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OJIBOAKTOPHOT'O PELHEIITOPHOTI'O
HEIPOHA B IIIIIIOPOTIOBOMY PEXKUMI

VK 539

Paniwe 6yao 6idomo, wo npedcmasients 3aNGTI68 OAPAKMOPHOMY PEUENMOPHOMY HETUPOHY
(OPH) 6 nidnopo2o6iti kKonuenmpayii, mobmo Koiu cepedre 3naserna kiavkocmi 4ozo 36’ a3a-
Hux peyenmopruz Giakie (PB) nedocmammne dasn 2enepauii cnalixis, ane maxa 2enepayis sce
2HC MONHCAUBG 3A80AKY PAYKMYAUIAM HABKOAO cepednbozo, ceaekmusnicms OPH wmooce bymu
BUUL00, HINC NPU BUUWUL KOHUEHMPAULAT 1, 30KPEMa, 6uuL0t0, Hidic Yy toeo PB. V uit pobomi
oas cnpoutenot modeai OPH 3natideno 3HaveHHAs onmumMaibHOl KOHUEeHMPayii 0as 3abe3neve-
HHA HATBUULOT CEACKMUBHOCTE 1 BUBEIEHO 3AAEIHCHICTND HATBUULOL CEACKMUBHOCTE 610 NOBHOT
xiavkocmi N PB ¢ OPH i ix mopozosozo snauenns No. Epexm nokpawernns cesexmusrocmi
8 NIONOP0206OMY PEHCUMT NPOABAAEMBCA Hatkpawe, koau No baudvke do oduHuyi, abo do N.
Taxooic 6iH KpaULE NPOABAAECMBCA s binvuwux N .

Katrwvwoei cao6a: 0nbdaKTOPHUIA PENENTOPHUI HEMPOH, CEJIEKTUBHICTD, MAIIOPOTOBUIl pe-
KUM, DIIYKTyaIil.

1. Bctyn 1le IIepIInil piBeHb B iI€PapXiYHOMY CHPHUIHATTI 3aI1a-
xy. Auste npu cupwuitaarri 3amaxy OPH e nBi nmocuri-
JIOBHUX CTajiil, [epria 3 gKuX 49ucro izmuna (aus.
posa. 1.1). OPH mae ma 9acruHax CBO€I HOBEpXHi,
€KCIIOHOBAHUX B 30BHIITHE CEPEJIOBUINE, 3HAYHY KiJTh-
KicTh ieHTHYHUX pernentopuux Ginkie (PB). B me-
2Kax OJIHOro opraHi3my € Gararo pizumx TuniB PB i
€ bararo HeWpOHIB, sIKIi HECYCTb OJMH 1 TOH camwuii
tun PB [6]. Mosiekynu 3amaxy BHAC/IIZIOK GpOyHIiB-

InenTudikarisi pedoBUH B IMOBITPI »KUBUMH OpraHi-
3MaMHU 3IHCHIOETHCSI CEHCOPHOIO CUCTEMOIO HIOXY SIK
crpuiingaTTs /posnizHaBanus 3anaxis. Cucrema HIOXY
Mae iepapxiuny opramizamito, [1]. Cmocrepiraerbes,
110 HEPOHM Ha KOKHOMY 3 i€papXiYHUX PiBHIB MalOTh
Kpallly CeJEeKTUBHICTb 1 IyTJUBITH JIO 3aIlaxiB, HiXK
Ha I[IOIEePeIHBOMY, HANpHKIa, [2]. 3okpema, Kpama
CEJIEKTUBHICTh BTOPUHHUX OJIb(AKTOPHUX HEHPOHIB
IIOPiBHSHO 3 TEPBUHHUMU IOSACHIOETCA MeXaHI3MOM
JIATEPAJILHOTO TaJIbMyBaHHsI B HIOXOBI# tmbysuwi, [3].
Jlj1si HU3BKUX KOHIIEHTPAIiN 3amaxy, KOJU MeXaHi3M
JIATEepaJIbHOTO TaJlbMyBaHHsI He Mpalioe, [2], 3ampo-
HOHOBAHO iHIMI MexaHi3Mm [4], dbisuuno 6iausbKuii 10
PO3IJISTHYTOTO B Iiiit poOOTi.

CHKOTO PYyXy MOXKYTh 3B’ si3yBaTuch 3 PB i 3BinbasaTn
PB, 3 akum mepes TuMm 3B’g3auch. [Ipu 38’a3yBanni
PB B mem6pani OPH BigkpuBaroTbcsi filOHHI KaHAJIH,
B Pe3yJIbTaTi 90ro MeMOpaHa JemoJsipu3yeThcsi. Bu-
HUKAE PENENTOPHUI MOTeHIiaa. SKImo aenonaspusa-
i MOCTATHA M1 30yI2KEeHHS 1 reHepartil BUXiTHUX
immysibciB, To OPH nmocuiiae iMIysibeu 10 BTOpUHHIX

[lepBunna perenmisa 3anaxiB i meprm crazil 06pob- HefpOHiB.

Ku indopmariii mpo 3amax moioHi y OiabimocTi XKu-
BUX opraHiswmis, [5|. Haitnepmnii HefipoH, sikuit Biary-
KYETbCA Ha 3aIaX — [e 0JbMAKTOPHUI PErenTOpHUit
ueiipon (OPH). 3Buuaiino sBaxkaernes, mo OPH —

