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Annomayus. C IOMOULIBI0O METOAA I'MCTOXMMUYECKON BU3YaAU3aLU
alleTMAXOAMHACTePasbl (AX D) M3yyeHO MOCTHATAABHOE Pa3BUTHE KOMIIAEKCA
3aAHeAQTePAABHBIX siAep U mopyiuku (LP-pulvinar) xomxku. Y KMBOTHBIX
Bo3pacTa 4—21 AHS B AaT€PAABHOM sIAPe KOMIIA€KCA BbIABAECHO KAACTEpPHOE
pacnpeaeaenuie AX3 B Helponnae. CpepaHuit pasmep AXD KAaacTepoB
1 paccTosiHue MeXAy ux neHTpamu coctaBuau 200—-300 Mxm u 430—-600 MKkM
cooTBeTCTBeHHO. ONTUYECKNIT KOHTPACT KAACTEPOB OBICTPO HapacTaA
B ITePUOA MeXAY 4-M 1 14-M TOCTHATaAbHBIM AHEM, AOCTUTAsl MAaKCMMAAbHOTO
3HAYeHMSsI, TOCAE Yero ObICTPO CHYPKAACS, AOCTUTasI MUHMMAaAbHbIX 3HAUEHUI
Yy )KUBOTHBIX Bo3pacTta 21 AHell. ITockoabky AXD HampsMmyio cBsI3aHa
C HelpOHaAbHOU AuddepeHIpOBKOI U pasButueM, a AXD KaacTepbl
AOKaAM3YIOTCSI B TOM Xe 00AaCTU, YTO U HENPOHDI, OPTaHU3YIOLIEe
TaAAMOKOPKOBbIE CBSI3M, I0OAATa€M, YTO IOCAEAHME MOT'YT ObITh QYHKLIMOHAABHO
CBSI3aHBI C Pa3BUTHEM 3PUTEAbHBIX MOAYAEI.

Karoueswte crosa: xomnaexc LP-pulvinar, paHHMI TOCTHATAABHbIII OHTOTEHES,
aLleTMAXOAMHACTEPA3a, BpeMEHHOEe MeueHMe, KOIIKA.


http://www.intphysiology.ru
https://orcid.org/0000-0003-1276-1918
mailto:merkulyevan@infran.ru
https://orcid.org/0000-0003-2342-6357
https://orcid.org/0000-0003-2342-6357
mailto:mikhalkin@infran.ru
mailto:nnikitina@infran.ru
https://creativecommons.org/licenses/by-nc/4.0/deed.ru

H. C. Mepkyavesa, A. A. Muxarkun, H. V. Hukumuna

Postnatal development of the LP-Pulvinar complex

N. S. Merkulyeva™"?2, A. A. Mikhalkin', N. I. Nikitina'

! Pavlov Institute of Physiology, Russian Academy of Sciences, 6 Makarova Emb., Saint Petersburg 199034, Russia
2 Saint Petersburg State University, 7/9 Universitetskaya Emb., Saint Petersburg 199034, Russia

Authors

Natalia S. Merkulyeva,

ORCID: 0000-0003-1276-1918,
e-mail: merkulyevan@infran.ru
Aleksandr A. Mikhalkin,
ORCID: 0000-0003-2342-6357,
e-mail: mikhalkin@infran.ru
Nina I. Nikitina,

e-mail: nnikitina@infran.ru
For citation: Merkulyeva, N. S.,
Mikhalkin, A. A., Nikitina, N. L.
(2020) Postnatal development

Abstract. Using histochemical stain for acetylcholinesterase (AChE),
the lateral posterior pulvinar complex (LP-P) was analyzed in kittens aged
0-123 postnatal days and in adult cats. In the lateral nucleus of the complex
(LPI) of kittens aged 4—21 days, a transient clustered AChE staining of neuropil
was revealed. The average size of AChE clusters varied between 200 and 300 mkmy;
the inter-cluster distance varied between 430 and 600 mkm. Optical contrast
of clusters increased rapidly from the 4" to the 14" postnatal day and, thereafter,
rapidly decreased up to the 21%-28" postnatal day. Since AChE is directly
linked to neuronal differentiation and development and AChE clusters are
located in the same area with neurons responsible for thalamocortical
connections, the transient clusters of AChE expression could be related
to the development of visual structures.

of the LP-Pulvinar complex.
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Beepaenue

