJle CKanJIHBaloTCA KOMIUIEKCH JIMFaHJI—peuentop,
pacnosaraloTcst akTHH, MHO3HH, KaJbMOAYJHH, a-2KTHHHH M
KHHa3a JierKoit Lenu Muosuna [158]. Muo3uH B 3ToM paii-
oHe yxe (ochopuaHpoBaH, T. €. B GoJiblllefi CTeleHH roToB
K y4acTui0 B cOKpameHuH. LIMTOXanasuHbl NOAABAAIOT
6nlcTpoe 06pasoBaHHe KeloB, a MHTHOHTOPHL ,MHKPOTPy06O-
Y€K HeT. '

Ilpocroe ob6bacHeHHe OMMCAHHEIX SBJAEHHH COCTOHT B
TOM, YTO B KJeTKaX, aKTHBHO 06pasylomux Kenbl, KOMILIEK-
CHl JIHFaHA—peLeNnTop BTATHBAIOTCA C TOMOWILI0 COKpAaTH-
TeJlbHOTO annapara B paiioH Kena. B npyrux acummerpuu-
HBIX KJIeTKaX, HanpuMep, Bo BpeMst (arouuros3a, XeMOTaKCH-
€a HJH UHTOTOKCHYECKOIO Il.eﬁCTBHﬂ noj arperaTaMH KOMII-
JIEKCOB JIHI'aHJ—pPeuenTop BHAHL NAOTHEIE CKONJIEHHS MHK-
podpunamenroB, OGpa3oBaHHe TaKuX CKOIUIeHul, BIpoueM,
caMo 1o cebe ellie He ABAAETCA JOCTaTOYHHIM  yCJIOBHEM
JA arperallid KOMIUIEKCOB JIHTaHJ—pelLenTop: B nepenxeii
YacTH KJETOK BO BPEeMsi XeMOTAKCHCa INIOTHOCTh MHKpodH-
JaMeHTOB ToXe O4eHbh BbICOK3, HO KOMILIEKCH JIHra"g—
_peuentop Tam He coGHpaioTca Bmecre, J[lasg ob6baCHeHHA
BCEro 3TOr0 MOXHO MPEeANOJOXHTh, BO-MEPBHX, YTO Ha MO-
BEePXHOCTH KJETKH BO3HHKaeT H JBHMXKeTcH, Kak BOJIHA, JO-
KanbHas jedopmanis, B pafioHe KoTopok mem6paHa oTnH-
YyaeTrcsg Mo CBOHM XapaKTePHUCTHKaM, TAKHM, KaK MHKPOBA3-
KOCTb H NMOBEPXHOCTHOe HATsKeHHe, OT OCTAJNbHOH Kaerou-
HOi MeMOpaHhl, H, BO-BTOPHIX, 4YTO " pa3Hble MeMmOpaHHHe
6enky pearHpylT Ha Takylo BOJIHY MO-pasHOMY: Ha ORHH
OHa HHKaK He BJHACT, a JAPYrHe 3aXBaThIBAIOTCH BOJIHO# H
JIBHKYTCSl BMecTe ¢ Hefi 110 HalpaBJieHHIO K 06JiacTaM CKOIl-
JeHHs mnoAMemMOpaHHBIX MHKpo(pHIaMEHTOB, Tle 3areM
CBSI3BIBAIOTCA ¢ STHMH (uaameHTamd, BoaHul jeiiCcTBHTeNb-
HO BHAHBEI Ha TOBePXHOCTH KieToK. OHHM BO3HHMKaIOT, BEpo-
SITHO, B pe3ysbTaTe TEHEPHPYEMOro MHKpObHAaMeHTaMH
COKpaieHHst, BpicKa3aHHble MPEANONOXeHHs CIOCOGHH
00BAICHHTh, MOYEMy TMpoLecc NeperpynnupoBKH OeJKoB B
MeMOpaHe YyBCTBHTeJeH K IIHTOXaJAa3WHaM H HHrHGHTOpam
sHepreTHyeckoro o6meHa [159]. Ouu yKasmiBawT Takxke Ha
BO3MOKHEIH MeXaHH3M NeperpynnHpPOBKH JHMHIHBIX KOMIIO-
- HEHTOB MeMOpaHHI,
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Kakas 6b W3 mpeipjaraeMbix Mozesedl HH 0Ka3anach
BepHa, ACHO, YTO pacipejesenve 6EIKOB B MeMOpaHe MOXeT
B pe3ysbTaTe CBA3BBAHHSA C JIHAHIOM H3MEHSATBCA H HYTO
3TO H3MEHEHHE OCYILEeCTBIAETCH LHTOCKENEeTOM NOCpejcT-
BOM HEKOEro MeXaHW3Ma, Tpelyiollero Heprud. SICHO Tak-
e, UTO TaKoe nepepacnpejesnende B MeMOpaHe MPOHCXOIHT
KOODIMHHPOBAHHO: HECKOJLKO Pa3HHX KOMIIOHEHTOB MeM6-
paHbl MOTyT H3MEHATL CBOE IOJIOKEHHWE B pe3yanTaTe B3a-
HMOJIEHCTBHH, B KOTOPHIX YYaCTBYeT JHIIL OJHH M3 HHX.
Hakonen, 1uanasoH BO3MOXKHBIX MepecTpoek MeMGpaHbl
3aBMCHT OT COCTORHHS KJETKH, OH CyIIeCTBEHHO OrpaHHyeH
BO BpeMs MHTOTHYECKOrO [eJIeHHS KJIETOK, a TaKke B
KJIETKAaX, Y KOTOPHX [OJBHXHOCTb 3HAYHTEJBHOH JOJH
mMeM6paHHbiX 6eJIKOB nopaBiaeHa [157, 159].

JIBuKeHie Ha KACTOYHOH MOBEPXHOCTH MOXKET CJAYKHTb
pasnuunbiM uensaM. OcyliecTeiasieMoe B pe3ysbTaTe TaKOro
JIBHXKEHHS lepepacnpefesieHde KOMIOHEHTOR MeMOpaHhi
MOXKET H3MEeHSTh CPOJACTBO MOBEPXHOCTHHIX DEIENTOPOR
KJIeTKH K COOTBETCTRYIOUIHM JIMranzaM. A Bu3biBaeMas JBH-
JKEHHEM Ha MOBEPXHOCTH fepecTpOHKa LHTOCKeaeTa MOXKET
BHIIOJNHATL (PYHKIHH CHrHazla, MAYIIETO K BHYTPEHHHM 006-
JgactsiM KneTkH. IleperpyninHpoBKa KOMIOHEHTOBR MeMOpaHul
ABASETCA HEOOXOJAHMBIM IEPBBLIM IIAaroM B IIpolieccax HH-
TepHanu3auuu. Ilpeanosaraercs, YTO OHa HrpaeT pOJb H B
NpHKPEIVICHHH BHEIIHHX OOBbeKTOB K KJETOUHOH IOBEpXHO-
cta. KpoMe Toro, Takasi meperpynrnHpoBKa, BepOATHO, OTBe-
yaeT 3a [ABHKEHHE YACTHIL 10 NMOBEPXHOCTH KJIETKH nepexn
HX WHTepHasnW3auWeld. MHOrHe M3 yKa3auHHX (QyHKUMiHE Cy-
IECTBEHHE! JUIA JBHXKEHHs KJIETOK BO Bpemsi 3MOpHOreHe-
3a W 32)KMBJICHHS PaH;, BO3MOXKHO, OHH HMMeEIOT TakKke OT-
HONIEHHe K PEryJslMH 3KCIPECCHH TeHOB BHEKICTOYHHIM
MaTpHKcoM. KOHTaKThl KIeTOK APYr C APYTOM H C BHEKJe-
TOYHBIM MaTepHaJOM HrpajT BaxXHyio poib B 3MG6pHO-
HaJbHOM pasBHTHH. B3auMojeficTBHe KECTKOTO BHENIHEro
cyberpata ¢ 6eKaMH KJACTOYHOH MOBEPXHOCTH RJHAET Ha
BHYTPEHHIOI0 OPraHu3alHi0 KieTOK. MHOrHe THIB KJIeTOK
CIIOCOGHBI TMPaBHJIBHO NH(MOepeHIHPOBaTbCA JHIIL B INpH-
CYTCTBHH TaKOTO BHEKJETOUHOro MaTpPHKC3, C KOTOPHIM HM
CBOACTBCHHO KOHTaKTHPOBaTh B HOPMAaJbHbIX YCJOBHAX
[160]. B03MOXHOCTE NPOJOJIKHTENBHOR 3SKCHpEcCHH Cre-
urprueckax 18 auddepeHIHpPYOLHUXCS KIETOK NPOAYKTOB
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3aBHCHT, NO-BHIHMOMY, OT HX KOHTaKTa CO CNellH(pHIECKHM
BHEKJIETOYHHIM MAaTPHKCOM. MexaHH3M Takoro BJHSHHS
MaTpHMKCa Ha KJeTKy noka HenoHsrteH. Hekorophie acnekrn
B3aHMOCBSI3H MeXAY SKCIpeccHell reHoB MW IHTOCKeJeTOM
6ynyT noapo6Ho obcyXaeHbl pajee.

4.4, BHyTpHKNETO4HOe JBHXKeHHe H TPAHCLHTO3

DOJIBIIHHCTBO BHYTPHKJIETOUHBIX CTPYKTYP XapakTepH-
3yeTcsi onpejgesieHHbHIM MOJOXKeHHeM H ONpeeseHHHMH Mmy-
TAMH NepeMellleKHs B KjeTke. Kak HH BenHKo pasnoobpa-
3He BHYTPHKJIETOUHbLIX ABHXKEHHHA, BCe OHH MOryT OblTh pas-
peneHs Ha 1aBe KareropHH. LlenTpanabHbifi pafioH Kierox,
cofiepKaluii MHKPOTPYOOUKH H MpOMeXyTOUHbie (PHIaMeH-
Thl, COAEPKHT TaKKe pa3HooOpasmble KJeTOYHHE OpraHes-
ael. Hekotopble H3 3THX opraHelJ, TakHe, KaK anmapar
FoabaXkH WIK JHNHIHDIE KameJbKH, 3aHHMAaT (HKCHpO-
BaHHOe MOJIOJXKeHHEe, XOTs BpeMsi OT BpeMeHH OHO MOXKeT
cnelHpuyeckiM o00pa3oM H3MEHATbCA. DHAONJa3MaTHue-
CKHH PETHKYJYM, JH30COMbl H MHTOXOHADHH, HaNpoTHB, A0-
BOJILHO NMOABHKHH H Jerko nedopmupyembl. IloasHikHOCTD
SHIOMNJa3MaTHYECKOr0 PeTHKYJyMa OrpaHHYeHHa, TOr4a Kak
JIA30COMbl H MHTOXOHJPHH MOTYT COBeplIaTh B KJIeTKe pas-
HooOpasHble nBHKeHHs. C MOMOIILIO CNEeUHa bHON BHICOKO-
KOHTPACTHOH MHKPOCKONHH B LEHTPAaJbHOM pafioHe KJeTKH
BHISIBJAIOTCS TakXKe ABHXKYIIHECS B HeM KJeTOYHHE opra-
HeJlTHl HeGoabiloro pasmepa [161].