Oxkpemo B3garuit OPH no pisnomy pearye na pizni
3anaxu ([OCHIAE IMITYJIbCH 3 PI3HOIO 4acToTo0). Ta-
koxk OPH, sxki mecyrs pisui PB, mo pizaomy peary-
I0OTh Ha OaWH 1 Toit cammit 3amax. Ile cTBOproe mo-
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crocyBanHi 3anaxis 10 OPH B koHnenTparisx, Hux-
9MX, HizK HEOOXITHO IJIsi CcTabiIbHOI TeHeparril craii-
KiB (IAOPOroBHX), KOJH MOXKJIMBA JIUIIE BHIAJIKO-
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Ba TeHEPAIlis 38 PAXyHOK (QJIyKTyalliil, CeJIeKTUBHICTh
OPH wmoxke OyTu 3Ha9HO mOKpaineHo. B it pobo-
Ti pobsThCst OIiHKU MOXKJjmBux napamerpis OPH i
KOHIIEHTpaIlil, AKi 3a6e31euyioTh HaWOiIbINe MOKpa-
meHHs cejieKTuBHOCTI. [Ipu 1boMy BUKOpPUCTAHO HAJI-
zpu4aitno mpocry momesb OPH, sika 36epirae Jmmre
CTATUCTUKY MPOIECY 3B sI3yBAHHA-3BIIbHEHHST MOJIE-
KyJI 3ammaxy perientopaumu 6iikamu. OTike, ojiepka-
Hi pe3y/IbTaTU He IIPEeTeHIYIOTh Ha aJeKBATHHUIl OINC
siputt B 6iosorivnomy OPH, a MOXKyTb TpakTyBaTHCDH
JINIIIE SIK HATAK Ha Te, sIKi 3HAYEHHS ITapaMeTPiB MO-
i O MOKPAIUTH CEJIeKTUBHICTh B HAWOIIBIMIN Mipi.
3pobieni TyT OMIHKK MOYXKe OyTH BUKOPUCTAHO JIJIst
IIOCTAHOBKY €KCIIEPUMEHTIB 3 peajIbHUMU HeifipoHaMu
B YMOBax HU3bKOI KOHIIEHTpAIIl 3amaxiB Jjis 3a0e3-
[TeYeHHsI HAWBUINOI CEJIEKTUBHOCTI, & TAKOXK IIPU KOH-
CTPYIOBaHHI MITYYHUX XEMOCEHCOPIB.

1.1. IlepsurHe cnputiHaMMsA 3aANATI8

3 dizuvHOl TOYKHU 30Dy, HEPBUHHE CIPUNAHSATTS MO-
JIEKYJIU 3aliaxy B CHCTEeMi HIOXY BiJIOyBa€ThCS B IPO-
neci i1 acortiarii-gucoriariii 3 pernenTopHUM OLIKOM.
B 6inbImocTi BumaakiB peakinis acCOIaIii- TUCcoriail
iij1e 3a TaKOIO CXEMOIO:

ky
O+ R = OR, (1)
k—
ne O — mosekysia 3amnaxy; R — pernenTopauit 6110K.
Ileit mportec € mepmmM KPOKOM Y CIIPUAHSTTI 3a11axy.
Woro pe3ysibraToM € Te, IO YaCTUHA PENENTOPHUX
6i7KiB OyIe OKyIoBaHa MOJIEKYJIAMU 3aI1axXy, & PeriTa
PB — BinbHi. KinbkicuuM BUMIpOM IIHOTO PE3Y/ILTATY
€ TPOTIOpIIis p MiXK 3aiHgTUMY 1 BimbHuMEu PbB:

n

Na (2)

ne N —nosue unciio PB B okpemomy OPH; n — anciio
zafiuaTux PB. fkmmo B 1BoX OKpeMux €KCIIepuMeHTaxX
OPH onepxkye jiBa pi3HUX 3alaxd B OIHAKOBIil KOH-
IIEHTPAIIil 1 TPU ITLOMY CIIOCTEPirajnuch pi3Hi 3HaYECH-
Hs nponoptiil 3aitasTux PB, To PB 3naren pospizus-
THU T JBa 3allaxXm, TOOTO Ma€ CEJTeKTUBHICTH IO Bi-
HOITIEHHIO JI0 IUX 3amaxiB. fKImo K mponopriil piBHi,
To PB He 31aTen po3pisuutu 11i aBa 3anaxu. B ocran-
HbOMY BHUIAJKy TakoxkK 1 Biamosimuuit OPH we Gyme
3/IaTeH PO3PI3HUTHU 3TajlaHi JIBa 3aIaxu, OCKIIBKHU BiT
KiIbKOCTI 3aituatux PB 3amexurs menossipusytodnii
TpaHCMEeMOPAHHUIT CTPYM, IKUf BUBHATAE TEMI TeHe-
pariil cnaiikiB HEHPOHOM.

p:
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1.1.1. Ceaexmusnicmos OPH

KinmeBum pe3ysibTraToM CHPUIHATTS 3ammaxy oJbda-
KTOPHUM DPEIENTOPHUM HEUPOHOM € TeHEPAIlis HIM
BUXifHUX iMITy/ibciB. Binbmicrs OPH pearyrors rene-
pari€ro iMITyJIbCiB Ha 6araTo pisHOMAHITHUX 3allaXiB:
BOHH € PeHepaJsicTaMi, & He CIeriaJicTaMu. 3JaTHICTD
OPH pospizusaTu apa 3anaxu MPOSIBISIETHCS B HEO-
JTHAKOBI TaCTOTI iIMITy IbCallil, IKIIO 3aIaXn MPEeT B~
JIEHO B PIBHIi#l KOHIIEHTPAIIIT B IBOX OKPEMUX €KCIIEPU-
menTax. JLs Habopy 3amaxiB, Ha sKi pearye oKpeMuii
OPH, moxkna mo0yayBaTu KpHUBY, sika YMOBHO Xapa-
krepu3ye cejekrusnicts OPH, puc. 1.

