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PE3IOME. Pa3MHOXeHNE U TOAICPIKAHKE [IEIIOCTHOCTH MUTEIHAIBHOTO T1acTa TPpeOyeT TOUHO cOaTlaHCHPOBAaHHOM
CKOPOCTH POCTa U THOCITH KJICTOK. B IMepernoiHeHHbIX yJacTKaX TKaHH YacTh KJICTOK MPETEPIICBACT IMOCIICA0BATCIbHYIO
MTOTEPIO MEKKIICTOUHBIX COCIUHCHHMN, YTO MMPUBOIUT K MPOIPECCHPYIONIEMY CHIYKCHHUIO UX YnCIia. YTOOBI COXpaHUTh He-
MTOBPEKICHHBIN Oaphep, SIUTEINN YCTPaHICT MOrHOAIOIINE KIICTKH ITyTeM SKCTPY3UH. DKCTPY3HsI KJICTOK — YHHKAJIBHOE
MOpP(hOJIOTHYECKOE SIBIICHUE, TPUCYIIEE STTUTENUIO0, TIPH KOTOPOM KIICTKH, TIOABEP)KCHHBIC allONTO3Yy WIIK HE allONTOTHYC-
CKHE DJIEMEHTHI YIAJSIFOTCS U3 TKaHU, He Hapylas Py 9TOM CUMMETPHIO Tutacta. Bo Bpemst aKCTpy3uH, y4acTokK, mpe/-
HA3HAYCHHBIN IS alloNTo3a, 3a CYET CUTHAJIOB COCEIHUX AJIEMEHTOB, (DOPMHUPYET U CIKUMACT KOJIbIIO aKTOMHO3HMHOBOTO
KOMILICKCA, YTO MPUBOAUT K YAAJICHHIO MOTHOAIOIIHNX KICTOK U3 SMUTEIUs. ATIONTO3 MUTEITHAIBHBIX KICTOK JIbIXaTeb-
HBIX TIyTeH SBJISIETCS] OCHOBHBIM MEXAHU3MOM YMEHBIIIEHUS KJIETOUHOTO YK CIIa TTOCIe TUTIEPIIACTHUYECKIX U3MEHEHUH B
HEM, BO3HUKAIOIIMX IIPH BO3ICHCTBUU HETaTUBHBIX (PaKTOPOB, BUPYCHOM WM OakTepUabHOW MH(EKIUU. ABTOPHI Je-
MOHCTPHUPYIOT CBOM OpUTHHAIBHBIC (POTOTpadUu 10 3KCTPY3UH SITUTEIHOIUTOB IbIXaTCIbHBIX ITyTEH.

Kntoueswie crosa: anonmos, anonmomuueckas IKCmpy3usl, OHKOLEHHAS: IKCMPY3Usl, INUMENULl ObIXAMETbHbIX NYMell.

IMPORTANCE OF APOPTOSIS AND EXTRUSION FOR PRESERVING
THE STRUCTURE OF THE AIRWAY EPITHELIUM

N.P.Krasavina, S.S.Tseluyko, A.A.Zubov
Amur State Medical Academy, 95 Gor'kogo Str., Blagoveshchensk, 675000, Russian Federation

SUMMARY. Reproduction and maintenance of the integrity of the epithelial layer requires a precisely balanced rate
of growth and cell death. In overcrowded areas of tissue, some of the cells undergo a consecutive loss of intercellular con-
nections, which leads to a progressive decrease in their number. To keep the barrier intact, the epithelium eliminates dying
cells by means of extrusion. Cell extrusion is a unique morphological phenomenon inherent in the epithelium, in which
cells prone to apoptosis or non-apoptotic elements are removed from the tissue, thus breaking the symmetry of the layer.
During extrusion, the site intended for apoptosis, due to signals from neighboring elements, forms and compresses the
ring of the actomyosin complex, which leads to the removal of dying cells from the epithelium. Apoptosis of epithelial
cells of the respiratory tract is the main mechanism for a decrease in the cell number after hyperplastic changes in it,
arising from exposure to negative factors, viral or bacterial infection. In the review, the authors demonstrate the original
photographs of the extrusion of airway epithelial cells.

Key words: apoptosis, apoptotic extrusion, oncogenic extrusion, airway epithelium.

Aronto3 — popma 3arporpaMMHUpPOBaHHOI THOEIH KJie-
TOK, B PE3yJIbTaTe Yero MpOUCXOAUT OOHOBIICHHS TKaHEH
BO BpEMsI Pa3BUTHS U B IOCTHATAILHOM IEpHOJIE. ATIONTO3

SIBIISIETCSI OCHOBHOM NPUYMHON €XKEAHEBHOTO 00opoTa
6omee 150 MIIpI KIETOK B 30POBOM OpraHU3Me YeI0BeKa.
OcHoBHas 3aJa4a 3TOro Ipolecca AJisl OpraHu3Ma 3aKIIko-
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YaeTcsl B MPENOTBPAIIEHHH BHICBOOOXKICHHUS KJIETOUHOTO
COZIEPKMMOTO B OKPYIKAIOIIYIO CPEy, CTIOCOOHOTO CIpo-
BOLIMPOBATh BOCHAIUTENbHbIE WM ayTOUMMYHHBIE peak-
uun [ 1, 2]. B HacTosiIee BpeMst BBISIBICHO OOJIBIIOE YU CIIO
T€HOB, KOTOpPbIE KOJAMPYIOT BEIIECTBA, HEOOXOAUMBIE IS
perymsinun anonto3sa [ 3, 4]. [omeoctatnueckast peryisius
HOPMaJILHOTO 00bEMa KIIETOUHOM MacChl OCYIIECTBIISIETCS
LIUKIMYECKON MPOayKIHeH (pakTopoB pocTa, CTHMYJIH-
PYIOIINX MHUTO3, U «()aKTOPOB CMEPTH», HHIYIIUPYIOIINX
rudenp KieTok. M3BecTHO, 4To HeKOTOphIe (haKTophl pocTa
B PAaBHOH CTENIEHN MOTYT CTUMYJIHPOBATh MUTO3 U TIO/IaB-
JISITH amoIlTo3. ATOITO3 XapaKTepU3YeTCsl OCHOBHBIMU
MOP(OIOTHYECKUMH ¥ OMOXMMUYECKHUMHU KPUTEPHSIMH,
JUISE KOTOPBIX XapaKTepHO: KOHACHCAIMsI XpOMaTHHA B
spe, o0pa3oBaHue ITy3bIPEKOB HA MeMOpaHe, (hparMeHTa-
LU [IUTOIUIA3MBI ¢ TTOCICAYIOMMM (haronuTo3om Qpar-
MEHTOB, OTCYTCTBHE BOCHAJINTEIFHOIO Mpoliecca,
MexHykineocomHoe paciierienne JJHK kanbiuii- u mar-
HUH- 3aBUCUMBIMU SHJOHYKJIeazamu [5, 6]. [lpu pazmnuu-
HBIX COCTOSTHHSIX MOKET HaOIIFOIaThCsl KaK YCKOPEHUE, TaK
W 3aMmeJyieHue aronro3a. Bee dakTopsl, ycuimBaromme
WM OCJTa0JISIIONIUE aTloNTO3, MOTYT ISHCTBOBATh IPSIMO Ha
MEXaHHM3M THOEIH KJIETKU WM ONOCPEIOBAaHHO, yTEM
BIIMSTHHS Ha PETYISIMIO TPAHCKPHUITLIUK. ATIONTO3 UrpaeT
YKM3HEHHO BA)KHYIO POJIb B IIPOIECCE SMOPHOHAIBHOTO
pa3BUTHS BBICHIMX TTO3BOHOYHBIX W BKJIIOUEH B peajm3a-
LU0 MHOTHX MOp(doreHeTndyeckux mpoueccos [7, 8]. Tlo-
BBIIIICHHAS! aKTHMBHOCTH arlolNTOo3a SIBJISIETCS 3BEHOM B
MaToreHe3e MIIEMUYECKHUX MOBPEXKICHUN pa3HBIX opra-
HOB, TIOATOMY TTpo0JIeMa KJIETOUHO albTepalui 1 CMEpTH
MIPUOOPETACT C KAXKIBIM TOIOM BCE OOJIBIIHNI HHTEPEC.

