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MOP®OI'EHE3 HIOXOBOI'O AHAJII3ATOPA JIIOIUHU: AHAJII3 OCHOBHHUX
ETAIIIB PO3BUTKY B EMBPIOHAJIBHOMY TA ®ETAJIBHOMY IIEPIOJAX

Mapuna MUPOHELLb, SApocnas CTEITAHIOK

Ipenamanvruii po36uUmox HIOX08020 AHANI3AMOPA TIOOUHU € CKAAOHUM 6aA2amoemantum npoyecom, y aKkomy Kope-
JAYIA pO3GUMKY MidiC nepugeputnumu ma yeumpaibHUMU CMPYKMypamu 6UHA4Ae NOOANbuly QYHKYIOHANbHY
3pinicme HI0X0601 cucmemu. Hedocmammst KinbKicms MOPQOIOSIYHUX O3HAK BUHAYEHHS. CMAOIU PO3GUMKY eMO-
PpioHanbHO20 Ma pemanvioco nepiodieé YCKIAOHIOE CIMAHOAPMU3AYII0 OOCTIONCEHb | NOPIGHAHHSL Pe3)VIbImamis.
Y pobomi npeocmasneno ananiz nimepamyphux odicepen 3 Mopgozenesy CmpyKkmyp HioX08020 AHANI3AMOPA TH0OUHU
6 eMbpioHanvHoMy ma emanvHomy nepiooax. B embpionanbrnomy nepiodi npoananizosano opmysanns HIOX08UX
NIAKOO, HIOXOBUX SMOK, HIOXOBUX MIWKIB, XOAH Md 6CMAHOGIEHHS NePUIUX CUHANMUYHUX KOHMAKmMig nepugepu-
HO20 8I00INY i3 nepeonim moskom. llepughepuunuii ma yeHmpanoHuil 6100111 PO36UBAIOMbCI ACUHXPOHHO, dJie 63d-
EMONOB A3AHO: HIOXO8I YUOYIUHU DOPMYIOMbCA N0 NAUBOM AKCOHOMPONHOT THOVKYIL 8I0 peyenmopHux KiimuH
HI0X08020 enimenito. PemanrvHuill nNepioo XapaKxmepuzyemvpcs ciCmonociuHow ougeperyiayiero HIX08020 enime-
a0, MOpo2eHe30M Wapie HIOX08UX YUOYIUH, NOSABOIO 2IOMEPYIl MA 348ePUIeHHAM (POPMYBAHHS HIOXO8020 MPAKNTY.
Pozeumox 0o0amkoeoi HIOX0601 cucmemu (6oMepoHa3anbHO20 0peary abo opeary Axobcona) obmedcyemvcsa emopi-
OHANILHUM NEPIoOOM i3 NOOANBLULOIO PEOYKYIEID Y NI00080MY nepiodi. Ocobnusa yeaza npudinena Kopenayii mopgo-
Jo2iunux smin i3 mabauysamu pozsumxky Kapneei, wjo 0ozeonse cmanoapmusyeamu onuc emopiozenesy He3anedlcHo
8I0 [HOUBIOYanbHUX Gapiayiil po3mipie embpionie. YzaeanvHeno ma cucmemamu308ano Kiulo408i Mopgponociuni
nooii' y euensdi mabnuyi, wo Modice Ciy2ysamu OpiEHMuUpom 0 NOOATbUIUX OOCTIONCEHb HIOX08020 AHANIZAMOPa
Ma CYyMIJCHUX CIMPYKMYD 207106U THOOUHU.
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Morphogenesis of the human olfactory system: analysis of the main stages of development in the embryonic
and fetal periods

Mpyronets M., Stepanyuk Ya.

The prenatal development of the human olfactory system is a complex multistage process in which the coordinated
development of peripheral and central structures determines the subsequent functional maturation of olfaction.
The paucity of reliable morphological criteria for staging embryonic and fetal development complicates
the standardisation of studies and the comparison of research results. The present article provides a comprehensive
analysis of the available literature on the morphogenesis of the human olfactory system during the embryonic
and fetal periods. Particular attention is given to the formation of the olfactory placodes, olfactory pits, olfactory
sacs, choanae, and the establishment of the first synaptic contacts between the peripheral olfactory apparatus
and the forebrain. Despite the asynchronous development of the peripheral and central components, their
morphogenesis is intricately interconnected. The formation of the olfactory bulbs is driven by axonotropic induction
from receptor cells of the olfactory epithelium. The fetal period is characterised by histological differentiation
of the olfactory epithelium, layer-specific morphogenesis of the olfactory bulbs, the emergence of glomeruli,
and the completion of the olfactory tract. The development of the accessory olfactory system (the vomeronasal
organ, or Jacobson's organ) is confined to the embryonic period and is followed by regression during fetal life.
Particular emphasis is placed on the correlation of morphological changes with the Carnegie staging system. This
approach enables standardised descriptions of human embryogenesis that are independent of individual variation in
embryo size. Key morphological events are summarised and systematised in tabular format, providing a structured
reference framework for future studies of the human olfactory system and related craniofacial structures.
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Beryn

BuznaueHHs TepMiHy pO3BUTKY eMOPiOHIB JTIOANHH
€ METOJOJIOTIYHO KIIIOYOBOIO IEPEeyMOBOIO IPOBE-
JCHHS MOPQOJIOTIYHUX JIOCII/PKEHb OCOOJMBO Ha
PaHHIX CTafifX MPEHATaILHOTO OHTOTCHE3Y JIOAMHH.
Touna ineHTudikamis craaii pO3BUTKY 3a0e3redye
KOPEKTHY iHTeprpeTanito Mopdorene3y cucteM opra-
HiB, J03BOJISIE PO3MEXKYBAaTH HOPMAaIbHHUI PO3BUTOK
Ta MATOJOrIYHI BIAXWIEHHS, a TAKOK € HEOOX1THOIO
YMOBOIO TOPIBHSIHHS PE3yNIbTaTiB y Mikiaboparop-
HMX 1 MDKKOJIEKI[IHHUX JOCIIHKEHHIX. X1NOHE BU3HA-
YeHHsI eMOPIOHAJIBHOTO BIKY HEMHHYYE NPH3BOJHUTH
JI0 CHCTEMaTHYHHMX IMOXMOOK B aHaJIi3i TiCTOTrCHE3Y,
OpraHoreHe3y Ta HOpiBHUTLHO-MOP(OIOTiYHUX JOCTi-
okeHHsX. Kpim Toro, 11e 3HMmKye a00 YHEMOKITHBIIIOE
HAayKOBY BaJliIHICTh OTPUMAHHMX PE3YJBTaTIB 1 MOXeE
COPUYMHATH TIOMUJIKOBY I1HTEpHpETAaIil0 HOpPMAaJlb-
HUX BapiaHTiB PO3BUTKY sIK marosoriyHux. OcoOmmBoi
METOJIOJIOTTYHOT Baru mpoodJiemMa CTajiFoBaHHsS Ha0yBae
MIPY JOCIHIIKEHHSIX CTPYKTYP 13 BUCOKOIO aCHHXPOHHI-
CTIO PO3BUTKY, 30KpeMa OpraHiB 4y TTs Ta HEHTPaIbHOT
HEPBOBOI CUCTEMU.

CyuacHl TiAXoAu 10 OIIHKA eMOpPiIOHAILHOTO
BiKy Ta CTajil pO3BUTKY IPYHTYIOThCSI Ha iHTErpa-
TUBHOMY BUKOPHUCTaHHI MOPQOIOTIYHHX KPUTEpIiB,
30KpeMa TiM STHO-KYNPUKOBOI JIOBXHHH, PO3MipiB
1 TPOMOPIIi OKPEMUX aHATOMIYHUX CTPYKTYp, CTY-
nieHst AudepeHIianii opraHHuX 3a4aTKiB, y MOEJHAHH]
3 KJIITHHHAMHU Ta MOJIEKYJISIPHO-010JI0TIYHUMHU Map-
KepaMmu pO3BUTKY. Takuii KOMILICKCHUU MiJIXiJl J103-
BOJISIE TIIJIBUIIUTH TOUHICTh CTAJIIFOBaHHS, BPaxyBaTH
1HAMBIAyaJlbHY MIHJIHMBICTH TEMIIB eMOPiOHAIBLHOTO
PO3BHUTKY Ta CTBOPIOE MIATPYHTS AJISl CTaHIApTH3a-
uii Mopdosorivaux gociimpkeHb. OcoOIuBy poiib
y BIIOCKOHAJICHHI MiJIXOJiB BiJIrparOTh CydacHi eMO-
piOHAJIBHI KOJIEKIIii, sIKi 3a0€3MeUy0Th penpe3eHTa-
TUBHY eMIipu4Hy 0a3y AOCHiKeHb. [cTOpuYHO Taki
3i0panns, sik Konekiis Kapneri, Kiorcbka konekiis,
I'ertinrencbka konekiis biedmminra ta inmi, cdop-
MyBaJu (QyHAaMEHTalbHI CTaHAApPTH OMHCY HOP-
MaJbHOTO eMOPIOHAIBHOTO MOP(OTeHE3y JIFOIUHHU.

BuBueHHs pO3BHUTKY JIOJMHU Ha MPUKIIA/li HIOXO-
BOT'0 aHAJII3aTOpa JIEMOHCTPYE OCOOIHMBY 3HAYYIIICTh
IHTETPaTUBHOTO IT1JIXO/Ty JIO OSICHEHHS MOP(OreHe3y
CKIaJHHUX CTPYKTyp. DopMyBaHHS HIOXOBUX IUIa-
KoZ, iX iHBariHauisi 3 GOpMyBaHHIM HIOXOBHUX SIMOK,
nudepeHLialisi HIOXOBOTO EHiTeNiI0 Ta 3akKiajaka
HIOXOBUX HHUOYJIUH XapaKTEePU3YIOTHCS BHPAKEHOIO
ACHHXPOHHICTIO SIK MiX Pi3HUMH eMOpioHaMHU OTHOTO
recTaliifHoOro BiKy, TaK 1 M OKPEMHUMH KOMIIOHEH-
TaMM HIOXOBOI CUCTEMH B MeXKaxX OJHOIO 1HIMBIJA.
Le 3ymoOBIt0€ HEOOXiHICTH BUKOPUCTAHHS HE JIUILE
XPOHOJIOTIUHUX, & U CTaliiHO-MOP(OJIOTTUHUX KpH-
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TepiiB OIIHKKA PO3BHUTKY. TOMY, METOIO JOCIiIKEHHS
€ y3araJIbHUTHU Ta IPOoaHajIi3yBaTu Cy4dacHi JaHi OoA0
CTaIMHOCTI ¥ XPOHOIOTIi MPEHATAIBHOTO PO3BUTKY
JIIOMHU 3 aKLIEHTOM Ha MOpP(OreHe3 HIOXOBOTO aHa-
mizaTopa B eMOpioHalbHOMY Ta (erampbHOMY mepi-
0lax, a TaKOK OOIPYHTYBaTH METOHOJIOTIUHY POJIb
KOPEKTHOTO BH3HAYEHHS €MOPIOHAIBHOTO BIKY IS
iHTEepIpeTaiii MOp(hOIOTIYHUX JTOCIIIKESHb.