Bunukae nurannas: un cenexkrusnicrs OPH e Te
came, IO 1 CEJIEKTUBHICTH HOr0 PenenTopHux OLIKIB.
3po3ymiso, 1o anm 6ibma mpormopiiis PB 38’ sa3ammx
3 MOJIEKYJaMHU 3aIlaxy, TUM OLIbINo0 Oyiae aermoJis-
pusairis 30yuBoi Mmembparun OPH i 3 tum Giibimoro
qacrororo OPH 0Oyze renepysarTu Buxiji criaiiku. [le
noB’si3ye cenektBricTs OPH 3 Takoro fioro PB. Aue,
3 OISy Ha CKJIAJHI MPOMIXKHI MeXaHI3MH XeMoeJie-
KTPUIHOI TPAHCAYKIUl Bifl 3B’s13yBaHHS-3BLILHEHHSA
PB 5o crBOpeHHs pelenTopHOro IOoTeHIiatLy i maJii
JIO TeHepallil CHaiKiB, HeMa IiJICTAB NPUPIBHIOBATH
cenexkruaocti PB 1 OPH, skuit ekcupecye 1i 611ku.

B miit poboTi 3’s1cOBy€THCs, TP AKUX MapaMeTpax
OPH i xonnenTparnii 3amaxis MoyKHa OJiKyBaTH Hafi-
Bunty cenekrusHicTs OPH 3 Bpaxysannsam toro, 1mo
3B’s13yBaHHs-3BlbHeHHS fioro PB BindyBaeTbest Bu-
MAJIKOBUM YHHOM. 3 IH€I0 METO BHKOPUCTAHO HA-
npocrinty mozess OPH, B gxiit Bci mpomixkui cra-
JIiT XeMOeJIeKTPUIHOT TPAHCIYKIIIT, K1 3aBEPITYOTHCST
reHepallieio CraikiB, 3aMiHEeHO Ha (PaKT JOCATHEHHS
ITOPOroBOro 3HadeHHsi uncia 3B s3annx PB. Takox
POBIVISIAETHCS PEYKUM PEIIENIiil, B aKOMY (hJIyKTyartii
4yncia 38’g3anux PB maroTe icToTHiN BiiMB Ha rene-

-
(e}
J

Spike rate
(relative)

0.0 -- -
Ligands

Puc. 1. Ilpuknasn pizHol yacroru Buxiguux cnaiikis OPH mis
onnoro tuny PB, crumynpoBamoro pismmmum 3amaxamu. Mo-
nudikosano 3 [9] (through Creative Commons public license,
https://creativecommons.org). us. Takox [5, Figure 3|
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paliifo cnaiikiB — miIoporoBuii pexxum, posa. 2.1.1.
Tlomepemni pesyabraTu, omepzKamHi st TAKOl MOJIEJ
[8], mokazamm, MmO B MATOPOroBOMy pexkKMMi MOMKHA
onepxaru cejiektupHictb OPH, sika 3HauHO nepesu-
mrye Taky ioro PB.

2. Meroau
2.1. Beamembparnna modear OPH

Monens OPH, sika BHKOPHCTOBYETHCSI JIJIsI AHAJIZY,
BKJIIOYAE B cebe TIMbKHU TOIil, 1o Bi0yBalOThCS HA
zopHinmHiit mosepxui OPH npu B3aemoxil itoro PB 3
MoJieKyaamu 3amaxy. s Momenp momibHa 10 Mozei,
posiisiayTol B [10], aJie € nie npocTimoo, OCKiJIbKY He
PO3IJISIZIA€ eTall IPOXOPKEHHS MOJIEKYJI 3aIaxy depe3
cau3 osbdakToproro emiresio. B it mogeni OPH
XapaKTePU3YEThCs MMOBHOIO KUIBKICTIO N i/TEHTUTHUAX
pelrTopHux O1IKIB, IHKOPIIOPOBaHUX B HOTO MeMOpa-
Hy, i moporosum uuciiom Ny < N. dAximo gucio 38’ s-
zanux PB menne Big Ny, To OPH He rerepye cuaiikis.
B mporumexxaomy sunanky, OPH remepye crnaiiku 3
nocrifinoro wacrororo f (mopisa. 3 posm. “Olfactory
threshold ” B [10]).

Cuiiz 3ayBazkuTH, 110 [IPOIO3UILisS TAKOI MOJIeJI Ma€e
Ha yBa3i Te, mo 38’a3yBanns oguoro PB 3 mostekynoro
3alaxy BiIKpuBae O/MH HoHHWMIT KaHa. Take mae Mi-
ciie B8 OPH xomax, me penenTopni 6iKu — 1ie rere-
poMepHi Jiiran-kepoBani ionni kanasu, [11]. B OPH
OiTbIT CKIAIHWX OpraHiamiB Mixk 3B a3yBanasm Pb
i BiAKPUTTSAM MHOHHUX KAHAJIB BiOyBaIOTHCS ITPOMi-
>KHi OioximivHi 1ofii, B pe3yJsibTaTi IKUX 3B SI3yBaHHSI
onuoro PB 3abesnedye BiIKpUTTS JEKIIbKOX KAHAJIB
CTPYKTYPHO Bimokpemienux Big PB, nanpuxiag, [12].
IIi mpomizkai moil € JOAATKOBUM JI7KepesioM PJIyKTy-
ariif, IKi BUMaraioTh J0/IATKOBOTO aHAJI3Y TTOPIBHSIHO
3 3pobJieHnM B JaHiit poboTi.

