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PE3IOME

Manxusm mo3vk e pezuoH Om UeHMpanHama
HepeHa cucmema, KOUmo uzpae 6axHa posns 6 Koop-
OUHAUUAMA HA 6071e6UMe OBUNEHUS, KAKINO U 6 KO2-
HUmMueHume PyHKUUU U OUCKPUMUHAMUBHAMA Ce-
mueHocm. Pazsumuemo my npomuua 6 06a emana:
npenamarnen u nocmuamane. Mankomosvunusm
3auamoek npousnusa om pombuunama ycmua. Kne-
MBUHUME NONYNIAUULU Ca 06€ OCHOBHU 2PYNU - 27Ty Ma-
mamepeuunu u GABA-epeuunu Hesporu. Tesu knem-
KU ce eeHepupam 6 pasnu1Hu npocmpancmeeHo-6pe-
mesu unmepeanu. B nocmuamannus nepuod Hati-co-
UiecmeeHo paseumue npemopnasam Kiemkume Ha
Ilypkunue u mexnume CUHANMUYHU KOHMAKMU.
Jpyz k10106 MomeHm e popmupanemo Ha 3aKomes-
WU yeHmpose u Ponuauuama Ha MAanKkus Mo3vK.

KmrogoBu pymn: enymamamepeuuru Heéporu, GABA-
epeudHU He8poHU, KnemKu Ha [Iypkunue, ponuayus,
ManeK MO3bK

B'bBEIJEHUE

ManKuAT MO3bK UTpae Ba>kKHa POJIA B KOTHUTHB-
HIUTe (QYHKIUY, AVCKPUMMHATVMBHATA CETUBHOCT,
KaKTO I B KOOP[IMHALMATA Ha BOJIEBUTE JIBVDKCHIA
(Ito 2008). PasBuTneTo My e OT/IMYeH MOJIET 32 M3Y-
JaBaHe Ha HeBpOTeHes3aTa 1 (OpMMpPAHETO Ha HEB-
POHAJTHNUTE BEPUTY IOPAfiMl CPABHUTETHO IIPOCTa-
Ta My 1 CTepeoTuIHa nuroapxurekronuka (Sillitoe
and Joyner 2007). Upes nmpumaraHeTo Ha TPaHCKPU-
IIVOHHMS METOJ HeOT[aBHA Oe Cb3fafieH IIb/eH
npoduI Ha KIETBYHMSA CHCTaB HA OTHETHUTE JIO-
Oynu mpu muka (Kozareva, Martin et al. 2021). Ha
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The cerebellum is a part of the central nervous sys-
tem, which plays an important role in cognitive func-
tions, discriminative sensibility, and the coordination
of voluntary movements. Its development takes place
in two stages: prenatal and postnatal. The cerebellar
germ originates from the rhombic lip. There are two
major groups of cells: glutamatergic and GABAergic
neurons, which are generated at different spatial-tem-
poral intervals. In the postnatal period, Purkinje cells
and their synaptic contacts undergo the most signifi-
cant development. Another key point is the formation
of anchoring centers and the foliation of the brain.
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6as3ara Ha aHa/IM3 Ha OTPOMeEH OPOTl HEBPOHM C'hIlla-
Ta U3C/IefloBaTe/ICKa Ipyma e 060cobma 46 Kirbcre-
pa, BCEKM OT KOUTO € TPUIMCIEH KbM euH OT 18-
Te M3BECTHU KJIETBYHNU TUIIA, XAPAKTEPUBUPAILH Ce
cbe crieruduaHN MapKepy, MOpGOTOTNIHM, XUCTO-
JOTMYHM U QYHKI[MOHATHY XapaKTePUCTUKIL.
He3saBucumo 4e moBeyeTo JaHHN 32 CTPYKTypaTa
U Pa3BUTUETO HA MAJIKMSI MO3BK Ca OT U3CTIE[BAHNS
npu 603atHUIIN, JOKa3aHO € 3HAYUTETHO CXOCTBO
u ¢ To3u Ha KoctHuTe pubu (Hibi and Shimizu 2012).
CmsTa ce, 4e njepebenyMbT IPON3/IN3a OT ajlapHaTa
I/IACTMHKA Ha I'BPBU POMOOMED, KOITO € Hali-TIpef-
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HUAT CerMeHT Ha MeTeHIedanoHa (Zervas, Millet
et al. 2004). IlepebenapunuTe KIeTBHYHM NOIYIIA-
MM TTOKa3BaT 3HAYMTETHA XeTEePOreHHOCT. [myTa-
MaTepruuHute ¥ GABA-epruyHmuTe HEBpOHU IIPO-
U3XOXJIaT ChOTBETHO OT poMbmuHara ycTHa (RL) n
MaJIKOMO3bYHaTa BeHTpUKynapHa 30Ha (VZ), kou-
TO ca JiBe IPOCTPAHCTBEHO pasTpaHMYeHV 3apo-
OUIIHY HUIIM Ha Mankusa Mo3bK (Pascual, Abasolo
et al. 2007). BenTpukynapHaTa 30Ha jlaBa Ha4aJI0TO
Ha pas/IMyYHM HEBPOI/IMATHM KIETKY, BKIIOUUTEN-
HO BeprmanoBa 1y, ONUIOAEHAPOLUTI U ACTPO-
untn. Pasnuunnute Bugose GABA-epruynu u riy-
TaMaTepriuyHyl HEBPOHM Ce TeHepUpaT B OIpefieie-
HU IPOCTPAHCTBEHO-BpeMeBy nHTepBau (Sudarov,
Turnbull et al. 2011). YcranoBenu ca okomno 50 oTjesn-
HU KbCTepa oT KaeTku Ha [Typkuuue (PCs) B Kbc-
HUTe eTany Ha 6peMeHHOCTTa. Briocnencrsue Te ce
TpaHchOpMUpAT B HA/UI'BXHM UBULM 110 MEIMOA-
tepanHata oc (Dastjerdi, Consalez et al. 2012).