K OCHOBHBIM Ha3HAYEHUSIM aNlONTO3a MOYKHO OTHECTH
TOAI/IEp)KaHUE KOJTMUYECTBEHHOro OajnaHca KJETOK B aK-
TUBHO NPOIU(PEPUPYIOIINX TKAHSIX B3POCIOro OpraHu3Ma,
YTO BCTPEYAETCs TPU TUIIEPILIA3UU TKaHEH, KJIETOYHOH
CMEpTH, BEI3BAHHOH CITA0BIM TIOBPEXICHUEM, CBOEBPEMEH-
HOU «BBIOpaKOBKO» KIIeToK ¢ nedekrroi JTHK [2, 9]. Oxn-
HAKO KJIETKH HE KECTKUM 00pa3oM MpeATepMHUHUPOBAHBI
K CAaMOYHHUYTOXXCHHUIO, OHU JIOJDKHBI MTOJTYYHTh CUTHAN K
BKJIIOUEHHUIO IPOTPaMMBbI THOEITH, TIPHYEM, BO3MOXKHO, CUT-
HaJl BOCIIPUHUMAETCSI KJIETKOH JIMIIb HE3a/I0JIT0 JI0 CPOKa
ee (puzHooruyecKor TuoeIH.

WHunmanys anonTo3a MporCXOAUT 110 IBYM OCHOBHBIM
IYTSIM: TIEPBBIN OITOCPEIOBAH CEIU(PHIECKUMH PEIIeTTO-
paMu CMepTH, PacHOJIOKEHHBIMHI Ha KJIETOYHON MOBEPX-
HOCTH, a BTOPOH CBSI3aH C HApYIICHUSMH IIETOCTHOCTH
MeMOpaHbl MUTOXOHApHI [ 1, 4, 10]. O0a myTH BKIIIOYArOT
B ce0sI CIIOKHYIO 11eNIb OMOXMMHUYECKUX COOBITHIA, BBITIOJ-
HSIEMBIX CEMEHCTBOM IIMCTEHHOBBIX OEJIKOB, Ha3bIBAEMBIX
kacrazamu. [TepBblii myTh CBsI3aH ¢ aKTHBaNuMei crierpu-
YEeCKHUX PELENTOPOB CMEPTH M JajbHEHIIeH akTuBauei
Kacrasbl-8, KOTopasi, B CBOIO O4epe/ib, aKTUBUPYET HEIo-
CpeICTBEHHO KWJUIepHbIe Kacnasbl [6]. Kpome Toro, ka-
cria3a-8 MOKeT aKTUBHPOBATh M MUTOXOH IPUIIBHBIH Iy Th
Pa3BUTHS allONTO3a ITyTeM aKTHBaIMK Oernka Bid, kotopsrii
MIPUBOAMT K BBIYCKY nutoxpoma C. PazBurre armomnTosza
110 TOMY WJIM WHOMY IYTH 3aBHUCHUT OT THIa KJIETOK [4].
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HawuGonbmmii uHTEpeC Mpe/ICTaBIsIeT BTOPO Iy Th pa3BH-
Tus anonrto3a. CHUrHaJIbl, MHULIHAJIU3UPYIOLIUE 3aIlyCK
arionTo3a, akTHBUPYIOT IIPOATIONTO3HbIE OEJIKH ceMelcTBa
Bcl-2, npuBoas k Beiycky nutoxpoma C B IUTOILIA3MY
U JlaJiee COeIMHEHUE €Tr0 C IIUTOMIa3MaTHIeCKuM (haKTo-
pom Apaf-1 (Apoptosis Protease Activating Factor 1), B pe-
3yJabTare yero oOpasyercsi KoMIiekc «uutoxpom C —
Apaf-1» [3, 9, 10]. C Bo3pacToM CIIOCOOHOCTH OpraHu3Ma
a7IeKBaTHO PearupoBaTh HA CUTHAJIBI alloNTo3a yTpadyrBa-
€TCsl, B CBSI3U C YeM IPOUCXOAUT BBDKHUBaHKE MaTOIOTHYe-
CKH OMACHBIX KJIETOK, YTO BEAET K PA3BUTUIO Pa3IUYHBIX
ooinesneit. C Ipyroi CTOPOHBI, YCUIIMBACTCS THOCIH KJIe-
TOK, HEOOXOIMMBIX JUISi HOPMAJIBHOM KH3HEIESITETbHOCTH
OpraHu3Ma, B YaCTHOCTH, B UMMYHHOI cCUCTeMe MTPOBOLIHU-
pyercst UCPeryJIsiius IIMTOKUHOB, BO3HUKAET TUcOanaHc
B @HTMOKCHU/IAHTHON CHCTEMe, CHI)KAETCsl COIPOTUBIIse-
MocTh oprannimMa uadeknusM [ 1, 7, 11]. Bee aTo, a Takxke
MHOTH€E JIpyrue MPUYMHBI, B KOHEYHOM HUTOTE BEIYT K H3-
MEHEHHSM B Pa3IUYHbIX OpraHax ¥ CUCTEMax OpraHu3Ma
1 TIPUBOAST K HApYLICHUIO IIPOIlecca aronTo3a.

DKCTpy3ust — 0coboe MopdoornuecKoe siBJIeHUe, IpH-
cyliee MUTeNHaIbHON TKaHU U SHI0TENIHIO, TPU KOTOPOM
KJIETKU (pr3n4ecKr U3roHstoTes u3 TkaHH. OcCOOEHHO OHO
YHHUKAJIBHO B TOM CITy4ae, KOrja MopakKeHHbIe KJIETKH Kak
OBl «BBICKAKMBAIOT» M3 CBOCH MCXOMHOW TKAaHU, IIPUYEM
HAJI0 YYUTHIBATH, YTO BCE KJIETKH CBSI3aHBI MEXIy COOOMH
MEXKKJIETOUHBIMU KOHTaKTaMu [7, 12]. DkCTpy3ust KIeTOK
XapakTepu3yeTcs IByMsI IpH3HAKaMU HAPYIIEHHUs CHMMET-
UM KJIETOYHOIO IJIacTa: MepBoe — MOTepPs MIOCKON CUM-
METpPUHU M3-3a BBIJABJIMBAHUS KJIETOK B allMKAJIBHOM WM
0a3aJbHOM HarnpaBlICHHUSX, BTOPOE — MOTEeps] MeXaHH4e-
CKOM OZIHOPOJHOCTHU BHYTPH CIIOEB, T.€. KJIETKU, KOTOPHIM
CYXJIEHO OBITh TMOABEPTHYTHIM IKCTPY3HMH, CTAHOBSTCS
OMOXMMHUYECKH U MEXaHUYECKU OTIIMYHBIMHU OT CBOMX CO-
ceneit [11-14]. DxcTpy3ust KIETOK BBI3bIBAETCS MHOXKE-
CTBOM PA3JIMYHBIX MPUYMH, OT aroITo3a A0 IKCIPECCHU
OHKOT'€HOB, B CBSI3H C YEM OCTAETCs HESICHBIM BOIIPOC: KaK
SKCTPY3Usl BIMSET Ha aronTo3 U TpaHC(OPMAIIHIO JIUTE-
JIMaJIbHBIX KJIeTok [8, 15].