2.1.1. Ilidnopozosuti pesicum

TyT, st cupolneHHsT 00YNCJIEHh BBaYKAETHCSI, IO
OPH renepye Buxijui imMiryiabcu 3 HOCTIRHOIO 4acTO-
TOIO f HE3aJIeXKHO Bif TOro, HACKIIBKNA HEPEBUIIEHO
mopir Ng. OcraHHe € 3HAYHUM BiJXUJIEHHSIM Bij pe-
aJIBHOCTI, KOJIM KOHIIEHTPAIIis 3al1aXy BUCOKa 1 YUCJIO
3B’sizarnx PB, n, nocriitto nepesurnrye mopir Ny. B
TaKOMY BUIAJIKY 301JIbITEHHS 1 IPU3BOIUTH 110 301716~
IIIEeHHsT YACTOTH BUXITHUX IMITYJIbCIB. AJjte B JaHiil po-
60Ti PO3TJIA, 30CePeZKEHO HA HU3BKIX KOHITEHTPAITi-
X, KOJIU CepeaHeE 4uucjio 3B’s3anux PB mmxkde mo-
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pOroOBOIO, a TOPIr JIOCATAETbCS Ha KOPOTKI MTPOMiXK-
KM Jacy 3a paxyHOk duykryariii, (aus. posm. 2.3),
nmzkde. [Ipunyckaernbes, 1Mo 3a 4ac HelepepBHOro Iie-
pebyBaHHsI HaJ| [IOPOIOM MOXKE 3M€HEPYBATHUCH OIUH
iMIysbe, abo kogHOoro. B Takomy pexknmi Besnvu-
Ha CepeJIHBOI YaCTOTH BUXITHOI iMITyIbcallil JTUKTYeE-
ThCA WMOBIDHOCHUME XapPaKTEPUCTUKAMHE II€PETHHAH-
Hsl TIOPOTA, & He CTYIIeHEM HOro IepeBUIEeHHS.

s crpororo oOrpyHTYBaHHS MOXKJIMBOCTI OImca-
HOT'O BHINE IIiJIIOPOrOBOIO PEXKUMY HEOOXiTHO 3Ha-
TH 9aCOBl XapaKTEPUCTUKHU CTOXACTUYHOTO IIPOIECY
3B’s13yBanHs-3BlbHeHHS PB 1 Kinetuku mporecy re-
Heparlil BUXiTHUX IMITyIbCiB 30y THBOI0 MEMOPAHOIO
Heiipona. Jlo HUX BiTHOCATHCS KOHCTAHTH IIIBUJKO-
creit peakuii (1), nposinnicTh KaHAMIB, K1 BiIKpUBa-
0ThCs TIpU 3B’si3yBanHi PB, eekrpuuni xapakrepu-
crukn MeMmOpanu. BpaxyBaTu Taki XapaKTepUCTHKHU
MOYKHA B YUCETbHUX eKCIIepruMeHTax. B 1iit poboTi Mu
He KOHKPETHU3YEMO IIUX XapPaKTEPUCTUK MAOYU HAMIP
3po0UTH Il B HACTYIHUX poboTax.

2.2. O3nauennsa ceaexkmusrocmets

Mozkna mo-pizaHomy Bu3HadaTu ceynekTuBHocTi PB i
OPH. Tyt Mu ciigyemo o3HaueHHsiM 3 [8]. B Hux Bu-
KJTIOYEHO PO3IJIsi/] KOHIIEHTPAIl i KOHCTAHTH JTUCOITi-
arii ayist peakuii (1), a posriisg 6a3yeTbes Ha IIPOIIOD-
uil p 38’a3anux PB, piBuauns (2). Ile Bunpasgano 3
aBox mpuund. [lo-mepire, mparfoBaTu 3 p OLIBIIT IPO-
cTo i B TO# Ke vac dopmyna (8), HUKUE, A€ OIHO-
3HaYHMIt 3B’s130K MiK K 1 p npu ikcoBaHiil KOHIIEH-
Tparii ¢, abo MixK ¢ 1 p mpu piIKCOBaHit KOHCTAHTI IH-
comiamii K. Ilo-apyre, onbdakTopHIit HEHPOH HE M€
Joctymy jo 3uadednb K i ¢, a indopmariis mpo mos-
Hy KinbkicTs N i KisnbKicTs 3B’a3anux PB, n Ha itoro
nosepxui, (eksiBasenTHO p 3a dopmyiow (2)), — ue
dKpa3 Te, Mo MIIaeThCsl Moaabiii oopobmi 8 OPH
1 3aBEPIIYETHCS BUXITHIMHA IMITYJIbCaMU.
Cenexktusnicts PB no BigmomenHio 10 ABOX 3ama-
xiB Q1 i Oy BU3HAUYAETHCA TakuM dnHOM. AKmo Oq
i Oy mpeacrasmeno OPH B kKonmenTparii ¢ B aBOX
OKPEMUX eKCIIEPUMEHTAaX 1 IIPU IbOMY CIIOCTEPIramch
pi3Hi 3HAYEHHS P: P11 p2, TO et PB Moxke pospizms-
TH T JBa 3anaxu. Hexail s BUSHAYEHOCTI p1 > Po:

p1=p2+Ap, Ap>0. (3)

Toni cenexkrushicTs PB MOXKHA 03HAYMTH TAKUM Y-

HOM:
A

Sp =L, (4)
b1
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st mimoro OPH peaxkiiis Ha 3amax mposiBIsS€ThCS
K TeHepallis BUXIAHUX iMImyabciB. MoxHa odikyBa-
TH, mo 3aBasku (3) cepesHst wacrora iMmysbcis F
6yae Buioro st Oy:

F1:F2+AF, AF > 0. (5)

Toni cenextusnicrs OPH MokHa 03HAUUTH TaKuM
YUHOM:

AF
SORN — ?1 . (6)

SAxmo BBaxkaTn anasoriaao [10], mo amst Bucokmx
KOHIIEHTPAIIi# 3amaxy, KoJu qucjo 3aiaarux PB mo-
criitHo mepeBminye mopir 30y/pkenHst, Biaryk OPH
pornopIiiamit umnciy 3aitaatux PB, To cerekTns-
micte OPH 6yzne pisra cenekrusuocri PB. [iiicHo,
B Harmomy Bunajky Biaryk OPH 1e cepemns gacrora
immynneiB F. dkmo F' mponopriiitHo 3pocTae 3 n, TO

NA A
P_2P g (7)

S p—
OfNT Np, D1

Omxke, 1111 KOHIIEHTPAIIiil, siKi 320€e311e9y0Th TOCTiii-
He TEPEBUINEHHsI MOpora 30y/?KeHHs, CEJIEKTUBHICTh
OPH B npocriit Mmojesti TpaHcIyKIiil 36iraeThest 3 ce-
JiekTuBHIiCTIO #oro PB.

