3aboneBaemocTu n CTOMaTONOTNYECKUM
npobnemam.
HanbHelwmne nccnenoBaHuA

B3aMMOCBA3N MeXay M3ydyaeMbiMn dakTopamm
n pa3BuTMEM MOYEeKaMeHHOM 6onesHu
cpegn HaceneHus Amypckon obnactu 6yayT
NPOBOAUTLCS C YYETOM KOMMIEKCHOW OLEHKMU
XUMMUYECKOro cocTaBa NUTbEBOM BOAbI
HaceJIeHHbIX MYHKTOB.
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K BOMPOCY NNACTUMHOCTU BA3AJIbHbIX
KNETOK 3NUTENUA SNNAUAUMUCA

OB30P JINTEPATYPbI

INNANANMUC ABNAETCA BarKHbIM OPraHoOM
MY}CKOTO PEenpoayKTUBHOMO TPaKTa, OTBEYalo-
LLLMM 33 CO3peBaHMe, HAKOMJIEHWNE, 3aLLMUTY U Xpa-
HeHWe cnepmaTo3omMgoB. ITO MecTo, rae PyHK-
LUMOHANbHO HEKOMMNETEHTHbIE MONOBbIE KIETKM,
BblpabaTbiBaemble B fANYKAX, OKOHYATENbHO CO-
3peBaloT U HaKanameatoTca. B pesynbraTe nac-
Carka 4yepe3 MpPOTOK 3NUAUAMMUCA, KOTOPbIN Yy
npeactasutene 601bWIMHCTBA BUMAOB 3aHMMa-
eT 1-2 Hepgenn, cnepmato3onabl npetepnesatoT
MHOYEeCTBO M3MEHEHWUI, NpuobpeTas NoaBuK-
HOCTb 1 cnocobHocTb K pepTnamnsauymm [5, 7, 33,
35, 36]. BONbLWMHCTBO M3 BblleNnepeyYncaeHHbIxX
dYHKUMIA obecneynBaeT NceBAOMHOTOCA0OMHbIN
3NUTENNN, BbICTUIAOWMIA U3HYTPU NPOTOK 3MNK-
AMAMMKCA, B COCTaB KOTOPOTrO BXOAAT rNaBHble,
6a3anbHble, NPO3payHble, y3KME U anuKabHble
Knetku [5, 7, 33, 35, 36, 41].

BakHyto ponb B ¢dur3monorun
aNUMANANMMUCA UMEET remMaTo-3NUANAMMANbHbIN
6apbep, nogaeprkaHve CTPYKTYPHOM
LLeNOCTHOCTH KOTOpOro obecneynBaet
MYXKCKYyl0  depTunbHocTb [12, 15, 16, 19].
MoBpexaeHMe  CTPYKTYPHbIX  KOMMOHEHTOB

remato-anuanammanoHoro 6apbepa npusBoaUT
K pa3BUTUIO  WMHOEPTUAbHbIX COCTOAHUN MU
dbopmmpoBaHUIO cnepmanbHbIX rpaHynem [1, 15,
19, 32]. MoBperKAaeHMA aNUTeNna annanamMmmnca
MOTyT ObITb Bbi3BaHbl MOBbILEHWEM AABNAEHUA
CEMEHHOM HKUAKOCTH (0bTypaymoHHbIe
noBpeXaeHusa), a TaKKe B pe3yabraTe AeNCTBUA
BHeLWHNX GaKTOPOB, TaKMX, KaK bakTepuanbHasa
MHeKUns, BOCMANEHUE, XMMUYECKME areHTbl
M NeKkapcTBeHHble npenapatel [1, 12, 15, 19,
27, 30, 37]. KnetoyHoe obHOBNEHWNE ABNAETCA
BaXKHEMLIMM CBOMCTBOM BCEX 3MUTENMEB U B
nepByto ovyepenb 3TO KACaeTCcA 3NUTENMANbHDIX

KNeToK, $opmMUpyOWMX MNIOTHbIE KOHTAKThI,
obecneumnsatowme 6apbepHble CBOMCTBA
paga anutenueB. CneposaTesnbHO, Noanep-

aHWe [OMHAMMYECKOro paBHOBECUS MeXAay
anonTo3oMm, K/JeTOYHbIM OOHOBAEHWEM U
anddepeHUMpoOBKOM, TpebyeT  npucyTCcTBUSA
B 3NMAWMAMMANBLHOM  3NUTENIMU  KIETOK-
npeaLwecTBeHHUKOB WU/UAN CTBONOBbIX KNETOK,
cnocobHbix obecneynTb ObICTPbIA OTBET nNpwU
HapyWeHUM UeNoCTHOCTU aNUTeNna. InNUTenni
anuauanMmnca npeacrasnser cobon [0BONbHO
YCTOMYUNBYIO TKaHb, OEMOHCTPUPYIOLLLYHO
He3HauynTenbHble Mmopdonormyeckue
M3MEHEHMA NMPU BbIPAXKEHHbIX NATONOrMYECKUX
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Bosgemcteuax [10, 24, 31, 34]. Tem He MeHee,
€CTb MCCNefoBaHMA, yKasblBalOWMe Ha ycune-
HWMe anonTo3a B 3NUTENUWU ANUANLMMUCA NPU
onpeaeneHHblx coctoaHuax [17, 24, 42]. Mpwu
3TOM aBTOpPbl YKa3biBalOT Ha COXpaHeHWe Le-
NIOCTHOCTM 3NUTENMA, YTO npearnosiaraeT Xopo-
WO BbIPA*KEHHYIO CNOCOOHOCTb 3NUTENNA 3MKU-
anammmca K bGbicTpold pereHepauun. Takum
obpasom, npucyTcTBue B aNUANANMUCE KNETOK-
npeawecTBEHHUKOB U/UAN CTBONOBbIX KIETOK,
CcnocobHbIx obecneunTb HbICTPYHO pereHepaumio
3aNUTENNS, Ha CEeroAHAWHUMA OeHb OcCTaeTca
MCTOYHUKOM NPOTUBOPEYUNIA.