['ubesh MOXKET Urparh OMOJIOTHYCCKU TIOJIE3HYIO POJIb
B OKCTPY3HH TEX KJIETOK, BEBDKUBaHHE KOTOPBIX BPEIHO IS
opraHusMa B LI€JIOM: HalpuMep, KJIETOK-MYTaHTOB WM
KJIETOK, NOPaKEHHBIX BUPYCOM. YHUUTOKEHHUE MOPAKEH-
HBIX BUPYCOM KJIETOK ITyTEM aronTo3a 00ecrneYnBaeT My-
HUMaJlbHOE MOBpPEXKIECHHE TKaHeH M0 CpaBHEHHUIO C
JPYTEMHU MeXaHu3MaMu cmeptH (puc. 1). Ilpu aTom dpar-
MenTarust JIHK nveet uckimounTebHO BaKHOE 3HAUCHHE,
TaK KaKk OHa MPEAYIPEXIAET IEPEHOC FeHETHUECKOro Ma-
Tepuasia pu GarolUTHPOBAHUU AITONTO3HBIX TEJel.

DKCTpy3Hs BKITFOYAET 1BE (POPMBI HAPYIICHUSI CHMMET-
puu. Bo-nepBbIxX, H3MeHsETCA TeOMeTpUUYecKasi CHUMMET-
PYSI TKaHU 32 CYET BBITAIKUBAHUS KJIIETOK B HAIIPABICHUH
OPTOTOHAJIBHOM MJIOCKOCTHU IaHHOTO cios. [Ipu aToMm yna-
JICHHE KIIETOK ITPOUCXOJUT JIMOO B alTMKaIbHOM, JIN0O B Oa-
3aJJbHOM HaIPaBJICHHSIX, YTO OOBIYHO BEJIET K JIBHIKCHUIO
KJIETOK BO BHEIITHIOIO CPELy, MO0 OHM TMOMAai0T BHYTPh
opranuzMma [16—18]. Bo-BTOpBIX, COBEPIIEHHO OYEBUIHO,
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YTO Ba)KHbIE OMOXMMHUYECKHE U OMOMEXaHUYECKUE CBOM-
CTBa KJIETOK, TpEIHA3HAYCHHBIX ISl yIAAJICHHS, OTIIH-
YaloTCsl OT OKPYKAIOIUX HMX COCEJIHUX JJIEMEHTOB
[17-20].

OCOOEHHOCTBIO SIBIICHUSI SKCTPY3UH SIBISIETCS pa3HO-
00pa3zue OMOJIOTHYECKHX MPOIECCOB, ISl KOTOPBIX ATO Xa-
pakTepHo. Harpumep, 3TO MOXET BO3HHKATh, KOIJa
SIHTENNATBHBIC KIETKH MOJBEPraroTCs aronTo3y, Jnbo
KOT/Ia OHH 3KCIPECCUPYIOT OHKOTEHBI, @ TAK)KE B TOM CITy-
yae, KOTJa 3MUTENUH CTAaHOBUTCS MEpenoJHeHHbIM [12],
00 KJIETKH MH(UIIMPOBAHBI BHYTPUKICTOUHBIMH Opra-
HU3MaMH, TaKUMH, Kak calibMoHeutbl [21]. B psne ciy-
YaeB OKCTPY3MIO MOXKHO IIOHMMarb Kak CIIOCO0
COXpaHCHHS TOMeOoCTa3a TKaHH, JTH00 ydacTue B mudde-
peHupoBKe KieTok [22]. Takum 00pa3oM, MOXKHO TIpe-
TIOJIOXKHTh, YTO DKCTPY3HsI MOXKET OBITH 00IIEH peakiyen
Ha pa3HooOpa3Hble OMOJIOrHYecKHe mpolecchl. BeposiTHo,
pasHble (OopMBI IKCTPY3UH HEOOXOIUMO paccMaTpuBaTh
KaK OT/IeNIbHbIC SIBICHUSI.

B Hacrosiee Bpemst Hanbosiee U3BECTHBI M pazpado-
TaHbBI BOIPOCHI IBYX (POPM IKCTPY3UH: AIlONTOTHYECKAs 1
oHKoreHHas [23, 24]. B obecnieueHHN 3KCTPY3UH MOTYT
y4acTBOBATh Pa3HbIe MEXaHU3MBI, KOTOPbIE OTBETCTBEHHBI
3a OJIMHAKOBBIE MOP(OIOTHYECKHUE MTPOSIBIICHUS ATOTO TIPO-
necca [5, 25]. Hampumep, 6a3aiibHbIi BBIXOI TpaHCHOp-
MHUPOBAHHBIX KJIETOK U3 JMUTEIUAIBHOIO IIACTa YacTo
CBsI3aH C JIOKaJIbHOMW Jerpajialieil CTpyKTypbl 0a3aibHON
MeMOpaHsbI (puc. 2). B mo00oM citydae Hellb3s yIycKaTh U3
BUJy KJIFOYEBYI0 OCOOCHHOCTBH IIpoIiecca SKCTPY3UH, a
MMEHHO Y4acTHe SIHUTENAIBHBIX KIIETOK, KOTOPhIE OKPY-
JKAIOT IEMEHTBI, IoJyIeKaIINe SKCTpy3uu [26, 27]. Tlpu-
MEpOM CIIY)KUT E-KaarepuH, sBISIONIUICS OCHOBHBIM
KOMIIOHEHTOM MEKKJIETOUHBIX COCAMHEHHUH B DIUTEIHH.
U arontos, 1 OHKOTEHHast SKCTPY3Hsl HHTHOUPYIOTCSI, €CIN
E-kaarepuH B SMHTENNU HCTOIIAETCS,, OCOOEHHO B TEX
y4JacTKax, U3 KOTOPBIX HEOOXOIMMO YJalUTh KIETKHU [24,
28, 29]. Konneniysi HEaBTOHOMHOCTH KJIETOK B DITUTENN-
aJbHOM IUIACTE MOJKPEIUIAeTCs J0Ka3aTeIbCTBAMU TOTO,
4To (popMa KIETKH, e€ ITUTOCKEIIET U CUTHAIBHBIC ITyTH U3~
MEHEHBI B COCEJTHUX AIIEMEHTAaX, YTO YacTO OTpakaeT Ha-
pylIeHHE OMOXUMHYECKOW CHMMETPHH, ¥ 9TH U3MEHEHHS
MOT'YT OBITh OIpaHMYEHHBI JJOKAIBHON CPEoil B 9KCTPY-
JIMPOBaHHBIX deMeHTax [27, 30].

[TosTOMY JTOTHYECKH BO3HHKAET LIEJIBIHA s/l BOIIPOCOB,
TpeOYIOLIUX PELICHUS 110 ONPEACICHHIO IO TOTHYECKOM
Y OHKOTEHHOM 9KCTPY3UH:

* KaKKe COOTBETCTBYIOIIIEe OMOXMMHUUECKIE NI MeXa-
HUYECKUE U3MEHEHHsI IIPOUCXOMST B SKCTPY3UPOBAHHBIX
KJIETKaX, KOTOpbIe OTBETCTBEHHBI 3a 3aITyCK ITPOIIecca dKC-
Tpy3uu?

* KaK COCeJTHHE KJIETKH Y4aCTBYIOT B PEAKI[UH KCTPY-
3un?

* B KAKOM HarpaBJICHUU IPOUCXOJISIT H3MEHEHUSI B IKC-
TPY3UPOBAHHOM YYaCTKE M KaK OHU COINIACYIOTCSI C U3Me-
HEHUSIMH B COCEJTHUX KJIeTKax?