Ko KOHIIEHTpaIllisd 3a1maxy MiIoPoroBa Taka, o
ropir Ny IepeBUITyeThCS Ha KOPOTKI TPOMIZKKH Jacy
3a paxyHOK duykTyariii, To Biaryk OPH 6yne suzna-
9aTHCh TPOMOPINEI0 Jacy, Ky 9Iucao 3B’s3anux PB
MIPOBOJINTH HAJT IOPOTOM 30y IKeHHs. 1K BiAMiHHOCTI
CTATUCTUKM IIUX BUIIAIKOBUX IIEPETUHIB IIOPOTa, JIJIs
zanaxis O; 1 Oy Busnagarorh cejiekrusnicrs OPH
JOCTIJIZKYETbCST HUXKYE.

2.3. Dayxmyauii nepsuHHot peuenuii

OcCKiJIbKE II€pBUHHA PeLEIIlisi 3alaxy pelernTop-
HUM HEHPOHOM 3JiIiCHIOEThCS 4Yepe3 3B si3yBaHHsI-
3BUIBHEHHSI OO0 PEIEeNTOPHUME OLIKAMHU MOJIEKYJI
3amaxy, TO BOHA HEMHUHydYe € BHUIIAJIKOBOK. JIK Ha-
CJIIIOK, BTOPUHHI CUTHAJIA PO 3alaX, TaKi K MeM-
6pannuii (penenropuuii) norenriasi, abo MeMOpaHHUIT
CTPYM TexK OyayTh BumaakoBumu. OIyKTyariil TpaHc-
MmeMm6bpansoro crpymy B OPH amdibii (Ambystoma
tigrinum) crocrepirajnuch ekcrepuMeHTanbo, [13].
IIpu pomy 3acToCcOBYBa/MCh MiHIMAJIbHI KOHIIEHTPA-
mii 3amaxy: 10710-5.1077-107° M. Oindakrophi pe-
nenTopHi Hefiporu aMmdibiit MalOTh OLIBIN CKIATHUIM,
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HIXK Yy KOMaX MEXaHi3M XeMOEJEKTPUIHOI TPaHCILY-
Kiii, Hanpukiaz, [12], sxuii gomyckae dacoBy inre-
rpamimo crabkux ctuMydis, [13]. dus cripormenoi mo-
nemi OPH, B naniii poboTi Mu He PO3IISIAEMO MO-
2KJIUBICTh YacOBOI iHTerpartii.

IIpu zacrocysBanni 3amaxy O mo OPH iioro PB,
i1 BILIUBOM OPOYHIBCHKOI'O DPyXy BHIIAJIKOBUM YH-
HOM 3B’s13y10Th MoJieKyau O i 3BIMbHAIOTHCSA Bij HUAX.
TyT BBaXKA€ThCs, 10 BUMAIKOBA IMOBEIIHKA OKPEMO-
ro PB e mezanexnoro Bin immux PB. Ilicisa 3aBep-
IMeHHs TepeXiTHuX TporieciB Koxken PD, manexxuwmii
no esaoro OPH, moxke Oyt 3B’st3aHUil 3 MOJIEKY-
goi0 O 3 meBHOIO HMOBipHiCTIO. 3ayBazkKuMo, IO It
WMOBIPHICTB JIOPIBHIOE YUCJLY P, BU3HAYEHOMY B PiB-
HaHH (2). JKIo BiIOMI KOHIEHTpAIs ¢ 3aCTOCOBA-
woro 3anaxy O i korcranTa nucoriarii K mjs peaxil
acomjanil-qucorianii Mizk O i PB (1), To 3a Bigomoro
dbopmynomo (mopisu. 3 [14, pien. (3)] i [10, piea. (4)]):

1

P K

(®)
st onmcanol B po3ziai 2.1 mMojiesi BaXKJINBO 3HA-
TH 3 KO iiMoBipricTio P uncio 38’a3anux PB me-
peBumuTh nopir Ny, abo gocsarme #Oro mpum yMOBi,
o 3amnax, 3acrocopanuii 10 OPH, 3abe3mneuye nesuy
nponopio p (B cepenubomy) 3aitaarux PB. Ockisb-
KU, sIK 3a3HAYEHO BWIIE, I MPOIOPIs € TAKOXK 1
iiMoBipHicTIO, mo moomuHokuit PB 3B’s3amo 3 mo-
JIEKYJIOIO 3aIlaxy, TO MPU CTATUCTUYHINA HE3AJEIKHO-
cti okpemnx PB, mykana imosipricts P nocsaraen-
Hsl /TIEPEBUIIEHHST IOPOTa, OOUUCTIOETHCST 38 BiJIOMOTO
dbopmymoro (Hanpukaan, [15, § 11, piea. (1)]):

N
PV N0 = 3 () ) -m¥ - )

k=N,

B omnucanomy minxomi Besmuuna P(N, Ng,p) —
e IMOBIPHICTD JIOCATHEHHS /TIEPEBUINIEHHST TI0POTa B
Oy/1b-sIKUiT MOMEHT Yacy, a 9acTora f, BBeJleHa B PO3-
Jgimi 2.1 — 1e po3MipHUIl MHOXKHUK, KU JTO3BOJISIE
OOYHCJINTY CEPETHIO JACTOTY BUXIJIHUX IMITYJIbCIB:

F = fP(N, Ny, p). (10)

B osuauenni cesexktusHocTi (6) BesmumHa [ Heic-

TOTHSI:

P(N, No,p1) — P(N, No, p2)
P(Na NO:pl)

SoRN = . (11)
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3. PesyabTraTu
3.1. OnmumasbHa KOHUEHMPAULA