Hespozenesa u muzpauus Ha 3vpHecmu
HeepoHU

3ppHectute (GCs) HeBpOHU ca IIyTaMaTepruy-
HY U IIPOM3XOX/AT OT poMbuyHara yctHa. 1o Bpe-
Me Ha PaHHMsI [OCTHATaJIeH IepYOJ, MHOXXeCTBOTO
MITO3M BOJST IO Pa3pacTBaHETO HAa BBHIIHISA 3bP-
HEeCT CJIoil. B pesynrar Ha ToBa TOJl ce IpeBpblIa
OT MOHOC/ION B LIECT-OCEM KJIEThYeH CIoi. Mex-
ny embpuonanet neH (E) 12.5 n 16 mpekypcopure
Ha GCs (GCP) ce pasmpocTpaHsBar 1o fop3aaHa-
Ta MOBBPXHOCT Ha IiepebenapHus IPUMOPANYM, 3a
fa obpasysar BBHIIHNA 3bpHeCT coit (EGL) (Miale
and Sidman 1961). [Ipe3 T0o3u mepuon Te eKCrpecu-
paT pasauyHy TpaHCKpuUnimoHHM dakTopu. TpaH-
ckpunuyonHuAT ¢akrop Sonic hedgehog (Shh),
CUHTe3MpaH OT KjeTkute Ha [IypkuHme, cTuMynn-
pa nponudepanusara Ha GCP (Wechsler-Reya and
Scott 1999). MoneKkynspHO-TeHETUYHNUTE U3CTIefBa-
HMsA M0Ka3Bar, 4e Atohl (Ben-Arie, Bellen et al. 1997)
1 MYCN (Knoepfler, Cheng et al. 2002) ca Heo6xo-
numu 3a crienndukanusata Ha GCs 1 pasumpsiBate-
to Harpymara ot GCP B paHHUS IIOCTHATAIEH TIePU-
opi. l'enernyny ananusu pokassart, 4ye Shh curnanmu-
3aysATa KOHTponupa Gponmannsara B MaIKOMO3by-
Hara kopa (Corrales, Blaess et al. 2006). IIpegmonara
ce, 4e fedextn B Shh-curnanmsanysira umar 3Have-
Hue 3a obpasyBaHeTo Ha Mepynobmactom (Hatten
and Roussel 2011). Notch2 e daxrop, KoiTo cTUMY-
nupa npomudepanuara Ha GCP u maxubupa gude-
pennnarusta Ha GCs (Solecki, Liu et al. 2001). Tosu
TPaHCKPUIILOHEH (DAKTOp peryampa 1 eKCIpecusi-
Ta Ha Atohl (Machold, Kittell et al. 2007).

ExcrieprMeHTI ¢ TpaHCTEHHM MMUIIKY, IIPU KOU-
TO JIAICBA TPAaHCKpUIUMOHHUAT ¢akrtop Neuro
D, nokassar pepyuupane Ha GCs B MajiKusA MO3BK

u xunokammyca (Miyata, Maeda et al. 1999). Cms-
Ta Ce, 4e HAKONIKO (aKTopa MOATUCKAT Iponnde-
paumsara Ha GCP, Bxmountenno BMP4, WNT3 n
yOMKBUTMH JMrasata Ha CTMMYyIupamus aHada-
3aTa Kominekc/muknosoma (APC/CCdhl). WNTS3
noTucka pacrexxa Ha GCP, kaTo akTuBMpa NpoTenH
kunasute (MAPKs), RAS-3aBucuMnuTe u3BbHKIIE-
TBYHY CUTHAHO-perympany KuHasu 1/2 (ERK1/2)
n ERK5. WNT3 unxubupa nponudepaunsara Ha
GCP, cynpecupaliku TapreTHUTe 'eHI Ha MUTOTre-
Ha Shh u bHLH rpanckpunuvonuns gpaxrop Atohl
(Anne, Govek et al. 2013). [Ipyr Ba>keH perynorap
Ha npormdepannmara Ha GCP e CK19, unaro nmun-
ca WIN CyIpecus OrpaHM4YaBa pasliMpsIBaHETO Ha
GCP. VYcnosuoto ustpuane Ha APC/CCdhl ak-
tuBaropa, Cdhl, B uepebemapunre GCPs Bogu 110
mo-Bucokn HuBa Ha CK1§, koeto mpeprmonara Ba-
xkHa pornst 3a APC/CCdhl xoMmiekca B Kpast Ha Kile-
rhuHug UUKBI (Penas, Govek et al. 2015). IToctmu-
toTyHuTe GCP 3amouBar fa MUIpUpaT TaHTeHIIU-
aJIHO, C7Ief] KOeTO MUTpAIyATa CTaBa pajMaTHa 1o
xona Ha BeprmanoBara . B To3u mpoiiec BaskHa
pons urpae Semaphorin (Kerjan, Dolan et al. 2005) n
HeroBoTo cBbp3BaHe ¢ Plexin A2 (Renaud, Kerjan et
al. 2008). Murpupamunre GCPs o6pasyBaT ajxe3us-
HU KOHTAKTY C TIaTHU KJIETKY C TOMOIITa Ha HEB-
poH-rmanuus afxesuseH npotenH ASTNI1 (Adams,
Tomoda et al. 2002). [Toctmurpaunonnn GCs ce yc-
TaHOBSABAT BBB popMupanus ce 3bpHect cnoit (GL),
KBJETO Pa3UINPSIBAT JEHAPUTHOTO CU IBPBO U 00-
pasyBar cHHAICH ¢ ahepPeHTHU aKCOHU OT MbXeCTH
BnakHa (Leto, Arancillo et al. 2016).

Yuunonapuu uemxoeuoHu He6poHu

Vaunonspuute detkoBupuu HeBpoHn (UBCs)
ca BB30yHU MHTEPHEBPOHM B Ma/JIKOMO3bYHATA
kopa (Kalinichenko and Okhotin 2005, Bell, Han et
al. 2008). Haii-pasnpocTpaHeHy ca BbB (IOKYIIO-
HopynapHus fst u nucleus cochlearis dorsalis - 06-
JIaCTY, KOUTO 00paboTBaT CEeH30PHO-MOTOPHU CUT-
HaJIY, peryIMpaly Mo3MUIUATa Ha I7IaBaTa, TAIOTO
u ounre. PasBuruero, nponudepanusaTa u MUrpa-
[MSTa Ha Te3M KIETKN Ca CXOTHU TpU BCUYKU 60-
3aitHuIM. MurpanmsaTa UM 3aBUCKH OT TPAHCKPHU-
nnyonHus ¢akrop Tbr2, mpu nuncara Ha KoOiTO B
nepebenyMa Ha MUIIKY MyTaHTY HAaII'b/IHO JIMIICBAT
UBCs (McDonough, Elsen et al. 2020). Murpanuos-
HuAT 0T Ha Tbr2+ UBCs npexypcopu npu rpusa-
YITe € UAEHTUYEH C TO3U IIPU YOBeKa U Ha CaTUTAal-
HU cpe3n Hanofo6sBa ¢ponrtan (Englund, Kowalczyk
et al. 2006). Ot Tamoro Ha UBCs usnusa equu us-
pacTbK (IeHapnT), 3aBBPIIBAL C MHOXKECTBO [IeH-
[IPVIO/IY, KOUTO CENeKTMBHO 0Opa3yBaT CHHANTHY-
HM KOHTaKTU ¢ MbXxecty BimakHa (Nunzi, Birnstiel
et al. 2001, Mugnaini, Sekerkova et al. 2011, Balmer
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and Trussell 2019). B 3aBucuMOCT OT KOMII/IEMEH-
Ta HAa TJIyTaMaTHUTE PELeENTOPY BBPXY ACHIPUTHU-
Te, CMHAIICUTe MOTaT fla TeHepupar 6aBHU Bb30OY/-
uu (ON) win nuaxuburopun (OFF) nocrcnuanTuy-
uu orroBopu (Balmer and Trussell 2019, Balmer and
Borges-Merjane 2021).