BornbIoe 3HaYeHne B 3TOM Cllyyae MMEeT aluKalbHas
9KCTPY3Usl B SIUTENNH, TIOCKOJIBKY TTOBEPXHOCTh KIIETOK
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oOpairieHa K BHEITHEW cpeie U TI03BOJISET HAIPSIMYIO y/a-
JIATH aroNTOTHYECKUE KIETKU U3 opranuszma [5, 19]. Dkc-
TPy3Wusl, O-BUAMNMOMY, SBJISETCSI OTHOCUTEIBHO PaHHUM
OoTBEeTOM Ha amnomnrto3 [31].

DIUTENNi, COCTOSIUI U3 OJHOTO WIIM HECKOJIBKHX
CJIOEB KIIETOK, TIOKPBIBAET M 3aIIUIIAeT opranbl. Kierkwu,
COCTaBJISIFOIIME DIUTEIUAIBHBIN IIACT, TOCTOSIHHO BO3-
OOHOBIISIIOTCS TIyTeM JIeeHus U AU pepeHupoBku. s
oOecrieueHuns 3aIMTHOTO Oapbepa SMUTEINH TOIKEeH MOI-
JIep)KUBaTh OIPEAEICHHOE YHUCII0 TOMEOCTATHIEeCKUX KIle-
TOK IIyTEM COIIOCTABJICHHS KOJIWYECTBA JIEISIINXCS
9JIEMEHTOB M TOTHOAIOIUX KJIETOK. B amuTenuu nocro-
SIHHO TIPOUCXOJIUT TMOENb KIIETOK, YTO MPEAOTBPAIIAET I1e-
peHaceéHHOCTh u3-3a npoiudeparuu [2, 32]. OnHako
HESICHO, 4TO BBI3BIBAET IMOENb KJIETOK B IPOIECCce HOP-
MaJIbHOTO JKU3HEHHOTO IHMKIa. Bo BpeMsi romeocrarnye-
CKOTO OOHOBIICHHSI JICJICHWE W POCT DIHTENUATBHBIX
KJIETOK MOXKET BbI3BaTh IIEPEHACEIICHHOCTD, YTO TIPHBOJUT
K MX 9KCTPY3HH U IOCIEAYIoIel THOeny n3-3a noTtepu
(akTOpoB BDKMBaHMs. [laHHBIE PE3yNbTaThl TO3BOJIHIN
MPEIIOI0KUTh, YTO SKCTPY3Us JKUBOH KICTKA MOXKET
o0ecreunTh MOIABJICHHE OITYXOJIH 33 CUET Y/IAJICHUs CKOTI-
JICHHUs JIMIIHAX SIHUTENHAJIbHBIX KJIETOK. bbuto mpen-
JIO)KEHO, YTO DKCTPY3Hsi 00ECIIeUrBaCT JBa [Ty TH Pa3BUTHSL:
OJIMH JJTsI TIOJLIEPIKAHUSI TOMEOCTATUYECKUX KIIETOK B OITH-
TEJINH, APYTOH ISl yaJIeHHs aroNTO3HBIX (TIOBPEXKIICH-
HBIX) KJICTOK [26, 31].

DOnurennuii HeceT JONOIHUTENFHYIO0 OTBETCTBEHHOCTh
3a oOecrieueHe OCHOBHBIX (PH3HOJIOTHYECKUX (DYHKINH B
OpraHu3Me, a UMEHHO, OH CIIY)KHT OapbepoM, OTJEIIsI0-
MM BHYTPEHHIOIO Cpelly OT BHEIIHEH, KOHTPOIHPYEeT
TIOTOK MOHOB U BOJIBI, ITOIVIONIAET MTUTATEIbHBIC BELECTRa,
MPEIOTBpAIaeT IPOHUKHOBEHNE HHPCKIIMOHHBIX U BPEI-
HBIX BEUIECTB. ANONTOTUYECKUE KIETKH IMOABEPratoTCs
KaK XMMHAYECCKUM, TaK ¥ MEXaHHYCCKUM U3MEHEHUSIM, KO-
TOpbIE MOTYT 3allyCTUTh Mpoliecc dKCTpy3uH [13, 33, 34].
OHHU MPOAYNHUPYIOT IIMPOKHH CHEKTP XMMHUCCKHX Be-
IeCTB (CUTHAJIOB), OJIHUM M3 KOTOPBIX SIBJISIETCSI pAacTBO-
puMbIi munua cunrosus-1-docdar (S, P), yuactsyromuii
B allONTOTHYECKON IKCTPY3UHU. DKCTPY3Hsi MOJKET OBITh 3a-
OJI0KMpOBaHa IMyTeM UHrHOMpoBaHUs hepMeHTa CPUHTO-
3MH-1-KMHA3bl, OTBETCTBEHHOro 3a cuHTe3 S P.
ATIONTOTHYECKHE KIIETKH U3MEHSIOT CBOM MEXaHHYECKHE
CBOICTBa, CTAHOBATCSI THIICPCOKPATUMBIMUA TIPU TIOA-
TOTOBKE K arornTo3y [5, 26]. UtoObl onpeienuTh, UCIIOIb-
3YIOTCS JIM JUIsl SKCTPY3UH )KUBBIX KIETOK Te e (PaKkTOphbI,
KOTOpPbIE KOHTPOJIMPYIOT DIMMHUHAIIUIO allONTO3HBIX Kie-
TOK, ObUIN OJIOKMPOBaHBI CUTHAJIBI HEOOXOIMMBIE JUTS IKC-
TPY3UH TIPH OIKCIIEPUMEHTAJIbHON IepeHaceIeHHOCTH
smurenus. Ipu noxasnenun P-xunase! wiu curnanos S, P
3aMETHO CHH)KAJIOCh TIPOLIEHTHOE COZIEPYKAHUE IKCTPY3HU
KaK B HEAIONTOTHYCCKUX, TAK U alIONTOTUYCCKHUX KICTKAX
[3]. B Toxxe Bpemst cMePTh KIETOK MOXKET MIPUBECTH K Ha-
pyuieHuto O0apbepHoi GyHKIHH. CYUTAIOT, YTO AKCTPY3HS
KJIETOK 00eCIIeurBaeT yAaleHHe aronTOTHIECKUX dIeMEeH-
TOB M3 IUIACTa, YTO IO3BOJSIET COXPAHHUTh OapbepHYyIO
¢yHKumMro. B yacTHOCTH, paHHHH alONTO3 AIMHUTEIUAIBHBIX
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KJIETOK 3amyckaer (opMUpOBaHHUE AaKTOMHO3MHOBOTO
KOJIbLIA B J)KUBBIX COCEIHUX KIIETKaX, CKATHUE €ro M03BO-
JISIET BBIIABUTH Pa3pyNIAIOINECs DIIEMEHThI U3 STTHTEIIHSL.
W3BecTHO, 4TO CHUTHAJI, MPOU3BOAMMBIN MOTHOAIOIINMHI
KJIETKaMU, TIpeficTaBiIeH S P KoTophlil akTuBUpPYeT COKpa-
LIEHKE aKTOMUO31HA B OKPYKarOLIUX KJIeTKax depes S, P,-
peuentop. Ilonasnenue cunrtesa S, P unyn BHEKIETOUHAS
riepesiaya CUTHAIIOB OJIOKUPYET DKCTPY3HUIO allONTOTHYE-
cKuX Kierok. [lornbaromniyue KiIeTKu, BEPOSITHO, UCIIONb-
3yIOT TOT JK€ CHTHaJll 4TO M anonTtoTudyeckue. Ha
OCHOBaHWH JaHHBIX [4, 7, 30, 35], Obula nipeaIoKeHa Mo-
JeNb, TIOKa3bIBalomas Kak S, P 3amyckaeT anonToTuyecKyro
SKCTPY3HIO KIIETOK. S P ceKpeTHpyeTcs B anonTOTHIECKUX
KJIETKaX, 3aT€M MEePEHOCHTCSI HAa BHEKIICTOYHYIO TTOBEPX-
HOCTb IJIE OH CBsA3bIBaeTcs ¢ S P, perientopoM Ha moBepx-
HOCTH OKPY)KaIOUIUX KJIETOK W aKTHBHPYET PELENTOpHI,
oOecrieunBaronye cOOPKy U COKpalleHHEe SKCTPY3UBHOIO
aKTOMHO3MHOBOTO KOJIbI[A B YKHBOW KJIETKE, YTO IPUBOJIUT
€€ B JIBIYKEHHE U3 SIUCHKH, TEM CaMBbIM BBIJIEIISISL U3 DITUTE-
nus [3, 36, 37]. DkcTpy3ust UMeeT peniaroliee 3HaueHue
JUTSL TIOZIJIep KaHusl MoyuIexanied (PyHKIUN THUTETNaITb-
HOTO 0apbepa, Cle0BaTeIbHO, MOSBICHHE HAPYIICHUH B
nepenade curuaia S, P, penenropa MoXeT IPUBECTH K pas-
JIUYHBIM 3a00JIEBaHUSM, YTO CBS3aHO C HapylIeHHEM
CTPYKTYpBI dIIHTENHaIbHOT0 Oapwepa [35, 38].