3 icmopii Oocnidicenna emoOpionie 0OUHU.
Ho cepenmman XX CTONITTS ITOCIHIHKEHHS TIpeHa-
TaJbHOTO PO3BUTKY JIOAMHHU Oyau (parMeHTapHUMU
yepe3 Opak Marepialxy Ta METOAOJOTIUHI W eTHYHi
oOMexeHHs1. ToMy BUeHi 3/1€01IBIIIOT0 BUBYAIIN eMO-
pioreHes MojeNbHUX TBapHH, YWH PO3BUTOK JIETIIEC
BiITBOpUTH B Jsaboparopii. Ilepmri emOpionorivni
JIaH1 100 JOMUHY 3’ saBriucs y nparii M. ®docrepa
ta cmiBaBTopiB (Foster et al. 1883), ne mopsim i3
ONHCOM PO3BUTKY KYpPKH Ta CCaBLiB OyJI0 cxema-
TUYHO TIPEACTABICHO paHHI CTadil (QopMyBaHHS
monuHu (2—4 TwkHI). 3HAYHUN BHECOK Y TEPMIiHO-
JOoTif0 (TMOHATTS «ME30JCpPMay», «MIOTOM», «CKJe-
pOTOMY»), sSIKa BUKOPHUCTOBYETHCS 1 CHOTOJHI, 3pOOHB
10. Konnmman (Gasser et al. 2014).

OCHOBOIIOJIO)KHUKOM ~ cydacHOi  emOpioino-
rii moguHKM BBaxaroTh B. I'ica, skoro Ha3MBalOTh
«Besaniem emOpionorii» (Miiller, O’Rahilly 1986a).
Bin neprmM 3anpoBaanB MeTo mapadiHoBoi iHpiThb-
Tparlii, cepiiiHi 3pi3M Ta TPUBUMIPHY PEKOHCTPYK-
ito emOpioHiB BikoM Bif 15 mi6 mo 8,5 tmxHiB (His
1868b). Horo yuens ®. Mo y 1887 poi 3acHyBas
KOJIEKITIFO JIFOJICHKUX €MOpPiOHIB, MO CTajla OCHOBOIO
Konexmii Iactutyty Kapseri, sika HUHI 30epiraeTbes
y Bammmnarroni (Richardson, Keuck 2022).

CraHoBieHHsT cydacHOI Kinacudikamii moya-
nocst 3 @. II. Monna, skuit Buminue 14 crafiit pos-
Butky (H-U) (Miiller, O’Rahilly 2010). 3rogom JIx.
JI. CtpiTep pO3LIMPHUB IO CUCTEMY A0 23 «TOpH-
30HTIB PO3BUTKY», CHHPAIOYHUCh HAa MOPQOIOTIUHY
mudepeHITiallilo Ta KUIbKICTh COMITIB, a HE Ha BIK
qu po3mip emOpioHa (Streeter 1942). Mexero 3aBep-
IIeHHS eMOpioHANBHOTO Tepiony (cTazis 23, 60 noda)
BiH BBa)KaB I10YATOK ()OPMYBAHHS KiCTKOBOTO MO3KY
B miedoBilt kictii (Streeter 1942). ¥V 1980-x pokax
P. O’Paxinni ta @. Miomiep peBisyBaiu 110 CHCTEMY,
3anpoBaguBIIM TepMiH «ctafnii Kapueri» (CS 1-23).
Bonu 3aMiHMIN «TOPU30OHTH» Ha apaOChKy HyMepa-
I1if0 Ta BU3HAYMIA MOPPOTHUT (CYKYITHICTh 30BHINTHIX
03HaK) SK TOJOBHUU KpuTepii igeHTudikamii. Xoda
UL KOXKHOT CTalil BKa3aHO OPI€EHTOBHHUH IMOCTOBY-
JSTOpHUM BiK, cuctema CS He € CyBOpO XpOHOJIOT -
HOI0. BaxkinBo, 1110 TOYHE BU3HAYEHHS MI3HIX CTaIll
(CS 19-23) notpebye ricToiOri4YHOrO aHamisy, a He
JIMIIE 30BHIIIHBOTO OTJISY.
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Hakonnuennss wmarepiany crano 0azor0 s
BHBUCHHSI HOPMM Ta aHOMalii po3BUTKY. Konekiis
Kapneri 3aknana ¢yHgaMeHT AJsl BUBUCHHS Mexa-
Hi3MiB MopdoreHesy, a cTBopeHa y 1960-x poxax
Xineo Himrimyporo Kiorceka konexiisi (Smonis),
sIKa HHUHI Hajidye Onm3bKo 45 THC. 3pa3KiB, CYyTTEBO
noroBHMIA ii (Yamaguchi, Yamada 2018; Hill 2018).
Hocmimkyroun 1ieit macus, X. Himimypa Ta Koxeit
[liora moBemnu, MO TeCTAIIHUN BiK Ma€ OOMEKEHY
MIPOTHOCTUYHY I[IHHICTh 4Yepe3 BUCOKY OioJjorivuny
mimuBicTh (Nishimura et al. 1968; Shiota et al.
1988). K. llioTa Bu3Ha4MB, 1110 MOPQOIIOTiYHI ITOKa3-
HUKH Ta JIOBKWHA eMOpioHa € 3HAYHO HAMIHHIITUMHU
KpUTEPISIMU CTaIFOBaHHS, HIXK KaJCHIapHI TepMiHU
(Shiota 2018).

[Napanensro B Himewuuni Epix breammminT cdop-
MyBaB yHiKaJbHY KoJekito B ['errinreni (1940-1970-
Ti pp.), fAKa BKIIOYA€E COTHI Cepill TiCTOJIOTIYHUX
3pi3iB Ta macmTabHi TpuBuMipHi moxmeni (Markert
2020; Miyazaki et al. 2018). BukopucroByroun Bio-
CKOHAJICHUH METOJl IUIACTHMHKOBOI PEKOHCTPYKLIi,
E. brnedmminr mocsr BHCOKOi TOYHOCTI y BiATBO-
peHHI IPOCTOPOBOi KOHGITypallii Ta 3ausiraHHs TKa-
HUH Tij 4ac iHTeHcuBHOTO MopdoreHesy (Miyazaki
et al. 2018). OOMexxeHa KUIBKICTh CBITOBHX KOJICK-
il JIFOACEKMX eMOpPiOHIB Ha/lae KOXKHIW 3 HUX CTpa-
TEriYHOro 3Ha4eHHS. J[o TaKMX HaJEeKUTb KOJICKLIis
Iapixcena (Pypcekuii yHiBepcutet, boxym), 1o
MicTuTh O1r3bK0 16 000 SIKiCHUX TiCTONIOTIYHUX 3Pi3iB
(Maricic et al. 2019). OcraHHIMHU ICATHIITTAMH ek
Marepian, K 1 B [eTTIHTeHChKii KOJEKIlil, aKTHBHO
oun(POBYETHCS 332 JOMOMOIOI0 BHUCOKOPO3IIIBHOIO
ckaHyBaHHs Ta 3D-pexoHCTpykiii. BukopucranHs
BIpTyaJIbHUX MOJIeJiel 30epirae yHiKalbHI apXiBU Bif
MOLIKO/DKEHb, MiJBHUILYE IX JOCTYMHICTH Ta J03BO-
JIsie 3aCTOCOBYBATH CydacHi MeTonu MopdomeTpii Ta
cerMeHTanii. 3aBAsSKy NOEIHAHHIO KIIACHYHUX KOJICK-
i i3 mudpoBUMH TEXHOJOTISIMHU, CydacHa emOpi-
OJIOTisl TPaHCPOPMYETHCS 3 OMHCOBOI AMCUMUILTIHA
B iHTErpaTUBHY MOP(]OIIOTIIO /sl TITHOOKOTO aHalizy
KOXKHOI CTa/iii pO3BUTKY.

Cucmemu ma Kpumepii cmaoilo6anns emopi-
OHig nroounu. TpanuiidiHO TpeHATalbHUI OHTOTE-
HE3 JIFOJMHHA TOAUISAIOTE Ha TPU OCHOBHI IMEPiOaH:
3apOJKOBUH (TIepIIMiA THXACHb PO3BUTKY), eMOpi-
OHaNBbHUK (2—8-1 THXKHI) Ta TUIOJOBHIA a00 (heTanb-
HUH (Bix 9-ro TmwkHs 10 HapomkeHHs) (Moore 1981).
[Ipore 3a3HavyeHa cxeMa HE € €IUHO0. Y KIIHIYHII
MPaKTHUIl, 30KpeMa B aKyIIEPCTBI Ta IEpUHATANb-
HIll MEJWIIMHI, 3aCTOCOBYETHCS KIIIHIKO-aKyIIepChKa
repiofn3ailis, Mo BPaXOBYE OCOOIMBOCTI BEICHHS
BariTHOCTI. BoHa Bkirowae: rmepiox iMImiaHTamii
(opierToBHO 1-2-U TWXXHI), eMOpIOHAIBHHUN TEPiOa
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(3—8-ii TwxkHi), panHii QeransHuil nepion (9-28-i
THXKHI) Ta Mi3HiNA QeranbHui nepiof (28—40-i TrxHI
recrarmii).

I'icromoriuna nepionu3zaiis eMOpioreHesy opieH-
TOBaHA Ha MIKPOCKOITIYHI 3MiHU Ta BKIIOYA€ OJIACTO-
rere3 (YTBOpeHHs OlacToMmepiB, MOpYIH, OJIacTO-
UCTH), TacTpyiorene3 ((hopMyBaHHS 3apOAKOBUX
JUCTKIB), HEWporeHe3 (HEUpYJsILisl), OpraHoreHe3
(mosiBa 3adaTKiB opraHiB) Ta Trictorene3 (nudepeH-
miamiss TKaHWH). Y TEparosiorii BUKOPUCTOBYETHCS
nepiofn3allis 3a KPUTUYHUMHU TePiofaMy 4yTINBO-
CTi JI0 TEpaTOreHHUX BIUIMBIB, BIAIMOBIAHO JO SIKOI
BHOKPEMITIOIOTh: MPEIMILTaHTAI[IHIIA TIepioI, Tepio
racTpy/silii Ta pPaHHBOrO OpraHOreHe3y (MaKCH-
MaJIbHa Yy TIHMBICT JI0 TEPATOTEHIB), a TAKOXK MEPioj
Mi3HBOT'O OPraHOTeHE3y Ta POCTY TKaHUH (TIePEeBaKHA
HWMOBIpHICT, MOp(OJOTiYHUX a00 (YHKIIOHAIBHUX
nedexTiB).