NcTouyHMKOM o6HOBEHUS H6ONbLUMHCTBA
NceBAOMHOrOCA0MHbIX anutenves B
NMOCTHATa/IbHOM OHTOreHese ABNAOTCA
6asanbHble KAeTkM. 3a cyeT npoandepaumnm
n  guddepeHUMpPOBKM  6asanbHbIX  KAETOK
obHoBAseTcA NnceBAOMHOrOC/I0MHbIN
3aNUTENNIN BO3AYXOHOCHbIX MNyTEeN, MOJIOYHOM
Xenesbl M npoctathl. B anuTennn npoctathbl
6as3anbHble KNAETKWM O30T Hayano [NaBHbIM U
HEMPOIHAOKPUHHBIM  K/IETKAM, B  3NUTEAUMU
Tpaxeun OHMU anddepeHunpyroTca B
CMeunann3npoBaHHbie  PECHUTYATbIE  KAETKU
N CEeKpeTopHble KneTKkU. basanbHble KneTku
anmanammmnca  (BK3) B npenybeptaTHoOm
nepuoge OHTOreHesa pa3BMBalOTCA n3
HeanddepeHUMPOBaAHHbIX CTONBYATbIX KAETOK,
KOTOpble TaK e [aloT Hayano [/laBHbIM U
npo3payHbIM KeTKam anutenus [6, 7, 33, 35, 36,
41]. MHoro4yncneHHble nccaenoBaHUA Nokasanu,
yTto BK3 He ABnAlOTCA NpeaLlecTBEHHMKAMM rNas-
HbIX MM NPO3PAYHbIX KJETOK M NPeacTaBAAT
coboli nonynAumMio  BbICOKOCMELMaNM3npPoBaH-
HbIX K/JeTOK anuauamumuca [6, 33, 41]. imeHHO
nostomy ewle B 1975 rogy nccnegosatens [asug,
FamunbToH (David W. Hamilton) B 0630pe, nocss-
LLEHHOM CTPYKTYpe U OYHKUMAM 3NnananmmMmuca,
Ha3Ban BKD 3aragkoit [21]. B cBA3M C 3TUM Ha
CTpaHMUax gaHHOro ob63opa nuTepaTypbl byayT
paccmoTpeHbl BK3, npoAsadAloLwme BbipaXKEHHYH
MOPPONOrMYECKYO NAACTUYHOCTb, KOTOpble B
HacToALllee Bpems PacCMaTPUBALOTCA B KayecTBe
KaHAMAATOB HA POAb CTBONOBbLIX K/ETOK
snnanammunca [5, 28, 33, 41]. UHbIMuK cnosBamm,
Mbl MOMbITAEMCA PACCMOTPETb COBPEMEHHOE
COCTOAHME npobnembl U OTBETUTb Ha BOMPOC,
asnaoTca M BKD 3aragkoit M B HacToAuee
Bpemas.

dnuTenmii anuanaumuca

MceBAOMHOrOC/N0OMHbIN anuTenumn
anuamMaMmuca cocTouT 7] HECKONbKUX
pa3NIMYHbIX TUMNOB KNeToK (puc. 1). B anutenunu
NoN0OBO3pEe/bIX 0cobelrt AOMUHMPYIOT [/laBHble
KNIETKKN, BbICTUNAIOWME MPOCBET MNPOTOKA, WX
[onA coctasnnaeTr npubamsntenbHo 65-80% ot
06LLEero Konm4yecTsa anUTeNINaNbHbIX KNeToK [5,
7, 33, 35, 36, 39]. [naBHble KAETKM y4acTBYHOT B
cekpeumm 6enKkoB M 3K30COM (3NMAMAMMOCOM)
B MPOCBET NPOTOKa anuaAnaAumMnUca, rae MHorue
M3 HWUX CBA3bIBAOTCA C CO3peBalOWMMM
cnepmartosongamm[5,7,33,35,36]. BK3, koTopble
pacnonaratotcs Ha 6a3anbHo membpaHe, Kak U
6a3a/1bHble KNETKN APYTUXNCEBAOMHOTOCNOMHbIX
anuTenues, npeacTasnAT BTOpOM no
YMCNIEHHOCTU TWUN 3NUTENUANIbHbIX KNETOK, Ha
A0/ KOTOpbIX npuxoautca okoso 20% [5, 7,
33, 35, 36, 39]. BK3 umeloT TOHKNE U AJINHHbIE
NaTepasibHble OTPOCTKU, KOTOPbIE MPOCTUPAIOTCS
BOONb 6asanbHOM membpaHbl, a TaKxe
anWKanbHbIM OTPOCTOK, KOTOPbIN OPUEHTUPOBAH
BEPTUKaNIbHO, MO HaNpaB/IeHUIO K MPOCBETY
[35]- Y3Kue, npo3payHbie 1 anuKabHbIE KNETKM
Yy4YacTBYIOT B CEKpeL MM NpoToHoB H, uto obecne-
yYMBaeT NOAKMUC/IEHNE NPOCBETHOM cpeapbl, Heob-
XOAMMOE AN1A UHAKTMBALMM CNePpMaTo30MA0B Ha
Bpems naccaa no npoToKy anuanammuca [5, 7,
33, 35, 36]. [naBHble U NPO3payHble KNETKM TaK-
YK€ OTBEYAIOT 3@ KAMPEHC 6eNKOoB M3 NMPOCBETHO-
ro cogep:kMmoro nytem sHgouwmTtosa [5, 7, 33,
35, 36, 39]. dnuUTennn annaMAMMMNCA COOEPKUT
UMMYHHbIE KNETKU, B TOM YMCNE KNETKM C Y3KUM
oboakom umtonnasmol (halo cells), kKotTopble sB-
NAKTCA pe3snaeHTHbIMMU MOHOUMTamMK/MaKkpoda-
ramu, u AeHAPUTHbIMKU KneTkamm [13, 14, 33].

ba3anbHble KNeTKuU anuTtenusa
anuauaumuca

TepmuH «ba3anbHble KNeTKU»
ncnonbayertca ans onucaHuAa KNETOK,

NIoKanuayowmxca B 6asasibHOM KOMMNapTMEHTe
NCeBAOMHOrOC/IOMHbIX 3MUTENINEB, U KOHTAKTU-
pyowmx ¢ 6asanbHoli membpaHoi. BK9 — 310
BTOPOM MO YNCNEHHOCTM TUM KNETOK B 3NUTENNU
sanMangmumuca, oHu coctasaatT 15-20% ot
obuwelt kKnetoyHon nonynauum [5, 7, 33, 35, 36,
39]. Ha cerogHAawHMi aeHb K3 onuncaHbl y Bcex
npeacraBuTesen  MIEKOMUTAOWMX, BK/KOYan
yenoseka. 0630p /MUTEpPaATypPHbIX MCTOYHMKOB

Pe3tome FbasanbHble KNETKU 3nNUTenus

anuaManummca

NPoABAAIOT  MOPPONOTNYECKYD U

d)yHKLI,VIOHaﬂbHy}O NAaCTMYHOCTb, YTO AENAET UX 06bEKTOM MHOTOYNCNEHHbIX Hay4HbIX VICCJ'Ie,CI,OBaHMl\;I

M NpeaMmeToMm AUCKYCCUN.