B Hacrositiee Bpemst M3BECTHBI JIBa MEXaHH3Ma, KOTO-
pBI€ MO3BOJISIOT COCEAHUM KIIETOUHBIM 3JIEMEHTaM BO3-
JIeiCTBOBATh Ha IOTUOAIOIINE allONTO3HbIE KJIETKU H,
CIIeNIOBaTeNBLHO, YIAISITh NX. BO-NIepBbIX, COKpaTUTENbHOE
JIECTBUE COCEHUX KIJIETOK MOXKET OBITh YCHUIIEHO, OCO-
OEHHO Ha TpaHMIE pa3jiesa C armoNTOTHUYECKON KIIETKOH
[39, 40]. U3BecTHO, 4TO B MpOLECCE IKCTPY3UU TPOUCKO-
JIT HakoruieHne F-aktrHa n MuosuHa II, uto mpuBomuT K
00pa30BaHUIO YareoOpa3HOi CeTH aKTOMHUO3HUHA C MTOBBI-
IIEHHOW COKPAaTUTEIBHOH CIIOCOOHOCTBIO B COCETHHX
KJIETKaX U Jiajiee K U3THaHHUIO allONTOTHYECKHUX AJIEMEHTOB
B aluKaJbHOM HampasieHuu [24, 41, 42]. Bo-BTopbIX, Me-
XaHHU3M C)KaThsi MOKET OBITh IPOM3BECH IIIAaCTUHYATHIMA
BBICTYIIAMH, KOTOPBIE COCETHHE KIETKH MPUOOpPETAaroT B
TOT MOMEHT, KOTJla OHM MHUTPHUPYIOT IIOJ| aronToTHYe-
CKUMH 3JIEMEHTaMH. DTOT MEXaHH3M MOXET OBITh 3aj1eii-
CTBOBaH B TOM Cllydae, €CIIM HEOOXOIMMO YNAJIHUTh
KpYIHbIE KJIETKU WM HeOonbmwme rpynnsl [43, 44]. B
000uX cllydasix pa3InyHble XUMHUECKHE 1 MEXaHHYECKHE
CHTHAJIBI allONT03a MOTYT BbI3BAaTh OTBETHYIO PEAKIUIO CO
CTOPOHBI LIUTOCKEIIETa COCEAHUX KIETOK. Takum o0pazom,
o0a 3THX Tpollecca MPe/roNaraioT, YTo B OTBET Ha CUT-
HAJIbI OT alONTOTUYECKUX KIETOK B COCETHUX JIEMEHTax
MIPOMCXOJUT U3MEHEHHE, U OCOOCHHO aKTOMHO3UHOBOTO
KOMILIIEKCa, 00ECIIeUNBAIOIIETO Nepeady JaHHBIX MEXIY
KJIETKaMH, YTO JIy4lle BCEro IMOHATHO AJ1s penenropa S, P.
DKCTPYy3Usl MOXKET OJIOKMPOBATHCS 33 CYET aHTArOHM3Ma
Hannuus S P B cocennux xnerkax. OnHaKo SKCTPy3Hs He
HOJaBJIsAETCA UCTOLIeHHeM penenTopa S P B camoii anon-
TO3HOH KJIETKE U BMECTE C TeM OHa OJIOKUPYETCs, Korjia
S,P, ucromaercsa B okpyxaromem snurenuu [25, 26]. B
rociieiHee BpeMsi ObLIIH OOHapYKEHbI HEKOTOPhIE MeXa-
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HU3MBI, CBA3aHHBIE C MOBBIIICHUEM YYBCTBUTEIBHOCTH K
HaTSKEHHUIO, B YaCTHOCTH ¢ E-kanrepuHoMm, KOTOpsIii crio-
coOEH pery;MpoBaTh IMOBBIIIEHUE COKPATUTEIHHOH CIIO-
COOHOCTH aronTo3HOM KiIeTKH [42, 45].

DKCTpPY3UsI OHKOTCHHBIX KJIETOK MPOUCXOJUT B TOM
cllydae, KOTja OHKOT€HbI CIOPAMYECKH SKCIIPECCUPYIOTCA
B OMUTENHMU. Y TO3BOHOYHBIX OHKOT€HHAs JIKCTPY3Hs
0OBIYHO OCYIIECTBIISIETCS B alTMKaJILHOM HallpaBJICHHUH, B
TO K€ BPEeMsl HeJIb3sl HCKITFOUNTh U 0a3alIbHYI0 IKCTPY3HIO
[23, 46]. DkcTpy3ust MOXKET OBITh BbI3BaHA Pa3IMYHBIMHU
OHKOT€HAaMU U TIPEJCTaBIsIeT CO00H (yHaaMeHTaIbHBII
OTBET JIUTENUSI Ha PAHHIOI0 TPAHC(HOPMAILIUIO, U 110 CBOCH
CYTH CITYXHT JUIsl yAaJeHUs! TpaHC()OPMHUPOBAHHBIX Kie-
TOK W3 OpraHu3Ma (3MUTEIIHAIbHAS 3all|Ta OT paka) [47,
48]. Ectb nanHble, yKa3bIBaIOIINe, YTO JJIsl OHKOTEHHOM
SKCTPY3UM NPUPOAA MepeAadd CUTHAJIOB OT KJIETKH K
KJIeTKe OoJiee CII0KHAs, YeM B CITydae aronTO3HOM IKCTPY-
3un. MexaHuKa TKaHeW BiusieT Ha 3()(eKT OHKOTeHHOMH
SKCTpy3uH [12]: Tak, Ha MOBEPXHOCTH pasfiesia MLy dH-
TETUAIBHBIMM  KJIETKAMH MEXaHHYECKOe HaTsKeHHE
OoJtbllie B alTMKAIBHBIX a/Ir€3UBHBIX 30HAX, YeM Ha OOKO-
BBIX MEXXKJICTOUHBIX KOHTAKTHBIX TOBEPXHOCTSIX, pac-
MOJIOKEHHBIX HIDKe [26]. OnHako yBeaundeHne OOKOBOTO
HaNpsDKEHUS B MEXKKJIETOUHBIX COSAMHEHUAX HapyllaeT
aKCTpy3uto. HecMoTps Ha MHOXKECTBO JTOKYMEHTAJIBHO
MTOJTBEPKAEHHBIX OMOXUMHYECKUX TIOKa3aTelei B Xo/e
OHKOTE€HHOM IKCTPY31H, €€ MeXaHH3M TpeOyeT IeTalIbHOTO
U TIIyOOKOTrO M3Y4YEHHs, B YACTHOCTH, JJIsi TOHUMaHHMS,
KakuM 00pa3oM 3TH W3MEHEHHs ITPUBOIAT K Mopdooru-
YECKUM TNPOSBICHUAM 3KcTpy3ui [14, 17, 49]. 13BecTHO,
YTO SKCTPY3Hs BOSHUKAET M3-32 OMOXMMHUUECKOTO B3aUMO-
JIeHCTBUSA, KOTOPOE MPOMCXOAUT MEXKAY OHKOT'€HHBIMU
KJIETKaMHU U UX «cocensaMmy. OTHUM U3 OCHOBHBIX BOIIPO-
COB, TPEOYIONIUX JETAIbHOW NMPOBEPKHU MPU OHKOT'CHHOMH
9KCTPY3HH, OCTAETCS BBISICHEHHUE ITPOOIIEMbI COXPaHHOCTH
SIUTENNATIBHOTO Oapbepa, Kak 3TO ObLIO MPOAEMOHCTPH-
POBAHHO IPU ANIONITOTHYECKOM IKCTPY3UHU. A TaK e, Kak
B3aMMOJICHCTBUE MEXKIY COCEJTHUMH KIETKaMH CIOC00-
CTBYIOT JaHHOMY Tpoueccy?