VY BiITUM3HAHIA MOPQOIOTiYHIN TpaauLii, 30KpemMa
B Npausix YKpaiHCBKUX 1 PaJsHCBKUX aHATOMIB Ta
eMOpiosoriB cepequHu—KiHI XX CT., MONIUPEHHS
HaOysa Mop¢oJIoTiYHa ITepiou3allisi, 3alporOHOBaHA
I A. llImigTom. BoHa BrIito4ae 3apokoBHiA MEpiox
(0-8-#1 TmxHi), nepemmiofgoBuil mepion (8—12-i
THXKHI) Ta mogoBuid mepiof (micist 12-ro THXKHS).
Cranis po3BUTKYy eMOpiOHa BH3HAYAETHCS K iHTE-
TPaTUBHUI KOMILJIEKC €KCTEPHAJIBHUX (30BHIIIHIX) Ta
IHTEpHAJIBHHUX (BHYTPIIIHIX) MOP(OJIOTIYHUX O3HAK,
MOp(OMETPUYHUX TapaMeTpiB (JOBKHHA eMOpioHa)
1 XpOHOJIOTIYHHUX ITOKa3HUKIB. BcraHoBieHHS eMO-
PIOHATBFHOTO BIKY 3aJUIIAETHCS OJHUM i3 HaWOLIbII
JIUCKYCIMHUX aCIEeKTIB Cy4acHOT eMOpioJIorii.

Embpionanvruii ix. Toune BU3HaYeHHS BiKy eMO-
piOHA YCKIIATHIOETHCS SIK 1H/IMBIyallbHOIO MiHJIUBI-
CTIO TEMIIiB PO3BHUTKY, TaK 1 HEMOMJIUBICTIO TOYHOTO
BCTAHOBJICHHSI MOMEHTY 3aIlIiIHCHHS Ta OPMYyBaHHS
3UroTU. Y HAyKOBiH JiTEepaTypi BHKOPHCTOBYIOTHCS
JIBA OCHOBHI MOHATTS: «Te€CTaliiHUIA BiK» Ta «IIOCTO-
BYJISITOpHUE Bik». ['ecramiiHuil BIK BiJpaxOBYEThCS
BiJI IIEPILIOTO JIHS OCTaHHBOI MEHCTpYAIlil i, B cepe/l-
HbOMY, IEPEBUILY€ TOCTOBYISITOPHUNA TPUOIU3HO HA
JIBA TWKHI, BiIOOpakarouu CepeHiil 4ac 0 OBYIIs-
uii. [locToByasTOpHUI BiK € METOJOJOTIYHO TOYHI-
MM, OCOOJIMBO JUIS PaHHIX eMOPiOHAJBHUX CTaii,
OCKIJIbKM BiH OJVDKYE BIAMOBITa€ pearbHOMY 4Yacy
icHyBanHsa emOpiona (Moore et al. 1981). O’Paxinni
Ta MIojiep MiAKpecIo0Th, 10 BUKOPUCTAHHS I'eC-
TalifHOTO BiKY y MOpPQOJIOTIYHUX JIOCITIKSHHIX
€ HEJOLIBHIM, OCKUIBKU MPOTSATOM HEPIIOTO THXKHS
recranii emOpion me He chopmoBanuii (O’Rahilly,
Muller 2000). HartomicTh MOCTOBYJISTOPHUN BiK
y KIIiHIKaX JOMOMIXHHUX PENPOAYKTUBHUX TEXHOJO-
Il MOKe BH3HAYaTHCS 3 TOYHICTIO O TOJMH, 3a0€3-
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MIEYyI0YH BUCOKY BiJATBOPIOBAHICTB JUIS JOCII/IKECHb
CTaii BiJ 3alUTiIHEHHS 10 OJIACTOLUCTH.

Hoeorcuna embpiona. Y kinacu4Hid emOpiororii
HaHOUTBII iHQOPMATHBHUM OJMHWUYHUM BHMipIOBaH-
HSIM BBaKajacs HaWOLIbIIa JOBXKHHA eMOpioHa, IO
BH3HAYaJacs MPSIMONIHIHHO 0€3 MITyYHOTO BHIIPSM-
neHHs npupoaHoi kpuu3HU Tina (Mall 1907). [Ix.
JI. CtpiTep cTaHmapTH3yBaB IO MIPOLEIYPY, 3alpo-
BaJIMBIIIYA BUMIPIOBAHHS TICIIS TBOTHKHEBOI (pikcarii
y opmanini. Bapto BpaxoByBaru, 110 AaHi Ha OCHOBI
TICTOJIOTIYHUX MOJAENeH MOXKYTh OyTH 3aHWKEHI Ha
25 % 4epe3 yUIITbHEHHS TKAHUH i1 9ac 0OpoOKH.

MopdoMeTpruyHHA MiXi 3HAYHO MipO0 3MEH-
mye cy0’ €KTHUBI3M MOPQOJIOTIYHOTO CTajiFOBaHHS,
BPaXOBYIOYH ACHHXPOHHICTh OPraHOTeHE3Y, 0COOIHBO
Ha cragisx CS19-CS23. ABropu BiIMi4arOTh, IO 110
HaHOUTBII HAIHHUX KUTbKICHUX MapKepiB PO3BUTKY
HaJIeXaTh: TIM sSHO-KynpukoBa fosxuHa (CRL) abo
TiM’STHO-TI’ITKOBA  JIOBKMHA, JlilaMEeTp XOPiOHIYHOTO
MIIlIKa, & TAKOXK PO3MipH MO3KOBUX MIXypiB 1 KiHIle-
BHX BiJiIIJIiB IIEHTpaJibHOI HepBOBOi cucteMu (Dickey
et al. 1993; Yamada 2010). Oxpemi aBTOpu mpormo-
HYIOTh TaKOX aJIbTEPHATHBHI IapaMeTpH, 30Kpema
BiJICTAaHh MK HAHOLIBII BHCTYIAIOYOK MOTHIHY-
HOIO JIIJITHKOIO Ta JIaTepaJIbHUM KpaeM OKa abo Mixk
HaHOUIBII BHCTYIMAKOYOK MOTWIMYHOK JUISTHKOK Ta
BymHoto pakoBuHo (Blaas et al. 1998). Lli nokas-
HHUKH KOPEJIOIOTh 13 TpoliecaMu HelpomMoporeHesy,
PO3BUTKOM T'OJIOBH Ta OOJIMYYS TA MOXKYTb 3aCTOCOBY-
BaTUCS K JONATKOBI KPUTEPil BHOKPEMJICHHS OKpe-
MUX eMOpPiOHAIBHUX CTaIii.

Mopdonoeiuni osnaku eusnauwenns cmadii. Jlo
OCHOBHHMX €KCTEPHAJIBHUX MOP(DOJIOTIYHUX KpH-
TepiiB Hajekarh 3arajibHa Qopma Tia eMOpioHa,
3MiHH TIPOTIOPIIiii TOJIOBY Ta TyiTy0a (eHuedaizarris),
(opMyBaHHS IIOTKOBOTO arapary, 3a4aTKiB OpraHiB
4yTTs, OPYHBOK KIHIIIBOK 13 ITOJJAIBIIIUM YTBOPEHHIM
NaJbIIEBUX POMEHIB, PEIYKLis KayJaJbHUX CErMEH-
TIB Ta MosiBa aHTpONoMOopdHUX o3HaK. KirouoBumu
IHTEpHAJILHUMH KPUTEPISIMH € 3aMUKaHHS HEPBOBOI
TpyOKH, (OpMYBaHHS 1 PO3BUTOK MO3KOBUX MiXy-
piB, audepeHmiamis 3apOJKOBUX IJUCTKIB, PO3BHU-
TOK CepIeBOi TPpyOKH Ta IHIIUX OPraHHUX 3a4aTKiB
(Machtinger et al. 2013; Flierman 2023). Cucrtema
Kapheri, ska 3ajuInaeThcs 3arajJbHOBU3HAHUM
«30JIOTHM CTaHJIapTOM» CTa/IiI0BaHHS PAHHBOTO eMO-
PIOHAJIBHOTO PO3BUTKY JIOJMHH, 3a3HaJIa HU3KU YTOU-
HEeHb 1 JonoBHEHb y poborax O’Paximuii Ta Mionnep
(O’Rahilly, Miiller 2004; O’Rahilly, Miiller 2010), ne
Oyno meperisiHyTo MopdosoriuHi omnucu 23 craii
Ha OCHOBI pO3IIMPEHOT0 eMOPIOIOTriuHOrO Marepiary
Ta HOBUX METOIIB JOCIIDKEHHA. X0o4a 0araroKoJeK-
LiAHUH miaxin Toai OyB 0OMeKeHH, cCydacHi BeO-pe-
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CypcH, JO3BOJISIIOTH JOCIHITHUKAM 3HAaYHO PO3LIUPIO-
BaTH BUOIPKH JOCIIPKEHHS, OTPUMYBATH JTOCTYI 10
CKaHIB CBITOBHX KOJICKIIIi, TPUBUMIPHUX MOJIENICH Ta
aTnaciB, M0 CIyTye e(h)eKTUBHUM 1HCTPYMEHTOM IS
cranpaprusanii metogosnorii (Hill 2019).

Mopdghozenes nwxoeozo aumanizamopa 1100uHU
y panHboMy emobpionanvnomy nepiooi. EmOpiorenes
HIOXOBOT'O aHaJi3aTopa JIIOAWHH € BaXKJIMBUM €TaIlOM
MPEHaTaIbHOIO PO3BUTKY, 110 OXOIUTIOE ()OPMYBAHHS
nepudeprudaHoro (HOCOBa MOPOXKHUHA, HIOXOBHH €ITi-
TeNi, HEMPOCEHCOPHI KIITHHH) Ta UEHTPAJIHHOTO
Biiny (HroXoBi nuOyianam) (tadm. 1). [lopymenns
PO3BUTKY LUX CTPYKTYp MOXYTh MaTH KIiHIYHI
HACIIIKH, MPOSIBISIOUUCH TAKHUMHU HATOJOTIAMH, SIK
aHoCMisl (BiJICYTHICTh HIOXY), TiNOCMisl (3HIYKCHHS
3MATHOCTI PO3Ii3HABAaTH 3amaxu) ad0 CHHIPOM
Kamnmana (BpomkeHHI TiMOTOHAAOTPONHUMA TiIlo-
roHaM3M y TmoeaHaHHi 3 aHocMiero) (Henkin et al.
2002; Croy et al. 2014; Cho et al. 2019). Hopmanbuuit
MOp(doreHe3 MPOXOAUTh PsAJ TMOCIIJOBHUAX €TalliB
PO3BUTKY HIOXOBOI CHCTEMHU, SIKi (PIKCYIOTHCS Ha BiJl-
MOBIIHAX CTaMisiX pOo3BUTKY eMOpioHa (Bingham et
al. 1991; Kim et al. 2004; Steding et al. 2010; Fleury
2022). [lepma cranis BigmidaeThcsl B KiHII 3 — Ha
nmoyarky 4 THXHS eMOpIOHAJIBHOTO MEPIoAy i Cymnpo-
BOJKY€TBCSI HOpPMYBaHHSAM HIOXOBHX ILJIAKO.