IlBH:KeHHe opraHe]s B LEHTPaJbHOM YaCTH KJIETKH 3a-
BHCHT OT MNpPHCYTCTBHS HHTAaKTHHX MHKDOTpyGOuYeK, HO
00ObIuHO yCTOHYHBO K AeHCTBHIO LinTOXanasHHos, OpraHensl
ABHXYTCH He3aBHCHMO ApYr OT [pyra; 1B€ YacTHIbI, pac-
MoJIOXKeHHble PANOM, COBeplleHHO He 00si3aTeJbHO COBep-
LIAI0T ABHXKEHHe OfHOTO M Toro e tHna [162]. [IBHkeunuc
He mojamjisieTcs BaHAQaTOM, KOrja ero BBOAAT B KJIETKH
nyTeM MHKpoHHbekuuu [163]; B TO Xe BpeMsa Bauajar
nojaaBjseT ero B KileTKaX, MeM6paHa KOTOpPHX credaHa
npouunaemofi [164]. M3 sroro caenyer, yro MexaHOXHMH-
yeckne O€JKH, yYacTBYIOLUIHE BO BHYTPHKJIETOUHOM IBHiKe-
HHH, He HIEHTHYHH JHHEHHY IKTYTHKOB, HO, BO3MOXHO,
CXOAHb ¢ HHM. JIBHXeHHe OpraHess1 NMPOHCXOIUT MpepbIBH-
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CTO: B TeyeHHe KOPOTKOro BpPeMEHH OpraHesJa IBHIKETCH,
a 3areM pe3Ko OCTaHABIHBaercs. Takoe NpepHBHCTOE,
CKayKoo6pasHOe JIBHXXEHHe MOXHO OTIHYATH OT GpOyHOB-
cKkoro mo ero kuHernke [165]. CymecTBenHo, UTO moJOXe-
HHE YacTHI, He YYacTBYIOUIMX B CKaukooOpasHOM [BHXe-
HHH, ocTaercs (PUKcHpoBaHHBIM. JIBHIKyU(HEeCs YacTHIbI He:
pelKo KOHTAKTHPYIOT ¢ MHKpPOTPyOOUKaMH, YTO YKasbiBaeT
Ha NpAMOe yyacTHe TOC]eIHHX B JBHXeHHH. ENHHCTBeHHBIH
€1oco6 MoAaBHTb CKaukooGpas3Hoe ABHXXeHHE B LeHTpalb-
HOH YaCTH KJETKH — 3TO NOMECTHTb KJIETKYy B THIepPTOHH-
uyecKyio cpeny [162]; dopmupoBaHHe CKIaIOK KJI€TOUHOIO
Kpasi npu 3rom HHruGHpyercsi, Ckaukoo6pasHoe ABHKeHHe
HMEeT MeCTO B PacTeHHX BO BpeMsi 00pasoBaHMs KJIeTou-
Ho# niaacrunku [166].

Habaioenne 3a ckaukoo6pasHbiM [BHKEHHEM MO3BOJsi-
€T BHISIBHTb B HEM 3J1aCTHUeCKHil KoMNoHeHT. MUHAuBHIYaNb-
Hasi YACTHIA NOCJe OCTAHOBKH HAYHHAeT ABHIaThCsi BIepej
HaMHoro 6HcTpee, Kak eclH OBl OHa TNOATATHBaNach COKpa-
mjalouumMcs Marpukcom [165]. DToT 3nacTHyecKuii KoMIo-
HeHT Hambojee 3aMeTeH B CHCTeMaX, B KOTOPHX LHTOIJa3-
MaTHYECKHe ‘YaCTHIH COBepLIAIOT LHKJIHYECKOe [BHKeHHe
[167]. B xpomaTodopax MMelOTCSi THCMeHTHHE YaCTHIbI
pas/HyYHOrO 1BeTa, paclpelelleHHe KOTOPHX KOHTPOJHPY-
ercsi KjleTKoH. OHO H3MeHsieTcsi TyTeM arperaluy MUrMeHT-
HHX FpaHyJ B LleHTpe KJeTKH HJIH JHCIePTHPOBAHHs HX MO
BCEMY ee BHYTpeHHeMY NPOCTPaHCTBY. JIBHXKEHHE OT LileHTpa
K nepudepun sBiasercs CKaYKooOpa3HHM M 3aBHCHT OT HC-
TOYHHKOB 3HeprhH. COOTBETCTBYIOIHE CTHMYJbL MOTYT
BbI3BATb COTJacOBaHHOE [BHXKEHHe rPaHyJ B HampaBjeHHH
K LEHTPY, H TaKoe JBH)XeHHe He 3aBHCHT oT sHepruu. lla
MuKpodoTOorpadHsax, NOJYyYEHHBIX C MOMOLIbIO BHCOKOBOJBT-
HOTO 3JIEKTPOHHOTO MHKPOCKONA, B HEKOTOPbIX XpoMartodo-
pax Xopollo BHAHA CBsI3b MEXY NHrMeHTHHIMH rpaHyJaMu
4 UHTOCKeJeToM. I'paHysibl KOHTaKTHPYIOT C HeperyJsipHoil
CEeTbI0, TIOCTPOEHHOH H3 3JeMEeHTOB pPas3jHYHOrC pasMepa;
3TH 3JeMeHThl HasuBaloTca MuKpoTpabekynamu. Cnoco6-
HOCTb XpOMaTo(opoB OCYLIECTBIATb BCEOXBATHIBAIOLIEE Te-
peMellleHHe MHUIMEHTHHX IPaHys] B UEHTPaJbHOM Hanpas-
JEHHH yKa3HBaeT Ha TO, YTO 3JacTHYECKHE CTPYKTyphl B
HHX BHCOKOCNEUHaJH3HPOBAHH W Pa3BHTH CHJbHee, YeM B
JIpyrax KJIerKax.
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AnanornuHoe BHYTPHKJIETOUHOE JBHMKEHHE HMEeT MecTo
y CaMBIX pasHHIX THNOB KJETOK, BKJAIOYasl KJETKH pacTeHHi,
MPOTHCTHL H KJAeTKH JKHBOTHHX, Mojenbio Anf H3ydyeHHS
IBHXKEHHS 3TOr0 THIA in vitro MoeT ciyKHTh aKcomjiasma,
BHIJaBJeHHAA H3 aKCOHA B MNpaBHJIbHO NoxobpauHbill Oy-
dbepHblli pacTBop. AKcomnasMaTHYecKash CHCTeMa MOXeT
ObiTh HCNONB30BAaHA TaKXe 1J8 HCCAENOBAaHMA MHOIHX
CBOHCTB KOPTHKaJbHOro ABHXEHHA. CTPYKTyphl, IBHXY-
HiHeCH B KOpTHKadbHO#l, Goratoli MuKpodHIaMeHTaMH OG-
JaCTH, MMeIOT OObYHO He6OoJbIIOH pasmep; B HX YHCIO
BXOAAT MOKPHITHE KJAaTPHHOM NYy3bipbKH, CEKPETOpHbIe My-
3bIDbKH H CHHANTHYECKHe My3bpbKH. B KopTHKanbHOH 06-
JIaCTH BCe BHAHMBIE My3HpPbKH JHGO JBHIKYTCH, JHGO 3aHH-
MaT QHKCHpPOBaHHOE NojdoKeHHe, JIBHXKeHHEe B KOpTHKaJb-
HOH H HeHTpanbHoll obaacTiXx Tpe6Gyer MPHCYTCTBHA HCTOU-
HHKa SHEprHH, HO He 3aBHCHT OT KaJjbliHs. KopTHKajlbHOe
IBHKEHHe, KaK H LEeHTpaJbHOe, BKIIOYaeT B ce6Gs 3nacTuye-
CKHii KOMNOHEHT; HECMOTPA HA TO, YTO B KOPTHKaJbHOH 06-
JACTH OCHOBHOH (HOPHIANAPHOH CTPYKTYpPOH CaYXAaT MHK-
podHniaMeHTH, JBHXE€HHEe B HeHl YCTOHUMBO K NEHCTBHIO
IHTOXaJ2a3HHOB, KOpTHKalbpHOe IBHXKEHHe SIBJIAETCs B OC-
HOBHOM OJIHOHANpaBJeHHBIM H HenpepuiBHHIM — 6e3 ocra-
HOBOK, Ha6/1I0JlaeMbIX NMPH ABHXKEHHH B LEHTpajbHOM pafi-
one. [TockonbKy 3TO qBHXKEHHE MOXET NPOHCXOAHUTDb H Mocje
yAajJieHus mnJasMaTHYeckod MeMOGpaHbl, OHO He 3aBHCHT,
OUEBHAHO, HH OT MeMOpaHHBIX 6elNiKkoB, HH OT NOTeHIHala
neficrBus. OnHaKo, Kak H [y NepeMelleHHs B LeHTPaJbHOM
pafioHe, o1g Hero Heo6XQAMMO NPHCYTCTBHE OPHEHTHPOBaH-
HBIX (HIaMEHTOB; TaK, €C/IH CTPYKTypa aKcomaasMul Ha-
pyllieHa nyTeM nepeMelIHBaHHSA, IBHXeHHe B Hell CTAHOBHT-
csi HeynopsizoueHHsiM [168].

OnpeneneHnble THNB BHYTPHKJIETOYHOTO  JBHIKEHHS
BKJIOYAIOT B ce6s nmepeMeleHHe H MeXay LeHTpaJbHO#
KOPTHKaJbHOK O6G]AaCTsAMH, H Yepe3 KJIeTouHyio MeMOpany.
CymectByoT nBe (opmbl Takoro JBHxKeHHS. JIBHKenue
HapyXKy NMPOHCXOAHT MPH 3K30IHTO3€, H, B YAaCTHOCTH, NpH
cekpennn. Cekpenus NpPOTeKaeT B HECKOJbKO CTajHH: OHa
HayHHaeTCA ¢ CHHTe3a GenkoB Ha rpy6oM ISHAOMIa3MaTH-
YeCKOM PeTHKyJyMe, 3aTeM OHH MepexoifT ¢ MOMOMBIO am-
napara [onb/UKH B CEKpPEeTOpHHIE TpaHyAbl, H, HaKOHEN,
I'paHyjabl NepeMemalorcs K KJeTOYHO!l MOoBepXHOCTH. Bbi~
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CBOGOK1eHHe MaTepHalia Ha NOBEPXHOCTH MOXeT JH60 npo-
TeKaTh HeNpepHBHO, JHG0 NMPOHCXOAUTHL NMOJ AeHCTBHEM Of-
peneseHHbX CTHMYyJOB. [IBH)KeHHe MaTepuana ot rpy6oro
3HAOMN/Ia3MATHYECKOTO PEeTHKYyJyMa K anmnaparty loabmxu
onpefeasercs, No-BHAMMOMY, MHKPOTpy6OuYKaMmH, KOTophie
HYXHbl 1y o6ecneyeHHss KOOpAHHHPOBAHHOCTH TPaHCMOpTa
[169]. To, uro MHKpPOTPYBGOUKH AefiCTBHTE]bHO B3aHMOjeH-
CTBYIOT ¢ Ipy6biM 3HIONAa3MaTHYECKHM PETHKYJYMOM, TOI-
TBepxKaaercs o6pasoBaHueM GOJbLIHX KOMIJIEKCOB MHKpO-
Tpy6ouek B peTHKyiayMe moj aeficTBuem Takcosma [170].
ITH KOMIJIEKCH MNpPeNCTaBjasiioT co6of, BEpOATHO, CKOMJe-
HHe H36bITOYHHX MHKpOTpyOOuYeK, HHIYLUHpPYeMHX TaKco-
JIOM; MexJly MHKPOTPYGOUKaMH B 9THX CKONJIEHHSIX BHIHGI
nonepeyHble MOCTHKH, aHaJOTHYHbBIE, BEPOATHO, TeM, KOTO-
pble MPHCYTCTBYIOT, XOTS ¥ B MeHbllleM KOoJHYeCTBe, B KieT-
Kax, He 06pa0oTaHHBIX TaKCOJOM. 3aKJIIOUHTeNbHbBE CTafiHH
CeKpelHH, Npoucxoasimiefi mop neficTBHEM ChnenudHYeCKAX
CTHMYJIOB, TO-BHAHMOMY, He 3aBHCAT OT MHKPOTpyGouYeK.
Ha sTux cragusax nysblpbKH, pacnosiokeHHHe B nepHdepH-
YeCKofi HHUTOIIasMe, acCOLMHPOBAHbLI B OCHOBHOM € MHKpO-
bunamenTamMH, poib KOTOPHIX, BO3MOXHO, COCTOHT B TOM,
YTO6Bl MpPensiTCTBOBATH Bsanmoneﬁcmmo CEKPeTOPHBIX my-
3HIPbKOB C KJeTouHoli MeMGpaHofi; Ha 3TO yKasnBaeTr To,
T‘o L}urroxanasnnu B psijle C/Iy4aeB CTHMYJHPYIOT CeKpenHio
171