OcHOBHOIT 00beM aKCOHOB CETYATKU MIPUHU-
MalOT 3pUTEAbHbIE TAAAMUYECKUE SIAPA; OAHO U3
OCHOBHBIX (y XMIIIHBIX X IPUMATOB) — KOMITAEKC
3aAHeAaTepaAbHBIX SIAEP M MOAYIIKM (LP-P), moa-
pasaeasieMblit Ha AaTepaabHoe (LPl) u MepraAbHOE
(LPm) 3apHeAaTepaAbHbBIE SIAPA U TIOAYIIKY 3pU-
TeApHOTrO Oyrpa (pulvinar, Pulv) (Berson, Graybiel
1983; Raczkowski, Rosenquist 1983). Y xuiHbix
SAPO LPl yHUKaABHO Te€M, UTO SIBASIETCS €AMH-
CTBEHHBIM U3 aCCOLIMATUBHBIX SIAEP 3PUTEABHOTO
TaAaMyCa, OPraHU3YIOLUIM PeLUIIPOKHbIE CBS3U
co 3puTeAbHOU Kopoiu (Berson, Graybiel 1983;
Kato 1990; Casanova et al. 1997); atu npoexijun
noaaraiT MoayasiTopHbimu (Casanova et al. 2014).
Aapo LPl BoBAedyeHO B BpICIINME 3TAIbl 00Opa-
60TKM MHPOPMaLIUM O ABIDKYIIMXCS 00beKTax
(Dumbrava et al. 2001), a TakXe ImoAaraeTcs oT-
BETCTBEHHBIM 32 OCTAaTOYHOE 3peHMe MMOCAE T0-
BpeXAeHUs 3puTeAabHO Kopsl (Payne et al. 1991;
Kaas 2015). HecmoTpst Ha BaxkHYI0 poab LPl sippa,
0 ero MOCTHATAaABHOM Pa3BUTUU AO CUX IOP
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Keywords: LP-pulvinar complex, early postnatal ontogenesis, acetylcholinesterase,
transient staining, cat.

MaAO M3BECTHO, IO3TOMY €ro M3y4YeHME CTAAO
L[€ABI0 AQHHOI PabOTHI.

OAMH 13 HAAEKHBIX TUCTOAOTUYECKUX METOAOB
ApXUTEKTOHNYECKOTO AeaeHNs1 LP-P xoMrnAekca —
TUCTOXUMUYECKOE BbIsIBA€HME pepMeHTa alleTUA-
xoAuHacTepasbl (AXD), BOBAEYEHHOTO B OOpaTHBIII
3aXBaT ALlETUAXOAMHA U3 CUHAIITUYECKON IeAU
(Graybiel, Berson 1980; Kato 1986). 9toT ke MeTOA
MO03BOASIET ICCAEAOBATh OHTOTeHeTHYecKoe Gpop-
MMpOBaHMe MO3Ta, IOCKOABKY AXD BoBAeueHa
B ITpoLiecchl pocTa U A depeHIIPOBKY HEIPOHOB
1 obpasoBaHue Me>xxHerpoHHBbIX cBsisenn (Kristt
1989; Bigbee et al. 1999; Brimijoin 2005). Bo Bpems
9MOPUOHAABHOTO U PAHHETO TTOCTHATAABHOTO TIe-
proaa HabAIOAQIOT BpEMEHHO BBICOKUI CUHTE3
AXD B pa3HBIX CTPYKTypaX FOAOBHOI'O MO3ra
Kpbichl (Robertson et al. 1988; Geula et al. 1995;
Sendemir et al. 1996), xomku (Bear et al. 1985),
npumartos (Kostovic, Goldman-Rakic 1983; Kostovic,
Rakic 1984; Barone et al. 1994), 4T0 roAararmT cBsi-
32HHBIM C IEPMOAOM MHTEHCUBHOI'O POCTA aKCOHOB
U CUHaITOoreHesa. B paHHOIT paboTe MBI MCCAe-
AOBaAU paclipeAeAeHle U YPOBEHb aKTUBHOCTHU
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¢depmenTa AXD B LP sippax Mo3ra KOIIKY B BO3-
pacTe OT POKAEHUS AO NMOAOBO3peAoCTU. HacThb
AQHHBIX 110 2-HEAEAbHbBIM XMBOTHBIM YK€ OITyOAM-
koBaHa (Merkulyeva et al. 2015).