M3BecTHO, YTO DasasibHble KAETKM 3NnanaMMmnca npeacTtaBastoT coboi
BbICOKOCMELMaNN3UPOBAHHYIO K/ETOUYHYIO MOMyAAUMIO W He ABAAKTCA

npegwecrBeHHNMKaMun

OPYrUX KNETOK aNMANAMMANbHOro anutTenusa. B To ke Bpema cnocobHOCTb anuTenua annamammuca
noaAep*KMBaTb LENOCTHOCTb MOC/e MOBpeXAeHMA npeanosaraeT HaauyMe pereHepaTUBHOrO
MeXaHM3Ma, KOTOPbI MOXKeT bbITb obecneyeH NPUCYTCTBUEM NpeaLecTBEHHUKOB U / MU CTBONOBbIX
KNeTok B anuTenmn. B o630pe KpaTKO M3N0KeHbl COBPEMEHHbIe B3rNAAbl Ha CTPYKTYPY U GYHKUUK
6a3a/bHbIX KNETOK, PAaCCMOTPEHA MX PO/ib B NOAAEPHKAHUU LLENOCTHOCTU U pereHepaunumn anutenms
anuananmmca. MNpeacrtaBieHbl HOBbIe AaHHble 0 6a3a/bHbIX KNETKaxX aNMANAMMMUCA KaK NOTEHLMA b-
HbIX B3POC/IbIX CTBOJIOBbIX KNETKAX, NOMyYeHHble C Ucnosb3oBaHMeM 3D KyabTypbl KNETOK.

KnioueBble cnosa: snnamnammuc, 3I'IVITel1VIl7I, 6a3asbHble KNETKKN, B3pOC/ible CTBOJZIOBblE KNETKHU, pere-

Hepauua
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PeanaeHTHbIE
moHouuTel (halo cells)

JeHipUTHBIE KIBTKW

Mpo3payHsle
knetku (clear cells)

Co3peBatowme
T cnepmaTo3ouibl

[NaBHble KNETKM

AnKKanbHble KNeTKK

i

MuowaHble KneTkM

bazanbHble KNETKM

PucyHoK 1. CxemaTuuHoe M306parKeHue 3nNUTenua 3nuANAUMUca, SEeMOHCTPUpYIoLee pasNuuyHbie TUMbI
K/NIEeTOK, NpeAcTaB/IeHHbIX B anuTenumn noaoso3spenbix ocobei (L. Pinel et al., 2019).

nokasan, Yto B NocnegHue roabl yaenserca
6osbluoe BHMUMaHMe MOPHONOrMYECKUM
XapakTtepuctukam BK3 [5, 7, 24, 28, 33, 35, 36,
38, 39, 46, 47].

BK3 mmetoT Teno B popme nonycoepsl,
cozeprKalliee A4P0O OKPYrION UAWN YOAJINHEHHOM
bopMmMbl,  LWMPOKMM  OCHOBAHWEM  KNETKMU
npukpennaTca K 6asanbHoit membpaHe. OT
Tena KNeTKN OTXOAAT TOHKMe BOKOBbIe BbIPOCTHI,
npocTupatomneca BAoAb 6asanbHoOM membpaHbl,
KOTOPbIe KOHTAKTUPYIOT C TAKMMU e BbIPOCTaMM
cocegHux BK3, ¢opmmpys B 6HazanbHom
KOMNapTMeHTe 3nNuTeNns ceTb Hanogobue
Kop3uHKuK [5, 7, 33, 35, 36, 39], ncxoga m3 atoro
6blna npeanoxKeHa cTpykTypHaa dyHKuma bK3 [5].
AnunKanbHbIN oTpocTOoK BKI Bcerga Hanpas/eH K
NOBEPXHOCTN INUTENIMANLHOTO NACTa, U OTHO-
CMTENbHO HeaaBHo (Bn1oTb Ao 2008 roaa) cumTa-
nocb, 4To BKJ, Kak 1 6asasnbHble KNEeTKU ApYyrux
NCeBAOMHOrOC/NOMHbIX ANUTENNEB, HE AOCTUTALOT
NoOBEepPXHOCTW anuTenus (puc. 2).

OpHako npeacTtaBneHns o mopdoaoruu
BKD B nocnegHue rogbl CUABHO WU3MEHWJIUCH,
korga Shum et. al. [39] UMMYHOIMCTOXMMMYECKM
C WCNO/Nb30BaHMEM [ABOWHOM METKM BMEpPBble
6blN10 YCTAHOBNEHO, YTO anuKaibHble OTPOCTKM
MHormMx BK3 noaHumatloTca no HanpasaeHUIo K
npoceeTy anuauanmuca (puc. 3), rae nepecekatort

zonulae adherentes ¥ NNOTHbIX KOHTAKTOB MEXAY
rNaBHbIMM KNETKaMM, Yy4yacTBys TEM CaMblIMm,
B (GOPMMPOBAHMM FemaTo-3aNnANANMAbHOrO
b6apbepa, U KOHTAKTUPYyA C MPOCBETHbIM coAep-
*Kumbim [33, 39, 41].

YnbTpacTpykTypHaa mopdonormsa bKI mns-
y4yeHa 1 AoCTaToYHO NoApobHO onucaHa B pabo-
Tax [5, 35, 39, 46]. Unutonnasma bKI xapakrepu-
3yeTca cnabbiMm pasBuTMEM OpraHenn, yto bonee
TUNUYHO Ansa MmanoanddPepeHLMPOBaAHHbIX Kae-
TOK (puc. 2). B Hel npucyTCTBYIOT MMUKPOMUHO-
LUMTO3HbIE BE3WKY/bl, ANCMEPrMpoBaHHblie Npo-
édbnnan 3HAONNA3MATUYECKON CeTU, eAuHUYHble
MUTOXOHAPUM U MasIeHbKUIM KoMnaeKc fonbarkm
6e3 onpeneneHHOM noKanmnsaumnm. TakKe B LUTO-
nnasme BK3 onncaHbl Ny4Kn MUKPODMAaMEHTOB
[5, 41, 46], uTo NOATBEPKAAIOT IKCMPECCUA U KO-
9KCnpeccua pasamyHbIX BUAOB LLUTOKEPATMHOB B
LuMTONNA3Me 3TUX KNETOK, B TOM YUC/Ie LUTOKe-
paTuHa-5 (KRT5), xapakTtepHoro ana 6a3anbHbix
KJ)TGTOK NCceBAOMHOrOC/N0MHbIX 3aNUTENnEB (puc.
3).