IlBHxkeHHe CHApyH KO BHYTPeHHHM O0JaCTAM KJIeTKH
MOXEeT NMPOHCXOAHTb TpeMs myTsmu. Bo Bpems dJamumosa
KJIeTKa OXBaThiBaeT OOBeKT pacliacTHBAIOIleACs BOKPYr
Hero Mem6paHofi [159]. Takoe o6BonakuBaHne o6beKTa
npoTekaeT ofblYHO ¢ yuyacrHeM MukpodunameHnrtos. Korna
MeM6paHa TOJIHOCTHIO OXBAaTHT (ArONHTHPYEMYIO YaCTHIY,
NPOHCXOAHT CiHsiHHe ee KpaeB. Ilpomecc darouurosa yys-
CTBUTENeH K LuTOXanasuHy. [Ipm nuHounurose o6pasyioTcs
nysHpekd guamerpom 200—700 HM, B KoTOpble 3aXBaTHBa-
eTcsi BHeK/JeTOYHas cpefa. MHTEHCHBHOCTb NMHHOIHTO3a 3a-
BHCHT OT Tuna KJeTkKH. [IMHonHuTO3 06ecneynBaeT mocTymnie-
HHE THTATeJbHBIX BENleCTB H CHIHAJbHBIX MOJIEKyJ] BHYTpb
ki1erkd. Kak # daronuros, OH YyBCTBHTENEH K IIHTOXaJasH-
Ham [171]. Tpetuii THN HHTepHaJH3anuH Mbl 6y1eT HasH-
BaTh 3HIOIMTO30M, JTO HasBaHHe HCMOJb30BaJ0Ch HepeaKo
1751 BCeX TpeX THNOB [ABHXXEHHS BHYTPb KJIETKH, HO B Ha-
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CToslllee BpeMs TAaK Ha3bBAOT OGLIUHO JIHIIL OJHH H3 HHX,
IpH KOTopoM 00pasyloTcsl Ny3HpbKH AHaMmeTpoM 60—70 uM,
MOKPHIThIE KAATPHHOM. OITH Ny3BIPbKH TPaHCIOPTHPYIOT
HHTEpHAJ/IH30BaHHBIH MaTepHaln K JIH30cOMaM; mo KpaiHeifi
Mepe HauyaJbHaf CTajgHs TaKoH HHTepHalH3aluH ycrofiyuBa
K HeHCTBHIO IIHTOXAJIa3UHOB, HO NOKa HEACHO, BJHAIOT JH
LATOXaJa3HHB HA NMepeHoc MarepHana K JusocoMam [171].
Bce TpH onmcaHHBIX THIA JBHXEHHS MNPOTEKAOT O6BLITHO
IHMKJIHYECKH H MOTYT IPOHCXOAHMTH ¢ 6OJIbLIOA 4acTOTOH.
Takum o6pa3oM, KJeTKa HMeeT BO3MOXKHOCTb BO3BpallaThb
-MHTEepHAa/H30BaHHLIe yacTH MeMOpaHb Hasza] K KJIeToYHOH
TIOBEPXHOCTH.

Hakonen, nocientuii THN BHYTPHKJIETOYHOrO- ABHKe-
HHSL — 3TO NepeMelenne CaMHX IUTOCKEJEeTHLIX 3J1eMeHTOB,
B HefipoHax uHTOCKENeT NpeAcTaBiAfeT co60fi BHTAHYTYIO,
JIHHeRHYIO CTPYKTYpy, UTO JeJaeT BO3MOXHBIM onpejele-
HHE CKOPOCTH ero nBHXeHns. B atux Kierkax nabaionaiorcs
B¢ BOJHB KOMIOHEHTOB LHTOCKEJETd, MHrPHPYIOIHX MO
HanpaBJeHHI0 OT TeJa KJIETKH; STH fIBe BOJHH  XOpOLIO,
pa3NHYHMBI H HOCAT Ha3BaHHe <«Me[JIEHHOTO KOMIIOHEeHTa
a» U «MejJleHHOro KoMmoHeHTa bs, C MeaneHHBIM KOMIIO-
HeHTOM @ TPaHCHOPTHPYIOTCA MHKPOTPYOOUKH K Helipoduia-
MEHTHl, 2 C KOMIOHeHTOM b — akTuH u apyrue Oenku. O6a
KOMIIOHeHTa TPaHCIOPTHPYIOT H OenKH, ABJIfOIMHecH, Be-
POATHO, IIHTOCKEJeTHHMH, H OeJKH, KOTOpble CUHTAITCS
pPacTBOPHMBIMH, HallpHMep €HOJa3y H KpeaTHHKHHa3y [22].
Tor ¢akT, yTo yKasaHHble (epMEHTH NEPeHOCATCS TOH Ke
TPAHCMOPTHOH CHCTEMOM, YTO M IHTOCKEJeT, yKa3biBaeT Ha
BO3MOXHOCTb CBA3H ()EPMEHTOB C 3JIeMEHTAaMH I{HTOCKele-
Ta [22].

Kak e ocymecTsiaferca peryafiius BHYTPHKJIETOYHOrO
JBHKeHHA? MHTepgasHnbie MHKPOTPYOOUKH HMEIOT B OCHOB-
HOM OJHHAKOBYIO OpHEHTalHIO, HX GHICTPO pacTyIHH KOHeI
HanpasJieH B CTOpPOHY NepHdepHH KAeTKH. 3TO HCKAIOYaeT
TaKHe MOJeJIH KJIeTOYHOrO ABHXKEHHS, B KOTOPHIX Ipeanosa-
raercs, YTo PacrojioXKeHHble aHTHNapajJieNbHO MHKPOTPY-
GOUKH CJyXKaT «peSbcaMHu» ]S [BHXKEHHS B ABYX B3aHMHO
NPOTHBONOJIOXKHHX HanpasaeHusx. [IIpocrefiuiee o6bsACHE-
HHe JBHXKEHHS COCTOMT, BEPOATHO, B TOM, UTO ABHKYIIHECS
HacTHH MOTYT KaK BCTynaTh, TaK H He BCTYNaTb B KOH-
TAKT C CHCTeMOH MHKpOTpy6oyeK, HO Bceraa CrnocoGHH B3a-
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HMOJEHCTBOBATH C 3JACTHUYECKHMH 3JIeMeHTaMH, 06HapyXH-
BAIOIMMHCS MexXay MHKpoTpyboukamu. YacTHubl, CBsi3aH-
HBle ¢ MHKpOTpy6oukaMH, OyayT IBHFaTbCs TO Hanpa,ie-
HHIO K NepH(epHH, a YacCTHIbl, He KOHTAKTHPYIOUIHEe C HHMH,
6yayT Au60 OCTABATLCH HEMONBMKHBIMH, JHOO BTAMHBATHCH
3J1aCTHYHBIMH 3JIEMEHTAMH Ha3aj, B UEHTpalbHble 06JacTH
naToniasmel. K coxanennio, 10 CHX Top He IIPeJIOXeHO
CTOJIb XK€ NpOCTOH MOoAeAH i O6bACHEHHS [BHXKEHHS B
KOPTHKaJbHOH 0671aCTH KJETKH.

4.5. MuT03 u c6opka

MuT03 — 3TO, BO3BMOXHO, caMasi CJIOXKHasi 3arafika aJs
TeX, KTO M3yyaeT NPOCTPAHCTBEHHYIO OPraHH3alHIO SYKa-
PHOTHYECKHX KJIETOK. 32 NepHOJ BCEro B HECKOJbKO MHHYT
B KJeTKe NPOHCXOJMT CYyLIeCTBEHHAs! PeOpraHH3alus Xpo-
MOCOMHOI'0 MaTepHala M NepeMelleHHe ero B onpe/e/eHHbe
TOUKH BHYTPHKJIeTOYHOro mnpoctpanctBa. Ckopoctp nporte-
KaHHsi MHTO33, ero TOYHOCTb H, HAaKOHeEl, ero BaXHOCTb B
JKH3HH KJIETKH — BCe 3TO TpHBJIEKaeT K HeMy BHHMaHHe
Heeaenonateneii. M re xe cample uepTol MHTO3a o6ycnoB-
JMBAIOT, BEPOSATHO, TPYAHOCTH €ro H3yueHus. Y pasHbiX Kie-
TOK MHTO3 MOXET NPHHHMATh pas3/iHuHble QOPMbI: pasHbIMH
MOryT GBITH CKOPOCTb pasfielleHHs XpOMOCOM, UHCIO H Xa-
pakTep pacnpeneNeHHsi MHKPOTPYyGoueK, BHYTPHKJIETOUHOE
pacrnoJyioXkene MHTOTHYecKoro BepeTena. OnHaKo pasymuee
Bcero Oyger N/ Hauaaa NpPeANOJOXKHTb, UTO QyHAAMeH-
TadbHble MeXaHH3Mbl MHT03a €CJIH M He YHHBEpCAa/JbHbI, TO
no kpaiinefi Mepe IIHPOKO pacnpocTpaHens. B camom neine,
TPYAHOCTH H3YYEHHsl MHTO3a NOCTATOYHO BeJHKH H 6e3 To-
ro, yTo6Bl OCTaHAB/IHBATLCA HAa MHOFOYHCJEHHBIX €ro 0Co-
GeHHOCTAX y pa3JHYHBIX KJETOK.

B npouecce MHTO32 B KNeTKe OOHYHO MPOHCXOQHT Cylle-
CTBeHHas MeperpynnupoBKa ee 3JeMeHTOB. KJIeTKH B Kyilb-
Type MOTYT OKpPYIJIATbCSH, MOYTH MOJHOCTHIO TEPATb KOH-
TaKT ¢ cy6cTparom, JIHIIATECS BOJNIOKOH HATsXKeHHs. YTpara
BOJIOKOH HaTSXKE€HHsl He siBIAETCs, NO-BHAHMOMY, pe3yibTa-
TOM H3MeHeHHs (ochopunupoBanus BHHKyaHHa [172]. Bo
BpeMsi MHTO3a NepecTpoiike MOLBEpraeTcss TaKke CHCTeMa
NPOMEXYTOUHBIX (HIaMeHTOB. B HeKOTOpPBIX KJIeTKax BH-
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MeHTHHOBble (QHuiaMeHTH (QOpMHpPYIOT BO BpeMsi MHTO3a
CTPYKTYPY, OKPYXAaIONlyl0 silepHbi MaTepHaJ; STO CONpo-
BOXKJaeTcs HepeaKo ycujeHneM (ochopuiHpoBaHHs BHMEH-
TuHa. Creneiib GochopHANPOBAHHOCTH BHMEHTHHA BHOBb
cumxaercs yepes 30 MHH Nocie Hauyaja pacnaacTbiBaHHS
kaerku [173, 174]. Ilo-apyroMy npoHcXogHuT nepecrpofika
KJIETOK, COAepKalHX [HTOKepaTHHbH. B HeKOTOpHX H3 Ta-
KHX KJeTOK LIATOKepaTHHH 06pasylT TOHKHe mnpoToduia-
MEHTH HJIH arperaThl, acCOLHHPOBaHHbIE C LIHTOCKeNeTOM, B
Tesodase IHTOKepaTHHH BHOBb QOPMHPYIOT NyukH ¢una-
MenToB. KieTKn no -MeHpllelf Mepe ogHOro THNa nepecrpa-
BAIOT aHAJOTHYHHIM 00pa3soM CBOH BHMEHTHHOBble (pHIaMeH-
Tol. TakuM 00pasom, xapakrep IepecTpoHKH NPOMEXyTou-
HbIX QHIaMEHTOB 3aBHCHT OT THIIA KJeTKH.