Hioxosi naakoou. 3a nanumu [x. Bocei (Bossy,
1980), mepmri MopdosIoTiyHI 03HAKK EKTOIEpPMailb-
HOTO TUIAKOJHOTO IOTOBIICHHS B AUISHII ManiOyT-
HBOT'O HIOXOBOTO OpraHa y JIIOIMHH CIOCTepira-
€ThCsl BXKe Ha 24-Ty 100y emOpioreHe3y. BomHouac
O’Paxinni (Miiller, O’Rahilly 2004) noB’s13yBaB ¢op-
MYBaHHsI HIOXOBOT IUIAKOAU 3 32-10 700010 PO3BUTKY,
mo Bignosimae CS13 (Puc. 1). V TpaauniiHux ysB-
JICHHSIX TUIaKOAa PO3MIIsAanach NEPEeBaKHO SIK AOPCO-
JaTrepanbHe MOTOBILICHHS, IO A€ MOYATOK CEHCOp-
HOMY EIITeli0 HIOXOBOI cHUcTeMHu. Perymsiis mboro
npolecy MOSCHIOBANACh IIEPEBAXKHO 3arajbHUMHU
IHIYKYIOUMMH BIDTMBAMH 3 OOKY CYMiXKHHX TKaHUH,
30KpeMa Me3eHXIMHU.

CyuacHi gocmimkenns (Sarnat et al. 2019; Bricker
et al. 2022) mormOWIM ySBICHHS PO YTBOPECHHS
HIOXOBOI IUIaKOAM, MPOAEMOHCTPYBABILIM, IO IPO-
mecu pocty, audepeHIiaii Ta cnemiamizamii ra-
KOJHOTO CMITeNi0 JETePMIHYIOThCS CKJIaTHUMH
MOJICKYJISIPHO-TEHETUYHUMH  B3a€MOISIMU. ABTOpH
3a3HaumIM, o Qakrop pocty ¢idpodmactiB FGFS,
a TaKoK CHUTHAIIbHI Mojekynmn poxauHu BMP (anr.
bone morphogenetic proteins), ski eKCIPECYIOThCI
y CYMDKHHMX TKaHWHaX, BiJIiTpalOTh MPOBITHY POIb
y inimianii cnenugikamii HrOXoBO1 makonu (Szabo-
Rogers et al. 2009; Zhu et al. 2016). lis curHaapHuX
nusixiB FGF, BMP1 WNT 3a6e3neuye npoctopoBo-ya-
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COBY OpraHizalilo MIaKOIHOTO CIMiTeNi0 Ta BU3HAYAE
rioro nonanpiny nudepenmianito. ExcnepuMeHTaIbHO
JIOBEJICHO KPUTHYHY poib reHa Pax6: ioro iHakTu-
Ballisi TIPU3BOAMTH JIO MOBHOI BiJICYTHOCTI HIOXOBOL
IUTaKOAM, HOCOBOT MOPOKHUHM Ta HIOXOBUX LIUOYIIHH.
JlocnipKeHHs Ha TIOACHKHUX KIIITHHHUX MOJCAX Mif-
TBEPIKYIOTh Y4acTh W iHIUX ¢akTopis: Sixl, Six4,
Sox2, Foxgl ta DIx5. 3okpema, BuMkHeHHsS Six1/
Six4 yHemMoxnuBiII0€ GOpMyBaHHS HIOXOBOI SIMKH Ta
BOMEPOHA3aJbHOIO OpraHa, a BTpara SOX2 CIpHUYH-
HsIE MAacOBY 3arvi0eib KIITHH TUIAKOIU Ta MPHUTHIYYE
Heriporenes (Chen et al. 2009).

Hioxoei samku. HioxoBa minakoga Ha IOYaTKy
S THXHS BHYTPIIIHEOYTPOOHOTO PO3BUTKY BiI0yBa-
€ThCs 11 TIOCTYIOBA iHBAriHaIis, M0 MPU3BOAUTE JI0
(hopmyBanns HroxoBuX MoK (Kim et al. 2004). Ilei
MIPOIIEC € KIIOUYOBHM €TarnoM Mop¢oreHesy HOCOBOT
MMOPOKHUHK Ta MEepUPEPUIHOTO BiJJIUTY HIOXOBOTO
aHajizaropa. Y Mipy pocty emOpioHa HIOXOBI Iula-
KOAM BII SIYYIOTHCS, BHACHIJOK YOr0 INTMOMHA HIOXO-
BHX SIMOK 301UJIBIITYETHCS, a iXHIM emiTelNii MoToBIILY-
€Thcs Ta nudepeHuitoeTses. Ha it cramii HroxoBwuid
emiTenii  POpMyeThCsl K TCEBAO0AraToniapoBuii
emiTeNid, M0 XapaKTepU3y€eThCsl BUCOKOK IMpoide-
PaTUBHOIO aKTHUBHICTIO Ta 3AaTHICTIO 10 HEWPOCEH-
copHoi audepentianii. BiH nae moyarok momyssiii
HE3pUINX HEWPOCEHCOPHUX KJIITHH, SIKi 3rofioM ¢op-
MYIOTh PELENTOPHUI anapar HIOXOBOi cucteMu. Bike
Ha 8-9-My THXHI BHYTPIIIHBOYTPOOHOTO PO3BUTKY
Y CKJIaJli HFOXOBOT'O EIITEeNII0 YiTKO 1IeHTU(IKYIOTHCS
TPY OCHOBHI KIIITUHHI TOMYJISIIT: amiKalbHO pO3Ta-
IIOBaHi OIOPHI KIITWHHU, Oa3aibHi KIITHHH (TOpH-
30HTQJIbHI Ta TIOOYJSApHI), JIOKai30BaHI MOOIN3Y
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0azanpHOT MeMOpaHH, a TaKOK MEPBUHHI HEHPOCEH-
copHi xritunu (Kim et al. 2004).

3a  JaHMMU  CKaHyBajJbHOI  €JIEKTPOHHOI
MiKpocCKomii, MoyumHaouu 3 14-ro THXKHA Ipe-
HaTallbHOTO PO3BUTKY, Ha alliKalbHIH MOBEPXHI
HIOXOBOTO SIITEINII0 3 SIBISIOTHCS YHCICHH] HIOXOBI
OyiaBu, M0 HECYTh OJHY—ABI KOpPOTKI Biliku
(Kimura et al. 2009). Y noganbmomy Li CTPYKTYpH
MOCTYNOBO 30UIBIIYIOTHCS SK 32 PO3MipaMu, Tak
1 3a KiUIBKICTIO BilioK. 3rigiHO 3 MOpPQOJIOriuyHOI0
Ki1acudikaiiero, HIOXOBI HEHPOCEHCOPHI KIITHHH
Halle)aTh A0 OIMONSPHUX HEHPOHIB 1 XapakTepw-
3YIOThCS HASBHICTIO CIIEIialli30BaHOTO AaliKajb-
HOTO OyJIaBOMOAIOHOTO PO3IIUPEHHS ICHIPUTA, Bij
SIKOT'O BIAXOISTHh YHMCJIEHHI JOBI1 HIOXOBI BIMKH, 1110
3a0€3Meuy0Th PelenIlito Ta ieHTH(IKaIII0 JIETKUX
MOJIEKYJI OJIOPAHTIB.

Jo 18-ro TmKHS PO3BUTKY HIOXOBI OynaBu ¢op-
MYIOTh HEBEJIMKI JUISHKH, TOMI SK O 26-TO THXXKHS
BOHU MEPEBaXHO HAOYBaIOTh 130JbOBAHOTO PO3Ta-
LIYBaHHS; IPU UbOMY BIHKH 3HAYHO MOAOBKYIOTHCS
Ta HaOMMKArOThCS 32 MOPQOJOTIYHUMHU XapaKTe-
puctukamu 10 AediniTuBHOI Oymou (Kimura et al.
2009). Ha xnituHHOMY piBHI IIEpBHHHI HIOXOBI HEH-
POHH XapakTepu3yloThcs ekcnpeciero Oinka GAP-43,
SKUH PO3IVISIIAETHCS K HAIIWHUN MapKep He3piimx
HEHUPOHAIBHUX TIOMYJNALIA, TOAI SK 3piji HIOXOBI
peLenTopHi HEHPOHU EKCIPECYIOTh OJIb(AKTOPHUI
Marpuyauid Oimok (OMP). OnmHowyacHa HasIBHICTB
y ¢eranpHOMY HIoXOBOMY emitestii OMP-no3utuBHuX
i OMP-HeratuBHUX HEHWPOHIB CBIJUYUTH NPO ACHH-
XPOHHHU Xapakrep AudepeHIfiamii KIiTHH HIOXOBOTO
HelpoeniTenito (Sarnat et al. 2019).
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Puc. 1. Cxema panaboro MoporeHe3y HrOXoBoro aHaiizaropa Ha 32 nenb (CS13), 33-36 nenn (CS14-15),

39 nenn (CS16) Ta 41 nenp (CS17) po3Butky: PK — nepenniit Mo3ok (prosencephalon), NP — HroxoBa miakona,
TL — xinneBuit Mo30k (telencephalon), OP — HroxoBa siMka, LNP — arepanbHuii HOCOBHIt BIIPOCTOK,

MNP — menianbHul HOCOBHIA BiJPOCTOK, NS — HFOXOBHUI MIIIIOK.

Fig. 1. Schematic representation of the early morphogenesis of the olfactory system on day 32 (CS13),
days 33-36 (CS14-15), day 39 (CS16), and day 41 (CS17) of development: PK — forebrain (prosencephalon),
NP - olfactory placode, TL — telencephalon, OP — olfactory pit, LNP — lateral nasal process,

MNP — medial nasal process, NS — olfactory sac.
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ITicas igBariHanii HIOXOBOI IUTAKOIU AKCOHHM HIOXO-
Bux peuentopHux Heiponis (OSN) mpopocTaioTh
Kpi3b 0a3aibHy MeMOpaHy Ta IPOHUKAIOTh y BIACHY
IUTACTHHKY CIM30BOi 000JIOHKH HOCOBOI MOPOKHUHH.
VY Mexax BJIACHOI IUTACTHHKH (POPMYIOTHCS IIUIBHO
acomifioBaHi IyYKH HIOXOBHX HEPBOBHUX BOJIOKOH,
SIKi CYTPOBOIKYIOTBCS BIAPOCTKAMH TITiaJbHHUX KITi-
THUH IIBaHHIBCHKOTO TUITY. HanpsiMok pocTy HIOXOBHX
AKCOHIB 3yMOBJIIOIOTH TaK 3BaHE aKCOHOTPOMHE (op-
MyBaHHS HIOXOBOi muOynuHU (puc. 2) IlapanensHo
3 poctoMm akcoHiB OSN BinOyBaeTbcsi Mirpaist cre-
IU(pIYHUX  KIITHHHAX TOMYJSIiN, IO TOXOISTh
3 HIOXOBOI IUIAKOAM, 30KpEeMa TOHAJOTPOMiH-PUIIi-
s3unraux (GnRH) neliponis. GnRH-He#ponn 3akna-
JAIOTHCSI IEPEBAKHO B MEMIaNIbHIN MIJISTHIT HIOXOBOL
IUTAKOAM Ta 3TOAO0M MITPYIOTh Y310BK BOJIOKOH HIOXO-
BOIO Ta TEPMiHAJIBHOTO HEPBIB Uepe3 HOCOBY IEpe-
TOPOJIKY 1 PeIliT4acTy IIACTHHKY 10 0a3aibHHUX Bifl-
JTIB HepelHbOro MO3KyY, HacamIepe] rinoraiamyca
(Schwarting et al. 2007). ¥V mopuan wa 10-11-my
THOKHSX rectailii 3HayHa vyactuHa GnRH-HeiipoHiB
LI€ JIOKAJII3Y€EThCS B CTPYKTYpax HOCOBOI IIOPOKHUHU
Ta HIOXOBOTO HEPBa, TOI K 110 18—20-r0 THXHS iXHSI
Mirpailist 0 TiMOTaJaMIYHHX sIJIep IIePEBaYKHO 3aBep-
myethes (Kim et al. 1999; Cho et al. 2019).