MarepuaAbl U METOADBI

Bce skcrieprMeHTaAbHbIE TIPOLIEAYPBI OBIAU
coraacoBaHbl ¢ Dtudeckort Komuccueit iucturyTta
dusuoaorum um. V1. T1. TTaBaoBa PAH 1 mpoBeaeHsbt
B COOTBETCTBUU C TpeOOBaHMSIMU AMPEKTUBBI
Ne 2010/63EU Espomnerickoro IlapaameHnra mo 3a-
yTe AAOOPATOPHBIX >KMBOTHBIX. VICIIOAB30BaHbI
HOPMaAbHO ITUTMEHTUPOBAHHbBIE KOIIKM B BO3PACTe
4,10, 14, 18, 21, 28, 34, 62, 123 AHs (110 2—3 XUBOT-
HBIX B KQXKAOV TPYIIITE) U ABA B3POCABIX )KUBOTHBIX.

ITpoueaypa mpoOOMOArOTOBKY TOAPOOHO OTIK-
caHa B (Merkulyeva et al. 2011). J)KuBotHsim
Bo3pacToM 123 aHs (rpynma «TpericupoBaHue»)
B 3pUTEABHYIO 00AACTh 3aAHEMEAVAABHON AaTe-
pPaAbHON cympacuAbBueBoit 6opo3sabl (PMLS)
BBOAMAM PETPOTPAAHBIN AKCOHAABHBIN MapKep
nepokcupasy xpena (I1X, Sigma VI, CIIA). Ome-
pauuio o BBepeHuo I1X ocymecTBAsiAY TTOA
o61uM Hapko3oMm (cmech «3oAaeTuaa» (Virbac
Colombia Ltd.) u «PomeTapa» (Bioveta Inc.)
13 pacyera 15 1 2 MI/KI COOTBETCTBEHHO) C T10-
MOIL[bI0 MUKpOIINPHULA [aMUABTOHA, COEAVMHEH-
HOT'O CO CTEKASTHHBIM MUKPO3AEKTPOAOM. MUKPO-
9AEKTPOA IOTrPy>KaAu B Kopy Ha ypoBHe P2.0-A1.5
(mo Horsley-Clarke) a ray6uny 1000—1500 MKM;
06beM BBepeHHOrO 25 % BopHOro pacrsopa I1X
coctaBuA 0,12-0,14 MKA. Hepe3 ABOe CYTOK IOA
rAyOOKMM OOLIM HapKo30M (CMech «30AeTrAa»
(Virbac Colombia Ltd.) u «<PomeTapa» (Bioveta
Inc.) n3 pacyera 150 1 20 Mr/Kr COOTBETCTBEHHO)
JKMBOTHBIX TPAHCKapAVAABHO NepdysnpoBasu
nocaepoBareAbHO 0,9 % NaCl u 4 % mapadpopmaab-
A€TMAOM. 3aTeM FOAOBHOM MOS3T U3BAEKAAH,
ITOCAEAOBaTEeABHO BbipepkuBaau B 20% 1 30 %
pacTBopax caxaposbl, ¥ Ha 3aMOpak1BaLieM
mukportome (Reichert, lepmanusi) usroraBaAnBaAu
dbpoHTaAbHbBIE CPE3bI KOPBI ¥ 3DUTEABHOIO TaAa-
Myca ToAlmHoi 50 MxM. BeiaBaenne ITX nposo-
AVIAM IO MeTOAY M.-M. Mesulam (1976). [Tepdy-
3UI0 KMBOTHBIX U M3TOTOBAEHME CPE30B MO3Ta
AASI ADYTMX BO3PACTHBIX IPYIII IIPOM3BOAVAY
AQHAAOTVMYHO ONVCAHHOMY BBILIIE.