CaMas cuibHas Te€pecTpofika cHCTeMbl MHKpPOTpyOoueK
NPOHCXOHNT B TeX KJeTKaX, KOTopbie OKPYIJsOTCA B MHTO-
3e. PasBuras cucreMa MHKpOTpyOouek paspyliaercs B HHX,
H BMecTo Hee ofpasyercsi COCTOsilee H3 MHKpoTpyGouex
BEpereHo JejeHus. BepereHo ocymlecTBisieT pasjelleHHe
XpOMOCOM; OGBSICHHTE €ro NPOCTPAHCTBEHHYIO OPraHH3alHIo
H MeXaHuYecKHe CBOMCTBA C TOYKH 3peHHs GHOXMMHH Kpaii-
He Tpyauo [175—177].

B npodase XxpoMocoMbl KOHAEHCHPYIOTCH H BOBAEKAKOTCS
B CKaukooGpasHoe [BHXeHHe B 06JacTH MexIy IBYMs
HEHTPHOJNSIMH H acCCOUMHPOBAHHBHIM C HHMH MarepHaJioM.
CkaykooOpasHoe [BHXEHHE XpOMOCOM COIPOBOXKIaeTCs
aHAJOTHUYHHIM ABHXKEHHeM APYTLHX 4acTHll. MHKpoTpyOOUKH
pPacTyT OT NOJIOCOB MHT032 H HMEIOT OAHHAKOBYIO MNOJsp-
HOCTb: C MOJIOCAMH ACCOIMHPOBAH MX MENJEHHO pacTyumui
KoHell, TOrAa Kak ObCTpo pacTyllnil KoHel pacnojaraercs
muctanpuo {178, 179]. MHKpoTpyGouKH KOHTAKTHPYIOT C
KHHETOXOpaMH XpomocoM. JIuib mociie Toro, Kak KHHETO-
XOpH BCTYNAIOT B KOHTAKT C MHKPOTPYGOUKaMH, HAYIIHMH
oT 06OHX IO0JIOCOB, XpPOMOCOMBI TIpeKpamalT cKaukoobpas-
HOe JBHXKEHHe W CTaHOBATCa HenoaBxHbLIMH. [Tocne dukca-
LHH TaKuM cnoco6OM NOJIOXKeHHsi BCeX XpPOMOCOM H3 HHX
o6pasyercss Merada3sHasi IJIaCTHHKa B 3KBaTOPHAaJbHOM
IJIOCKOCTH BepeTeha. B 3To BpeMs apyrHe uacTuus, NpH-
CYTCTBYIOLIHE B AaHHOM pafioHe, MPOAOJKAIOT CKaukooO-
pasHoe nBHxeHHe. Cpasy mocie pasjeleHHsi CECTPHHCKHX
XpOMaTH/ HAaUYHHAKITCH ABa THNA ABHXXEHHS: 1) XpOMOCOMH !
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npub/amxalTcs K moniocam (amagasa A); 2) mosiocH Be-
pereHa ypansiorcs Apyr ot apyra (amadasa B). Ilpocroit
H AiCHOW CBA3M MeX1y 3THMH (opMamu aHadasHOro ABHXKe-
HHsl HET; UX peryaslius OCyIlecTBJAETCH, BepOATHO, He3aBH-
cumo., AHadaszHoe JBHXKEHHE TPOJONIXKAETCH [0 TeX Iop,
MIOKa XPOMOCOMH He JOCTHTHYT TIOJIIOCOB; 3aT€M XPOMOCOMBI
cobupaiorcs BMecTe W HauyHHaercs (QOpMHpOBaHHe spa.

Mexannka sToro mpoliecca ocraercs 3aragouHofi. Ckau-
KooGpasHoe IBHXKEHHE XpOMOCOM B Tpodase He MOXeT ocy-
IECTBAATHCA MHKpPOTPYOOUKaMH, KOTOphIe B 9TO BpeMs ellle
He KOHTaKTHPYIOT ¢ XpoMocoMaMH. Bosee BeposiTHO TO, UTO
CKauyKoo6pasHoe NBHIKEHHE XPOMOCOM ONOCpefyeTcs sjiep-
HbiM MarpukcoM. Crabunusanus B Meradase ykasbiBaer,
OYEeBH[IHO, Ha CYIIeCTBOBAHHE B 3TO BpeMs paBHOBeCHS
NefCTBYIOIMX CHJ, T. €. YTO MPOTHBOMOJIOXKHbIE MOJIOCH Be-
pereHa OKasHBaiOT OJHHAKOBOE MeXaHHYeCKoe BO3jelicTBHe
Ha KaXIylo oTAelpHyl0 xpoMmocomy. HiHTepecHo, 4To ecau ¢
noMouibio o6ayuYeHHs J1a3epoM HApyWIHTh CBA3b MeTadas-
HOfi XPpOMOCOMHEI C OZHHM H3 IOJIOCOB, OHa HeMe[JeHHO
HayHeT ABHMraTbCd K NPYroMmy MoJIOCy, K KOTOpPOMY OHa
no-npexHeMy NpHKpernJieHa, [IpennaraeMble MOLeNH XpoMo-
COMHOTO ABHXeHHA B aHaase MNOMKHbI KakK MHHHMYM
AaBaTb OGbACHEHHE, BO-MEPBBIX, CNOCOGHOCTH XPOMOCOM
OCTaBaThCsl HENOJBHXKHHIMH B OXHJaHUH aHadasbl H, BO-
BTOPHIX, O/HHAKOBOH MOJIAPHOCTH MHKpOTpyGoueKk B moJy-
BepeTeHe. OnucaHHble pe3yabTaThl GHIIH MONyUYeHbl CPaBHH-
TeNIbHO HeJaBHO, HX OOBACHeHHe MpEeJCTaBAseT OCHOBHYIO
TPYAHOCTH [JIl psna pPaHHHX Teopuil aHadasHOro ABHXKe-
Hug. ITpocrefimas Mogesp, cOracylomascs C STHMH pe-
3yAbTaTaMH, NMpeanoJaraer, 4YTO MeXaHOXHMHUYECKHM 3Jie-
MeHTOM, (GYHKIHOHHPYIOIMM B aHadase, ABJAAETCA KHHETO-
Xop, MepeMellalOMHKNCS BAOAb MHKpoTpyGouek [180].

HekoTophrie H3 paHee mpensoXKeHHHX Mogeleil Moryr
6uiTe ¢ GoaplleH HJAH MeHbllel ONpeneNeHHOCTbIO OTBepr-
HyTHl H3-3a TOrO, YTO MHTOTHYECKOE BepeTeHo He UyBCTBH-
TeJIbHO HH K IIHTOXaJNa3HHy, HH K aHTHMHO3UHOBLIM aHTHTe-
JaM, HE K npenaparam, uabuparelbHo JeHCTBYIOIIHM Ha
aktaH [175]. B Hacrosilee BpeMsi ¢ Goablliefi HIH MeHbluelt
CTeleHbI0 YBePEeHHOCTH MOXHO OTKJIOHHTH TaKXKe Bce Moje-
JIH, MOCTYAHPYIOIHE aHTHOAPAAJAeNbHYI0 OPHEHTALHIO MHK-
poTpy6ouyeKk B BepeTeHeE.
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Puc, 4.2. Muxkpodororpadus uurockenernofi cetn kaetku PtK, (mpocse-
uHBaOINAs SJMEKTPOHHAA MHKDOCKONMs), JNEMOHCTPHpYyoIas siepHbifi
MAaTPHKC BO BPeMsl MHTO3a.

MHorue npouecch, NPOHCXOAMLIHe BO BpPeMs MHTO3a,
TpebyoT sHepruu. MHru6utopnl Merabonnama oCTaHaBJH-
BalOT cKaukooOpa3Hoe nBHKeHHe B npoMmeradase. Pacxox-
JleHHe TOJIOCOB. BepeTeHa ABHO 3aBHCHT OT HCTOUHHKOB
9HEprHH Kak in vivo, Tak u in vitro. Coobmanoce o TOM,
9TO ABHIKEHHE XPOMOCOM K NOJIOCaM B Npenapare JH3HPO-
BaHHBIX KJaeTOK He TpeGyer sHepruu [181], HO, BoaMoOxHO,
JIBHXKeHHEe B TaKOM Mpenaparte OCYLIECTBJAJIOCH JHUIb 3JacC-
THYECKHMH 3JeMeHTaMH, Cyls Mo TOMY 4To OHO Gulio Gosee
MelJeHHBIM, YeM B XHBHIX KieTkaX, Poinb B BepeTeHe sie-
MEHTOB LHTOCKeNeTa, OTJHYHHX OT MHKpoTpybouek, B Ha-
crofiiee BpeMsl TOJbKO HAaYHHAeT OCO3HABATbCA. Xapakrep
pacnoyioxkeHuss He6oJbIIHX (HOPHINAPHBIX 3J€MeHTOB Be-
peTeHa yKasbiBaeT Ha BO3MOXXHOCTb HX yYacTHS B XpOMO-
COMHOM naBmxennn (puc. 4.2).
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Q@opMa KJIeTKH 3aBHCHT OT HAaXOJAIIHXCS B AaHHBIA MO-
MEHT B MOJIMMEPH30BAHHOM COCTOSIHHH 3JIEMEHTOB LHTOCKe-
aera. CyliecTBylOT ABa SKCNepHMEHTAJbHHX MOAXOAa K HC-
Clel0BAHHIO COOpKH HHTepdasHOro LHUTOCKeNeTa, HO KaxX-
Ablii H3 HAX HMeeT CBOM orpatnnyeHusi. OHH COCTOHT B TOM,
YTO B KJETKH BBOJMTCH NyTeM MHKPOMHbeKIHH (uyopec-
IIeHTHO MeUeHHbIHi 6eJIOK, COCOGHHI yuacTBOBaTh B c60opKe
LIHTOCKEeNeTHbIX cTPYKTYp in vitro [182—186]. Bryrpukie-
TOYHasi JOKajHu3anHs 3Toro OejKa H3yyaeTcsi 3aTeM C MO-
MOIIBI0 CBeTOBOH MHKpocKonuH. CTPYKTypH, HAEHTHDHLH-
pOBaHHbIe -TaKHM 06pa3oM, MOYTH HHKOrAa He OBIBAIOT apTe-
(haKToM, NMOCKOJBKY OHH BLISBJISIIOTCS TaKXe METONOM HM-
MyHodyopecueHIHH. MeToj MHKpPOMHbEKIH# CTpajaer He-
KOTOPHIMH HenocTaTKaMH. C ero MmoMmolnbio MOXHO HAEHTH-
(GHIHEPOBATh TOJBLKO TaKHe I[HTOCKeJeTHble CTPYKTYpHI, ¥ KO-
TOPHIX MPOHCXOAHT O6MeH MOHOMepaMH C PacTBOPHMOH da-
30#. CTabHibHbIe CTPYKTYpbl, y KOTODHX He MPOHCXOAHT
3aMeTHoro o6MeHa B TeYeHHe HeCKOJbKHX UacoB, TAKHM Me-
TOJIOM BHISIBHTh Helb3s. MeTon MHKpOHHbeKNHH He Iio-
3BOJISIeT TaKXe pasqHuYATe MNpomecchl CO6OPKH M 06-
meHa. [locnre wuHbeKnHH CcHawyana BHAHa AuddysHas
(bayopecueHuMs, KoTopas  3aTeM  JIOKaJH3yeTcs B
onpejieleHHHIX TOYKAaX; TaKas KapTHHA DaBHO COrJjacyer-
csl U C MPeANoJIOKEHHeM O TOM, . UTO NMPOHCXOAHT cOopka
CTPYKTYp, CNIOCOGHBX K O6MeHy, H C NpeAnoJoKeHHeM O TOM,
YTO HHbELHPOBAHHHH Gejl0K CBA3bIBAETCH C OrPpaHHYEHHBHIM
YHCJIOM CB#I3BIBAIOIHX YyyacTKoB, PasjinuaTe 3TH BO3MOXK-
HOCTH MO3BOJISeT H3yueHHe KHHeTHKH npoiecca. Eute oanx
HEJIOCTATOK PaccMaTpHBAE€MOTO MeTOja COCTOHMT B TOM, uTO
Ha (ayopecueHTHOH KapTHHe pa3Mepbl CTPYKTYp KaxyTcs
yBE&JHYEHHBIMH MO cpaBHeHHIo ¢ AeficTBHTenpHbIMH. OTHO-
CHTeJIbHO pe3yJIbTaToB, NMOJyYaeMHX NaHHBIM MeTOAOM, 3a-
METHM TaKXe cielyomlee: 1) BbisiBAsieMble HM CTPYKTYpHI,
KakK MpaBuJO, He siBJAsAIOTCH apTedakToM; 2) cKopocTb, €
KOTOpPOH BLIABJSIOTCA CTPYKTYpbl B OMNbITE, OTJHYaeTCs OT
CKOpPOCTH HX (OPMHpPOBaHHf B KJeTKe; 3) B HEKOTOpHIX
clyuyasx HabjgionaeMasi KapTHHa 3aBHCHT OT THNA KJeTOK
[184]; 4) onpenenerHoe Ansi MHKpOTpybGOueK HanpasjeHue
COOpKH cOrsacyercss ¢ TeM (akToM, YTo HX ObICTpo pacty-
LHiT KOHell siBASeTCS AMCTaJbHBIM; 5) HanboJee NMOABHKHAS
dopMa axkTHHA, KOTOPYIO MOXHO OOHapyXHTh B KJETKax