Bupasu P(N, Ny,p) i F, zanani dbopmynamu (9) i
(10), 3auexars Big p “cirmoinaum” 9uHOM, TOOTO 110-
BIJIBHO 3POCTAIOTH, BUXOAATD HA JIIAHKY 3 IIBUIKIM
3POCTaHHSAM 1 J1aJ1i 3HOBY 3POCTAIOTh IOBILJIBHO JI0 110~
cTiitHOl BesimumHN. BpaxoByoun Te, 10 p MOHOTOHHO
spocrae 3 ¢ (piBasiaHs (8)), sanexkuicrs P(N, No, p)
i F Bim ¢ 6yne skicHo Taka cama. fxmo 3amaxm Oq
i O MaroTh Maitxke ogHakoBy adinnicts 10 PB, To
BiimoBiiHI 3HAMEHHS p1 1 P2 OYIyTH JyKe OJIM3bKi.
Ile oznavae Hu3bKy cenekTuBHicTs PB 110 BimHOIICH-
HIO JI0 IUX 3amnaxiB. AKimno 3ab6e3medeHo Taky KOHIIEH-
TPAIIIIO 3aI1axiB, IO P 1 P2 TOTPAILISIOTH HA JIJISHKY
mBugkoro 3pocranisg P (N, Ny, p), To MoxKHA CHOJI-
BATHUCh HA BEJIUKY BIJIMIHHICTH B CepeIHIi 4acTOTi iM-
nysbeis OPH miis nux qsox samaxis (pisusaus (10)).
e oznavyarnme kpary cesekrusuicts OPH. Curya-
I[iI0 TPOLTIOCTPOBAHO HA PHUC. 2.

2 08| ///r ]

o 06| |

=04 f 1

& 02! ]
oL .

6 8 p,p, 12 14
mosipHicTs 3B’a3ysannsa PB, p- 10°

Puc. 2. Nwvosipricts pocsarrenns mopora P (N, No,p) mis
N = 2500000, Ng = 250. Ty ps = 0,9296 - 10~4, p; =
=1,040-10"%, Sg = 0,1, (mus. piBusms (4)), Sorn =
= 0,8, (mus. piBusnus (6), (11)). Smavenus N, Ny npubmn-
3HO BUOpaHO Ha OCHOBI maHUX poboru [16] ns mosi Antheraea
polyphemus

_610*

ZO

Z 3.10* | ,

:

N _
250 1250000 2499750

N,

o

Puc.
dPmax (N, No) Big Bucoru nopora No npu (HpikCOBaHOMY HOBHO-
my uaucai PB, N = 2500000. Haiimenre 3nadenns Gyl —
1262. Snadvenns B Toukax Ng = 250 i Ng = N — 250 npubiausHo
pisHi i gocaraoTs 63 - 103
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3. 3BajiexkKHICTh MaKCHMAaJIbHOTO 3HAYEHHS IOXIJHOL

J1st Bu3HaUeHHs ONTHMAJbHOrO 3HadeHHs D (i ¢)
CJIJT 3HAMTH TOYKY pg, B SAKill 3HAYEHHS ITOXiJTHOT
Bin P(N, Ny, p) naiibinbme. g noxigna mae takuii
BUTJISI:

d

—P(N, N =
dp ( ) Oup)
N!

T (N - 1)!(N —No)!

pNoH (1 = p)N . (12)

J11s1 3HAXOPKEHHST MAKCHMYMY OCTAHHBOT'O CJILJT ITPO-
nudepentioBaru e pa3 (He3ajdexkHUdl Big p mHO-
JKHUK OIIYIIEHO):

2

d
d7p2 P(N, N07p) ~

~ pN0—2(1 _p)N—No—l(NO -1 —p(N — 1)) =0. (13)

3 0CTaHHBLOI'O MAEMO:

Ny —1
Po=——r"

N-1 (14)

Orxke, onTuMaJIbHA KOHIIEHTPAIlS ¢g Ma€ 3abe3medy-
BaTU cepegHe ducyao 3B g3annx PB mmxde Bixm Ny i
6inbire Bij Ng — 1. Benmauna ¢y ofepKyeThes 3 piB-
HaHb (8) 1 (14):

cn = w (15)
T NN,

3po3yMmiJio, 1o mo-Iepiie, B 3aa4i JaHol poboTH He
BXOJIUTH 3’SICyBaHHsI MOXKJIMBAX MEXaHI3MIiB TOYHOTO
3a0e3leYeHHs ONTUMAJILHOI KOHIeHTpalil (aje nus.
posin 4), 1 mo-apyre, edeKT MOKPAIIEHHS CEJIEKTUB-
HocTi Oy/ie TPOSIBASATHCH B MEBHOMY Jiala30Hi 3Ha-
JeHb p HaBKOJIO pg. OCTaHHE MOXKHA IMOMITUTH Ha
puc. 2.

3.2. Bnaus sucomu nopozaa

Y monepeaHboMy PO3/IiI 3HANIEHO, SIKOIO Mae OyTu
KOHIIeHTpallisl ¢j1abo BiIMIHHEHX MiXK 0000 3alaxiB
JUIsT HARKPAIIOTO MPOosiBy ePeKTy IiIBUIIEHHS Ceje-
kruBHocti OPH nopiBasino 3 itoro PB, sxmo mosue
qucso PB B meitponi N i moporose quciio Ny 3adikco-
Baro. OnTuMasbHa KOHIEHTpAIlis 3abe31edye OnTu-
MaJIbHy HMOBIDHICTH 3B’sI3yBaHHsI pg, dhopmya (14),
Taky, mo noxigaa Big P(N, Np,p) no p Haiibinbia
B Toulli pg. Ajie TposiB eheKTy MOKPAIIEHHS CeJie-
KTUBHOCTI 3aJI€?KUTDH BiJl aOCOTIOTHOTO 3HAYEHHST IT0-
xigHol B Touri pg. OcraHHE BU3HAYAETHCS BEJIMYH-
Hamu N i Ny. 3’scyeMo sIK MaKCHUMAaJIbHEe 3HAYEHHSI
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noxigHol dPpax (N, No) 3anexurs Bijg Ny nupu dikco-
BanoMmy N. IlimcraBumo 1T IIBOTO Py 3aMiCTh P B
dbopmymy (12):

d
deax(NaNO) = %P(NaN&p) =

b=po

N -1
=N No—1 1— N—-1—(No-1) 16

ze po Mae sursy (14).