Hocosa nopoowcrnuna. TloctynoBe morimuOIIeHHS
HIOXOBUX SIMOK 3YMOBIIOE (DOPMYBAaHHS HIOXOBHX
MIIIKIB, a 3r0ZI0M — NEPBUHHOT HOCOBO1 MOPOKHUHH.
Ha panHix eramax ii JHO BiJIMEXOBaHe Bij| TIEPBUH-
HOI POTOBOI MOPOXXKHUHHM POTOHOCOBOIO (OyKOHA-
3aJIbHOIO, OpOHa3albHOI0) MeMOpaHoto (Som et al.
2013). o cepenunu 6 THKHS eMOpioTeHe3y 1151 TOHKA
emiTelnianbHa MEpeTUHKA 3a3Hae repdopartlii y BeH-
TPAJILHOMY BiIJIiJTi, BHACIIJIOK YOTO YTBOPHOIOTHCS
MEPBUHHI X0aHU — 3aaHl a00 BHYTpilIHI Hi3api. 3a
JaHUMH TICTOJIOTIYHHUX IOCIIIKEHb, OCTATOYHE Bij-
KPUTTS X0aH Bi0yBaeThcs mizHime 13—15-ro TxHS
recraiii, y pe3yibTari pe3opOIlii THMYacoBOi eriTe-
nanpHOI «11poOkm» HizApiB (Som et al. 2013). Takum
YUHOM, (POPMYBAHHSI XOAH 3aBEPIIYETHCS 0 KiHLS
I TpumecTpy BHYTPILIHBOYTPOOHOTO PO3BUTKY, LIO
3a0esriedye Oe3nmepepBHUM aHATOMIYHUI 3B’SI30K
HOCOBOI HOPO’KHUHU 3 TJIOTKOIO.

Ha 4-6-my TmkHSX eMOpIOHAILHOTO PO3BUTKY
MeiallbHi HOCOBI BIJIPOCTKH 3pOCTAOThCS MiXk
cO0OF0 TI0 CEpeUHHIN JIiHii, YTBOPIOIOYH BHYTPIIII-
Hil MikmenenHui cermeHT (Kumoi et al. 1993). Ls
CTPYKTypa Ja€ MOYaTOK HOCOBIH meperopoii, Giiab-
TPYMY BEpPXHbBOI T'yOW Ta TIEPBUHHOMY ITiIHEOIHHIO
(Warbrick 1960). OgHoyacHO MefianbHI HOCOBI Bij-
POCTKHU 3pOCTAIOTHCS 3 MPUICTIIMMH BEPXHBOLLEIICTI-
HUMH BiIPOCTKaMH, II0 HPU3BOAUTH JO 3aKPUTTS
HOCOTYOHOTO k071002 Ta (hOpMYBaHHS TEPEIHHOTO
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BiJIiry HOca. JlaTepanbHi HOCOBI BiIPDOCTKH, Y CBOIO
Yepry, 3pOCTAIOTHCS 3 BEPXHBOLICICTTHUMH BiApOCT-
KaMd B JIJISHII HOCOCIHI3HOTO 0yI00a, 3a0e3redy-
I0YM aHATOMIYHY HENEepepBHICTh MiX OIYHOKO CTiH-
Koto Hoca Ta mokolo (Kim et al. 2004). V pesynbrari
X MOp(ONOTIYHUX 1epeOyIoB 10 KiHIS 6 THXKHS
PO3BUTKY (OPMYETHCS KOHTYpP HOCOBHX OTBOPIB:
37UTTS MENialbHUX HOCOBHUX 1 BEPXHBOILEICITHUX
BIJIpOCTKIB BU3HAYA€ MEIialibHy MEXYy HI3ZApi, TOmi
SK 3JUTTS JIATEPAJIbHUX HOCOBUX 1 BEpXHBOILIEICII-
HUX BIZIPOCTKiB popmye ii 6iunmii kpaii (Neskey et al.
2009; Fleury 2022).

[lepBuHHa HOCOBa meEperopoaka (QOPMYeThCS
SIK TIPOJIOBXKECHHS MeiallbHUX HOCOBUX BIJIPOCTKIB
(kymsactux BimpocTkiB ['ica) Ta mocCTymoBo pocte
B KayJaJIbHOMY HampsIMKy J0 PiBHS BTOPMHHOIO IiJ-
HeOiHHg (Som et al. 2013). 3ayarok HOCOBOI Hepero-
POZAKM HasiBHUH YK€ HA paHHIX erarnax (opMyBaHHS
X0aH, OCKUJIbKM ME3€HXiIMHa TKaHHUHA, PO3TAIIOBAHA
MK HEpBUHHUMH XOaHaMH, CIIyTy€e CyOCTpaToM AJist
MOAAJIBILIOTO CTAHOBICHHS XPSIIOBOi HOCOBOI Iepe-
ropoaku (Neskey et al. 2009; Steding et al. 2010).
[lapanenbHO TUCTaNBHI BiUIUTH HOCOBOI MTOPOKHUHH
3a3HAIOTh PETriOHAIBHOI CIIeliami3allii emiTelnito:
y BepxHiX i IiIsHKaX AUPEPEHIIIOETHCS HIOXOBUI
eMITeNiN, TOIl SIK Y HIKHIX (DOPMYETHCS TUXaTbHUMA
(pecmiipatopHuii) emiTemnii.

BaxuimBum  eramom  emOpioreHesy  HOCOBOi
MOPOKHUHM € PO3BUTOK HOCOBHMX PAKOBUH. 3a4aTKH
HOCOBHX PaKOBHH — €TMOTypOiHaIii — (GopMyrOThCs
y BHUDISAI CKIQJAOK ME3eHXIMH Ha OIYHHX CTiH-
kax HocoBoi nopoxxuunu (Neskey et al. 2009). Vike
Ha 7—8-My THXHIX eMOpioreHesy BHUSBISETHCA 10
HIECTU—CEMH TAKUX YTBOPEHB. Y MOJAIBIIOMY JIUILE
TPU—YOTUPHU 3 HUX 30epiraroTbecsl Ta JAr0Th MOYATOK
OCHOBHMM TapaM HOCOBUX PaKOBHMH — BEPXHiii, cepe-
Hill 1 HwkHIT (Som et al. 2013). Ilix koxHOIO paKo-
BUHOIO ()OPMYETHCS BIAIOBITHII HOCOBHM Xif, KU
3a0e3neuye aHaTOMIYHE CIIOJIyYeHHSI HOCOBOI OPOJXK-
HUHH 3 NPUIATKOBUMH HABKOJIOHOCOBHUMHU Ia3yXaMH.
Tomy, ymponoex 13-28-ro THKHIB BHYTPIIIHBOYT-
POOHOTO PO3BUTKY 3arajibHi KOHTYPH HOCOBHX PaKO-
BUH yXe c(OpMOBaHi, X04a MPOLEC X OCTATOUHOIO
pPOCTY Ta OKOCTEHIHHS TPUBAE M y MOJAIIBIII TIepioau
MoCTHaTalIbHOro po3BUTKY (Bingham et al. 1991) .

Bomeponazanvuuii opean (VNO). VNO y nonuau
Ha PaHHIX eTarmax eMOpioreHe3y 3aKIala€ThCs 3 MeJli-
aJIbHOT YaCTHHU HIOXOBOI IUIAKOIX, OII0HO 10 O1J1b-
mrocTi ccasuiB. [epmri 3aguarku VNO y Burisai nap-
HUX eMiTeNlialbHUX MOTOBIIEHb CIM30BOi OOOJOHKH
HOCOBOi NEPEeropoiaku 3’sBIsoTbca Ha 33-36-Ty
nmoOy recrarii (Smith, Bhatnagar 2000). Ynpomosx
37-43-i noOu 11i MOTOBIIEHHS iHBariHyIOTh Ta (op-
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MYIOTh TPYOUacTy CTPYKTYpY, SKa XapaKTepH3YEThCS
HasBHICTIO CEHCOPHOI eiTeNiaabHOi 30HA 10 Me/Ii-
aTBHOMY Kpalo Ta BIHYACTOTO EIiTeNi0 MO JiaTe-
pansHOMy. [lomanmemmii po3zButok VNO y mroauHu
CYHPOBOIKYETHCSI MPOIPECUBHOIO PENyKIi€0 Horo
(hyHKIIOHATPHUX KOMIIOHEHTIB. Yke Ha 12-14-my
TYDKHSIX TecTallii BiJ3Ha4aeThCsl MacOBa 3aru0esib CeH-
copuux HetiponiB VNO 3 iX mogaabImM 3aMileHHIM
riceBmobaraTonmapoBuM BifgacTuM  emiterniem. o
kia1 [l TpuMecTpy BHYTPIIITHEOYTPOOHOTO PO3BUTKY
opraH 30epirac IuWIIe pygUMEHTapHY Tpyodacty
CTPYKTYpY, M030aBieHy CTalimbHUX (DyHKIIOHATH-
HUX 3B’A3KiB 13 IIEHTPAIILHOIO HEPBOBOIO CHCTEMOIO.
CMIT Ta CIiBaBTOPH HATOJIOLIYIOTh, 1[0 eMOPIOHAb-
Huit VNO JI0I1MHU € TOMOJIOTOM BIAMOBITHUX CTPYK-
TYp 1HIIMX CCaBIliB, OJHAK Yy TPOIECI PO3BUTKY BiH
BTpayae perenTopHi KIITHHH Ta HEPBOBI BOJIOKHA,
TpaHC(POPMYIOUNCh Y He(DYHKIIOHATbHUN PYIUMEHT
(Smith, Bhatnagar 2001).