KoHTypbl nnasmanemmbl Mo HOKOBbIM
NOBEPXHOCTAM BK3 XapaKTepusyrotca
Ha/I4MemM BbIPOCTOB M BMSAYMBAHUN, KOTOPbIE
B COBOKYMHOCTM GOPMUPYIOT UHTEPAUTUTALLUM
ONA  COeAUHEHUA C COCeAHUMM  K/IeTKaMM
anuTenusa. MNnasmanemma B 6a3anbHOM

TO THE ISSUE OF PLASTICITY OF BASAL CELLS OF THE EPIDIDYMAL EPITHELIUM

I.Yu. Sayapina,* S.A. Grishchenko,? A.A. Zubov!

FSBEI HE the Amur state medical Academy of the Ministry of Public Health of Russia,* Blagoveshchensk;
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Abstract The epididymal basal epithelial cells demonstrate morphological and functional plasticity,
which makes them the subject of numerous scientific studies and the subject of discussion. It is known
that epididymal basal cells represent a highly specialized cell population and they are not precursors of
other epididymal epithelial cells. At the same time the ability of an epididymal epithelium to maintain
integrity after damage suggests a regenerative mechanism that can be provided by the presence of
progenitor and / or stem cells in the epithelium. The review summarizes modern views on the structure
and functions of basal cells, considers their role in maintaining the integrity and regeneration of the
epididyma epithelium. New data on epididymal basal cells as potential adult stem cells obtained using
3D cell culture are presented.
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I
s

CxemaTtunuHoe

nsobparkeHue
3NUTENNA HauyaNbHOrO CermeHTa 3NUAUAUMUC],

PucyHoK 2.

AeMOHCTpUpyioLee YAbTPACTPYKTYPHYIO
OPraHM3aumuIio K/AeTOK pas/inyHbIX TUMoB. B
6a3anbHOM KOMMapPTMeHTe anuTenunsa usobparkeHa
BK3 (cTpenka), B ueHTpe u3o6paxkeHa rnasBHas
KNeTKa, CNeBa — y3KanA KNeTKa, cnpaBa — anuKasibHas
Knetka (B. Robaire et al., 2006).

yacth BKD poBHas, Tam o06HapysKuBaoTCcA
NnoayaecMoCOMbl, nocpeacTBom KOTOPbIX
KNEeTKM NPUKPEeNaatoTca K 6asanbHoOM membpaHe
anutenma. UMMyHOTMCTOXMMUYECKN B KNETOYHOMN
membpaHe BK3 6bina ycTaHoB/IEHA IOKaAU3auma
KOHHeKcuHa-43 (Cx43), yyacTsytollero B popmu-
POBaHWUM LLENEBbIX KOHTaKToB BK3 ¢ rnaBHbimK
N NPOo3payvyHbIMU KAETKaMM, pada aaresvmoHHbIX
6eKOoB, a TaK»Ke 6e/iKa NI0THbIX KOHTAKTOB K/ay-
anHa-1[7, 12, 16, 33, 39, 41].

MHeHMA  BoNbLUIMHCTBA aBTOpOB
OoTHOCUTENbHO GYHKUMIN BKI cxogaTca B ogHOM:
bYHKUMM KNETOK Ype3Bbld4aliHO MHOroob6pasHbil,
HO MHOIME W3 HUX A0 KOHLA elle He U3y4YeHbl
[5, 7, 12, 28, 33, 35]. Hannumne B uutonnasme
BK3 oKalmieHHbIX Ny3blpbKOB Mpeanonaraet
MX y4yacTMe B peLenToOpHO-ONoCpesOoBaHHOM
3HOOUMTO3e BeLWecTB, MOCTynatoWmx U3 Kpo-
BU, N W3 UMTOMAA3Mbl FaBHbIX KaeToKk [35]. B
psge vMccnefoBaHWMn YCTAHOBNEHO Hanuyve B
BK3 ¢depmeHTOB, yyacTByOWMX B meTabonnsme
aKTUBHbIX dopm Kucnopoaa (Cu-Zn-3aBucMmon
CynepoKcMaAMCMYTasbl, HEKOTOpbIX K30dopm
rNyTaTUOH-S-TpaHcdepasbl, METAaNNIOTEUHENHOB)
[3, 11, 25].

dkcnpeccua BKI aHTUreHoB Mmakpodaros
B OTBET Ha NoABJIeHMe B NPOCBETE INUANANMMCA
crnepmasbHbIX  ayTOAHTUIEHOB, OOHapy*KeH-
Haa Seiler P. et al. [38], cTana npegmeTom
ONCKYCCUM 06 MMMYHHOMN QYHKLUMUM 3TUX KNETOK.
Mpegnonaranocb, 4To BKD BbLINOAHAOT pPOb
pe3snaeHTHbIX  Makpodaros,  3alMLAKOLLMX
crnepmaTtosonsibl OT UMMYHHOM cuctembl [47].
OnHaKo HedaBHee OTKPbITME AEHAPUTHBLIX Kae-
TOK B 3NUMAMAOMMANIBHOM 3MNUTEAMW MO3BONAET
npeanosioXKnTb, YTO UMMYHHblEe QYHKLIMK, U3Ha-
Yya/ibHO npunucbiBaemble BK3, moryT 6biTb Npu-
CYLLN AEHAPUTHbIM KAeTKam, KOTOpble TaK e

pacnonaratoTca B HENocpeacTBEHHOW 6aM30CTH
oT 6a3anbHOM membpaHbl anuTenus [13, 14].

OTKpbITUE ANNHHBIX aNUKalbHbIX OTPOCT-
KoB Yy BK3, nepecekarowmx remaTto-annamaun-
Ma/bHbIV 6apbep, M AOCTUTAOLLMX MPOCBETA 3MU-
avanmmca [39], HaBeslo yY4eHbIX Ha PAJ, HOBbIX U
MHTepecHbIX GYHKLMIA KneTok. BKI bbina npea-
NoXeHa QYHKUMA NOMUHANbHbBIX CEHCOPOB, KO-
TOpPble KOHTPOAIMPYIOT NPOCBETHOE COAEPHKMUMOE
aNnANANMKUCA, U Yepe3 NoNYyYeHHY MHPopMa-
UMIO peryampytoT GyHKLMK raBHbIX KneTokK [40].
3TO NOATBEPKOAETCA BbICOKMM YPOBHEM 3KC-
npeccun BK3 umknookcureHasbi-1 1 cekpeumen
npocrtarnaHanHos E2 n D, KoTopblie peryampytoT
dYHKUMK rnaBHbIX Knetok [13, 20, 45]. Opyran
dyHKUMA BKI, cBA3aHHaA ¢ oTkpbiTvem W. Shum
et. al. [39] — aTO y4yacTue KNeTok B NoaaepaHum
LEeNOCTHOCTH remaTo-anuamuanumanbHoOro
b6apbepa, MMeKLLero pelarmLlee 3HaYeHne ans
MY*KCKol depTuabHocTH [5, 12, 41].