BbIsiBA€HME aKTMBHOCTY alleTUAXOAVHACTEPA-
3bl Ha Cpe3axX MPOBOAMAM C TIOMOIL[bI0 MOAULIN-
POBaHHOTO TMCTOXMMMUYECKOro MeTopa KapHoB-
ckoro-Pyta (Schatz et al. 1992), peayabraTrom
BBIMIOAHEHMSI KOTOPOTO SIBASIACSI IIPELUIIUTAT
U3YMPYAHO-3€A€HOTO LIBETa HA MECTE AOKAAM3ALINN
dbepmenra. [Tporeaypa moapo6Ho ommcaHa B (Merku-
lyeva et al. 2015). Cpe3sl MOHTMPOBaAU Ha TIPEA-
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METHBIE CTEKAQ, BBICYIIVBAAM, TIPOBOAVAM ITO CIIMP-
TaM BOCXOASIIIIEN KOHIEHTPALUN, IPOCBETASIAN
B KCUAOAE U 3aKAKO4aAu B Bio Mount (Mraaus).
I'icToAornyeckue mpenapaTsbl oLUPPOBbIBAAU
¢ ucnoap3zoBaHueM Mukpockomna Olympus CX33
(Anonus) c oovekTBoM 10x u kamepoit Nikon
(Anonus) B paspeuenun 4000x6000 mukceAeir. Aast
KOAMYECTBEHHO OLIEHKM CTEIIeH! BBIPAKEHHOCTY
AX3 KAaCTepOB BBICUUTBIBAAY UX ONTUYECKUN
koHTpacT (OK) — oTHoOlLIeHMe ONITUYECKOM MAOT-
HocTu MeXAY TeMubiMu (OITT) u cBetabiMu (OITcB)
AOKYyCaMH sIAPa, o popmyae MarikeabcoHa: OK =
(OITr — OTIlcB) / (OTTt + OTIlcB). AAst cpaBHEHUS
BO3PACTHBIX IPYIII MCIIOAb30BaAM TeCcT MaHHa —
Yuthau (n — 4YUCAO CPe30B).

PesyAbTaThl U 00CYXKAEHME

ITaTTepH pacnipepeaenuss AX3D B LP-P KoMIAek-
Ce y B3POCABIX KMIBOTHBIX COOTBETCTBYET MMe-
IO[VIMCSI AUTEPATYPHBIM AaHHBIM (Berson, Graybiel
1983): HanboABIINIT yPOBEHD AKTUBHOCTHU (hepMeH-
Ta ormeuaercsd B Pulv u LPm, HauMeHbIIUI —
B LPl. Y xuBOTHBIX B Bo3pacTte 0—4 AHell aKTuB-
HocTb AX3 B siApe LPm Bbiie, ueM B siape LPI.
ITpu aTom B siape LPl y 4-AHEBHBIX XMBOTHBIX
OTMeuYeHbl OAMHOYHbIE OBaAbHble 00pa30BaHUSs
c 6oaee BbICOKMM ypoBHeM akTuBHOCTH AXD (AXD
KAQCTepBI); B CUAY BapuabeAbHOCTU UX GpOpMbI
1 pa3Mepa OIPEAEASIAY TOABKO ONTUYECKUI KOH-
Tpact AXD KAaCTepoB, HO He UX Pa3MepHOCTb.

Y Bcex >XMBOTHBIX B Bo3pacTe 10-21 pnent
B MpeAeAax CBETAOOKpaIIeHHOTO sapa LP/ Ha-
6Ar0p2eTCs OT 3 A0 5 oBaabHBIX AXD KAQCTEpPOB
(cxema, puc. 1A), HanboAee OTUETAUBO BUAUMBIX
Ha KayA2ABHOM IIOAIOCE sIApa (CTepeoTaKCUyecKuit
ypoBeHb A, —A, ), KaK 1 OBIAO NTOKa3aHO paHee
(Merkulyeva et al. 2015). Pazmep AXD kaacTepos
Yl PacCTOSIHME MEXAY HUMMU CUABHO BapbUPYIOT
B IIPEAEAAX €AVHON BO3PACTHOI rpymibl (pas-
6poc cpepAHMX 1o BceM rpymmnam: 193-273 Mkm
u 429-577 MKM COOTBETCTBEHHO), OAHAKO OHU
MMEIOT CAAOBIT TPEHA K YMEHBILIEHUIO C BO3PACTOM
(puc. 1B, C). B 370 Xe BpeMsi IPOUCXOAUT 3HAYU-
TEABHOE HapacTaHMe MMAOIIAAK 11 00'beMa 3PUTEAD-
HOTO TaAaMyca B paitoHe komnaekca LP-P (3393
MKM vs 4207 mkMm, n=8; p=0,0001) (puc. 1D),
COOTBETCTBYIOIIlee paHee BhIIBAEHHO AVHAMUKe
nmocTHaTaAbHOro pocra taaamyca (Villablanca
et al. 2000); Takum 06pa3oM, OTHOCUTEAbHBI
pasmep AXD kaacTepos B repunoa ¢ 10 mo 21 noct-
HaTaAbHBI A€Hb 3HAYUTEABHO yMEHbIIAETCs.