.
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3THM METOJOM, MMeeT GOJplIMe pa3MepH, YeM aKTHHOBLIE
MOHOMEpH, 4YTO YKa3hBaeT Ha OTCYTCTBHE B KJeTKe (HJH
IDPHCYTCTBHEe O4YeHb HEGOJMBLIOr0 KoaHuecTBa) CBOGOXHOTO
G-aktuHa [186] (ykasamnas ¢dopma MOXKeT NpeACTABJAATDH
co6off oIMTOMEpH AKTHHA HJIH aKTHH, aCCOLNMHPOBAaHHHH CO
cneyuduyeckuMu GesKaMmu).

Hpyro#i meron, o6aanaouinii COOTBETCTBEHHO HHEIMH He-
JOCTATKAMM, COCTOMT B MEYeHHH KJAeTOK in vivo [33S] -me-
THOHHHOM M TIOCJEAYIOIEM H3YyYeHHH OelJKOB C MOMONIbIO
paxnuoaBrorpadpun uam GHOXHMHYECKH. 3HAUATENbHA A0S
MeYeHHIX IHTOCKeJeTHHX GeJKOB OGHapyKHBaeTcs B COCTa-
Be IUTOCKelera B pafioHe NMoAHPHOOCOM; CO BpeMeHeM pac-
NOJIO}KeHHE 3THX OEJIKOB MeHsercs, NPH YCIOBHH YTO IIpO-
Josxaercs Genkoshii cuures [65]. B KpymHHX H cuMMerT-
PHUHHX KJIeTKax GesiKu NepeMellaloTcs B BHAe BOJIHH B
HaNpaBJeHHH K NEeHTPY aHAJOrHYHO MEAJIEHHOMY TPaHCIop-
Ty B akcoHe [22]. C moMouipl0 MeyeHHs WHTOCKejera in
vitro nokasaro, 4T0 MHOTHEe H3 GeJKOB CBA3HIBAKOTCA C HHM
HeYYBCTBHTEJbHHIM K MypoMHUHHY o6pasom eme jo
NMOJAHOTO 3aBepuieHus TpaHcasuuu [187]. TMTockoabky npu
MPUMEHEHHH 3TOT0 MEeTOa KJIeTKH 3KCTParHpyIOT B TeyeHHe
HECKOJIBKHX MHHYT, Te€ LHTOCKeJleTHHe GelKH, 06MeH KOTO-
PHX TIPOHMCXOAHMT GHICTpee, He GyAyT O6HAPYKHBATHCSA B CO-
OTBETCTBYIOIMX LHTOCKEJIETHHX CTPyKTypax.

4.6. LlATOCKeJET M SKCNPECCHA IeHOB

MeXLy HHTOCKEJNeTOM M 3JKCIpeccHeH TeHOB B3aHMO-
CBfi3b JBOSIKAasi, CHHTe3 CAMHX IHTOCKEeJeTHHX GEenKOoB B
KJeTKe Takxe peryaHpyercs. B npouecce 3mOpHOR&IBHOIO
Pas3BHTHA TPOHCXOLHT CMeHa H30(opm O6eJKOB BCeX Tpex
OCHOBHHIX CHCTeM ¢uaameHTOB, MeXaHu3M peryasuud
cnexTpa M3o(opM IloKa HesceH.

KpaTtkoBpeMeHHasl, «TEKyILas» peryJsiHs I'eHOB HHTO-
CKeJIeTHHX Ge/KOB JOCTYNMHAa 3KCIIePHMEHTaJbHOMY H3yde-
HHI0O Ha KyJbTHBHPYeMHX KjaeTkKaX. Cpob6ogHeifi Ty6ynuH,
BEPOATHO, OOMEHHBAETCA B KJETKe C NOJHMEPHLIMH CTPYK-
TypPaMH, H MOXHO INPeANOJOXKHTb, YTO AKTHBHOCTh €ro re-
HOB ONpefensieTcsi YPOBHEM CBOGOAHOTO TyOyJHHA., AreHTHl,
BHI3BIBAIOIHe ‘yBeJHUeHHe KOHUeHTpauuu cBo6oaHOro Ty6y-
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JIHHA, NOAABJASIOT €ro CHHTE3, a Te areHTH, KOTOpHe nepe-
BOAAT ero B MONHMEPHOE COCTOsSHHE (B MHKPOTPYOOYKH HIH
TapaKpHCTaAJn), CHHTe3 cruMmyaHpywor [188, 189]. Hame-
HeHHe cHHTe3a TYGyJAMHAa CONPOBOXKIAGTCS H3MEHEHHEM
yposust MPHK, onnako akTHBHOCTL reHoB B sijpe, KakK 1o-
Ka3aaM HCCIEeNOBAaHMS, NPH STOM He H3MeHserca [190].
OKCNpeccHsl aKTHHOBHIX N'€HOB 3aBHCHT OT (OPMH KJer-
Kd. ¥ raerok 3T6 B cycnensuu cnHTes 6€NKOB NOJaBASETCH,
OCOGEHHO CHJIBHO INPH 3TOM CHHXAaeTCs CHHTE3 aKTHHa.
IMocae BosBpauieHKs KJETOK Ha CY6CTpPaT B HHX BOCCTaHaB-
JIHBAaeTCH HOpMaJbHAs HHTEHCHBHOCTb CHHTe3a Genkoe. Ha
PAaHHHX CTajWAX pacI/iacTHIBaHHA HAGMIONAETCH JaXe He-
KOTOpoe nepenpoH3BoacTBo akthHa [191]. Usmenenue cun-
Te3a aKTHHA HMEeT MEcCTO H NpPH NpPOJLOJIKHTENbHOM HeHcT-
BHM Ha KJeTKH UHroxanasusa D. Uepes cyrkn HHKyGaunuu
€ IHTOXaNa3WHOM BO3pacTalOT KaK aGCOJIOTHOE €oiepiKa-
HHe aKTHHA B KJeTKe, TaK H OTHQCHTENbHasi CKOPOCTb CHH-
‘Te3a akTHHAa. DTOT 3Q¢eKT BH3HBaeTCss TaKHMH J03aMH
UHTOXa/a3uHa, KOTOPHE y PaClJIACTaHHHX H y CyCNeHIHpPO-
BaHHHX KJETOK HHAYIHDYIOT 06pa3oBaHHE PasiHYHHX BET-
BSUHXCS OTPOCTKOB [192]. ' :
Perynstukio ypoBHSL IHTOCKEeNeTHBHIX GeJKOB B KjeTKe
MOXHO H3y4aThk TaKxkKe, MPOCJAEXHBAf CyALOY 3THX GelKOB
TioC/e HX CHHTe3a, ¥ MHIIEYHHX KJAeTOK CKOPOCTh Kpyro-
©obopora MHOPHOGPHAAPHLIX GeJKOB OGpaTHO IpONOPLHO-
HalbHa HHTEHCHBHOCTH COKpalleHns. KaeTKH, coKpaiuneHne
KOTOpPHIX TIOAABJAEHO, XapaKTepH3YoTCst 6oJiee BRICOKOHA CKO-
POCTBIO KPyroo60pora TaKHX G6eaKOB, KaK «a-aKTHHHH,
Tponondn C,  cneuudHueckas  MumeyHas ¢Gopma
JerKofi UemH MHO3HHA H o- H B-trponomHo3nH. OrT-
CYTCTBHE  COKPAaTHTEJIbLHOK  aKTHBHOCTH H36GHpaTesb-
HO BJHSIET Ha crenduyeckHe Mblmeynne GeJKH H He BJMS-
€T Ha BMMEHTHH, JIGCMHH H HeMHIIeyHue B- M y-aKTHHH.
W3menenue ypoBHsI MHIIEYHOro GenKa B KJETKE MOXeT
JOCTHraThCsl yBEJAHYEHHEM CKOPOCTH ero nerpajaunui Ges
H3MEHeHHs 3KCIPeCCHH reHOB FIQS]_. Jast MHOTHX MEIIeY-
HBIX GeJKOB 3KchpeccHs H30(opM IIpsSMO 3aBHCHT OT Xa-
paKrepa HHHepBaluH MEmNH. Ha cHHTe3 no KpafiHeld Mepe
HEKOTOpHIX GeAKOB IPOMEKYTOYHHX (PHIAMEHTOB BJHSAET
TaKXe NpOCTPAaHCTBEHHAs OpraHH3auHs KJeTKH. B cycnen-
AMPOBaHHBX KJeTKax CHHTe3 BHMEHTHHA MOYTH NOJHOCTHIO
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nojapJieH, a nocJe MoMelleHHs] KJIeTOK Ha cy6CcTpaT OH BO3«
Bpamiaercs K HOpMaJbHOMY ypoBHIO [194].