Taknum obpa3om, K HacToALEMY BPEMEHMU
®YHKUMM BKD OKOHYaTeNnbHO He YCTaHOBAEHDI,
pa3paboTKka HOBbIX METOA40B M NOAXOA0B K U3Y-
yeHuto bBK3 conpoBoXKaaeTcA yTOUHEHMEM U Ne-
pecMmoTpoM paga GYHKUKUIA 3TUX KNeTok [12, 28,
33, 39], YTO HEe MUCK/OYaAET BEPOATHOCTb NoAB/e-
HUA B Heganekom byayliem HOBbIX U MHTepec-
HbIX cBeZeHUM o dpusmnonormum BK2.

PucyHoK 3. MMpoeKuuoHHble u3obpaxkeHua BK)3,
noJlydeHHble NyTem HanoXKeHua 13 KoHPOKaNbHbIX
M306pakeHnit ¢ nHTepBanom 1 MKM. a) KpacHbI

usetr — BKJ, meueHHble ana KRT5; 6) 3eneHbiit
user — BKJ, meueHHble gna KnayauHa-1 (6enok
KNEeTOYHOM aaresuu, mapkep 6asanbHbiX KNeToK);
B) BK3 c pBoiiHoit meTtkoi (KRT5 u Knayguu-1);
r) 3-D usobpaxeHune BKD c ABOMHOW MeTKOM
(KRT5 mn KknayguH-1) Ha 60nblIOM yBenUUYEHUM.
Crpenkamm NOKasaHbl anuKaibHble OTPOCTKU BK3,
pocrturaowme npoceeta anugaunanmmca (W. Shum et
al., 2013).
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Mponudepaumna Knetok u pereHepaums
aNUTeNnua aANUANAUMMUCA

Mponndepauns n pereHepaLma KNeToK B
aNMANANMANBHOM 3nNuTennn bbina npeameTom
HECKOJIbKUX uccnegosanuin [9, 22, 31, 34, 43].
B paHHMX nccnenoBaHUAX NO OueHKe nponande-
pauuM KNeToKk B 3NMAWAMMMUCE C UCMOJIb30Ba-
HMEM Me4yeHHoro Tputvem TumuamnHa (3H-TdR)
6blN caenaH BbIBOA O TOM, YTO B aNUAUAMMUCE
B3POC/bIX KPbIC M MblLLel NpoandepaLma KNeTok
NPONCXOANT C OTHOCUTENbHO HU3KOM CKOPOCTbIO,
obHoBNAOTCA KaK rnasBHble, Tak n BK3 [9, 31]. R.
Ramirez et al. [34], uccneposasiume npoandepa-
LUMIO KNETOK B aNMANANMUCE C NOMOLLbIO Meye-
HUA 6pomaesokcnypuanHom (BrdU), coobmnn,
yto BK3 HaumHatloT nponndepmposatsb y nybep-
TATHbIX KPbIC M YTO MX nponudepayma ¢ Bo3pac-
TOM CHUMKAeTcA. ITUMM Ke aBTopamu bbina oT-
MmeyeHa 6onee HM3KaA CKOPOCTb Nponndepaymm
BK3 no cpaBHeHWIO C rNaBHbIMKU KneTKamu. B
APYroM mMccnenoBaHUM anMANANMMUCE B3POCbIX
Kpbic npu nomowm BrdU 6bino nokasaHo, 4To
60/blian YaCTb OKpalIMBaHWA 0BHapyKMBaiacb
B IMaBHbIX KNETKax, a TakKe B bK3, y3kux n npo-
3payHbIX K/IeTKax B 3aBMCMMOCTU OT CErmeHTa
[22]. 9T nccnengoBaHUA NOKasanun, YTo, Kak BK3,
TaK M rNaBHble KNEeTKN aNuauaAnNMmnca, noasepe-
Hbl nponudepaumm, HO MUTOTUYECKUN WUHAEKC
KNETOK KpanHe HMU3KKIA. B TO e Bpema pesynbTa-
Tbl NPUBEAEHHDbIX UCCNEA0BAHUA HE UCKAIOYAIOT
BO3MOXHOCTM CYLLECTBOBAHWUA B anuguanmuce
NOKOSALLMXCA CTBONIOBbIX KNETOK.

B aKcnepumeHTanbHbIX MCCAeA0BaAHU-
AX NO IMIMPOBAHUIO CEMSABLIHOCALLLErO MPOTOKA
(1CN) y mblwen 6110 YyCTAHOBAEHO, YTO B Nep-
Bble CYTKW NocCne nepeBsa3KMU HabnoaaloTcs Bbl-
paXKeHHan AereHepauma rMaBHbIX KNETOK U UC-
Yye3HoBeHMe GUryp MnTosa, Ho Yepes 2—3 AHA 33
3TUM CNef0BaI0 YBEIMYEHME MUTOTUYECKON aK-
TUBHOCTM anuTenus [2, 44]. X. Fan and B. Robaire
[17] coobwmnmn, 4To OPXMAIKTOMMUA Y KPbIC UHAY-
LUMpPOBana BOJIHY anonTo3a Ha BCEM NPOTANKEHUN
aNMaAnAMMMUCA, OAHAKO 3a YCUAEHWEeM anonTo3a
cnepoBana OTHOCUTENbHO ObIcTpana pereHepa-
UMA KNeTOK, YTO NoAAeprKMBANO LEeNOCTHOCTb
anuTtenua. MIHTepecHo, 4YTo B uUccaenoBaHum M.
Hamzeh [22] ycuneHue pereHepauum nocne
JICMN 6bl10 OTMEYEHO TONbKO MOC/e BOCCTAHOB-
JIeHMA YPOBHA TECTOCTepOoHa. T HabawoaeHUs
MOKa3bIBalOT, YTO K/ETOYHaa nponaudepauma m
anonTo3 B aNUAMAMMUCE PErYAUPYIOTCA CcoYeTa-
HUEM NHOMUKPUHHbIX GAKTOPOB M aHAPOreHOB.
Bonee nosgHue nccnenoBaHWs Nokasasiu, YTo B
Haya/bHOM CEerMeHTe M ToN0BKe anuanamMmuca
COXPaAHAETCA LLENOCTHOCTb 3MNUTENNA, HECMOTPSA
Ha 6-KpaTHoe yBesindyeHWe anontosa yepes 48
yacos nocne onepaunn JICM [24, 42]. Nopaep-
YKaHWe NNIOTHbIX KOHTAKTOB U CTPYKTYpPbl anuTe-
A B LUENOM MPU TaKUX BbICOKMUX MOKa3aTenax
anonTo3a M Npu OTCYTCTBMW pe3epBa CTo164aTbIX
KNETOK, npegnonaratoT HaauMume pereHepaTms-
HOro MexaHW3ma, KOTOpbIi MOXKeT bbITb 0obecne-
YeH NPUCYTCTBMEM KNETOK-NpeaLlecTBEHHUKOB
M / UAN CTBONOBbIX KNETOK B anuTennn [42]. B.
Kim et al. [24] coobwunmn, 4to 0ba TMNa KNEToK
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PuUcyHOK 4. Kcnpeccusa reHoB B 6a3asibHbIX KNeTKaxX.
MpeacraBneHbl 06wme reHbl mexay BK3 u 6asanb-
HbIMU KNEeTKaMM [pyrux nceBAOMHOrOC/0MHbIX
anUTeNuneB, TaKUX, KaK aNUTeNnii Tpaxeu, NpocTaThbl
M MONIOYHOI XKenesbl. [peacTaBneHHble AaHHble
6b1N NonyyYeHbl NyTem cpaBHeHUs npodunen aKc-
npeccum reHoB, CAEeNAHHbIX B Pa3HbIX UCC/1ef0BaHuU-
ax (L. Pinel et al., 2019).