IIpu Ny = 1 dopmyaa (14) mae pg = 0. 3posymi-
JIO, 10 CEJIEKTUBHICTH JI0 3allaXiB, IPeJICTaBJIEHUX Y
HYJIBOBIli KOHIIEHTpaIlil, He Ma€ ceHcy. AJjie 3Ha4YEH-
b dPax (N, 1) MOXKe faTu yaBJI€HHS 1IPO KPYTU3HY
rpadika dyuxuii P(N, 1, p) B okosi rouku p = 0 i ne
MOKe OyTH I[iKaBO B CHUTYAIlil 3 Jy»Ke HU3bKOIO KOH-
nenrpanieio '. [ToTpibHe 3HAUCHHS MOXKHA 3HAATH K
IPAHMUITO:

N —1
dP oy (N, 1) = z1)1_1:%N< 0 >p0(1 —p)Nl = N.(17)

It No = 2 maemo dP (N, 2) ~ &

st Bemukux N, Ny MOoXKHaA BUKOpuCTaTd (Op-
mysty Cripainra i ogepxkaru 3 (16) zHabsinkene 3Ha-
YEHHS:

N -1
27T(N() - 1)(N - No)’

dP max (N, No) = N (18)

3Bigku  BugHO, MmO dPna(N, Ng) 3pocrae sik
N, mo yaromkyerbes 3 (17). Tlpukman rpadika

dP max (N, Np) nokazano za puc. 3.

3.3. Lamtocmpamustuti npuxaad

s nmopiBusuus cejgexkturocti OPH 3 rtakoro ito-
ro PB Tyt Oyayiorbes rpadikn ceeKTUBHOCTI, aHAa-
JroriuHi 300pakeHoMy Ha puc. 1. 3 Ii€l0 MeTolo re-
HepyeThbes Habip 3 30 pisHux 3HAYUEHD p, MPUTAMAH-
HUX TiOTETUYHMM 3allaxaM Tak, 1o rpadik cee-
krusHOCTi PB yTBOpIOE MMPOKY /I3BOHONONIOHY KpH-
By (puc. 4, a). s ojepKanis BIHOCHUX 9aCTOT [0
crpiris OPH (puc. 4, b) Bkazaui 30 3Ha4eHb p BUKO-
pucrano B dopmysax (9) i (10).

1 BayBaxkuMo, IO B €KCIIEPIMEHTAX CIIOCTEPIraIach 3aTHICTE
MHUIIEH JeTeKTyBaTH 3alaxu B Konmerpamii 10711 M, [17].
B [18] naBoauThcs smauenna 10713 M B pori Teopermanol
OLIIHKM JIyIs1 MiHIMaJIbHOI KOHIIEHTpPAIllil, JJOCTYIIHOI JIJIs1 J1eTe-
KTYBaHHSI B CHUCTEMi HIOXY.
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|
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Hypothetical ligands

1.0
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Firing rate (relative)
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Puc. 4. Lmocrpania kpamoi cesekrusnocti OPH, mix iioro
PB B nignoporosomy pexkumi: a — npomnopiiisi p 38’sizanux PB
nys mabopy 3 30 rimorermuHux 3amaxiB 3 pisHoio adinnicTio
1o PB; b — wacrora (BigHocua) renepanil cuaiikis OPH npu
3aCTOCYBaHHI BKa3aHUX DINOTETUYHAX 3allaxiB

CestekTuBHOCTI MiXK 3amaxamu #9 1 #16 3 puc. 4
o6unciieni 3a dopmynamu (4) i (6) HabyBarTh TAKUX
3HAYEHD:
Sr = 0,178,

Sorn = 0,998. (19)