ITosHaru ca gBa MOpGONIOrMYHO U PYHKIIVOHAI-
Ho paznunuau nopruna UBCs (tum I u tun II) (Kim,
Sekerkova et al. 2012). Knetkure tTun I excipecupar
Calretinin, a Tun II ca mosutuBHU 32 MeTabOTPOII-
Husa rryramareH petentop mGluRla (Mugnaini,
Sekerkova et al. 2011, Guo and Huson 2021). Hesa-
BucuMo ve apara nogruna UBCs ce mosBsaBar npes
pasnuunn Bpemenu uHTepBamu (Sekerkova, Ilijic et
al. 2004), HabmIomaBa ce YacCTMYHO INPUIIOKPUBA-
He IIpM TSAXHATa eKcIpecus B obmactra Ha 106yn X
(nodulus) (Nunzi, Shigemoto et al. 2002). ITpu 4o-
BeKk UBCs tun I He ce HabmonaBar npenu 28 recra-
[[MIOHHA CEeIMULIA, P PAXKIAHETO OPOSIT M € CpaB-
HUTETHO MaT'bK, HO IIOCTENIEHHO Ce yBeuJaBa Ipe3
II'bpBaTa rOfIMHA OT KMBOTA, BBIIPEKN 4e BCe OlIe €
MIO-HUCBK OT TO3M NpU BB3pacTHU. ToBa mopjckas-
Ba, Ye I[MTOAPXUTEKTOHMKATA Ha Iiepebesryma He e
¢dopmmpaHa mpeay Kpas Ha IbpBara rogusa (Vig,
Takacs et al. 2005). TIpu mumika keTku TUI I Bb3-
HukBatr KbM E14-17, a Tun Il npe3 no-gbasr Bpeme-
BU fuamnasoH — E16-P1. IIbpBoHavanHo ce e npep-
Ioj1araso, 4e ¥ JBaTa KJIeTHbYHY THUIIA IPOU3IN3AT
OT BBHIIHMA 3bpHecT croit (Abbott and Jacobowitz
1995), HO TIO-KbCHM IIpOy4YBaHMUA IIOKa3BaT IPOU3-
xoft oT BeHTpuKynapHata 3oHa (llijic, Guidotti et al.
2005). Mapkupane ¢ Tbr2 HemBycMMCIIEHO JIeMOH-
CTpMpa, 4e YETKOBU/HUTE HEBPOHM MPOM3XOXKJAT
ot ATHOIl-ekcnipecupaiu mporeHUuTOpu B pomob-
nyHarta yctHa (Wang, Rose et al. 2005).

UBCs Murpupar fopsanHo mpe3 65/10To Belile-
CTBO M JOCTUTIAT [0 3bpHecTUA cnoit KkpMm P10, Ha-
KOJIKO JTHU IIpelyl HeBpOreHe3aTa TaM Jja 3aBbpIln
(Englund, Kowalczyk et al. 2006). OxoHuyarenHara
uM andepeHumanya craa mexay P2 u P28. Cno-
peq CTereHTa Ha pa3BUTE Ha IEHAPUTHOTO 'BPBO B
CB3PsIBAHETO Ha KyIeTKuTe oT Tutl [ Morar ma ce 060-
COOSIT YeTUPHU CTAANS: IPOTOEHIPUTEH, CTATTUI Ha
¢dunononny, MexxauHeH u aexppurter (Morin, Difio
et al. 2001). B mocneguus eran (P21-P28) UBCs ca
Mopdonornyno 3pennu. Ilpepmonara ce, 4e coma-
TOfleHAPUTHATA AydepeHnranus e pasindHa Ipu
ABaTa IojiB1ja. B Knerpuny Kynrypu ot P8 Mmumku
camo tun II pa3BuBat 4eTKOBU/IHM U3PACTBIIN, JOKA-
TO TV | IpUTEXaBaT BITY Pa3KIOHEHN JEHPUTH.
KbMm P7 moBeveto HeBpoHU eKcmpecupaT calretinin
1 mGLURI1a, a camo okorno 10% excpecupar camo
calretinin. Ksm P21 6posiT Ha JBOJIHO ITOSUTUBHUTE
KJIETKY JJPacTMYHO HaMaJIsABa I Ha ABYMeCeuHa Bb3-

pacT Te HarrblIHO M3ve3Bar (Mugnaini, Sekerkova et
al. 2011), xaro chieBpeMeHHO OPOAT Ha KIIETKUTE,
IMO3UTUBHMU caMo 3a calretinin, ce yBenm4asa ¢ 33%.
ToBa mpepmonara pa3mMmyHy MeXaHU3MM Ha IIOCTHA-
TasnHa gudepeHIuanysa npy aparta nogruna. dop-
MMPaHEeTO Ha YeTKOBM/JIEH JIEHAPUT U CIIAZ'BT B €KC-
npecusata Ha mMGLUR1la npu tun I xvm P12 Bepost-
HO CBBIIaIa C POpMIUpPAHETO HA II'bPBUTE CHHAITIY-
HU KOHTaKTu ¢ Mbxectute BaakHa (Leto, Arancillo
et al. 2016).