HsMeHeHHs: MOryT 3aTparHBaTh OJHOBPEMEHHO [BE CHC-
TeMbl (PHIAMEHTOB, NMPHYEM 3TH H3IMEHEHHS MOryT OBITh KaK
OJAWHAKOBHMH, TaK H NPOTHBOMOJIOKHEIMH 10 HaNpas.IelHo,
IlpeapunonuTsl crocOOHH MeHATh CBOIO (opMy OoT (HOpPO-
6a1acTOHAHOA [0 NMoYTH cthepHueckol. 3TOT npouecc cConpo-
BOX/2€TCS 3HAUHTEJNLHBIM CHHXKEHWeM CHHTe3a B- H y-ak-
THHA, BHMEHTHHA, a- H B-TyOy/iHHA. YMeHblIeHHe CKOPOCTH
CHHTE3a GeJIKOB SBJISIETCS Pe3yJbTAaTOM CHHIKEHHS YPOBHS
nocrynioit aast tpaneasuun PHK. KoopanrnpoBaHHble H3-
MEHEHHsl 3KCIIPecCHH FeHOB LHTOCKEeJIeTHHX OeJKOB Xapak-
TEPHEl HE TOMLKO AJISI MHONOKJETOYHHX Oprannamon. )Kry-
THKOBasi aMé6a Naegleria MoXeT mpeBpallaTscs U3 aMopod-
HOH, nepeMeiaiomencss no cybeTpary KJIETKH B KJeTKy C
IOBYMsl XKTYTHKaMH, HMelollyio o6TeKaeMyio Gpopmy. ATo mpe-
BpailleHHe COMPOBOKAAeTCsi CHHMKEHHeM CKOPOCTH CHHTe3a -
AKTHHA W yBeJIHUeHHEeM CKOPOCTH CHHTe3a TyOyJiWHA H Apy-
I'HX KOMIIOHEHTOB akconeMhbl [[18].

Bausinve LHTOCKeNera Ha 3KCIPECCHIO Pa3jIHYHBIX reHOB
MOJKeT OCYLIECTBJSTLCH Helnocpe[CTBeHHO JIHGO depes He-
CKOJILKO NMPOMEXYTOUHHIX npoueccoB. M MHKpodHIaMeHTEL,
H MHKPOTPYGOUKH BAHSIOT Ha peakuuio kiaerok 3T3 na cur-
Hanb, uHHDHHpYMomHe cunTes JIHK. Cnoco6HocTh KieTok
pearHpoBaTh Ha CHIBOPOTKY H NATH APYTHX G akTOpoB pocra
ofpaTHMO NOjaBJsieTcsi HH3KHMH KOHIEHTPAlHSMH [HTHA-
pouHroxanasuHa B [195]. dtor mpemapar He CcHHXKaeT
TpPaHCNOPTa TI/AKKO3bl HJAH THMHAHHA, TaK YTO BHI3HIBaeMoe
uM nopapiieHHe cuHtresa JIHK He sipnsiercs cheacteHeM
neHUMTA NHTAaTeJNbHBIX BemecTB. MukpodHIaMeHTH  He
BAHAIOT Ha uHHuHanuio cuHresa JIHK y rpancpopmuposan-
HBIX KJIETOK, CyASl 1O TOMY YTO [Ba PasHbIX BHI3bIBAIOIIHX
TpaHdOPMAaNHIO areuTa AenalT KJAeTKH HeYyBCTBHTEJIbHLIMH
K LHTOXaJIa3HHYy.

Hamenenue cucreMbl MHKPOTPYOOYeK MOXET BJHATH Ha
CKOPOCTh POCTa KJIETOK, npHieM 3(deKr 3aBHCHT OT cocTos-
HHSI, B KOTOPOM HaxOAsTcs KJaeTkH. [IpH HH3KOH NJIOTHOCTH
KJETOK B KyJbType areHTHl, BhI3bBalolllHe AENOJHMepH3a-
HHI0 MHKPOTPY60YeK, OKa3HBAaIOT HA KJIeTKH HHIHOHpYyollee
AeHCTBHE, TOTAA KaK IPH BHICOKOH MJIOTHOCTH KyJbTYDH OHH
crumyaupyior cuHtes JIHK B knerkax. DpdeKr, BoisbiBae-
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MBIl H3MeHeHHeM CHCTeMHl MHKpOTpy6odeK, 3aBHCHT rakixe
or tuna kietok. Kiaerku naunun 3T3 Menee UyBCTBUTEABHH
K uHrH6uTOpaM (NpH HH3KOH NMJOTHOCTH), 4eM 3MOpuHOHalb-
Hple KJeTKH B NMepBHYHOH KyasType. CTHMYJSIHS CHHTe3a
JAHK B nioTHOH KJeTOYHOH KyJbType MOAABJASETCH TAKCO-
JIOM; TaKCOJ MOXeT MpeloTBPallaTh MHTOTeHHOe AeHCTBHE
HIHPOKOTO Kpyra cTuMyJsos [196].

KpoMe omHcaHHbLIX 3({eEKTOB, CBA3aHHHX C onpejenet-
HHIMH CHCTeMaMH ¢HJIaMeHTOB, BO3MOXHH Pa3Hoo6pasible
H3MEeHeHHs] 3KCIpecCHH, 00YC/IOBJeHHble H3IMEHeHHEeM KJie-
TOYHOH (popMBl. Tak, HHTEHCHBHOCTh MHTOTHYECKOrO nejie-
HHSl KJETOK B KyJbhType KOPpPeJHpyeT C HX BBICOTOH.
B niorHoM MoHOCHOe, THe KJeTKH paclofioXKeHh HaMHOTo
GoJlee TecHo, 4eM B pelKOH KYJbType, BHCOKHe KJeTKH
cnabee pearHpyioT HAa CTHMYJSLHIO CHBOPOTKOH W APYrHMH
pocroBbiMH (pakTopamu. MsmeHeHHe BHICOTH KJIETOK MOXeT
BH3HIBATL H3MEHEHHS H CKOPOCTH PAa3MHOMKeHHS KJeTOK, H
HX YYBCTBHTeJBHOCTH K CHBOpoTKe [197].

Y HeKOTOPHX JIHHHH KJETOK BJHSIHHe Ha SKCIPECCHIO Te-
HOB MOTYT OKa3biBaTh H3MeHeHHsl KJeTo4Ho# hopMH, obyc-
JIoBJIeHHbEIe H3MEHeHHeM aJre3uBHOCTH KJeTOK K cybcerpary.
Tak, B olpelleleHHbHIX YCAOBHAX B XOHAPONMHTAX HAuHHAETCsl
CHHTe3 clleliH(pHYeCKHX TNPOAYKTOB, XOTS HHTEHCHBHOCTH
cHHTe3a Gesika B meiaoM He H3MeHsercs [197]. Auajiorngso
€CJ/IH 3aCTaBHTh TNPeafHNOUHTH OKPYIVIHTHCH, ¥ HHX HHAYLH-
pyerca nudpdepernnponka. Haubosee cuibubiii 3ppexT, no-
BHAHMOMY, BH3bIBaeT OTKpellJieHHE KieTOK oT cybcTpara.
BzanMozononusiomee BAUAHYE GOPMHE KJIETOK M BHEKJeToU-
HOH cpellHl Ha 3KCNpeccHI0 6eNKOB XOpOLIO BHAHO HA TPH-
Mepe KJeTOK MOJOYHOH KeJle3nl., 3TH KJIETKH pPacTyT Ha
TIOBEPXHOCTH HJIH BHYTPH KOJJIareHOBOro redsi, KOTOpHH
CAYXKHT AJA HUX ecTecTBeHHOH BHeK/JeTOuHO#H cpefoH. Pop-
Ma KJeTOK MOJIOYHOH XKejle3hl KOpPeJHpyeT C XapaKTepoM
ux anddepenunposkn. Korna kiaeTku pacTyT Ha IJIOCKOM
cybcTpaTe, y HHX He ITPOHMCXOAHT Mopdosornueckod andde-
PEHIHPOBKH H OHH He BhIpabGaThBaloT 6eqKOB Mojoka. Ha
$aoTHpyloleM KoJJareHoBoM rejie (OTAEJ€HHOM OT XKecT-
KO MONJIONKKM) BHIHHE IBA THIA KJeTOK: KyOoHAHHE KJeT-
KH, HaXOJAIHecs B KOUTaKTe C KyJIbTypalbHON KHUAKOCTHIO
H CHocoGHHE CHHTEe3HPOBATh JHMNHAK B OTBET Ha MNpOJak-
THH, M ApyIHe, coiepkamue O60JplIoe YHCAO MHKpOpUJIA-
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MEHTOB W HaNOMHHAWIIHe MHO3MHTeJNHAJIbHBIe KJETKH MO-

Jo4HOf XKejieanl. KieTKH, NOAHOCTbIO NMOTPYyXKeHHHe B redb,
OPMHDYIOT CTPYKTYDH, CXOAHHE C IOJKIMH IIPOTOKaMH
198].

JduanazoH B3aHMOCBsi3efi MeXJy LHTOCKENETOM H 3IKC-
npeccHell reHOB CTaHeT fiCHee NPH CPABHEHHH HOPMAJIbHLIX
H TpaHchopmHpOBaHHHX KiaeToK. OnHaKo CKasaHHoe BHIIe
yXe NMOKasHBaeT, 4TO 3TH B3aHMOCBSI3H HMeEIOT MeCTo BCe
BpeMsi H BO BceX KJaeTKax. LIuTocKeser BJHsieT HA CIeKTp,
a B HEeKOTOPHIX C/ydYasX M Ha UYBCTBHTEJLHOCTh 6elIKOB,
pacnoJioxKeHHHX Ha KJIeTOYHOH INOBepXHOCTH, BKJ0OYas pe-
uentophl. C Apyroii CTOPOHH, CBsi3b MEMGPaHHHX peuento-
pPoOB C pacTBOPHMHIMH (PaKTOpaMH Cpe/ibl H B3aHMOJeHCTBHE
MeMOpaHHHX OeJIKOB C BHeKJETOYHHM MAaTPHKCOM MOTYT
BJIHATH Ha OPTaHH3aNHMIO HHTOCKesera. TakHM o6pa3oM, B
NpHHIHIE OKa3biBaeTCsl BO3MOXHOH obpaTHas CBf3b MeXAay
IHTOCKEJIeTOM H BHEKJeTOYHHM IIPOCTPAHCTBOM. DBHekne-
TOYHHIA MAaTPHKC HrpaeT HCKJIOUHTENBLHO BaXKHYI0 pojis B
3KCIpecCHH gH(pdepernupoBanHoro penoruna. Kak Mu BH-
JleJii BHIIe, Ha HEKOTOPHE U3 PEeryJAsaTOpPHHX 3 (eKTOB MO-
JKeT HellOCPeACTBEHHO BJIHATh KOH(HrypauHs muTOCKeleTa.
PoJir BHEKJIETOYROTO MaTpHKCa, BO3MOXKHO, 3aKJ4aercs B
H3MeHeHHH COCTOSIHHS LHYOCKeJeTa, KOTOPHIH B CBOKO Oue-
pear mpsSIMO HJIH Yepe3 KaKHe-TO NMPOMEKYTOYHEIE NMPOLecCh
BO3JefiCTBYeT Ha KCNPECcCHI0 F'eHoB.