4. BucHOBKHY i AuCKYycCist

Y ni#t poboti gy crporeHol Mojesti 0bpaKTOPHO-
IO PEIeNTOPHOro HelpoHa 3HANIEHO yMOBH, sIKi 3a-
6e31evyI0Th MAKCUMaJIbHE TTOKPAIIAHHS CeJIEKTUBHO-
cri OPH mnopiBasHO 3 #1070 perenTopHuME OLTKAMIE.
Ilepmma ymoBa — 11€e i AIOPOTOBHUit PEXKUM CIIPUHHSITTS
zanaxy. BoHa 3a0e3medyeThcst BHOOPOM KOHIICHTPAITiT
sanaxy, pisasians (14), (15). Ipyra ymoBa — 1e MiHi-
MaJIbHA KUTBKICTb [N 3B’sI3aHUX PerenTopHuX OLIKIB,
HeoOximHa 1y1st it Toro, mob OPH mouas renepysa-
TH craitku, piBasuaas (16), (18), puc. 3. 3 ocranHbOrO
BUJIHO, IO TTOKPAINEHHS CEJIEKTUBHOCTI B IIIIIOPOTO-
BOMY pexKuMi Oyjie TUM OLIbIINM, YUM HUMKYIUN TPU-
repuuii nopir OPH, a kormenTpariisi, BimosigHa, 706~
TO TeX jyke HusbKa. g peagpaux OPH ni ymoBu
MO2KHA, 33[0BOJILHUTH Jiniie 9acTKoBO. [lo-mieprire, Be-
sranna nopora Ny AUKTYETHCA €JIeKTPUIHUMU BJIa-
crupoctsiMu MeMOpanu OPH i iliorHux KaHaIiB, 1O-
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B’st3anux 3 KoxkauM PB. Bumipsiai minimasbai 3naqge-
uus Ny s OPH xabu ~35, [18]. Ase Koxken 38’s-
zaanit PB B OPH xkabu BijkpuBae jekijibka HOHHUX
KaHAJIB 3aBJFKKN MexaHi3my, onucanomy B [12]. st
KoMax, jie oquH PB BijkpuBae ojnH KaHaJ, 3HaYe-
HHsI IIOpPOTra B KiJIbKA COTEHb 3A€ThCsi OJIM3BKUM JI0
peasbrocti. [lo-npyre, moue uncio PB 8 OPH mae
Gyru BesukuM, piBHsHHs (16)—(18), ame un MoxIIH-
BO BILIMBATH Ha BeJUYUHY N JIOCTATHBO IIBHJIKO?!
dxio mepia ymMoBa KEpye CIIOCODOM IIPeJICTaB/IEHHSI
3amaxy, TO Jpyra — KOHCTPYKII€O, YU JTUHAMITHUMHA
xapakTepuctukamu OPH. Biosoriuna cucrema mioxy
Ma€ 3acobu, mob B IIEBHUX MeXKaX 3a0BOJIbHUTH IIi
yMmoBu. Ilo-miepie, moBiTps 3 PO3YMHEHHM 3aIIaXOM
KOHTaKkTye He Oesmocepennbo 3 nopepxuero OPH, a
qepe3 ciau3. OcranHiil MicTuTh bepMeHTH, STKi XiMmi-
YHO PO3KJIQJAIOTH MOJIeKy/u 3amaxy, [19], peryso-
09n e(PeKTUBHY KOHIIEHTPAIIO 3alaxy Ha MOBEepXHi
OPH. Ilpu masiBHOCTI 1poIeCy PO3KJIAIAHHST TIBUJI-
KiCTh JUXaHHSI TAKOXK BILUIMBAa€E Ha e(PEKTUBHY KOH-
nentpario. [lo-npyre, piBeHb MOPOTOBOI JEMOJIAPU-
zamil 30ymimBoi Mmembpanu OPH 3asexkurs Bij fioH-
HOTO CKJIaJIy CEPEIOBUINa MO0y MeMOpaHu. 3MiHa
OCTaHHBOTO MOKe BiutmBaTu Ha Ny. [lo-Tpete, HU3KA
Giostoriuamnx MexaHisMmis, [20], cepen sikux iHTEpHAJII-
samig PB, moxe BmimBatm Ha Kijnbkictb N PB Ha
moBepxui OP.

3a/I0BOJIBHUTH TIE€PEYUCTICH] BUINE YMOBU MOXKHA,
O6y7n0 6 B MmMTyYHUX HEAPOMODPGMHUX CEHCOPAX THUILY
6ioceHCopiB, YK eJIeKTPOHHOrO Hocy, [21-25]. g ra-
KUX MPHUCTPOIB IiKABUM Oy/ile TaKOK 1 BUITAJIO0K Iy-
JK€ BHUCOKHX KOHIEHTpaliit. ZK BuIHO st BeJiu-
KUX 3HadeHb [Ny Ha IpaBoMmy KiHii rpadika puc. 3,
JIST KOHIIEHTPAILii, OJU3bKUX J10 HACUYEHHSI, BeJIM-
quna P(N, Ny, p) B 0KoJIl py TAKOK 3MIHIOETHCS Jy-
JKe MBHUAKO AK PyHKINA p. [IpaBmaa, Touna peectpa-
I[ig IEPEeTUHY MOpora, KOJu Horo 3HaYeHHS — JeKLIb-
Ka MiJIbHOHIB Oy1e mpobyieMaTHnIHO0. 3 IHIIOTO OOKY,
B IITYYHOMY CEHCOPI MOXKHA PEECTPYBATHU KiTbKICTb
BITBHUX PENeNnTOpiB, K& MPU BUCOKUX KOHIIEHTPAITi-
sIX HEBHUCOKA.

Bumme Bxke Oysi0 mepedmciieHo nesiki BiIXUJIEHHS
posrsinyToi Momeni Bin peassHoro OPH. IMomamo
TYT IIie, [0 peaJibHi HePOHU He € MOCTIHUMY B Yaci.
IIpu nocriftnomy BrtuBi 3amaxy ayriausicrs OPH mo-
HIZKYEThCS, CHOCTEPIraeThes ABUINE afanTtarii, [26].
Takoxk TyT He PO3IVISHYTO HASBHICTH CIIOHTAHHOI
aktuHOcTi OPH 1pm BincyTHocti 3anaxis, [27]. 3a-
YBasKMMO TaKOK, IO aHaJi3 GJIyKTyaliit IepBUHHOTO
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BIZINYKY B XIMIYHUX CEHCOPAX 3aCTOCOBYETHCS TAKOXK 1
3a Me2KaMU CTATUCTUKY 3B S3yBaHHS-3BIIbHEHHS De-
nenTopis [28,29].

I[s poboma 6yaa nidompumana Ilpozpamoro @dym-
damernmanvrux docaiddicens Biddinenna @izuku 1
Acmpornomii Hayionarvro? axademii nayx Yxpainu
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mons Foundation.
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MAXIMIZATION OF THE OLFACTORY

RECEPTOR NEURON SELECTIVITY

IN THE SUB-THRESHOLD REGIME

It is known that if odors are presented to an olfactory receptor
neuron (ORN) in a sub-threshold concentration — i.e., when
the average value of the number of the ORN bound receptor
proteins (RPs) is insufficient for the generation of spikes, but
such a generation is still possible due to fluctuations around
the average value — the ORN selectivity can be higher than the
selectivity at higher concentrations and, in particular, higher
than the selectivity of the ORN’s RPs. In this work, the opti-
mal odorant concentration providing the highest ORN selectiv-
ity is found in the framework of a simplified ORN model, and
the dependence of the highest selectivity on the total number of
RPs in the ORN, N, and its threshold value Ny is derived. The
effect of enhanced selectivity in the sub-threshold regime is best
manifested, if Ny is close to either unity or N. It is also more
pronounced at large N-values.

Keywords: olfactory receptor neuron, selectivity, sub-thre-
shold regime, fluctuations.
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