(rnaBHble 1 6a3anbHble) gereHepupPoBanu NyTem
anonTo3a Yyepes 2 gHA Noc/ie onepauunu, ogHaKo
BbXKMBLIME BKD OTBETMAM YCKOPEHHOM Mponu-
depauneit, Kotopas AOCTUINA MUKA Yepe3 2 AHS,
a mopdosorna anuTenmMa BepHynacb K Hopme
yepe3s 5 aHen nocne nuraumun. B To e Bpemsa
Yy KpbIC, NOMYYaBWNX aHTUAHAPOreH dbaytamua,
yepes 2 AHA nocne AUrMpoBaHua nponudepa-
TUBHAA aKTUBHOCTb BK3 cHukanacb, 4to nog-
TBEP)KAAET MHEHME O BAUAHUW aHAPOreHOoB Ha
npoueccobl npoandepaumm [24]. ChegosaTtenbHo,
Takue npouecchbl, Kak anontos, nponudepayma
n andodepeHLMpPoBKa KAETOK 3nuauanmuca y
YKMBOTHbIX MOFYT NPOTEKaTb Nog BAUSHUEM aH-
APOreHoB A0CTAaTOYHO 6bicTpo. OgHaKo Ans Toro,
4yTO6bl CAenaTb OKOHYATE/IbHbIM BbIBOA O TOM,
YTO B OCHOBE NOAAEP*KAHUA LLENOCTHOCTU 3MU-
TeNuA aNUAMANMKUCA NeXUT 06pa3oBaHMe HOBOM
reHepauum rnaBHbIX KneTok 3 BK3, Heobxogu-
Mbl HOBblE 3KCMEPMMEHTbI MO OTCAEXKMBAHUIO UX
KNIETOYHbIX IMHUI [33].

BK9 Kak noTteHuuanbHble B3pOC/able
CTBOJIOBbIE KNEeTKMU

NccnepoBaHWA MoKasanu Haauvume pas-
JNINYHBIX NaTTepHOB M ypoBHen MPHK KoHHeKcu-
HOB B aNMAMAMMUCE KPbIC Ha NPOTAXKEHUM BCEFO
nepuoaa NocTHaTa/IbHOrO OHTOreHe3a. JKcnepu-
MEHTaNbHO YCTAHOB/IEHO, YTO 3Kcnpeccma Cx26
n Cx43 xapakTepHa ANA CaMbIX PaHHWUX CTaani
NMOCTHATaNIbHOIO Pa3BUTUA, A0 Hayana gudode-
PEeHUMPOBKM anuTenuna anuamammuca [16, 43].
HepasHo M. Gregory and D. Cyr (2018) coob-
WKWK, YTO B INUANANMMMCE MOSIOABIX KpbiC Cx43
JIOKaNn3yeTcAa B anMKaabHbIX YacTax Heaudde-
PEHUMPOBAHHbIX KNETOK NO X BOKOBbIM NOBEPX-
HocTAM. B xoae anddepeHunpoBku B 6azanbHoOM
KOMMapTMEHTE aNuUTeNns annamammmca noasna-
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PucyHoK. 5. Moaenb pereHepauun u audpepeHUUPOBKU KAETOK INUTenua sanuguammuca. NMospexaeHue
anutenua anuauaummnca ctumynupyet bK3 K npoandepauun n gudpdepeHumposke B cTonbyatbie KAETKM,
KoTopble BnocneacTsum byayt anddepeHumMpoBaThCca B 4pyrue anutesiMasnbHble KNeTKU, BKAoYas rMaBHble U
npo3pauHble Knetku (Mandon et al., 2015).

totca TP63-no3ntmBHble (TP63 — TpaHCKpunum-
OHHbI daKkTop) BK3, MMmyHonoKanm3sauma Cx43
nepemetaetcs B 6a3anbHy0 YaCTb aNUTENUA, Fae
Cx43 skcnpeccupyeTcsa yxke BK3 [23]. dkcnpeccua
TP63 1 Cx43 B HeandPpepeHUMPOBaHHbIX CTON6-
4aTblX KNETKax npuaaTtka npeacrasnfeT ocobbii
MHTEPEC, TaK KaK MO3BOASET MPeAnonoXKMUTb,
YTO Ha paHHEeM 3Tane NOCTHaTa/IbHOro Pa3BUTUA
TP63-no3utmBHble BKD coxpaHawT Heaudde-
PeHLMPOBaAHHYIO MOPPONOrMNI0, CXOOHYH C Ta-
KOBOM y cTonb4yaTbix HeandpdepeHUMPOBaAHHbIX
KNeToK. ECTb BEpPOATHOCTb, YTO B INUTENUM 3MU-
OMAMMUCA CYLLECTBYET pe3naeHTHaa nonynaums
KNeTOK, coxpaHAlwmx HegndpdpepeHUnpoBaH-
HbI GEeHOTUM, KOTOPasA MOXKET MMETb CXOACTBO C
nonynaumMen KNeTok, akcnpeccupyowmx TP63 Ha
PaHHMX CTaauAX NOCTHaTaibHOro passuTus [33].