4,7. Tpauchopmauus

Xors TpaHchopManHs KJAETOK MNpeAcTaBiasieT coGof
CJIOXKHKH Npouecc, HEKOTOPHEe COO6paXKeHHSI OTHOCHTEJNLHO
Hee Bce JKe MOTYT OHITh BHICKAa3aHH. B go6pokadecTBeHHOR
ONYXOJH CTPOEHHe KJIETOK MOYTH HJH COBCeM He H3MEHEHO,
a HX Baaumoneﬁcrnne C BHEKJIETOYHHIM MAaTPHKCOM H3MeHe-
HO OYeHp MaJsio. B 3/I0KauecTBeHHOH ONyXOJIH CTpPOeHHE Kie-
TOK CYIIECTBeHHO HapyuiaeTcsi, TaK 4TO CBSI3b ONyXOJIEBHIX
KJeTOK ¢ HCXOAHON AJiIsT HHX TKaHbI0 YCTaHABJIHBaeTcs He-
peako c TpymoM. HWameHenHe Onyxo/eBo#i KJETKH MOXeET
COCTOYTh B H3MEHeHHH HMEHHO ee OPTaHH3aIHH, IOCKOJLKY
M3BEeCTHO, UTO B ONMyXOJIeBHX KJeTKaX COXpPaHSIOTCH IpoMe-
KYTOUHHE (puilaMeHTH TOTO THHA, KOTOPHHA XapaKrepen
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Ans ucxonHo# TkamH. OmyXoneBble KMeTKH CIOCOOHB K HH-
Ba3HH H NPOCTO «HTHOPHPYIOT» OKPYIKAIOUIHA HX BHEKJIeTOY-
HHIA MaTpPHKC. DTO NMOKa3biBaeT, 4TO MATPHKC AJIA OmyXoJe-
BHIX KJIETOK SIBJSIETCH He CTOJNb BaKHHM, OFPaHHYHBAIOLIHM:
HX NOBejieHHe (paKTOPOM, KaK IJs HOPMAadbHBIX. 3aKJNIOYH~
TeJbHOH crajHell MaAHTHH3ALHH aABAfercd ob6pasoBaHue Me-
TaCTa30B: KJeTKH OTPHIBAIOTCA OT HCXOJHOH OMyXOJH, pac~
NPOCTPAHAIOTCA MO OPraHH3My H QOPMHPYIOT KOJOHHH B
Pa3NHYHHX TKAaHAX.

MHOrOUHC/eHHbe AHATOMHH C ONHCAHHBIM  TOBEZieHHEM
KJIeTOK B ONYXOJIH MOXHO HalTH B NOBeJeHHH KyJbTHBHpye-
MBX KJeTOK. TpaHCHOpMaUH KJIeTOK B KyJbType MOXeT
MPOABAATBCA B MPOAYKUHH aKTHBATOpa NJ1a3MHHOreHa, CHH~
JKEeHHH 3aBHCHMOCTH KJIeTOK OT CHIBOPOTKH HJH MoTepe KOH-
TAaKTHOrO TOPMOXeHHs pocta H aBuXKeHHs. [Tocnennud de-
HOMeH Ha3blBalOT TaK)Ke HHrHOMpPOBaHHeM pOCTa H IBHXe-
HHSl, 3aBHCAIIAM OT IMTOTHOCTH. HopmannHas KieTka npu:
KOHTaKTe ¢ ApPyrofi KJeTKOH Npekpauiaer ABHXKEeHHe B Ipex--
HeM HalpaBleHHH H HauMHaeT ABHMraThCs Hasal. Ecau ne-
NOCPeACTBEHHO PAJOM C KJCTKOH HMeeTCs TakK MHOrO Apy-
T'HX, 4TO 00paTHOe IBHXeHHe HeBO3MOXHO, KJeTKa OKpyris-
ercsl. [IpH Tako# NNOTHOCTH KAETOK POCT KYJbTYPbl HEPELKO-
BooOule mpekpamiaercs. TpaHchopMHpOBaHHAA XKe KeTKa:
He TOJNBKO He NOBOpayHBaeT Ha3ajJi, HaTKHYBILIHCh Ha Jpy-
ryio, HO, HANPOTHB, MPOMOJA3aeT MO HAH Hal Hel, He MeHsA.
HanpasiaeHHs ABHKeHHS. Pa3aMHoXeHue TpaHcOpMHPOBaH--
HHX KJETOK MeHee YyBCTBHTEJNbHO K JOKaNbHOH IVIOTHOCTH:
KyipTypH. [loTeps 3aBHCHMOCTH OT NpHKpemJieHHs K Cy0--
crpary in vitro — cBolcTBO, KOTOpOE CHAbHee Bcero c€6m-
XKaeT KyJbTHBHPyEeMHe KJeTKH C ONyXOJieBLIMH KJETKAMH B:
opranusMe. Knerks, pacrymne B CyCNEeH3HOHHOH KyJbType,
MOYTH BO BCEM CXOJHH C KJeTKaMH, 06pa3yloLIHMH OMyXOJIH:
y KHBOTHHX. [lepeuHcieHHRIMH BHILle cBOficTBaMH Heo6s-
3aTenbHO 06najaoT Bce TpaHChHOPMHPOBaHHBE KJETKH..
HauGonee 0o6blYHBIA MOPSAJOK COGLITHA MNPH ONyXodeBO#:
TpaHcOpManHH COCTOHT B TOM, YTO CHayajda CHHXKaeTcs
3aBHCHMOCTb KJETOK OT CHIBOPOTKH, a 3aTeM — 3aBHCH-
MOCTb OT NMPHKpeNJIeHHs K cy6CTpaTy; nyTeM COOTBETCTBYIO-
mwero or60pa MOXKHO, O HAKO, NMONYYHTh KIETOYHHE JIHHHH,
TpebyioulHe 1as pocTa CHIBOPOTKH, HO He TpebyiolilHe NMpH-~
KpemeHna K cyb6erpaty [199].
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Kak B opranusMe npH nepexoje oT A06poKaueCTBEHHbIX
‘OmyXoJiel K 3710KauecTBEHHBIM Mbl Hab/a10/aeM 3HaYHTeNlh-
HEle H3MEHEHHs] B CTPOEHHH KJETOK, TaK H PasyMuHhe KyJb-
THBHPYEMBIE KJIETKH 06pasyior psifi, B KOTOPOM HX CTPOEHHE
TIPOrpecCHBHO Hapyllaercs, Mo Mepe TOr0 Kak H3MeHTTCS
HX OHOXHMHYECKHe XapakTepucTHKH. [Ipu TpaHchopMaluu
BHDYCOM HOPMaJIbHbIX 3MOpHOHAALHHX (PHOPOGIACTOB Mbl-
IIH MOXXHO BHJeTh, HallpHMep, KaK KJeTKa H3 XOpouio pac-
TIaCTaHHOH H HMeouedl GoJibliioe KOJMHUECTBO NYUKOR huna- -
MEHTOB NpeBpauiaercs B Gojlee KPyIylo, Cojepiaulyio
MeHblile BOJOKOH HATSXKEeHHS H XapaKTepH3YLlyoCs MeHee
YNOPsIioUeHHBIMH B3aHMOOTHOIIEHHSMH C JDYTHMH KJeTKa-
MH. Uem Goable crenenp TpaHCOpPMALHH KIETKH, TeM
MeHplle BAHSeT Ha OGHOXHMHUYECKHE MPOLECCH B Hell OTCyT-
‘CTBHe NpPHKpenyeHHs k cybcrpary. Tak, y HOpMalbHEX 3M6-
pHOHAJBHBIX PHOPOOJIACTOB NpH MEpPeHOCe HX B CYCNEH3HIO
cuntes JHK, PHK u Genka pesko moaasJisieTcsi; Ha Ipo-
MEKYTOUHBIX CTaAHAX TPAHC(HOPMALHH B CyCNeH3HPOBAHHbBIX
KJEeTKax HEeKOTOpbie HOpManbHbie TpoUeccH (HampHMep,
-cHHTe3 rereporenHoii sinepHoii PHK) mnpopomxkarores, a
‘TpaHchOPMHPOBAHHBIE BHPYCOM KJETKH CIOCOOHBI M CHHTeE-
3UpoBaTh GeJIKH, H AenHThCA B cycmedHaun [200]. B rex
K/leTKaX, B KOTOPHX NMpPH MOMeLIeHHH HX B CYCNEH3HOHHYIO
KyJbTypy IpomecCh CHHTe3a NpeKpaTHJAHCh, CHHTe3 Geska
‘B0306HOB/AfeTC NpPH BO3BPallleHHH HX Ha cy6erpar cpasy
nocne npukpemiendsi, a cunres PHK u JJHK nauunaercs
JIHUIb TIPH paclJacTHIBAHHH; TaKHM 06pasoM, pasiHuyHbIE
Tnpouecchl, NPOTeKaomHie B KJIeTKe, N0-pa3sHOMY 3aBHCAT OT
-€e TNPHKPEIVIeHHs K cy6cTpaTy H NpPOCTPaHCTBEHHO# opra-
HH3anuu [201].

YTpaTa BOJIOKOH HaTsi)KeHHs W HapyluleHHe BCeH OpraHH-
‘3AIHH KJIETKH BBI3bIBAIOTCS MHOIHMH TPaHCHOPMHPYIOLIHMHE
areHTaMH. MHKPOHHBEKNHA OYHIIEHHOH Src-KHHA3Hl B KJeT-
Ky NPHBOAHT K Pa3pyllieHHIO BOJOKOH HATSXEHHS B Teue-
Hie 30 MHH, YTO YKa3blBaeT Ha CYNIECTBEHHYIO PO/ab Ae30p-
TaHH3allHH IHTOCKe/NeTa Ha paHHHX 3Tanax TpaHchopmalux
[202]. ¥V uuzuBHAyyMOB, Npeipaclo/iOKeHHHIX K onpele-
JieHHbIM (dopMaM paka, OpraHH3amHs BOJIOKOH HaTsKeHHS
HapyuleHd B KJeTKax A0 TOrO, KaK OHH JeHCTBHTENbHO 3a-
6onewor [203]. Bee 370 yka3wslBaeT Ha ONpeleNAOUIYI0 POIb
HapyleHHH NHTOCKEJeTa B MpoIecce TPaHC(HOPMaMH.
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Ha opranu3zanuio nmHTOCKeNeTa MOMeT BJAHSATH H P
npyrux aredHtoB. OnyxosieBHe MPOMOTOpHI, TakHe, KaK (op-
6GOoJIMHDHCTAT HJIH NMPOTEea3H € TOH e CrnenH(pHYHOCTDLIO, UTO
H y MJa3MHHA, MOTYT HHAYIHPOBATh Ae30PraHH3alHIO IHTO-
CKeJleTd, aHAJOTHYHYIO OMHCAHHOW BHINe. B To Xe BpeMs,
€CJIH BbI3BaTh H3MEHeHHsI B CTPYKType IHTOCKesera, 3TO
elle He NPHBeXET K YCTOHYHBOH TpaHC(HOPMALHH KJETKH
[204]. 1o o3nayaer, 4TO XOTS HApyIIEHHE IHTOCKEJETHOH
OpraHH3alHH KOppeJHpyeT ¢ TpaHctopMaiHeH, caMo no ce-
6e OHO elle HeAOCTATOYHO AAS obecrmedyeHHs CTaBGHJAbBHOCTH
‘TpaHC(OPMHPOBAHHOTO COCTOSHHS.