Donuauus Ha MATKUI MO30K

Qonmmanus e Hal-3HAYMMUAT IIPOLEC B Pa3BU-
TUETO HA MaJIKWUSA MO3BK NMpU O03aiHUIINM, TTUIN
U HIKOU puOM, KOWTO € ChbXPaHeH B €BOTIOI[MIOHEH
IUTaH U TIPefICTaBsIBa 000c00sBaHe Ha [S/TOBE, JI0-
Oynmu u cy6no0ynu, pasieneHu efyH OT APYT 4pe3
cepus ot pucypu (Altman and Bayer 1997). ITpu mo-
BEYeTO BIJIOBE TO3U IIPOLieC € CUMeTPUUeH CIIPSIMO
CpenVIHHATa MMHUS Y QUCYPUTeE Ce pasIojiarar mep-
HNEeHJVKYIAPHO Ha CpefiMHHATa IMHUA IPU BEPMHU-
ca. Ilpu xemucepure Ha 603aiiHULINTE PA3IIONO-
JKEHNeTOo Ha (ucypure Bapupa CIpsMO CaruTaaHa-
ta paBauHa (Leto, Arancillo et al. 2016). B cpemara
Ha MMHa/INA BEeK e BbBefieHa yHUUIMpaHa CUCTe-
Ma 3a HOMepupaHe Js7IOBeTe BbB BepMICa Ha ITU-
1y 1 603aTHUIIY C PUMCKI uM(bpM ot I go X, cumura-
HO OTIIpeJ] Ha3aj, a 3a IpelysupaHe Ha GOIMaTUB-
HUS MOJe/T IIPY PasINYHUTE BUOBE C€ OTYUTAT U
memdera (namp. VIa u VIb) (Larsell 1952). Cunto na-
r'bHATATA llepebenapHa MOBBPXHOCT IMPEIOCTABS Te-
PeH 3a paslojiaraHe Ha IIOBeye HEBPOHU U 0Opasy-
BaHe Ha TOMsAM OpOit CIOXKHY HEBPOHATHU MPEXMU
(Welker 1990). Tbit kaTO MaJIKMAT MO3BK MORY/IN-
pa QyHKIUNUTe Ha BCUYKM OO/IACTYM Ha HEOKOpTe-
Kca, CYMTa Ce, Y€ eBOMIOLUATA Ha Te3U CTPYKTypHU
nporuda B yHucon (Buckner 2013). CimHornepebe-
JIAPHMAT II'BT CE€ IPOEKTMpPA BbB BEpMICA U 110 TO3U
Ha4MH XeMucepurte ca aHTXXMPAaHU 3a BpPb3Ka C
HEOKOpTeKca.

[Tonykbnbara ca M3rpajieHu OT YETUPU [JSAIA,
PasIoNnoXeHu CTpaHNYHO oT fendera VIn VII, Bep-
MIUCHT MMa OCEM WU JieBeT Asia (B 3aBUCUMOCT OT
MOPOJIaTa), 3alI0TO PU HAKOM OT TsX memdera [ u 11
He ca pasJieJIeH!, a Ipy IpyTu nopoau pendera IV u
V ca cneru (Larsell 1952). ITpn Muika 3a4aTbK’bT Ha
MajKusA MO3bK ce popmupa Mexny E9-E12 (Sgaier,
Millet et al. 2005), ponmanyuaTa Ha BepMuca 3a1Io4Ba
xbM E17,5 u mpopb/KaBa IIOCTHATAa/IHO, KaToO pas-
BUTMETO Ha BCUYKNTE JieceT fisyla Ha XeMuchepure
3apppurBa kpM P7 (Kim and Scott 2014) (¢ur.1). ITo
Bpeme Ha paspuruero Ha IJHC u ocobeno Ha Lepe-
BeJTyMa ce Ha0/IIofiaBa Ha/m4ye Ha 0COOEHO roIAMO
KOJIMYeCTBO IIPOTEMHM OT ceMecTBOTO Ha Neuron
Navigator, kopgupann B Neuron Navigator 2 (NAV2)
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Que. 1. Cxemamuuno usobpaxerue Ha emanume
8 manxkomozvunama gonuavusi. Hazeeanemo na
NOBBPXHOCIMIMA 3aN046a NPe3 eMOPUOHATIHUS NePuo0 U
npodemiasa nocmnamanto. Ha E18 ce ycmanossisam
nem Mankomo3euHu Gonud, uuumo 6poii Ha P2 ce
yeenuuasa 00 decem (0603HAUEHU C PUMCKU UUPPU).
Bcesiko ponuo coomeemcmaa Ha eOuH MATKOMO3bUeH
0s171. Bnocneocmeue xom P5 nacmosnsa 00nsaHumento
HazveaHe HA MATKOMO3BUHUME Ponua u 00paysaqe
Ha nooosnose (Via, VIb, IXa/b). To3u npoyec 800u
HAYATIOMO CU O M. HAD. 3aKOMBIULU UEHINPOBe
(cmpenxu).

reHa (MIM:607,026), KOUTO UTPASIT K/TIOYOBA POJIS B
Pa3BUTMETO Ha LVITOCKETeTa, HApaCTBAHETO HA He-
BPUTUTE U MUTpanuaAra Ha KiaeTkure. Jepuursr
Ha Nav2 [0BeXX/Ia 10 MaJIKOMO3'bYHa XUIIOIIO3NA 1
AVCIIIa3ys, BKTIOYUTETHO pefynnpaH 6poit Ha ¢o-
mmata (Accogli, Lu et al. 2022).

O6eMbT Ha Ma/IKMS MO3BK, CPaBHEH ¢ obemMa Ha
Lie/Insl MO3BK, € OTHOCUTETHO IIOCTOSIHHA BeTNYN-
Ha [IPY pasIMYHITE BUAOBE, KATO HAlI-TOISIMO IIPO-
HOPIIVIOHA/IHO HapacTBaHe Ha ofeMa ce Habmiofia-
Ba 1pu Lepebenym u Heokoprekc (Yopak, Lisney et
al. 2010). CpoTHOIIEHNETO MeXTy OpOs HeBPOHU B
MaJIKVSI MO3BK 1 HEOKOPTEKCa € OTHOCUTETHO I10-
CTOSIHHO TIpu pasnnyuHute 60saraniy (Herculano-
Houzel 2010), a TpacupaHeTo Ha HEBPOHA/THUTE Be-
PUTU MeXJy Te3M CTPYKTYpM Ipy O03ailHULIN IT10-
Ka3Ba Ba)KHATA POJIsi HA MAJIKVSI MO3BK 32 KOHCOIH-
AMpaHe Ha ITAMETOBUTE IPOLECH IO BpeMe Ha ChH
(Xu, De Carvalho et al. 2021). Ot ronsam nHTepec ca
II'BTUINATA HA AKCOHNUTE OT ITapacaruTajHaTa MBUIIA
Ha K/eTKuTe Ha [TypKuHMe 10 HeoKopTeKca 1 o6pa-
THO, T'bil KaTO Ce CUUTA, Ye TAXHOTO UAEHTUPUIU-
paHe IIje pasKpyue IPOCTPaHCTBEHATa OpraHN3aLNs
Ha HEBPOHNUTE B Ma/IKOMO3bYHATa KOPa I OIIpefierie-
HJ I'bHKI Ha KpailHMs MO3BK. BeposTHO e 6biar
OTKPUTY U HOBU BEPUTH, CIIELIUPIIHN CaMO 3a 4O-
Bemkust Mo3bK (Leto, Arancillo et al. 2016).