OnuTenuil AbIXaTeIbHbIX MyTel B HOPMaJIbHBIX yCIIO-
BHUSIX UMEET OTHOCHUTENILHO HI3KYIO CKOPOCTh Tposndepa-
MU M 3aIporpaMMHpOBaH B IIpoOIlecce Pa3BUTHUS Ha
oOecrieueHune 3aIUThl OT TIOBPEXKICHHH 1 TOKCHHOB OKpPY-
»Karolen cpeibl ImyTeM o0pazoBaHust 0apbepa, T03BOJISIO-
LIETO YNaJUTh 3TH BemecTBa. OCHOBHAS POJb SMUTEIHA
00BSICHSIET, IOUEMY CeKpeTopHbIe (OOKaJIOBHIHBIE) U pec-
HUTYAThIE KJIETKH, MMEIOIUE Ha aluKaJIbHON MOBEPXHO-
CTU PECHUYKH, SIBISIIOTCS OCHOBHBIMH 3JE€MEHTaMU
SIUTEINS OPTaHOB JbIXaHUs. DNMUTEIHAIbHBIH I1acT BO3-
JIyXOHOCHBIX ITyTel CITy)KHT, B [IEPBYIO O4Epellb, OapbepoM
JUTSI TOCTOPOHHUX YACTHIl X MOIYJIATOPOM BOCTIasieHus [0,
43, 50]. B sniuTenuu pIXaTeNIbHBIX My TE aronTo3 BHIIOI-
HSET TPH OCHOBHBIX PyHKIUH: | — ycTpaHEHUE TIOBPEX-
JIEHHBIX KJIETOK; 2 — BOCCTaHOBJIEHHE TOMEOCTa3a Mocie
TUMNEPIUIACTUYECKUX N3MEHEHUH B AIUTENNH; 3 — KOHT-
pOJIb HaJA BOCMAJEHHEM M, TEM CaMbIM, MOJJCpKaHHUE
0apbepHO ¥ IPOTUBOBOCHAIUTENEHON (PyHKIIUH.
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ATIonTo3 B 3MUTEIHANBHBIX KJIETKAaX bIXaTelbHBIX
IyTeil HHAYIMpPYyeTCs BUPYCHBIMU 1 OaKTepHaIbHBIMU UH-
dexuusamMH, KOTOpble Pa3pyllaloT IUTOCKENET KIETKH
IyTEM BO3AEHCTBUSA TOKCHUHOB, @ TAKXKE BBICOKUM COZEP-
)KaHMEM KUCIIOPOZAA U MONUIUKINYECKUX YITIEBOAOPOIOB
[51]. AnonTo3 B OTBET Ha BUPYCHYIO MH(EKIIUIO, BEPO-
ATHO, IPOMCXO/UT, KaK MOINBITKAa OTPAHUYUTD PEILTHKALIUIO
BHUpYcCa, IPEOTBPATUTh CTOMKOE 3apaXKeHue U ero pacipo-
crpaHenue. Kitaccuueckue anonToTHYeCcKue MUTeNINalb-
HbIE KJIETKH MOP(OJIOTHUECKU HE MPOSABIIAIOTCS BO BpEMs
BOCCTAHOBJICHUS dMUTENNA. Bo3aMoXkHO, HU3Kast BOCIPH-
UMYMBOCTH SNUTENNAIBHBIX KIETOK JbIXaTeNIbHBIX Iy Tel
K alloNTO3y CBA3aHAa CO CIIOCOOHOCTBIO K YHUYTO)KCHHUIO
U30JIMPOBAHHBIX IPOATIONTOTHYECKUX 3JIEMEHTOB, YTO
UMeeT pellarollee 3HAYCHUE U N03BOJIAeT 00eCIIeUnTh 3a-
KPBITHE, B IPOLIECCE OTTOPKEHHS KIETOK, 0a3aIbHON MeM-
OpaHBbl ¢ COCEAHNUMH KIIETKAMH.

Ha mpomugepanuio n nuddepeHIpOBKY KISTOK B
SMUTEIUAIBHOM IIJIACTE CYLIECTBEHHOE BIUSHUE OKa3bl-
BAIOT IIPOLECCHI IKCTPY3UH AUTEIUOLUTOB, YTO BO MHO-
TOM  3aBHCHT OT KOMIUIEKCA  BHYTPHUTKAaHEBBIX
PEryJIsITOpHBIX MexaHu3MoB [ 14, 33, 52].

VObUIb MUTEIHOLUTOB MOXET OCYLIECTBIATHCA HE
TOJIBKO Yepe3 MEXaHU3MBbI alloNTo3a (3alporpaMMHUPOBaH-
Has THOEeJb KJIETOK), HO U 3a CUEeT 3KCTPY3HU MOP(OIOry-
YECKH JKHU3HECIOCOOHBIX 3jeMmeHTOB [32, 43]. O

KH3HECITOCOOHOCTH IKCTPYAMPOBAHHOTO AIHUTEIHOINTA
CBUJIETENILCTBYET MOP(OJIIOTMIECKH HEU3MEHEHHAsI CTPYK-
Typa sijipa 10 CPaBHEHMIO C OCTABIIUMMHCS KIETKaMHU B
TuIacre.

CormnacHO JIaHHBIM HPUKU3HEHHBIX HAOMIONCHUN U
aHaJIM3a MUKPOCKOIIMYECKUX CPE30B, OIS )KUZHECTIOCO0-
HBIX KJIETOK (COXpaHEHHasi MeplarejbHas aKTHBHOCTb,
Mopdonornuecky HeM3MEHEeHHas CTPYKTYypa sijipa) He npe-
BbImaer 25% ot o0IIero uucia 3 IMMUHUPYEMBIX DIUTE-
JUOIUTOB. DTOT MEXaHU3M OOBIYHO 3aIyCKaeTcs IO
JIOCTH)KEHHUH OTIPEZIETICHHOTO YPOBHSI TNIOTHOCTH KJIETOK
B SMUTEIHAIBHOM I1acTe [43]. AnonTo3Hble KJIETKU pac-
TIO3HAFOTCS COCETHUMU HEU3MEHEHHBIMHU KIIETKAMH 1 AJTH-
MUHHPYIOTCSI IOCPEJICTBOM «BBITAIIKUBAHUS» U3 IIACTa
(9KCTpy3uM) 3a CUET aKTOMHO3MHOBOTO COKpareHus [12].
B pabotax psiia aBTOpOB NOKa3aHa BayKHAsI POJIb KaK aror-
TO3a, TaK ¥ MEXaHM3Ma dJIMMHUHAIMH (DKCTPY3HH) B MHO-
TOPSIZTHOM PECHUTYATOM DITUTEIIHU JIbIXaTeIbHbIX MyTeH,
YTO 3aBUCHUT OT MMOBPEKACHHS KIIETOK, KAK B HOPMaJIbHBIX
YCIIOBHSIX, TaK U IPU MaTOJOTHYECKUX Tpoleccax (Boc-
nanenue, rurepruiasus) [53]. [lepen sxerpy3ueii snurenu-
aJbHbBIC KIETKH JIN00 HaOyxaroT, JIn00, 00€3BOKUBASICH,
YIUIOTHSIOTCSI. MaTpuKe KIETOK MPOCBETIISETCS, MECTAMU
CTaHOBHTCS OECCTPYKTYypHBIM. OpraHeuibl pe3ko yMeHb-
IIAI0TCSI B KOJIMYECTBE, SHJIOIIa3MaTHueCcKast ceTh dpar-
MeHTupyeTcs (puc. 2A).