Ha BaxHy0 poJib H3MeHeHHH IIMTOCKeJeTa B TpaHcdop-
‘MapgHH yKashiBaeT H Psij CBOHCTB NMOBEPXHOCTH TpaHcdop-
MHPOBAHHBIX KJI€TOK. ¥ MHOrHX TPaHC(pOpMHPOBAHHHX KJje-
TOK 00HapyXKHBaeTcsl CPaBHHTENBHO Malo GHOpoHeKTHHA —
BO3MOJKHO, BCJIEICTBHE CEKPEellHH HMH aKTHBAaTOpa MJa3MH-
HoreHa, KpoMe TOro, moBepXHOCTh MHOTHX TpaHC(hOpMHpPO-
BAHHBIX KJETOK YCTOHYHBA K JEHCTBHIO KOHKaHaBajiHHa A,
H3MeHSOllero MOBePXHOCTh HOPMAJILHHX KieTok. IlocKoms-
Ky (PHOPOHeKTHH HeOOXOIHM IJIi MHTPAIHH KJETOK H OIo-
cpeayer MHorHe 30¢heKTh, Bbi3abiBaeMble BHEKJETOUHHIM
MaTPHKCOM, 3TH Pe3yJ/IbTaThi MOKA3WBAIOT, YTO H3MEHEeHHS,
XapakrepHbie s TpaHCHOpManHH, IPOHCXOAAT Ha TPaHHLE
MeXJAY HHTOCKeJeTOM H IJIasMaTHYeCKOH MeMOpaHO#.

Bce 310 BMecTe B3siToe MO3BOJISET CHEJNATh CJEAYIOUIHE
o606L1eHns. MaMeHeHHs1 opraHH3amHMH LHTOCKeJeTa Koppe-
JHDPYIOT OOBIYHO ¢ YyBeAHYeHHeM CTeNeHH TpaHc(opManuu;
BO MHOrMX CJydasiXx 1e30praHH3amlHs IHTOCKesjeTa obHapy-
KHBaeTCs paHbllle, 4eM JApyrHe INPH3HAKH TPaHCHOPMHPO-
BAaHHOTO cocTosiHHs KjeTkKH. OfHako caMH no cefe HaMeHe-
HHS IHTOCKeJeTa, laxe BbI3BaHHHE ONYX0JeBHIMH IPOMOTO-
paMH, eule HeJOCTAaTOYHH AJs TpaHchopMaiHH; OTCIOAa
cnefyer, 4TO IJif NMOAHOH TpaHchopManHH HeoGXOZHMO Ha-
pylueHHe ellle KaKHX-TO PeryJsiTOPHbIX MeXaHH3MOB KJETKH.
Haxkonen, mopdosnoras TpaHchOpMHPOBAHHBLIX “KJIETOK MO-
XeT ObITL B KaKOH-TO Mepe HOpMaJlH30BaHa MyTeM, HANpH-
Mep, no6aBleHHST B CPefly 3K30oreHHOro (HOPOHEKTHHA, NpH
3TOM BHYTPEHHSISI OpraHH3apHs KJIeTKH H ee IOBeleHHE
TaK}Ke YacTo CTaHOBATcs 6ojiee HOPMAaJbHHEIMH.

HauGonbluee KONHYECTBO AAHHBIX O CPaBHHTENLHONH Op-
TaHH3AIHH NHTOCKEJeTa HOPMaJbHHIX H TpaHchopMHpOBaH-
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HBIX KJIETOK Kacaercsi akTHHOBOH CeTH, H 0CO6EHHO BOJOKOH
HartsKeHHs. OpranxH3aunds CHCTEMH MHKpPOTpy6ouek TaKike
MOXeT Hapymatbcsi NpH TpaHchopMmauHH, HO 3TH Hapylie-
HHSI TpyAHee OOHApyXHTb, IOCKOJbKY Bce (akTophl, mpe-
TATCTBYIOUHE PACNJacThiBAHHIO KJETOK, BJIHSIOT TaKke Ha
‘CTeNeHb Pa3BHTOCTH CHCTEMBI MHKpoTPy6ouek B HHX. Kpome
“TOr0, OKPYIVIMBINHECS KJCTKH C TPYJAOM NOAAAIOTCH H3yde-
HHIO MeToJioM HMMyHodayopecuerunu. C 3THMH OroBopKa-
MH MOXHO IPeANOJOKHTb, 4TO TPaHcHOpMHPOBaHHHE KieT-
'KH BCe XKe COepKaT ceTb MHKPOTPyOOueK, HO HMEIOUYIO 1o
‘HeoOX0oAHMOCTH 60nee «OKpyTayi0» KOHOHrypamHio, YeM B
TIONHOCTBIO PAaCIJIaCTAHHBIX KJETKaX.

Ha ponp npoMmexyrousux ¢HIaMentoB B TpaHcdopma-
TIHH YKa3nBaloT cileAylolilie xBa Habatoxenus. Hopmanbras
RJIeTKa, obpaboraHHas LUHTOXaJa3HHOM, COCTOHT H3 JUJIHH-
HBIX TOHKHX BeTBSILUKXCS OTPOCTKOB, OTXOASIIHX OT KPyr-
JIOH meHTpajibHofi wactH., B orpocrkax umeercs 6ojibuioe
KOJIHIECTBO MPOMEXYTOUHHX (HAaMeHToB. Takue oTPOCTKH
He ob6pasyiorcst NOJ JAeHCTBHeM LHTOXAala3sHHA Yy KJETOK,
“TpaHc(popMHpPOBaHHLX BHpycoM [205]. Tak kak putoxana-
‘3HH NMOAaBJseT o6pa3oBanie (QPHIOMONAMN H CKNANOK KJeTod-
‘HOrO Kpasi, ONHCAaHHHE OTPOCTKH JAOJ:KHH BO3HHKaTh B pe-
.3yabrare ocoboro THI3 B3aHMOAEHCTBHA ¢ cy6crpartom,
Tipeanosaramounero o6pasoBaHie CBA3H MEXKAY NpPOMexy-
‘TOYHBLIMH (HJIaMEHTaMH H KJIeTouHoi meMGpaunoii. Ilpyroe
TIOpasHTelbHOEe HabJIOJeHHEe COCTOHT B TOM, 4TO BO3JAeHCT-
BHS, H3MeHsIOmHe GOpMy KJIETKH, MOTYT BJHATH Ha CIO-
<OOHOCTE TpaHC(OPMHPOBAHHHX KJIETOK K METAacTasHpoBa-
HHIO. KJIeTKH MeJIaHOMB, KOTJia OHH HMeIT cdepHuecKy
«hopMy, MeTacTa3HPYIOT OYeHb aKTHBHO, a IOCJe AHs, NMpo-
‘BeJICHHOTO B YCJAOBHSIX, CTHMYJHPYIOLIHX pacijiacThiBaHHe,
HX MeTacTaTHyecKas aKTHBHOCTb CHHXKAercs, IpHYEM 3TO
‘He SIBJISIeTCS, [O-BHAHMOMY, Pe3yJbTaTOM MPOCTO CeJleKImHH
Knerok [194]. OrcyrcrBHe XHMHYECKHX IIpenaparoB, H30H-
paTeNbHO JEHCTBYIOIHX Ha NPOMEXYTOUYHHE (uUIaMenTHl,
3aTPyAHsIeT NPOBEPKYy TOro, AEHACTBHTENbHO JIH TpaHchop-
MallHf ¥ NPOMeXYTOuHble (HJIaMEHTH HMEIOT HemnocpejxcT-
BeHHOe OTHOuleHHe Apyr K Apyry. [IpuBenennbie Habaiofe-
HHsI TIOKa3hIBAIOT, OXHAKO, 4TO KaKyIO-TO pOJib B 3KCHPECCHH
TpanchOpPMHPOBAHHOrO PEeHOTHNA NpOMexyTouynue duiaa-
MEHTHI BCe Xe HrpaioT.



4. Xopeozpagpun yurocxeaera 109

HopmanpHeie KAeTKH CofepiKaT TOHKO perylHpyeMbli
UHUTOCKeNIeT H 06JajaioT CIOCOGHOCTHIO afeKBAaTHHM o6pa-
30M B3aHMOJAEHCTBOBATH C BHeIHel cpefol, H B YaCTHOCTH
¢ BHEKJICTOYHHIM MAaTpPHKCOM, ¥ TpaHChOpMHPOBAHHHX KJie-
TOK H L(HTOCKeJeT, H B3aHMO/JEeACTBHE C BHEKJIeTOYHOH cpe-
Jof napymeHH. Xapakrep 3THX HapylmeHHH H MeXaHH3M
#X BO3HHKHOBEHHA IOCTENEHHO CTAHOBATCH NOHATHRIMH,

MHoroe yxe H3BeCTHO O XHMHYECKHX CBOHCTBAx ‘LHTO-
CKeJIeTHHX 6esikoB. [lo Mepe Toro Kak IpOSICHSIOTCA IOTEH-
UHaNbHHeE HaNpaB/CHHs B3aHMOJEHCTBHH B  LHTOCKeleTe,
©O6HApyKHBAIOTCA BCe HOBHIE H HOBHIE LHTOCKE/NeTHHE 6el-
KH, # CBOMCTBa 3THX GeJKOB H3yYalTCs KaK B (DH3HOJNOrH-
YecKHX, TaK H He(hH3HOJOrHueckux ycnosusax. H sce xe
HamHMX HHHEWHHX 3H2HHA O IHTOCKEJETHHX OelKax Hepo-
CTaTOYHO AJ1s OObsSICHEHHS aPXHTEKTypH LHTOCKeJera,

ApxuTeKTypa NHTOCKeJeTa 3aBHCHT OT THIA KJETOK,

CTeneHd uxX AHQQepeHUHpOBKH H ycioph# pocra. llutocke-
JieT GOAbIIMHCTBA KJETOK OPraHH30BaH aHH30TPONHO H
ACHMMETPHYHO; 3TO JHHAMHYHAf, CHOCOOHAS HENPEPHBHO
H3MEHAThCA CTPYKTypa. CnonranHas c60pKa B KJIETKE H3
PacTBOPHMHEIX KOMIIOHEHTOB KaMKeTCst BEPOATHOH JIMIIL IJIst
HEMHOTHX IHTOCKEJIETHHX 3JIeMeHTOB (HalpHMep, AJs LeHT-
pHOJel), B GONBILHHCTBE JKe Cly4yaeB MPOHCXOAMT IOCTOSH-
Hag TepecTpofKa yxe CylecTBYIOUIHX CTPYKTyp. BHCOKHH
YpoBeHb INPOCTPAHCTBEHHO# OpraHH3allHH IHTOCKeneTa,
$yHKIHOHAJILHOE 3HAYEHHE CYLIECTBOBAHHS Pa3/IHYHHX H30-
<OpM LHTOCKEJNETHHX GeJKOB H, HaKOHel, MEXaHH3M pery-
JIHPyeMHX TepecTpoeKk ILHTOCKeJeTa — BCE 3TO NPH3BaHA
OO0BACHHTh XHMHSA OEJKOB, H BCE 3T0O €Hle XIAET CBOero
O6GHACHEHHS.
_ K Hacrosmiemy BpeMeHH HAKOIJIEHO MHOXECTBO JaHHHIX
O PACIOJIOXEHHH LHTOCKENEeTHHX 6eIKOB B KJleTKaX pasHo-
ro tuna. Hawe snaHue apXHTeKTypH HIHTOCKeJETa, OJHAKO,
<€lile He T03BOJISIET Pa3o6paThcs B TOM, YTO MOXKHO GHIIO Onl
HasBaTh Xopeorpaduedl KJeTKH, T. e, B ABHXKEHHH ee pas-
JIHUHBIX KOMIIOHEHTOB KJIETKH BO BPEMEHH H IIPOCTPaHCTBE.
A BmecTe ¢ TeM TaKoe JBHXKEHHE H MO3BOJISACT KJETKe NOA-
JepKHBaTh COGCTBEHHOE CYILECTBOBAHHE, PACTH H ACIHTHCH,
# HMEHHO ero Heo6XOJHMO MOHSTh, XOTA OYEBHAHO, 4TO Ha
3TOM INIyTH HAC XAYT eue GoJpliiHe TPYAHOCTH, YeM IIpH H3y-
YeHHH apXHTEKTYPH H XHMHH OeJIKOB LIMTOCKeJera,
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