Kax 0b1A0 CKa3aHO BBILIIE, AASI KOAMYECTBEHHO
OLIEHKU CTeIleHU Brlpa’keHHOCTU AXD KAaacTepoB
BBICUMTBIBaAU uX ontuveckuit Kourpact (OK).
B xopoTtkuit nmepuoa BpeMeHu, C 4 1o 14 peHb,
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Puc. 1. PacipepeaeHue ¢pepMeHTa aLleTUAXOAMHACTEPa3bl (AX D) B KOMIIAEKCE 3aAHEAATEPAABHBIX SIAEP
u opywku (LP-P) y xouek Bo3pacta 4—21 pAHeit. A — cxema Aokaansanuu AXD matyent B siape LP/

y )KUBOTHOTO B Bo3pacrte 14 pAHeir; B, C, D — xapakrepuctuxu AX3 maTueir: AuHelHsbii pasmep (B), paccrosinne
mexay nardamu (C), ontuyeckuit Koutpact (D); E — AuHelHbIT pasMep AOP3aABHOTO TaAaMyca B 06AacTu
LP-P xomnaekca; F — pacnpepaeaenne HRP-MeueHbIX HEIpOHOB MocAe BBEAEHMSI MapKepa B 3pUTEAbHYIO
00AaCTb 3aAHEMEANAABHOI AATEPAABHOI CYIIPAacKAbBUEBOIT 00po3abl (PMLS) sxuBoTHOMY BO3pacToMm 123 AHs

Fig. 1. Distribution of acetylcholinesterase (AChE) in the lateral posterior pulvinar complex (LP-P) of cats aged
4-21 days. A — localization of the AChE clusters in the LPI of 14-day-old animals; B, C, D — parameters
of AChE clusters: linear size (B), distance between clusters (C), optical contrast (D); E — linear size of the dorsal
thalamus within the LP-P complex; F — distribution of HRP neurons retrogradely labeled from
the posteromedial lateral suprasylvian area (PMLS) in the animal aged 123 days

npoucxoaut 6picTpoe Hapactanue OK (0,012 vs
0,129; n=10; p=0,0002), 32 KOTOpPBIM CAEAYET TaKoe
e O6picTpoe ero mapeHue K 21 Ao (0,129 vs 0,056;
n=12; p=0,0001) (puc. 1E).

Y >)KMBOTHBIX B Bo3pacTe 3—7 HepeAb AX D Kaa-
CTepbl MOTI'YT OBITh BU3yaAU3UPOBAHBI TOABKO
nocae A06aBOYHOT0 KOHTPACTUPOBAHUS OLUPPO-
BaHHBIX M300pa)XeHMIt; Y KOTSAT CTaplie 7 HEAEADb
KapTuHa pacrpepereHrss AXD CXOpHA C TAKOBOI
y B3pocabIx Kouek (Graybiel, Berson 1980): ypoBeHb

Humeepamusuas pusuoroeus, 2020, m. 1, Ne 3

AXD B siApe 04eHb HU3KUIA, I KAACTEPHBIX 00pa-
30BaHUI B €r0 IIpeAeAax He BbISIBASIETCSI.
KaactepHyo opranusauuio siapa LP/ paHee
AEMOHCTPVIPOBAAM ITPY M3YIEHUH €TO KOPTUKOIIe-
TAABHBIX IIPOEKLVI, TOCKOABKY HelIpOHBbI, MHULIV-
UpYIOLIVIe STU TPOEKLUY, 00pa30BbIBAAY PETYASIP-
Hble rpynmsl (Berson, Graybiel 1983; Raczkowski,
Rosenquist 1983; Pospichal et al. 1996). Y skuBoTHBIX
rpynnsl « IpericupoBaHue», MICIOAb30BAaHHBIX
B Hailen pabote, HerpoHblI siapa LPl, peTporpasHo
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meueHble HRP, Taxke OBIAU CIPYNIMPOBAHbI
B OKpyrAble Kaactepsl (puc. 1F) pasmepom 313,7 +
11,2 MM x 244,2 + 8,1 MKM, YTO COIIOCTaBUMO
¢ paamepoM AXD KAaCTepOB, BbISIBA€HHBIX Y >KI-
BOTHBIX MAQAILIVX BO3PaCTOB.