Puc 1. PecHutdarasi KIeTKa B IPOCBETE TPAXEH KPBICHI, MOpakeHHas BUpYCcoM. CTpenKaMu yKa3aHbl BUPYCHBIC Ya-
ctunpl (A) u ux kancuasl (b). M — mutoxonapun. P — pecanuku. Yeimuenue: A —23000; b — 135000 (opurruHai aBTopoB).

B mporecce BO3HMKHOBEHHsI 9THX M3MEHEHHH, BU-
JIMMO, YMEHBIIAETCSI BSI3KOCTh Oa3albHOW MeMOpaHbI,
ocnabisercsl IIOTHOCTh MEXKKJIETOYHBIX KOHTAaKkToB. [1o
Mepe SKCTPY3UH U3 SMUTENNAIBHOTO TI1ACTa, KIETKH, Ha-
XOZSAINECS 110 00€ CTOPOHBI OT )KU3HECIIOCOOHBIX JIeMEH-
TOB, CONMIKAIOTCSI, 00pa3yst HHTEPUTUTALUH, IECMOCOMBI,
COeIMHUTENbHBIE KoMIUIeKeh [12, 32]. Unentudukanus
Tpoliecca SKCTPY3HUHU KIIETOK BO3MOYKHA ITOCIIE TIOSIBIICHHUS
anMKaJIbHOW YacTH JIMMUHUPYEMOH KIIETKH HaJl OBEPX-
HOCTBIO AIUTEINNS, 3aT€M CIEYEeT BBIXOJ €€ sIIPOCcOep-
Kamed dYacTH, W B 3aKIIOYEHHE, OKOHYAaTeJIbHOE
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BbIJIeNIeHHEe KJIeTKH U3 miacta (puc. 1, 3). CormacHo co-
BPEMEHHBIM NIPEICTABICHUSM, KIETOYHAs SKCTPY3Us 110-
MOTaeT BOCCTAHOBHUTH ILIECTUTPAHHYIO OpPIraHU3aLUIO
TKaHU C yJaJeHHEM M3 IUIACTa KU3HECIIOCOOHBIX KJIETOK
HenpaBmwIbHON Gopmsl [20].

B HacTos11ee BpeMst CTAHOBUTCSI O4EBHIHBIM, YTO JIIH-
TEJIMH JBIXaTeIbHBIX ITyTel ABIIAETCS KIIIOUEBBIM MOMYIIs-
TOPOM BOCHIAJIUTEINIBHBIX PEAKLIUH 1 UTPAeT BaXKHYIO POJIb
B oOecreueHnn HOPMaJbHON MMMYHHOU peakimu. J{is
9TOTO SMUTENUH IPOU3BOIUT HE TONBKO IIMPOKUI CHEKTP
LIUTOKUHOB ¥ XeMOKHHOB, a TaK)Ke I'eHepUpPyeT JUIUBL,
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HENTHIHBIE MEAUATOPbI ¥ aKTUBHBIE ()OPMBI KUCIOPOAA.
D10 ycunuBaeT HHGUIBTPALUIO BO3LYLIHBIX IPOCTPAHCTB
JIETKUX JIEHKOLUTAaMH, 4TO BIMAET Ha U HEepEeHIUPOBKY
SMUTENUS OPIaHOB JbIXaHUS U MPOLECCHl KIETOYHOH I'i-
0eJM SIHTENNaIbHBIX KJIeToK [53]. B MHOTOpSITHOM pec-
HUTYAaTOM OIHUTEIUU OPraHOB [IbIXaHUS BO3MOXKHO
KPaTKOBPEMEHHOE YBEIMYEHHE INIOTHOCTH KJIETOK B IIIa-
CT€, 4TO SABJIAETCSA €CTECTBEHHBIM IIPOLIECCOM U CBA3aHO
100 ¢ mponugepaTuBHON aKTUBHOCTBIO, TMOO ¢ MUTpa-
IMeil KIETOUHbIX JIeMeHTOB. [loka3aHo, 4To rubensb Kie-
TOK B JIMTEIUAIbHOW TKaHU SBISETCS OTBETOM Ha
yBeJNIMYEHHE KJIETOYHOH miuoTHocTH [32, 53]. Dxerpy3us
MOBPEXKICHHBIX KJIETOK HIM 3JIE€MEHTOB B COCTOSHUHU

aroINTO3a ABJIACTCS BaXKHBIM PETYIATOPHBIM MEXaHH3MOM.
KiteTku B COCTOSIHUM aroITo3a Paclo3HAI0TCsl HeM3MEHEH-
HBIMH COCETHUMU IEMEHTaMH U IUMUHHUPYIOT IOCPE-
CTBOM BBITAJIKUBAHUS U3 IJIACTA, S[pa ITHX JIEMEHTOB
4acTO MU3MEHSIOT CBOIO JIOKAIN3ALHUIO, IPH 3TOM HaOIoa-
eTcs IOABJICHHUE UX LIUTOIIa3MBbl HaJl IOBEPXHOCTHIO, a B
JalbHEHIIeM NPOUCXOAUT IOJIHOE BBIAEIECHHE KICTKH
[54]. JocraroyHo 4acTO B MHOTOPSAHOM PECHUTYATOM
SMUTEIIMH IIPOUCXONUT IKCTPY3HS JIMUTEITUOLIUTOB O3 pec-
HHYEK, a yUUTHIBasi 0COOCHHOCTH CTPOCHHS KIIETKU MOXKHO
HPEIOJIOKHUTh, YTO B IPOLIECC BOBIEUEHBI IPOMEKYTOU-
HBIE dIIeMEHTHI (puc. 3, 4).

Puc 2. Dxcrpy3us SIUTETHOLUTOB CIU3UCTON 000I0UKHU TpaXer KPbICHI IPH 00IeM OXJIaXIeHUH (A — B IPOCBET Tpa-
xeH, b — B coOCTBEHHYI0 INIACTHHKY CIM3UCTOM Tpaxen). 1 — pecHUTUaTast KJeTKa, 2 — peCHUUKH, 3 — 0a3anbHas KJIeTKa,
4 — BcTaBOYHAs KJIETKA, 5 — OKCTPY3usl, 6 — Oa3aubHas MeMOpaHa. 3aJIMBKa B apaJlauT, 31oH. OKpacka ypaHWIaLeTaToM,
uurparom cBuHIA. YeennueHue: A —4500; b — 30000 (opurnHan aBropos).