Cx43, aKcnpeccupyembli BK3,
yyacTByeT B CO34aHUM Chleunansn3mMpoBaHHOro
MUKPOOKPY}KEeHUA  ANA  pas/inyHbIX  TUMNOB
CTBOJIOBbIX KNeToK [18]. bbi/Io yCTaHOBJIEHO, YTO
Cx43 perynnpyet o6HOBNEHWNE CTBOJIOBbIX KNETOK
B rOJIOBHOM MO3re, KOXe, KOCTHOM MO3re, Mo-
NIOYHOM Kenese u npoctate [18]. Xota ponb Cx43
B 06HOBNeHUM BKD He ycTaHOBNEHA, U3BECTHO,
4TO B TKAHAX, rae 6asasbHble KNEeTKU AeNCTBYIOT
KaK CTBONOBble KneTkn, Cx43 urpaet Kao4vesyto
pPO/ib B perynaunm obHOBAEHUA CTBOMOBbIX Kae-
TOK.

Camble paHHMe uccnepoBaHUA npouec-
coB agnddepeHUNPOBKN INUTENMA INUANANMMCA
B MOCTHATa/IbHOM OHTOreHe3e Yy KpbIC NOKa3a-
nn, 4T0 HeamddepeHUMpoBaHHble cToNb4YaTble
KNeTkn anutenma anddepeHumpyrotcs B rnas-
Hble KNeTku, npo3payHbie u BKI [43]. HamHoro
nos»e A. Murashima et al. [29] coobwwnnun, 4to
BKD He HyXHbl ans audpdepeHUNpPoBKN rNaB-
HbIX, MPO3PaYHbIX U Y3KMUX KNETOK B aNnaANANMMU-
ce Mblllen, U oTHocuTenbHo HegasHo W. Shum
et al. [41] TakXe npuwan K BbiBoAy, 4To BEKI He

avddepeHUMpoBaHHbie
bazanbHble KNeTKN

akTUBaumAa
Ba3anbHbIX KNETOK

ABNAKOTCA NpeawecTBEHHNKaMUM TNMaBHbLIX U NPO-
3PaYHbIX KNETOK.

3acnykuBaeT BHMMaAHWA MOBbILEHHbIN
ypoBeHb aKcnpeccmn BK3 aHTManonToTUYecKoro
6enka BCL-2, ob6HapyXeHHbIN B MCCNeL0BaHMMU
[34]. ABTOpbl COOOWMAN, YTO NPUBAUIUTENBHO
61% MMMYyHOOKpawmBaHua Ha BCL-2 B anuTte-
mn annamammmuca obHapykmnsaetcs B BKI Kak y
B3POCAbIX, TaK M Yy NpenybepTaTHbIX XMUBOTHbIX.
BCL-2 npeacraBasetr coboil OHKONPOTENH, KOTO-
pbli NpMAaeT KNeTKkam anonTOTUYECKYH YCTOM-
YMBOCTb, OH Obln OOHApY!KEH BO MHOIMX mony-
NAUMAX CTBOMIOBbIX K/NETOK. 3Ta 0COOEHHOCTb
anonTOTUYECKOM PEe3UCTEHTHOCTU MOXKET 06bAC-
I[-IMT]b, nodyemy bK3 moryTt BbixkmBatb nocne J1CI
24].

CyLLecTBEHHbIM LLAroM BNepes, cTana pas-
paboTtaHHaa M. Mandon et al. [28] cTpaTerus no-
JlydeHuns BbicOKooboralleHHoM nonyaaumm BK3
M3 aNnaAnAnMMmUca Kpblic, cogepallein bonee 90%
6a3a/bHbIX KAETOK. TPAHCKPUNTOMHbIM aHanms
BK3 in vitro noKasan, 4To OHWM TOTANIbHO 3KCNpec-
cupoBanu TP63, a TakkKe MHOXKeCTBEHHbIE KOH-
HeKcuHbl (Cx43, 32, 30.3 n 31.1), mapkepsbl BOC-
nasieHusA, reHol, y4acTeyloLWMe B AETOKCUKALMUN,
N MapKepbl B3POCAbIX CTBOMOBbIX KAeTok [28].
HekoTopble M3 reHoOB, 3kcnpeccupyembix BKD
oboraleHHON PpaKLUnmM, TaKKe IKCNPeccupyroT-
cs B 6a3anbHbIX KNETKax APYrux TKaHel BKAoYas
NpocCTaTy, MOJIOYHYIO Kene3y 1 Tpaxeto [33]. Oa-
HAaKO MPOGUAM IKCMPECCUU TEHOB 3TUX TKaHEeM
MoKa3asin, YToO MHOrMe TPAHCKPUNTbI 6a3anbHbIX
KNEeTOK ABNAITCA TKaHecneundUyHbIMK, npes-
nosiaraa HeKoTopble Pa3nuums mexay 6asanb-
HbIMW K/IETKAMW B COCTaBe Pa3HbIX NCEBLOMHO-
rocnolHbIX anutenmes (puc. 4). HTepecHo, yTo
aKkcnpeccua TP63 xapakTepHa Ans 6asasbHbIx
KNETOK BCEeX MCeBAOMHOIOC/OMHbIX INUTENINEB.
Kpome Toro, aHanus in silico npeanonaraet, 4to B
anuTennun anuangmmmnca TP63-3aBucUMbIE TeHbl
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PeryanpytoT NPoLEecchbl KNETOYHOM aaresunu, Kne-
TOYHbIN UMKA, aAnddepeHuMpoBKy, pasBuTne U
nponudepaumto [28, 33].

OCHOBHOM XapaKTEPUCTUKOM MYNbTUMO-
TEHTHbIX CTBO/IOBbIX KNETOK ABASIETCA UX CNOCob-
HOCTb pa3mMHOXaTbCA U andpdepeHUMpPoBaTbCA
B KJIETKM OpraHa, U3 KOTOPOro OHU MPonCXoaAT.
OT4acTM NOSTOMY CTBOJIOBbIE KAETKM CMOCOOHbDI
PA3MHOXaTbCA NPU KYyNbTUBMPOBAHMK B MaTpu-
rene, obpasys chepy knetok (2D KynbTypa). O6-
pa3oBaHue cdep U3 AUCNEPTrUPOBAHHBIX KNETOK
aNNMANAMMUCA YeloBeKA B YCNOBUAX 2D KynbTy-
pbl Habaoganm D. Kristensen et al. [26]. M. Man-
don et al. [28] coobwman o noaBAEHUN aLUHYCOB
B KynbTusmpyembiX BKI KpbIC, KNETKM KOTOpbIX
3KcnpeccupoBanan Mapkep 6asanbHbIX KNETOK
KRT5 nocne 4yero yTpaumMBanM CNOocobBHOCTb K
aKkcnpeccum KRTS m HauynmHanm akcnpeccmpoBaTb
KRT8, KOTOpbI XapaKTepeH A/1A INaBHbIX KNeToK
anuTenua snnangmmnca. Take BO MHOMMX aum-
HyCax MOABNAAMCDH KNETKM, SKCMNpeccupoBaBLUMe
Cx26, 4yTO XapakTepHo ana HeguddepeHumpo-
BAHHbIX CTONOYATbIX KNETOK 3NUTENNA INUANAMN-
muca [16, 43]. 9Tn HabaoAeHNA NPUBEN aBTO-
POB K NpeanosioXKeHUIo, YTO BHYTPU aLMHYCOB
BK3 anddepeHumpytoTca cHavyana B ctonbyaTble
K/IETKW, @ 3aTEM B [N1aBHbIE€ K/IETKU, HA OCHOBE
yero 6blna paspaboTaHa mogenb pereHepauum
(1 ,D,Md);bepeHLl,leOBKM anuTenna annananummca