Ha BigmiHy Bij JIFOAMHU Ta BUIIUX TPUMATIB,
y Oinbocti Mutnonoionux ccariis VNO mponoBxye
aKTUBHY TU(epeHIialiio y TOCTHATAILHOMY Mepiozi.
VY mux BUAIB OpraH XapaKTEePU3YETHCS YiTKOIO CTpa-
TU]IKALI€I0 aniKaJbHUX 1 0a3aIbHUX TNOMYJISILIN CeH-
COPHHUX HEHPOHIB, IO EKCIIPECYIOTh PELIEITOPH POANH
V1R 1 V2R, akcOHH SKHX CHOIYYalOThCs 3 AOAATKOBOIO
HIOXOBOK 1mOynmmHO0 (Salazar, Sanchez-Quinteiro
2009). Y nroguHW A0naTKOBa HIOXOBA IMOYIUHA Bifl-
CYTHS, a TCHETUYHHMI amapar BOMEpPOHAa3aJbHOI CHC-
TeMH 3a3HaB ICTOTHOI peayKLii, 10 3yMOBIIIOE BTpaTy
(ynkiionansHoi aktuBHOCTI VNO. BinbiiicTh reHis,
o KOoIyroTh peuentopu poauH VIR ta V2R, Takox
niepeOyBaroTh y craHi rceBnoreni (Witt et al. 20006).
i mani cBimyaTh Mpo BTpaTy CEIEKTUBHOTO THCKY Ha
(hepOoMOHHY CHCTEMY B XOJIi €BOJTIOIII{ BUIITUX ITPHUMATIB
1 TIpo TeHeTHYHO 3yMoBIeHY penykiiito VNO. 3 ¢hyHK-
IOHAJTEHO-EBOJTIOIIHHOI TOYKH 30py pemnykiiss VNO
y JIFOJIMHY TIOB’SI3Y€EThCS 3 TIEPEXOIOM JIO Bi3yallbHO Ta
BepOaIbHO OpIEHTOBAaHUX (DOPM COIATBFHOI KOMYHi-
Kallil, [0 CyNpOBOKYBAJIOCS 3HWKEHHSIM POJIi XeMO-
CCHCOPHUX CHUTHAIIIB y peryismii moBeminku (Smith,
Bhatnagar 2001). Mopdonoriyaum miaTBepIKEHHIM
LILOTO € BIJICYTHICTh Y HOBOHAPOKEHUX JIOJATKOBOL
HIOXOBOT IIMOYJIMHHM Ta BiANOBIHUX HEPBOBHUX TPAKTiB,
a TaKoXX BIJICYTHICTh TOBEIIHKOBHX pEaKIlid, Xapak-
TepHUX JJIsl BUIB 13 QYHKIIOHAIBHO aKTUBHOIO (hepo-
MOHHOIO CUCTEMOIO.

Hioxosi yubynunu (OB). PoctpanbHa yacTtuHa
MEPeAHOT0 MO3KY, siKa Hajall AudepeHLiloeTbes
y HIOXOB1 CTPYKTYpPH, CTa€ MOP(OJIOriyHO MOMITHOIO
BKE Ha 7—8-My THXHI BHYTPIIIHBOYTPOOHOTO PO3-
BuTKy. OB 3aKiajgaeThcst IEpBUHHO 5K Nepuepuine
MOTOBLICHHS, TaK 3BAaHUH «IIPUMOPHIH» HIOXOBHX
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uOyIMH, y 0e3nocepenHid OJM3BKOCTI A0 BXIIHUX
akconiB OSN. VY mpeHaTalbHOMY PO3BUTKY JIFOI-
ceknx OB croctepiraerses, mo pict akconiB OSN
y TepenHii MO30K mepenye (GopMyBaHHIO MOpdo-
JoriYHO TOBHOMIHHOI 1MOymuHu. KoHTakT akcoHa
3 MOTOBIICHHSM KiHIIEBOTO BIJJIITy MO3KY iHAYKY€E
nofanemuii Mopdorenes OB. lle sBume Bimome
SK aKCOHOTPOITHA IHIYKIIisl, 32 KOO TepudepuyHi
aKCOHH CTHMYJIOIOTH Tpomidepartito, audepeHiiia-
Ii0 KJIITHH CYOBEHTUKYIISPHOT 30HH KiHI[EBOTO MO3KY
ta naminapaicte OB (Huart et al. 2013). [llapu HIOXO-
BOT UOYIUHY TTOYMHAIOTH AUQepeHIlitoBaTucs Bif il
nepudepii. [lepmum GopMyeThes 30BHITIHINA BOJIOK-
HUCTHH TI1ap, Al ITIOMEPYASpPHUN Ta MITpaIbHUH.
I'momepynsipamii map OB € cnemianizoBaHOO
30HOI0 Helpomins, ae TepMinaii akcoHiB OSN ¢op-
MYIOTh CHHANTH4YHI KOHTAaKTH 3 JCHIPUTAMH MiT-
paJIbHUX Ta MyYKOBUX KIITHH. PO3BUTOK LbOTO HIApy
BiJIOyBa€THCS JIETEPMIiHOBAHO Ta i€papXidHoO, 13 HiT-
KOIO ITOCITIIOBHICTIO MOP(OTCHETHYHHX €TaIliB: aKCO-
HaibHa iHBa3is mepudepii OB (7-8-i TwxHI recra-
1ii), cuaantorenes (9—12-ii TrxHi), cTparndikaris Ta
nmudepentiaris (13—22-i TwkHi), 103piBaHHS 1 PyHK-
[ioHaNmpHa creriamizamis (23-i TWwKIeHb — Hapoj-
skeHHst) (Sarnat, Flores-Sarnat 2019). ®opmyBaHHS
IIOMEPYJISIPHOTO MIAPY 1HILIIOE€THCSI BPOCTAHHSIM IIEp-
mux akcoHiB OSN 710 BeHTpoaTepaabHOi MOBEPXHI
KiHIIEBOTO MO3KY (puc. 2). KoHTakT akcoHa 3 Me3eH-
XIMOFO Ta HEHPOECITITENIEM CTUMYITIOE JTOKaJIbHY TPO-
midepario KIITHH-TIOTIEPEIHUKIB, IO 3abe3redye
MiATOTOBKY CyOCTpaTy sl TIOAAJBINOI OpraHizamii
mapy (puc. 2). Ha mpoMy erami okpemi TiiomMepyin
e He c()OpMOBaHi; CIIOCTEePIraeThes uiIe Tudy3He
NepeIUICTeHHS aKCOHIB Ha roBepxHi OB.

Puc. 2. Cxema paHHBOTO MOP(OreHe3y HIOXOBUX
uuOynuH moauau: OF — HIOXOBUH emiTeni,

OB — HroxoBa ubynuna, OSN — HelipoceHCOopHi
kiitiau, EPL — 30BHIIIHINA BOJIOKHUCTHH 1A,
SVZ — cyOBeHTpHKyIsIpHA 30Ha KiHIICBOTO MO3KY.

Fig. 2. Schematic representation of the early
morphogenesis of the human olfactory bulbs:

OE - olfactory epithelium, OB — olfactory bulb,
OSN - olfactory sensory neurons, EPL — external
piliferous layer, SVZ — subventricular zone of the
telencephalon.
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[lepion  cuHanmTOreHe3ly  XapaKTepPHU3YETHCS
BHOKPEMJICHHSIM IJIOMEPYJIIPHOTO mapy Ta (Gopmy-
BaHHSM TEPIIMX CTPYKTYp — mpotoriomepy (Puc. 3).
[Tpubnusno Ha 9—10-My THXKHI aKCOHH OpraHi3oBY-
IOThCSl Y KOMIIAKTHI KYJSICTI CKYIYEHHS, OJIHOYACHO
3 MIrpami€ro MepUrIOMepYIIIPHUX 1HTEPHEHPOHIB
i3 cyoBeHTpuKyspHOi 30HM. Ha 10-11-my TixHI
CIIOCTEPITa€ThCSl EKCIpPEeCiss CHHANTUYHHUX OiIKiB
(cunanrodizuny, SNAP-25), mo cBiguuTh Ipo noya-
TOK (popMyBaHHS (DyHKLIOHAJIBHUX CHHAICIB (Sarnat
2023). Ha 13-22-i1 TXHI TIIOMEpYISIpHUI 11ap HaOy-
Ba€ KJIACUYHOI TiCTONIOTIYHOI CTPYKTYpH. [ Tomepynu
YiTKO BiJJOKPEMITFOIOTHCS OJTHA BiJl OHOT TITiaTbHUMH
KIITHHAMH Ta TiJTaMH TEPHUITIOMEPYISIPHUX HEHpo-
HiB (Puc. 3). 330BHI map oOMeXeHUI BOJIOKHUCTHM
IIapoM HIOXOBUX HEPBIB, a 3CEPEIUHHI — 30BHIITHIM
TUIeKCH(OPMHUM  [IapoM. JIeHAPUTH MITpaTbHUX
KJIITHH TPOHHUKAIOTH Yy TIIOMEpYIH, GopMyrodH KOH-
(irypaitiro «ouH HEHPOH — OJJHA TJIOMEpPYJa», X04a
BIZIOMO 110, HAa PaHHIX eTanax OIWH HEHPOH MOXe
KOHTAKTYBaTH 3 KUTbKOMa TJIOMEpYJIaMHu.

Puc. 3. Cxema popmyBaHHS IPOTOITIOMEPYIT TA
JeIHITHBHOT IIMTOAPXITEKTOHIKH IAPiB HIOXOBUX
nuOynua: MC — MiTpasbHi KITITHHH,

g — mpoTtoroMepyH, G — IIIOMepyIIH,

Gc — rpaHyssIpHi KIIITUHH.

Fig. 3. Schematic representation of the formation of
protoglomeruli and the definitive cytoarchitectonics of
the olfactory bulb layers: MC — mitral cells,

g — protoglomeruli, G — glomeruli, G¢ — granular cells.

Ha 23-ii TwkneHbs i 10 HapOPKEHHS CHOCTEpi-
raeTbCsl 30UTBIICHHS 00’€My TJIOMepylT Ta IXHBOTO
nmiamerpa (Sarnat 2019). Jlo 25-28-ro TmwxHS roMme-
PYJISIpHUI TIap cTae HalOLTbIT MOp(dOIOTiYHO BUpa-
xkeHuM cepen ycix mapiB OB. ®opmyerscsi TouHa
XEMOTOIIIYHA KapTa, JIe aKCOHHU PELENTOPIB, 110 eKC-
MIPECYIOTh OJUH TUI HIOXOBUX PELENTOPiB, KOHBEP-
IYIOTh 10 BU3HAQUEHHUX IJIOMEpYJl. X0o4ya CHHANTHYHA
LIJIBHICTE MPOIOBXKYE 3POCTATH y MOCTHATAIBLHOMY
niepiomi, 10 38—40-ro THXKHS TecTallil TIoMepyIsp-
HUHM mIap BXKE Mae€ 3aBEpLICHY LUTOApXiTEKTOHIKY,
TOTOBY JI0 OOpOOKM XiMiuHUX cTUMY’IiB. Okpemi
TUISHKE MaiOyTHIX TJIIOMepYylT MOXKHa iAeHTH(IKy-
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BaTH IMyHOT1CTOXIMIYHO III€ JIO TOTO, SIK BOHH CTalOTh
MOMITHUMH 32 JIONIOMOTOI0 3BHYAaWHOTO TiCTOJIOTIY-
Horo ¢apOyBaHHs. ['icronmoriyHo rmomepynu 3a0apB-
JIIOIOTHCSl TeMAaTOKCUIIIHOM Ta €03MHOM 3 18 THKHS
(Sarnat 2019).