Paszeumue na adepenmuume xamepewju ce
enakna

Knerknre na Ilypkunne (PCs) B mocTHaTamHmsa
Hepuoy, Momy4yaBaT adepeHTHN BIaKHA OT aKCOHU-
Te Ha 3bPHECTUTE HEBPOHU 1 KaTepeLITe Ce BITaKHa
(CFs). Iocnmemuute ca akCOHM, MaBaIu oT nucleus
olivaris inferior B mpombiaroBarusi Mo3bK. Bceska
K/IeTka Ha IlypkuHMe CbC CBOUTE JEHAPUTU OCH-
mectBsiBa okomo 100 000 cMHANTUMYHM KOHTAKTa.

EnfvH akcoH OT KaTepelyTe ce BIaKHa 0OpasyBa cu-
Hancu ¢ Hakonko PCs. ITo Bpeme Ha IpeHaTa/IHOTO
pasButye Bcsika PCs e MHepBUpaHa OT MHOXXECTBO
Katepeniu ce BmakHa (Crepel, Mariani et al. 1976),
KaTO He3peJIyl O/IMBO-LiepebeTapHu aKCOHY U3TPasK-
laT MHOXKeCTBO Kosarepany okono PCs mpes T. Hap.
mpa3sng etan ot passutreto (Chedotal and Sotelo
1993). Hespenute PCs HAMAaT roneMu I'bpBUYHU
nenpputy u CFs 3aBbpuIBaT BBPXY IePUCOMATIY-
HUTe 6oayiecTy 3pacTbuy 1o ts110To Ha PCs. KpM
P2-P3 nakonko CFs o6pasyBaT MHOXECTBO CHHAII-
cu c enHa PC. Kpm P6 penpgputute Ha PCs 3amouBat
fia IIpOpacTBaT B MOJIEKY/IAPHUA CJIOJ, KaTo TeaTa
UM Bce olle ce uHepBupaT ot MHoXecTBo CFs. Ilpn
IUTBXOBE C/lefi Kpas Ha I'bpBaTa IIOCTHATAIHA Cefl-
muia (P8-P9) moseue ot monoBunara PCs ca unep-
BUPAHU OT IIOHE /iBe OTHEIHY U (QYHKIIVOHA/THO He-
saBucumu CFs, a Ha P15 ce ycraHOB:Ba, Ue €HO Ka-
TepeIo Ce BIAKHO Ce IPUKPeIBa CeJIeKTYBHO 32 Ts-
noto Ha emHa onpenenena PC (Crepel, Mariani et al.
1976), npotiec, HapeueH (PYHKIMOHANTHA AuQepeH-
nyanys (pur. 2). IIpyu excriepuMeHTaTHY MUIIKY C
pepuunt Ha Cav2.l (cybenmHMIIAa HAa BOITAX-3aBU-
cum Ca2+ KaHas) ce Ha0/IolaBa yBpeXX/laHe Ha ce-
JIEKTUBHOTO IpukpensaHe Ha enyHuunute CFs,
KOeTO IIOfICKa3Ba, 4e NpuTokbpT Ha Ca2+ e oT pe-

L4 .
GC ] \
@ PC PC PC
& v
MF CF MF CF |MF CF
dasa Ha dasa Ha ®dasa Ha enMMUHUpaHe
MHOXecTBeHa ¢hyHKUMOHaNHa Ha KaTepelm ce
MHepBaLuus AvdepeHymaums BnakHa
P3 P7 P12

Due. 2. Mmocmpayus Ha NOCMHAMAIHOMO pa3eumue
HA CUHANMUYHUME KOHMAKMU MeX0y Kamepeujume
ce enakna (CF) u xnemxume na Ilypxunue (PC),
npemuHasaw,o npes Haxkonko cmaous. [Jo P3 scsixo
om Kamepeujume ce 671aKHA 00pA3y8a OMHOCUMETHO
e0HAKD6 OPOli CUHANMUYHY KOHIMAKMU ¢ Meama Ha
knemxume Ha Ilypkunue. Om P3 0o P7 edHo énaxHo
3ano4sa 0a 0OMUHUPA HAO OcaHanume, 00pa3ysatiKu
eoram 6poti cuHancu, npouec, HapeueH ,,PyHKUUOHAIHA
ougpepenyuayus’. Cned P9 énaxnomo ¢ Hall-cunHu
KOHMAKMU ce npemecmea KoM HAPACmeauqume
denopumu Ha knemxume Ha Ilypxunue (¢pasa na
mpancnokayus). Braknama c no-cnabu xowmaxmu
(eybewjume) ocrmasam okosno MAIOMO HA KaemKama
na ITypxumue, Kv0ermo 6nocne0CBUe NOCIENEHHO ce
eNUMUHUPAIN.
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IIaBallo 3HAYEHMe 32 PA3BUTMETO Ha CHHANTUYHU-
te kouTakTy (Watanabe and Kano 2011). Haii-3apa-
BO cBbp3aHoTo CFs BOC/IeICTBYE pasIIpsiBa 30HA-
Ta CM Ha KOHTAKT OT TSUIOTO Ha HEBPOHA JIO JE€H[-
putute (mpotiec Ha TpaHcmokanusi). [I'spBo ce obpa-
3yBaT KOHTAKTHU C (puHMUTE M3PaCTbLY, IPOU3IN3a-
I OT TAJIOTO, U ce 00pa3yBa cIleTeHme (CTauil Ha
HepuLeTy/IapHO THe3[0), a cef, AudepeHuanmsaTa
Ha CFs camo ,,iobeuTensaT” pasumpsBa 30HaTa Cu
Ha VIHepBalVsI OT TSIOTO 0 CTBOTIOBUTE JAE€HIPUTH
cnen P9 (crapumit ,,kanuinoH). B meHpputHuUs cra-
muit cunancute Ha CFs ce TpaHcmonypar KbM Ha-
pactBamuTe geHaputy Ha PCs (Ramoén y Cajal 1911).
Cnabure CFs ocTtaBaT OKOJIO TAJIOTO Ha HEBPOHA 1
€BEHTYa/THO OMBAT eTMMIHMPAHN B fiBe Pasn - paH-
Ha, P7-P11, ckopo crnep 3apbpLIBaHeTO Ha (PyHKIINO-
HajTHaTa AudepeHnanys 1 HOBIBALIA Ce OT HeB-
pOHa/IHaTa aKTUBHOCT, U KbcHa (asa (P12-P17), 3a-
Bucea ot reHepupaneTo Ha GCs u PF-PC cunancu
(Watanabe and Kano 2011). Kputuuen MoMeHT pu
TO3M IIPOLieC e IIPAaBUITHOTO 0OpasyBaHe Ha Bb30Y/-
HU CMHAICH ¢ udpactbunre Ha PCs, kakTo 1 o6pa-
3yBaHeTO Ha MHXMOMTOPHMU CHHAICHU C KOIIYEBNTE
knetkn. IIpn mumkn ¢ gedpunur Ha mGluR1 mwm
HSIKOSI OT HErOBITe HUSXOMSIIM CUTHATTHU MOJIEKY-
mm KbCHaTa ¢asa ot enumuHupasero Ha CFs e cu-
Ho cMmyTeHa (Rai, Watanabe et al. 2021). HepoTpo-
nuH peuentop TrkB u nHCyIMHOMOROOHUAT pacTe-
KeH ¢akTop 1 CBIO y4acTBaT B eIMMIUHUPAHE CH-
namncure Ha CFs (Hashimoto and Kano 2013). ITocr-
CYHANTUYHUAT ceMaOpPIH U HETOBUTE PELETITOPK
Bppxy CFs ca Bkmodenn B Kackagara Ha mGluR1 n
HOJIBP)KaT CHIIIeCTBYBAaHETO KAaKTO Ha CU/IHY, TaKa
un Ha cmabu CFs ot P8 go P18, xaTo 1mo T031 HauuH
IPOTMBOEIICTBAT HA IIPOLIECUTE Ha eNVIMUHIPaHe-
to Ha cuHancute Ha CFs (Uesaka, Uchigashima et al.
2014).