ITpupoaa kaacTepHoU opraHusauuu sapa LP[
He SICHa AO CUX IIOP; OHa MOXXeT OBbITh CBs3aHa
C mpoueccaMiu pasBUTHSI CAMUX HEMPOHOB, IO-
CKOADBKY HakomnAeHre AXD HalpsIMYI0 BAUSET
Ha A depeHLMPOBKY HEMPOHOB, POCT AKCOHOB
" AGHAPUTOB, cuHantoreHes (Robertson et al. 1988;
Kristt 1989; Bigbee et al. 1999; Brimijoin 2005),
VIAM OTpakaTb BeTBAeHMe OoraThix AX D BOAOKOH,
MPUXOASIIVX U3 COOTBETCTBYIOLIVX CTPYKTYP.
ITo xpaiiHelt Mepe, HEOAHOPOAHAsI CTPYKTYpa LP/
siApa OblAa HEOAHOKPATHO BBbIsIBA€HA B 9AEKTPO-
¢dusmoaornveckux paborax (Casanova et al. 1989;
Chalupa, Abramson, 1989; Dumbrava et al. 2001).
YTo KacaeTcss BeTBAEHMSI BXOASAIMX BOAOKOH,
KOTAQ MBI BIiepBble BbIsIBUAK A XD KAaCTepsl sippa
LPI, To IpeATIOAOXKUAM, YTO OHU UMEIOT CBSI3b
C KOAAMKYASIPHBIMY BXOAQMU, TIOCKOABKY CXOAHBIE
AXD KAacTepbl pacrmoAaraAucCh mapaAA€AbHBIM
psiaom B coceaHeM siape LPm (Merkulyeva et al.
2015), HOAYYAIOIIMM MOIHbIE KOAAUKYASIPHbIE
npoexuuu (Berson, Graybiel et al. 1991; McHaffie
et al. 1991). PaHee KOAAMKYASIpHBIE TTPOEKLIUY
K SIAPY LPm BBISIBASIAUL AVILIb B OTPaHUYEHHO
obaacTu siapa, Ha rpaHutie ¢ Pulv (Abramson,

Chalupa 1988); MO>XKHO IIPEATIOAOXKUTD, UYTO Y MO-
AOABIX >)KMBOTHBIX 3TU NMPOEKLMU MOTYT OBITH
60Aee MMPOKO PACIIPOCTPAHEHBI B TIPEAEAAX SIADPA.
B Aro6oMm cayuae, BeisiBAeHHbIe AXD KAacTepbl
MOTYT SIBASITBCSI DAEMEHTOM 00I1[eil MOAYABHO
OpraHu3alyy 3pUTEABHO CUCTEMBI.

Hapactanue ontuyeckoro koHrpacrta AX29
raTyein MPOUCXOAUT B CXXAaTble CPOKU: OT MUHMU-
MAaAbHOIO — B BO3pacTe 4-X AHEU, AO MaKCHU-
MaAbHOTO — B Bo3pacTe 14 aAHeil, 1 0OpaTHO —
K Bo3dpacty 21-28 aHerl. Ilpexxae TpaH3UTOpHOE
ycuaeHne akTuBHOCTU AXD BO BpeMs paHHEro
MTOCTHATAABHOTO Pa3BUTHsI OBIAO BBISIBAEHO B IIEPEA -
Hux xoamax kouku (Illing, Graybiel 1994), Taaa-
MU4ecKMx siapax Kpbicbl (Robertson et al. 1989),
MEePBUYHON 3PUTEABHON KOpe KOUIKM U MaKaKu
(Bear et al. 1985; Dyck, Cynader 1993; Barone et al.
1994). AvuHaMuKa MeuyeHUsI TeA HEMPOHOB HIX-
HUX CAOEB MEPBUYHONM 3PUTEABHON KOPbI KOIIKU
B pabore (Bear et al. 1985) TouHO Takas e, KaK
nmoAyuyeHHasi Hamu AAst AXD kaacTepoB siapa LPL.
B KOpe KpbICHI TAaK)Ke BBIABAEHBI TOIYASLIVIY Hel-
pOHOB, cuHTe3upyomux AXD BO BpeMsl Y3KOro
aTamna paHHEro IMOCTHAaTaAbBHOTO OHTOreHe3a
(Geula et al. 1995). TlpuHumasi BO BHUMaHUE
TO, 4TO SAPO LPl TeCHO CBsI3aHO C MEPBUYHOIT
3pPUTEABHOM KOPOI, MOXXHO NPEAIOAOXUTD, YTO
dbopmupoBaHuEe KAACTEPOB ABYX 3TUX CTPYKTYP
B3aMMOCBSI3aHO.
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