Mimpanvnuii wap. Mitpansanit map OB € omHIM
13 KITIOYOBHX (PYHKIIOHATBHUX IMapiB, IO MICTUTH
TiJla MITpadbHUX HEUPOHIB, SAKI € APYTUM HEUpo-
HOM HIOXOBOTO IUIAXY Ta OTPUMYIOTH apepeHTH Bil
IJIOMEpYJl INEePefaloun CUTHAJIN 10 HIOXOBUX sIIIEp
MO3Ky. MiTpanpHi HEHPOHM 3aKJIANalOThCS Y BCH-
TpaJNbHIA CTIHIII MUTyHOYKa KIHIIEBOTO MO3Ky. Ha
panHix cramisx 3aknaaku OB (9-11 TwkHi) Helpo-
0nacTu aKTHBHO MIrpyIOTh pajiaibHO 10 nepudepii
muOynuHK. Y 1ed mepion Tina MalOyTHIX MiTpalib-
HUX HEWPOHIB PO3TAIIOBaHI IUCTIIEPCHO B MPOMIKHIN
30Hi, BOHH III¢ HE YTBOPIOIOTH YITKOTO IIapy, a IXHs
Mopdooriyaa KoHQIryparis 3aIuIIaeTbCsl PO3Mopo-
IICHOIO Ta HeAU(EPEHIIIHOBAHOO.

[Mpubnu3no Ha 10-11 TKHI TecTanii modnHae
Bi3yaJli3yBaTHCsl CKYITYEHHS BEIMKUX MipaMiJadbHUX
a00 TPUKYTHUX KIITHH, IO 3HAYHO MEPEBHILYIOTh
HaBKOJIMIIIHI iHTepHeWpoHH 3a po3mipoM (Chuah et al.
1987). dopmyBaHHs MITPaJbHOTO IOB’sI3aHE 3 TMOS-
BOIO MEPILUX IIoMepya. Y mepion 3 15 mo 22 TixaeHb
PO3BUTKY BiZOyBa€Thcs aKTHBHA AuepeHLiamis:
MITpajbHi KIITUHU BUITYCKAaIOTh NEPBUHHI JICHIPUTH
Ha3yCTpid akcOHaM HIOXOBOro Hepsa (Sarnat et al.
2016). Y TOYKax IXHBOTO KOHTaKTy (OPMYIOThCS
nepiri ApioHI iomepynu. KoxkHa MiTpanbHa KITITHHA
«3aKpPITUTIOETRCS» 32 BIAMOBITHOIO TIIOMEPYIIOH0,
IO CTpHSE BIOPSAKYBAHHIO IXHIX TiJd B OIWH IHap
(Puc. 3). B pe3ynbrari Takux 3MiH MITpadbHHUH mIap
3aiiMa€e TOJIOKEHHS M1 30BHIMTHIM TUIEKCH(POPMHUM
mapom (Puc. 3).

I'pauynsaprun wap. I'panynsipHU# 11ap € HAUTOB-
crimuM mapom OB, 1o ckiragaeTbest MEpeBaKHO
3 TAMK-epriunux iHTepHEWpOHIB (KIITHH-3EPEH)
(Bédard, Parent 2004). Ili xnituau mo30aBieHI
AKCOHIB 1 3JIHCHIOIOTh MOIYJIALII CHUTHANIY 4epes
JICHJIPO-ICHAPUTUYHI KOHTAKTH 3 MITPaJIbHUMHU
HelpoHamu. Ha BigMmiHy BiJ MITpaJbHHX KJIITHH,
10 3aKJIaJIAl0ThCA PaHO, OCHOBHA Maca KIIITHH Tpa-
HYJSIPHOTO HIApy MOXOJIUTH 13 CyOBEHTPHUKYISIPHOT
30U (SVZ) HaBKOJO HIOXOBOTO INLIYHOYKa (IIPO-
JIOBXKEHHSI OIYHUX HMUIYHOYKIB MO3KY). biwxkue 1o
12-ro TH>KHSI HABKOJIO IIIJTYHOYKA TIOYMHA€E HAKOIH-
YyBaTHUCS MIIJIbHA Maca JIPiOHUX KIITUH, Mo (op-
MYIOTh TpaHylsapHuil map. Heipobnactu wmirpy-
I0Th BiJl CTIHOK LUIYHOYKa 710 nepudepii unOyauHu
B3JIOBXK BiPOCTKIB paxianbHOi rii. [Ipubnusno Ha
14—16-My THXKHI MiK MITPQJIBHUM Ta TPAHYISIPHUM
mapaMu 3’SBISETBCS BHYTPIIIHIA TUIEKCHUPOPM-
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Huii wap. Lle po3aineHHs € KpUTUYHUM MOMEHTOM
ricroresesy, Mo 3aBepurye ¢GopMyBaHHS 0a30BOi
uurtoapxitekroniku OB. Kunitunu-zepna oprani-
30BYIOTBHCSI B XapaKTepHI IPpynu abo0 «IaHLIOKKWY,
pO3MiJieHI BOJOKHAMH 015101 peYOBHHH (aKCOHAMHU
MITpaJbHUX KIITHH, IO NPSIMYIOTH 10 HIOXOBOTO
TpakTy). IpaHymspHHil map XapaKTepU3yeEThCS
HaiOIIBIIl TPUBAIMM TEPIOZOM PO3BUTKY Cepel
ycix crpyktyp OB.

VY JI0AMHM TPOTATOM TPETHOTO TPHUMECTPY HIOXO-
BUH IUTYHOUOK 3a3BHYAl 3BYXKYEThCS 1 3HHKaE (00Ti-
TEpy€), 3aJHINaf4Yl M0 co0i Tak 3BaHY «BEHTPH-
KyJISIpHY 30HY» a00 LEHTpajbHE SApO 3 IIajJbHUX
KJIITUH, HABKOJIO SIKOTO 1 3aJisira€e TpaHyJsIpHUN 11ap.
BaxnnBoro 0coOnuBICTIO € Te, 10 TPaHyISIPHUN 11ap
OHOBJIIOETHCS HABITH MTicist HapokeHHs. [lonoBHEeHHS
HOBUMHM HEHPOHaMH, 1110 MIrpyroTh i3 SVZ ronoBHoro
MO3KY (pOCTpalibHHI MiTpaliiHIA [IISX ), TPUBAE ITPO-

TSIFOM HEPIIMX POKIB JKUTTS, a 32 ACIKUMH JaHUMH —
1 B opociomy Biti (Sarnat et al. 2024).

3 23-ro TWKHSA BHYTPIIIHS LUTOAPXITEKTOHIKA
HIOXOBOI LMOYJIMHHM BBa)KAETHCS 3arajoM c(hopMoBa-
HOIO, TIPOTE IPOIIECH MIrparii Ta JO03piBaHHS OKpe-
MHX HeHpoOnacTiB TpuBaroTh. OCTaTOUHE 3aBEPIICHHS
CHHAIITOI€HE3Y Ta CTPYKTYPYBaHHs I'PaHy ISIPHOTO Iapy
BifOyBatoThest Ha 38—40 TrKHI, 1110 BiINOBiIAE 10poc-
niii mopdodyHKIioHanbHIM opranizawii (Sarnat 2023).
XapakTtepHoto oco0muBicTio po3BUTKY OB € rerepoxpo-
Hisl JI03piBaHHS: MITpPaJbHUI IIap HA MOMEHT Hapo[l-
JKEHHSI BXKE€ Ma€ YiTKO JU(EPEHII0BaHI KOMIIOHEHTH,
TOAI SIK TIMOOKI CTPYKTYypH (30KpeMa TpaHy/ISPHUN
map) MOXKyTh 30epiraté O3HaKH HE3PUIOCTi. AKTHBHA
Mi€JTiHI3allist TPOBIHUX IIIISXiB HIOXOBOTO TPAKTy PO3-
MOYMHAETHCSI IEPEBAYKHO MICIIsI HAPOIPKEHHS, 110 KOpe-
JIIO€ 3 OCTATOYHMM CTAHOBJICHHAM HIOXOBOI (DyHKIIT
B MIOCTHATAJILHOMY TIEPiO/Ii.

Tabmuis 1. OcHOBHI MOp(hOJIOTiyHiI 3MiHM HEpHU(PEPUUHOTO Ta IEHTPATIBHOIO BiJJALTY HIOXOBOTO aHaslizaTopa
JIIONMHYU B eMOpioHansHu (cTanii Kapreri) Ta ¢peranbHuii nepionu (3 9 THKHS)

Table 1. Main morphological transformations of the peripheral and central olfactory system during the embryonic
(Carnegie stages) and fetal (from week 9) periods in humans

ufﬁT:ﬂTl?l;c CtpykTypa OcHoBHi MopdoJioriuni npouecu ABTtop(-u) (pik)

[epudepuunnii Bigrin

CS12-14; | HroxoBi miakoan Ha narepanbHuX MOBepXHAX (POHTOHA3AIEHOTO BiIPOCTKA Bossy (1980)

26-32 noda 3’ IBJISAIOTHCA TTAPHI HIOXOBI IJTAKOAM B PE3YJIBTaTI MOTOBIICHHS Yamada et al. (2010)
MOBEpXHEBOI ekToepMu. [lnakoqHuii emiTeniit XapakTepusy€eThes Miiller & O’Rabhilly
BHCOKOIO TIpoITihepaTHBHOIO aKTUBHICTIO, iHAYKIIis sikol oB’s3aHa 3 | (2010)
CHTHAJIaMH KJIITHH KiHI[EBOTO MO3KY. Fleury (2022)

CS15; Hroxosi siMxn HroxoBi niakoay iHBariHyroTh, B pe3yNbTaTi 40r0 yTBOPIOIOTHCS Kim et al. (2004)

33 noGa HIOXOBI SIMKH, OOMEXeHI MeliaJIbHIMH Ta JIaTepaIbHUMA Miiller & O’Rahilly
HOCOBUMH BifgpocTkamu. Emiteniit smok nudepenmiroeTses y (2010)
MICeBI00araToNIapoBUii HEMPOCTITENI N — ITOTIEPETHUK HIOXOBOTO Fleury (2022)
eiTeiIo0.

CS16 — 18; | HroxoBi minku HroxoBi sSIMKH MOIIHOMIOIOYHCH [IEPETBOPIOIOTHCS HA EPBUHHI Miiller & O’Rahilly

37-44 noba HIoX0Bi Mimku. ToHka opoHa3aibHa (OykoHa3allbHa) MeMOpaHa (2010)

BiZ[OerMJ'HOG TICPBUHHY HOCOBY Ta POTOBY INMOPOKHUHU.

Fleury (2022)

[epBuHHI X0aHI

BentpansHuii po3puB opoHa3aIbHOI MeMOpaHH IPU3BOANTE JI0
YTBOpEHHS epBUHHUX X0aH. DopMyeThest OykoHa3anbHa O0pO3Ha,
JTHO HOCOBOI TOPOKHHUHM I1Ie He c(hOpMOBaHE.