Hudepenyupane na denopumume Ha Knemxu-
me na Ilypxunue

PCs ca KpyLIOBUAHM MYITUIIONSPHN HEBPOHU,
HOZIXOM I MOZIENI 33 M3C/IefjBaHe Pa3BUTIETO Ha Ya-
cTute Ha HeBpoHa. [Iporennnre kan6uunus (CB) u
uHo3uton ¢pocdar 3 peuenrop (IP3R) cnenuduano
ce excrpecupar B kinetkute Ha ITypkunne (Sotelo
and Rossi 2013). Tennara ekcupecust B Te3u KJeT-
KU ce 3a7BIKBa oT L7/pcp2 mpomoTtopa (Oberdick,
Smeyne et al. 1990). Texuonoruy, mnosBoIsABa-
[ KOMOMHMPAHETO Ha MPOMOTOpa C MHAYLUpYe-
ma CRE/loxP cucrema, gaBar Bb3MOXXHOCT 3a KOH-
TponupaHe reHHara ekcrpecus B PCs (Nishiyama,
Hayashi et al. 2012), a n3mo13BaHeTo Ha OPraHOTHUII-
HY KYITYpM [aBa BB3MOXKHOCT 3a M3C/IefBaHe Ha
nsonmpany HeBpouu (Kapfthammer 2004).

IToctraranuute PCs ce pasnosHaBar o TAXHOTO
TO/ISIMO JAE€HIPUTHO IbPBO, YMETO PasrPhljaHe B ca-
TUTATHATA PABHMHA HAIO00sBa BPBOBUIHI Pa3-
knoHeHusA (Ramon y Cajal 1911). Ilpn Mumkn pas-
BUTHETO Ce OCBIECTBSABA IIPE3 IbPBUTE TPU MOCT-
HaTaTHU CEMULIM OT XXMBOTA, IIPOLieC, KOITO He e
JIMHEEH, T'hIl KaTO MPEK'bCBA B KPasi Ha II'bPBaTa I110-
cTHaranHa cegmuna. Ilpes Tasu mppBa cegmmua ce
HabmofjaBar mocjaefoBaTeNHy a3y Ha pacTex u
perpakiusa (Armengol and Sotelo 1991). Hespenu-
Te HEeBPOHU Ca JOCTa pasHOOOpasHu 1o ¢popma, HO
3a Bph3KaTa MEXAY TAX JIMIICBAT HOCTATBYHO HAy4-
Hy gaHHu. KbM Bropara cemumiia ce pa3BuBa jeH-
IPUTHOTO ABPBO. B HAYA/IOTO Te MMAT €IVH CTBO-
JIOB CerMeHT Ha alMKaHMs HOJIC, KOWMTO Ipeo-
npenenst gopmara Ha 3pSANOTO AEHAPUTHO ABPBO.
IIpe3 BrOpaTa u 10 Kpasi Ha TpeTaTa CefMMIa JeH-
IAPUTHOTO IBPBO I'BPBO Ce PA3IINPsIBA, @ CTIe], TOBa
ce M3b/KaBa. 110CcpencTBOM BUPYCEH BEKTOp ce
yCTaHOBsIBa, Ye mrbpBoHavanHo PCs ca HempaBumi-
HO TOfIpefieHN B TPUTE B3aVMHOIEPIIEH UK Y/IPHA
paBumHu. [Ipe3 Tperara cemMumiia 4pe3 AMHAMMUY-
HO peMofieipaHe Te JOCTUTAT CBOsITa KOHUrypa-
1y camo B egHa paBHuHa (Kaneko, Yamaguchi et al.
2011). IIpexombT Mexny mbpBara ¢asa (Ha MHTEH-
3MBHO peMoOfe/paHe) u Bropara (Ha HelpeKbCHa-
TO pa3BUTIE HA 3PSTIOTO JAE€HAPUTHO ABPBO) Ce Cb-
I'BTCTBA OT ABI00KY QYHKIVIOHATHY IIPOMEHN TIPU
BUCOKM HMBA Ha TUPEOTPOIHMUSI XOPMOH U 3aTO-
Ba Ce IpeAIIoNara, 4ye Hanopgobssa MeTaMopdo3saTa
npu 3emHoBomHUTe (Dusart and Flamant 2012). Oc-
BeH TOBAa MHOTOOPOJIHM BBTpeIIHN 1 GaKTopy Ha
OKOJIHATA Cpefia peryanpar AeHAPUTHOTO PasBUTHE
(Avci, Lebrun et al. 2012), makap ye MeXaHU3MBT Ha
TSIXHOTO BB3[ENICTBIE BCe Ollje He € HAII'b/IHO SICeH.
Crnopep nocneguu nscnegsanus PCs ca cpep pep-
KIITe BIJJOBE HEBPOHI, KOUTO CeKpeTupar dakropu,
HOJIIOMATaIy Pa3BUTHETO HA JEHIAPUTHOTO I'BPBO
(Chen, Heck et al. 2013). Kputuien MOMeHT 110 Bpe-
Me Ha MOJIe/IVPAHETO Ha HEBPOHA/THITE BEPUTH ITPK
003ailHNUIIN € TIPOLIECHT Ha JEHJPUTHO caMou30sr-
BaHe (Gibson, Tymanskyj et al. 2014). OcBen ToBa 3a
HOPMAaJTHUS PACcTeX Ha pasBUBAIUTE Ce JEHIAPUTI
e HeoOXOof[ M HeBpPOTPOPMH-3, €TO 3all0 Te Ce KOH-
KypMpar HOMEeXXAY CU 32 OTPaHUYEHUTE MY KO/Tu4e-
CTBa M M3NUCKBAT aHTEPOTPATHUSI MY TPAHCIIOPT OT
OPEeCHHANTUYHUTE UM KOHTAKTIA, 3a [Ja MOTaT Jja Ha-
pactsar (Joo, Hippenmeyer et al. 2014).