Takum 00pa3oM, 3KCTPy3UU MOTYT HOABEPraThcs He
TOJIBKO THOHYIIME SMUTEIUOLUTEL, HO U MOP(HOIOrHIECKH
’KU3HECIIOCOOHBIE, HE MPOIIEIIINE OKOHYATEIbHYIO T ]-
¢deperumpoBky (puc. 3). B paborax HEKOTOPBIX aBTOPOB
moka3aHo, yTo Ha 1000 KJIeTOK 3KCTPy3UH MOABEPraroTCs
6 HearroNnTo3HBIX (KU3HECTIOCOOHBIX ), 11 aronTO3HBIX U 2
KJIETKHU C OJIOKMPOBAHHBIM arionTo3oM [54].

B ¢yHkumonansHo qudhepeHnnpoBaHHOM ITUTEINN
Tpaxey 4acToTa SIHUTEINOLMUTOB, HAXONAIIUXCA B IPO-
Liecce AKCTPY3UHU, II03BOJINIIA BBLIBUTH OONBIIUMA IPOLEHT
Cily4aeB MOAOOHBIX KJIETOK y CTapblX J>KUBOTHBIX IO
CpaBHEHHUIO ¢ MojoAbMuU. [IpuueM, ecnu y MOJIOIbIX UH-
TAKTHBIX JKUBOTHBIX 3KCTPY3UH OOBIYHO IOJBEPraroTcs
SMUTENUOLUTHI C HEU3MEHEHHBIMH SIPAaMHU, TO Y CTapbIX
KpBIC Yallle BCTPEYaroTCs KIETKU, UMEIOIIe HETUIIMIHOE
crpoenue siapa. CliejoBaTeIbHO, Y CTapbIX MHTAKTHBIX JKU-
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BOTHBIX 00JIee YacTo MPOUCXOIUT COPOC MOP(OITOTHYECKN
M3MEHEHHBIX KIIETOK U3 dIUTeNIrManbHoro miacta [50].
[Tpu oxnakaeHnn HanOoJee YacTo PIMMHHAIMU O~
BEPraroTCsl IPOMEKYTOUHBIE KJIETKH, KOTOPbIE SIBJISIFOTCS
TepeXoHBIMU (POPMaMU B XOJIe PA3BUTHsI OOKaJIOBHIHBIX
Y PECHUTYATHIX AJIEMEHTOB M3 0a3aJIbHBIX KIETOK (pHC. 1).
[Ipesxxae yeM STMMUHAPOBATD, KJIETKH, HAXOJSIIHECs B CO-
CTOSTHMM arionTo3a, YMEHBIIAIOTCS B pa3Mepax, HO TpU
9TOM pa3beJIMHEHNE HX C COCEJHUMH dJIEMEHTaMH TpO-
HCXOAUT MOCTENIEHHO, YTO CBHUJIETEIBCTBYET O IPOAOI-
xaromemcs oomene [20]. TIpoBeneHHble uccienoBaHus
JIOKa3bIBAIOT, YTO OapbhepHast (PyHKIHSI AIUTEIHS COXpa-
HSIETCSI TIPY BBICOKOM YPOBHE DKCTPY3HH, YTO BEPOSITHO
CBSI3aHO C IMHAMHWYECKOH peopraHu3alueil 1ecMocoM 1
IUTOTHBIX KOHTAKTOB BO BpeMs 3KcTpy3uu [12, 32].
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Puc 3. PactpoBas 37eKTpOHOTpaMMa SKCTPY3UH STMHUTEIHOIUTOB CIAM3UCTON 000JOYKU TpaxXeH KPBICHI IIPU 00IIEM
OXJIAXKIICHHUH. | — PECHUTYATBIC KJICTKH, 2 — PECHUTYATAsI KJICTKa Iociie SKCTpy3un (b — B OpOHX0aTIbBEOIIPHOM JIaBaXKE).

Yeenuuenue: A —2000; b — 5500 (opuruHam aBTopos).

Puc. 4. DxcTpy3ust SUUTEINOLUTOB CIM3UCTON 000JIOYKH TPaXeH KPBICHI IPH T TEILHOM 00IIIeM OXJIQXKIACHUH Opra-
HU3Ma. | — MmepexomHbIi MHOTOCIIONHBIN SMUTENH, 2 — COOCTBEHHAs IIJIACTHUHKA, 3 — sapa 0a3aJbHBIX KJICTOK, 4 — 3KC-
TPY3usl SIHUTEIMONUTOB B 30HE METAIUIa3kH, S5 — Oa3aibHas MeMOpaHa. [TomyTonkuii cpe3. Okpacka METHICHOBBIM CHHUM.

VYeenunuenue: 1000 (opurnHam aBTopos).

W3BecTHO, 4TO 3aITyCK MEXaHU3MOB DKCTPY3HH JKH3HE-
CHOCOOHBIX AMUTEIHOIIMTOB MOXKET OBITh CBSI3aH C yBe-
JIMYEHUEM TJIOTHOCTH KJIETOK, MEXaHUYE€CKOM HaTsKEHUH
TUIacTa, HENPaBHIBHON KJIETOUYHOM TeOMETPUH YacT Anud-
(bepeHIMpoBaHHBIX KiIeTOK [32, 43]. CornacHo 3TUM Mpe-
CTaBJICHHSIM,  KJIETOYHAsi  OKCTPYy3usi  IIOMOTaeT
BOCCTAHOBJICHHIO CTPYKTYPHOW OpraHM3aliil TKaHU
IyTEeM y/IaJIeHHs U3 TUTacTa KU3HECTIOCOOHBIX KIJIETOK He-
nipaBrIbHOHN (hopMbl [ 12, 20, 32]. CunTarot, 4T0 IKCTPY3Hs
KJIETOK MOXKET TIPOUCXOUTH 1 0€3 MOBPEXKICHUS CTPYK-
TYp, IPUUYEM DTH JIEMEHTHI CIOCOOHBI IOCTATOYHO JIOJITO
COXpaHsITh CBOIO JKU3HECIOCOOHOCTH (puc. 3B). Uccneno-
BaHUS Psiia aBTOPOB TIOKA3bIBAIOT, YTO 3aITYyCK MEXaHH3MOB
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9KCTPY3UH KU3HECTIOCOOHBIX MUTEIHOLIUTOB MOYKET OBITh
CBSI3aH C YBEJIMYCHUEM IJIOTHOCTH KJIETOK, MEXaHMYECKOM
HaTsDKEHUH TJ1acTa, HEMPaBUIBHON KIIETOYHON TeOMETPUH
gactu nudHepeHIIMPOBAHHBIX KICTOK. COIIaCHO ATHM
MPEICTaBICHUSIM, KIIETOYHAS DIIMMUHAIUS [TOMOTAeT BOC-
CTAHOBJICHUIO CTPYKTYPHOH OpraHU3alMi TKaHU MyTeM
yIOaJCHUsT U3 IUIacTa >KU3HECIIOCOOHBIX KIETOK Herpa-
BUIIbHOH Qopmst [12, 20, 32].

B cBs13u ¢ 9TUM BO3HHKAET 1EBIN PsiJl BOMPOCOB, TPe-
OyIOIIMX OOBSCHCHHMS, a IMEHHO: KaK SIHUTEIHH OIpee-
JIIET KOJIMYECTBO KJICTOK, KOTOPBIE HEOOXOMUMO YIaIUTh
JUISE BOCCTAHOBJIEHUSI UCXOJHOTO COCTOsIHUA? Bpuam nu
yIQJICHbI KJIETKU aHOMAJIbHBIMU WU HETTOBPEIKICHHBIMHU
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U CyHE€CTBYIOT JIM JII 3TOIr0 CHUI'HAJIBI, ITO3BOJIAIOIINE
OIIPEACIINTD, KaKHUE U3 KIICTOK JOJI’KHBI OBITE YAQJICHBI U3
COCTaBa SIMUTECINA AbIXAaTCIbHBIX nyTeﬁ? He coscem no-
HATHO, KaK SIUTEINI BOCCTAHABIMBAET HOpMaJIbHBIC IIPO-
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