Kim et al. (2004)
Som et al. (2013)

[epBunHa HOCOBa | BinOyBaeThcst moBHE 3MUTTA OyKoHa3aIbHOT 60po3HU. OTBOpHU Warbrick (1960)
MOPOXKHUHA HOCOBHUX MIIIKiB 3MiHIOIOTH (hOPMY BHACIIIIOK BeHTposaTepainbsHoro | Som et al. (2013)
POCTY MeJiaJbHUX HOCOBUX BIJIPOCTKIB; YHACIIIOK aKTHBHOTO Fleury (2022)
POCTY BEpXHBOLICICITHIX BIIPOCTKIB HOCOBI MIIIIKK 3MIIIYFOTHCS
MeniansHo. DopMyeThest HOCOCITi3HAa O0po3HA. Y HIOXOBOMY eriTenii
3’SIBIISIFOTHCS. HIOXOBI Pl TOPHI KITITHHU.
[lepBunne DopMyeThCA 3 IHTEPMaKCUIAPHOTO CETMEHTa (KYIACTI BIAPOCTKU Som et al. (2013)
i IHEOIHHS lica) BHACIIIOK 3TUTTS MeiaJbHUX HOCOBUX BiIPOCTKIB; Fleury (2022)
BIJIOKPEMJIIOETHCS IEPBUHHA HOCOBA T4 POTOBA HOPOXKHUHHU.
Hocosa Me3senxiMHa HOCOBA MIEPETOPOAKA POCTE KAYAaIBHO IIOCTYIOBO Miiller & O’Rahilly
HIeperoposka PO3ALIAIOUN HOCOBY ITOPOXKHUHY Ha JIIBY 1 IIpaBy MOJOBHHH. (2004)
(Me3eHxiMHa XoaHu po3TamoBani Ha miaHeOiHHI epex kumeHeto Parke (Bupict | Steding et al. (2010)
cTais) rinogisza).
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[Iponowxenus Tadmmi 1

CS15-19; | Bomepona-3ansHuit | B MemianbHii cTiHII HIOXOBHX IMOK (popMyeThest BoMepoHazansHuit | Miiller & O’Rahilly
33-47 noba | opran HelpoerniTeniii (BoMepoHa3aibHa OOpO3HA), 3 IKOTO PO3BUBAETHCS (2010)
(oprasu SlkoOcona) | TpyOKomOniOHMIT BOMEpOHAa3aIbHUI OpraH. Bhatnagar, Smith (2000)
Bhatnagar, Smith (2001)
CS17; Bropunne [TinHe6iHHI BiAPOCTKH BEPXHBOLIEIEITHUX BiJPOCTKIB POCTYTh Som et al. (2013)
41 noba i THEOIHHS MeJliaIbHO, 3JIMBAKOTHCS MiXk COOOI0 Ta 3 HOCOBOIO meperopoakor, | Steding et al. (2010)
MOBHICTIO BiJIMEKOBYIOYH HOCOBY i1 POTOBY ITOPO’KHUHH.
Y TBOPIOIOTCS OCTATOUYHI (BTOPHHHI) XOaHH 110 BiAKPHBAIOTHCS
y HOCODIIOTKY. [lopokHIMHA 30BHINIHIX HI3IpiB 3alIOBHEHA
«emiTesiabHIMH TIPOOKaMI».
CS22-23; |Hocoga Me3eHxiMa MeperopoaKy 3aMiHIOEThCS Ha XPSIIOBY TKAHHHY; O’Rahilly & Miiller,
54-56 eperopoka (hOpMYIOTHCSI TapacenTaibHi Xpslili, 0 CTabiIi3yIoTh (2010)
noba (XpsiioBa cTajis) | apXiTEeKTOHIKY HOCOBOI TOPO)KHUHH. Steding et al. (2010)
CS23; HocoBi pakoBuan | Ha marepainbHUX CTIHKAaX HOCOBOT MOPOXHUHN (pOPMYIOThCs BanKy, | Kumoi et al. (1993)
56 noba 3 SIKHX PO3BUBAETHCSI BEPXHsI, CEpeHs Ta HIDKHA HOcoBi pakoBuHH. | Neskey et al. (2009)
Bepxus yactiHa MOPOXXHUHN BKPHUTA HIOXOBUM emiTertieM, a HipkHA | O’Rahilly & Miiller,
— pecripaTopHHM. (2010)
CS23; Hocosi xonu BinOyBaeTbcst octatoune popMyBaHHSI BEPXHBOTO, CEPEAHBOTO
56 noba Ta HI)KHBOTO HOCOBHUX XOJ[iB; BCTAHOBIIIOETHCS IIPOCTOPOBE
8 Tk PO3MEXyBaHHS HIOXOBOI Ta MOBITPOHOCHOT 30H.
10-12 Tmx | [IpuHOCOBI Ma3zyxu | PO3BUTOK MPHHOCOBUX Ma3yX SIK BHIT TYYBAaHHS CIIU30BOT 00OJIOHKH
HOCOBOI IIOPOYKHUHU, OUIBIIICTE 3 HUX (DYHKIIOHAJIBLHO J03PiBaOTh
TTiCJIST HAPOYKCHHSI.
12-14 Twx | Bomepona-3ansuuii | Penykitist KIiTHH HeifpoeniTeniaabHOi BUCTHIKH. Bhatnagar, Smith (2000)
opras (opras Bhatnagar, Smith (2001)
SIkoOcoHa) Som et al. (2013)
13—15 Tk | 30BHILIHI Hi3AP1 3HUKAIOTh «CMiTeTialbHi MPOOKN» 30BHINIHIX Hi3APiB HOCOBOL Warbrick (1960)
MTOPOKHUHU. O’Rahilly & Miiller,
(2004)
Som et al. (2013)
16-28 Tk | Hocosi xomu ta HocoBi Xou OBHICTIO BiIKpUTI, GOPMY€ETHCS IPUCIHOK HOCA. O’Rahilly & Miiller,
HOCOBI pakOBUHH | 3aBepuIeHHs (OPMyBaHHS HOCOBHX PAKOBHH 3 IOANIBIINUM (2010)
CKOCTCHIHHSIM. Som et al. (2013)
IentpanpHuii BiIin
CS18; 3avaTok HIOXOBUX | B pocTpainpHiif 4acTHHI KiHIIEBOTO MO3KY iIeHTH(]IKYyEThCS MapHe Miiller, O'Rahilly (2004)
44 noba IuOyITHH MOTOBIICHHS, 0€3 03HAK JIaMiHapHOCTI. HelipoOiacTi akTHBHO Sarnat (2016)
MITPYIOTb 13 CyOBEHTPHUKYISPHOI 30HU KiHIIEBOTO MO3KY.
CS19; HroxoBi HepBH Po3nounHaeThcst aKTHBHUIN aKCOHOTCHE3 — aKCOHU HIOXOBUX Miiller, F., O’Rahilly, R.
47 noba PELEeNTOPHHUX KIITHH POCTYTh Y HAIPSIMKY KiHIIEBOTO MO3KY Ta (2010)
IHIyKyIOTh aKCOHOTPOITHE ()OPMYBaHHS HIOXOBHX IIHOYJIHH. Sarnat (2016)
CS19-23; |IlepBunHI HIOXOBI | 3auaTok 30iMbIIyeETHCS B 00’ €Mi, HaOyBae Kymoionoaiouoi popmu, | Miiller, F., O’Rahilly, R.
47-56 noba | muOymuH1 a(epeHTHI BOJIOKHA HIOXOBHX PELIENTOPHUX KIIITHH YTBOPIOIOTH (2010)
30BHIIIHIM BOJTOKHUCTHH map. Po3nounHaeThCs IoMepynoreHes. Sarnat (2016)
CS20-21; | HroxoBuii TpakT KaynanpHa yacTiHa 3a4aTka HIOXOBUX LUOYJIMH BUTATYETHCS Miiller, F., O’Rahilly, R.
50-52 noba (hopMmyroun TOHKHIT TpakT. HIOX0BI IIMOY/IMHH 1 TPAKT CTAIOTh (2010)
AQHATOMIYHO Oe3MepepBHOIO CTPYKTYPOIO. 3aKJIQIAEThCs IIEPETHE Sarnat (2016)
HIOXOBE SIPO.
9-12 Tmx | HioxoBi 1iuOynuun | [Touatok yTBOpeHHs mIapiB HIOXOBHX 1HOynnH. DopmyroTsest nepuri | Sarnat (2016)
JPiOHI ITIOMEpYJIH. Sarnat (2023)
15-22 tux AKTHBHHI TITIOMEPYIIOreHe3 — aKCOHM HIOXOBHX PEIENTOPHUX KiiTuH | Sarnat et al. (2024)
TPYIYIOTHCS 1 GOPMYIOTH TIIOMEpYITH. MIrpyroTh Ta J03piBaloOTh
MITpaJbHI KIITHHA (OPMYEThCS BHYTPILIHIN TIIEKCH(OPMHUIA IIap.
23-28 Tix HroxoBi 1MOYJIMHU MaIOTh 9iTKY JIAMiHAPHICTb Ta BCi OCHOBHI ILIAPH.

IToBHa (yHKIIOHATBHA 3PUTICTh AOCITAETHCS OCTHATAIBHO.
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BucHoBknu

KopekTtHe BH3HaueHHS eMOpPIOHAJIBHOTO BIiKY
Ta CTalii PO3BUTKY € Ba)KJIMBOIO YMOBOIO JUISI MOP-
(oJOTiYHKUX TOCIIIKEHb TPEHATAILHOTO PO3BHUTKY
smonuHu. HaiOinblll TOYHUM € 1HTerpaTUBHUM ITiji-
XiJl, [0 TO€AHY€ 30BHILIHI Ta BHYTpilIHI MOpdoio-
riuHi O3HAKH, JiHIMHI MapaMeTpu eMOpioHa Ta Tep-
MiH pO3BHUTKY y mobax. Taka meTomosnorisi 103BoJIs€e
BpaxoByBaTW I1HAMBIAyaJlbHY MIiHJIMBICTh TEMIIiB
eMOpiOHATBHOTO PO3BHUTKY 1 CIIPHsIE CTaHAApPTU3ALIl
JOCHIJKEHb, 30KpeMa TIpH BHBYEHI CTPYKTYP HIOXO-
BOT'0 aHaji3aropa.

[eputepranmii BT MpeCTAaBICHUN HIOXOBUM
EMITeNiEM, 110 3aKIIAIAETHCS 1 AUPEPEHITIFOETHCS 3 HIOXO-
BUX IUIakof. LIeHTpanbHuiA BiZUTiT — HEOXOBI ITHOYITUHY,
(OpMYIOTBCSL TIiI BIUIMBOM aKCOHOTPOITHOI IHJTYKITii
PELENTOPHNX KIIITHH HIOXOBOTO EINTENiI0 1 PO3BHBa-
FOTBCSI aCHHXPOHHO BITHOCHO TIEpH(EPHIHOTO BiIILTY.
BomepoHnazabHuii OpraH SIK JI0JaTKOBa HEOXOBA CHCTEMa
AKTUBHO PO3BHMBAETHCS JIUIIIE B eMOPIOHAIBHUN TIEPioj
Ta 3a3Ha€ peayKuil y miomoBuid nepioa. CTaHOBICHHS
HIOXOBOTO aHajizaropa TICHO TOB’s3aHe 3 KpaHioda-
miabHIM MOp(OTreHe30M Ta Tporiecamu Iedamizartii
BIIPOZIOBX BHYTPIITHBOYTPOOHOTO PO3BHUTKY.
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