Ponst na xopmonume na wumosuoHama xne3a
3a paseumuemo Ha MANKUA MO3DK

XopmoHuTte Ha mutoBuaHata xiae3a (TH) T3 u
T4 urpastT BakHa poJis 3a ILSUIOCTHOTO PasBUTHE
Ha OpraHyus3Ma I10 BpeMe Ha IIpeHATaTHNs U TOCT-
HATa/HUA Tepuof. T4 mpeMuHaBa MO-TECHO KPb-
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BHO-MO3buHaTa Gapuepa B cpaBHeHue ¢ T3 (Calvo,
Obregodn et al. 1990) u cnex npeoponsgBaHeTo i ce
1oeMa OT aCTPOLIUTHUTE U Ce Aeltopupa o T3 upes
eH3UMa onTupoHuH AeitonnHasda (Guadano-Ferraz,
Obregdn et al. 1997). Bnocnencreue T3 ce mpena-
Cs1 10 HEBPOHWTE U OJIUTOJEHPOLUTIATE, BEPOSATHO
ype3 MOHOKapbokcmmateH TpaHcmoprep-8 (Heuer,
Maier et al. 2005). TupougHUTE XOPMOHM Ce CBBP-
3BaT C SIAPEHN PELENTOPU U C IOMOIITA HA TPAHC-
KPUIILVIOHHY KO-(aKTOPY MOB/IMSIBAT eKCIIPecusiTa
Ha TeHU, CBBP3aHy C KIeTbyHara npoandeparius,
murpauys u audepenunanys (Ishii, Amano et al.
2021). XUmoTHpeouausMbT € ChIIPOBOJIEH € aOHOP-
MHa Mopdorenesa Ha [JTHC, BktounTeTHO Ha Maj-
KisI MO3BK, BOJELIM O HapylueHa (QYHKIVSA, 13-
BeCTHa My IIpy Xopara kaTo KpeteHussM (Porterfield
and Hendrich 1993). Ero 3aujo 3amecrBariara tepa-
si Tpsi6Ba Ja 3arovHe BH3MOXKHO Hall-paHo, 3a [a
ce IpPefoTBPATAT HeOOPaTUMU HEBPOTOTMYHM YB-
pexaanus. [leprHaTaTHUAT XUITOTUPEOUN3BM 3a-
csAra pacrexa, geHapuTHata apbopusauys u ¢op-
MUpaHe Ha JeHPUTHI U3PACT LM IIPY K/IETKNTE Ha
[Typxnnne (Koibuchi, Jingu et al. 2003). Cunanro-
reHe3aTa MeXX/y K/IeTKNUTeE M IPOEKIIOHHUTE BIIaK-
Ha e CM/THO IIOJTVCHATA, @ M34e3BaHEeTO Ha BHHIIHIS
3BPHECT CJI0) e 3a0aBEeHO B pe3y/ITaT Ha 3abaBeHa-
Ta npoudepanyisi ¥ MUTPalyisi Ha 3bPHECTH KIIET-
ku (Lauder, Altman et al. 1974). Xunorupeougu-
3M'BT BOZI U IO TIOHVDKEHA TIepUHATaTHA eKCIIPeCHst
Ha MHoro rern (Koibuchi, Jingu et al. 2003), cBBp-
3aHU ¢ HeBpoTpoduHUTe Kato nerve growth factor,
BDNEF, NT3 u NT-4/5 n perjenitopu KaTo MHO3UTOI
tpudocdar 3 (Strait, Zou et al. 1992). TH perynupat
eKCIIpecHsITa M CaMO B OTpaHMY€eH BpeMeBHU JMa-
ma3oH. ITo BpeMe Ha paHHOTO Pa3BUTHE [EIICTBIIE-
t0 Ha TH e mo-cuHO B cpaBHeHue ¢ TOBA IIPU Bb3-
PacTH, HO HMBOTO Ha PELieIITOPIUTE 3a TAX € [O0-BU-
coko npu Bb3pacTHu (Oppenheimer and Schwartz
1997). BeposaTno uyBcTBuTenHocrra KbM TH ce pe-
Ty/Mpa OT eNUTeHeTUIHN MeXaHU3MM, Hallp. MeTH-
nupane Ha [JHK u xucronosa mogudukanus (Leto,
Arancillo et al. 2016).