puc. 5

YT06bl OKOHYATE/IbHO NPOSICHUTL BOMNPOC,
cnoco6bHbl N1 BKI BepHYTbCA K CTON6YATbIM KNeT-
Kam B OTBET Ha NOBpPEXAEHNE TKaHMU, a TaKKe anA
n3ydyeHUa GaKTOPOB, Peryampyrowmx sty gud-
depeHumaumio, 6bin paspabotaH 6onee CNOXK-
HbI/ NPOTOKOAN ANA TpexmepHoi (3D) KneToyHow
KYNbTYpbl C BO3MOKHOCTbIO MNOJYYEHMA OpPraHo-
naos [33]. Mo MHeHMIO aBTOPOB, HOBbI NOAXOA,
c obpasoBaHMeEM INUANLMMANBHbBIX OPraHOMA0B
AO/IKeH 6bln AWM NOATBEPAWUTb TMMOTE3y O Ha-
V4NN CTBONOBBIX KNETOK B 3aNUANAMMUCE, UIU
caenatb ee HecocToaTe/bHOW. PepMeHTaTUBHO
ONCMEPrMpPOBaHHble eAMHUYHbIE KAETKU annam-
OMMMCa MOJIOBO3PESbIX KPbIC KY/IbTUBUMPOBANU
B MaTtpurene ana cosgaHma 3D KynbTypbl 3TUX
Knetok. lMocne 2-ro AHA KYNbTUBUPOBAHMUA KAeT-
KM 00pa3oBbiBa/IMN  ManeHbkMe cohepuyeckme
CTPYKTYpbl, BRocaeacTeumn chepbl CTAaHOBUIUCH
bonee perynAapHbIMU, KOAMYECTBO W pPasmepbl
KNETOK, a TaKKe auameTp cdhep yBennymsanca
nocne 3-ro AHA KyAbTUBMPOBAHMA, CAOMHOCTb
3TUX CTPYKTYP CO BPEMEHEM TaK e yBeAM4MBa-
Nacb, YTO AEeNano Ux NOXOXKMMMK Ha OpraHoOMAbl,
KOoTopble Obl/IM MOJIy4eHbl U3 KNEeTOK APYrUX TKa-
Hel [4, 8, 10, 26]. Takum obpasom, pesynbTa-
Tbl, MO/ly4eHHble B uccnegosaHmm L. Pinel et al.
[33], noaTBEPAMAM TMMNOTE3Y O CYLLECTBOBAHUM
MYJIbTUNOTEHTHbBIX B3POC/bIX CTBO/IOBbIX KNETOK
B aNUAMANMANIBHOM 3NUTENNN. TaK Ke aBTopbI
CYMUTALOT, YTO Aa/ibHENLLEee PAa3BUTUE TEXHONOTUN
BblpalMBaHNA 3NUANANUMANBbHbBIX OPraHONAOB
B 3D KynbType €034acT MOLLHbIA  HOBbIM
WMHCTPYMEHT 418 N3y4YeHUA BOMNPOCOB KNETOUYHOM
nponndepaumn n anddPepeHUMpPoBKMU B 3TOM
opraHe.

BbiBoAbI

1. B noctHaTtanbHOM oHTOreHese BEK3 npepcTas-
NAT cob0M NONyNAUUIO BbICOKOCNELMann3mpo-
BaHHbIX KNETOK 3NMAMAUMMUCA, BbINOAHAOLMX
MHOXeCTBEeHHble QYHKLMN, U He ABNAIOTCA Npea-
LWEeCTBEHHUKaMMU [/1aBHbIX UAN MPO3PayHbIX Kne-
TOK aNUANANMANBHOIO 3NUTENNA.

2. CnocobHoCTb 3anuTenus 3NUANAMMUCA NOoA-
[EepXMBaTb LIe/IOCTHOCTb MOC/e MNOBpPEeXAeHUs
npeanosiaraeT Hajanyme pereHepaTtUBHOro Mme-
XaHM3Ma, KOTOPbI MOXKeT bbiTb 0becrneyeH npu-
CYTCTBMEM KNETOK-MPeaLlecTBEHHUKOB U / nau
CTBOJ/IOBbIX K/IETOK B 3MUTENINM.

3. BK3 npossnAaoT 06Lme CBOICTBA CO B3POC/bI-
MW CTBOJIOBbIMU K/IETKAaMW, YTO [0KA3aHO 3KC-
npeccveir BKS mapKepoB B3pOC/bIX CTBOMOBbIX
KNeToK, cnocobHocTblo BK3 obpa3oBbiBaTh che-
pu4eckme CTPYyKTypbl B 2D KNETOYHOM KyAbType,
a Takxe popmmnpoBaHMem OpraHoMA0B C UCNO/Ib-
30BaHMeM NpPOTOK0A0B 3D KNeTOYHbIX KyNbTyp.

4. Vcnonb3oBaHMe 3NMANMAMMANbHbBIX OpPraHo-
MAO0B MNPenoCcTaBAAET YHUKANbHbIA WUHCTPYMEHT
ONA  U3YyYEeHUA INUANANUMANBHBLIX CTBOMOBbLIX
K/IETOK U MEeXaHU3MOB UX perynaumm B HOpme U
NPU NAaTONOrMYECKNX COCTOAHMUAX.

5. JanbHeliwee n3yyeHne U NOHMMaHMeE npoLec-
COB pereHepauuu snUTeNUA anuguManmuca no-
MOMET NPeasoKUTb HOBblE KAMHUYECKME Noa-
XoA4bl NO MPEOoAO/IEHUIO MOBPEXKAEHUA TKaHeN
anuananmmnca npu MHPekumax, obcTpykunm nnm
XMMMWYECKUX NMOBPEXAEHUSAX.
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