ExcriepyMeHTaTHN MOJeIN C TEHETUYHY MOJ-
¢uxannm Ha Tupeongunte perentopu (TR) mokas-
Bat, 9e TRa, TRP n TRa/TRP nBotiHM HOKayT MuUII-
K He II0Ka3BaT O4eBUJHY LiepebenmapHu fedeKT.
ToBa mpepronara, 4e BPOZEHMAT XUIIOTUPEOUIN-
3BM B MO3BbKa Ce I'b/KM Ha BPELHOTO Bb3JeICTBIE
Ha HenuraHzieH TR. Tasu xunoresa ce mopkperns ot
M3CTIeBAHNUS C TPAHCTEHHY KMBOTHI, eKCIIpecupa-
1y MmytanteH TR, KOuTO moKa3Bat TeXXK edekTn
B HeBponormyHoro passurue (Venero, Guadaio-
Ferraz et al. 2005). T'pit karo TH He pmeiicTBa camo
B MO3BKa, Bb3MO)KHO € MaJIKOMO3BYHOTO Pa3BU-

THe Ja € IOBJVAHO OT IepudepHM MeTabOoIUTHU
IIpOMeHI. 3a Jia ce TeCTBa Ta3) XUIOTe3a, € M3IIO0N3-
BaH L7/Pcp2 npomoTop 3a reHepupaHe Ha TPaHCTEH-
HI MUIIKY, eKcripecupamy MyTanTeH TRal crenn-
¢uuHo B Kmetkn Ha Ilypkuume cnen P8, mpu xom-
TO Cce Ha0JII0laBaT OrpaHNYeHN IIPOMEHN B Iiepebe-
napHara Mopdorenesa (Fauquier, Chatonnet et al.
2014). OrpaHnyeHa fieHApUTHA apOOpU3aL s U eKc-
npecus Ha MyTtaHTeH TRpI, KakTo ¥ HUCKa eKcIpe-
cus Ha TH-perynupanu renu npu PCs ca oTuerenn
ome Ha P2. Murpaumara Ha 3bpHECTUTE HEBPOHU
CBIIO € 3a0aBeHa, KAKTO U eKCIIPecusATa Ha I'eHl, pe-
rynupanu ot TH He camo B TX, HO U B O/IUTOfieH-
npouutnte (Yu, Iwasaki et al. 2015). Karo nocnenu-
Ija TIpY Ta3y MMIIKA ce Hab/IofaBa MaJTKOMO3bYHa
aTakcus, MMojcKasBpaila, 4e BepositHo TH Bw3peiicT-
BaT BBPXYy KJIeTKNUTe Ha [lypkuHue u Taka perynm-
paT LATOCTHOTO pa3BUTHE Ha MasKuA MO3bK. Cuu-
Ta Ce, Y€ KpUTUYHUAT Nepuoy 3a JeliCTBIe Ha Te3n
XOPMOHM € IIpe3 II'bPBUTE [iBe IIOCTHATA/IHU CeAMU-
L1, HO MOJKe 1 Jia € To-paHo. PaKTopy Ha OKOITHATa
cpenia, KOUTO cMyliasar geiictsreTto Ha TH 1o Bpe-
Me Ha KpUTUYHU Iepuol, MOXKe Ia JOBeaT 0 pas3-
mn4Hn HebmaronpuatHu edextn (Ibhazehiebo and
Koibuchi 2014).

3AKJIIOYEHUE

[ITppBUTE Hay4YHM CBENEHUA OTHOCHO YCTPOII-
CTBOTO Ha Ma/IKMA MO3BK JAaTHpaT OT HA4a/JI0TO Ha
XX Bek B TpygoBeTe Ha Ramon y Cajal. IIpes mo-
CNIEJHNUTE JeCeTU/IeTU Ca HAaTPyHaHU MHOTO HOBU
TAaHHM 32 IPEHATA/THOTO M ITOCTHATATHOTO MY pas-
BuTIe. OCHOBHOTO Hay4YHO JIOCTVKEHME € OTKPUBa-
HETO Ha MCTMUYHMUSA OPTaHM3aTOp M HEroBara MH-
NYKTMBHA POJIA 33 PETMOHAIHATAa MOJIEKY/IAPHA Op-
raHM3alysA Ha HepBHATa TP'bOa C HEMTHNUTE TPAHNIIN
MEeXJy IOMEHM, eKCIIPecupaniyi XoMeoOOKC-TeH .
Vcrmuuynuar opranusarop cexperupa FGES8, xoii-
TO MHMIMMPA KackKala OT peaKIy, HeoOXOmuMM
3a crrennUYHOTO M3TPaXK/JaHe Ha MA/TKMA MO3BK.
[Ipenn moBeve OT BEK € YCTAaHOBEHO, Y€ HEBPOH-
HUTE TONYyIAUN MPOU3IN3AT OT BEHTPUKY/IapHa-
Ta 30Ha 1 pOMOMYHATA YCTHA, KaTO CTaBa sCHO, 4e
ITyTaMaTePrUYHUTE HEBPOHM (B Ma/TIKOMO3BYHNTE
Afpa, 3bPHECTUTE HEBPOHM U YHUIIONAPHUTE YeT-
KOBMIHU HEBPOHM) IPOM3XOXKZIAT OT POMOMYHATa
YCTHA ¥ MUTPMPAT IIpe3 BbHUIHMA 3BPHECT CJION, a
GABA-epruynnTe HeBpoHU (k/meTku Ha [lypkunne,
VHTEPHEBPOHUTE B MOJIEKY/IAPHUSA CION, KIETKUTE
Ha JIyrapo u Ha Tonxu, KakKTo 1 HAKOM K/IETKM Ha
MAIKOMO3BUYHUTE A/[pa) IPOU3XOXKAT OT BEHTPH-
KynapHaTa 30Ha. OCBeH TOBa BCAKa OT JBETE 30HU
€ pasjenieHa Ha TOJIOMENHY, I BCEKM OT TAX € Jie-
TePMVMHVPAH OT Pa3IMYHU TPAHCKPUIILIMOHHY (aK-
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TOPY 3a TeHepypaHe Ha ChOTBETHATA IO Y/IAIVSA OT
HeBpoHu. CriefiBall eTam OT Pa3BUTUETO € HEBPO-
HajHaTta Murpamysa un audepenumanus. VHtepec
IIpefiCTaB/IsIBa PasBUTHETO Ha K/leTkuTe Ha Ilypku-
HIe, KoeTo 3amouBa kKpM E10-E11,5. BriocnencTBie
HacTbIBa 000c00sIBaHe B ONpefe/ieHn 30HU Ha 6110-
XVMUYHO XeTepOreHHM KJIeThYHM Homynanuyu. B
MMOCTHATATHISI TIEPUO], Ce HaOIIoaBa eMMMUHIPA-
He Ha MHO)KeCTBEHaTa MHEPBAlUsA OT KaTepeliu-
Te Ce BIAKHA, KAaTO MapajielHo C Te3U MPOLecH Ipo-
THYa ¥ MAJIKOMO3bYHA (O/MMans, 3a KOATO BaXKHa
pons MrpasT 3akpemBaiiuTe eHTpoBe. Hopmarn-
HOTO MAJIKOMO3BYHO Pa3BUTIE MPOTIYA MO BIU-
HIMETO Ha XOPMOHITE Ha [IMTOBU/IHATA XKJIe3a.
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