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Omneparnys BEIYMCICHUS HANIPABICHUS ABMKCHHSI CTUMYJIa B TI0JI€ 3PEHUS BBITIOIHSIETCS BIIEPBBIC YXKE B
ceTyaTKe TUPEKIIMOHAIBHO H30upaTenbHbIMU TaHrno3HbIME KileTkamu (JJU T'K). PazHooOpasHbie 3pu-
TEIbHBIC CTUMYIIBI (TPaHHIIbI, IITHA, IOJTOCHI PA3HOW CTENIEHU KOHTPACTa), ABMKYIITHECS B UX PELENTHB-
HoMm nioze (PII) B mpenmouTuTe IHOM HaIlpaBICHUH BBI3BIBAIOT OypHYIO peakunio. Ha nBmxeHune tex ke
CTUMYJIOB B IIPOTHUBOIOJIOKHOM HampaBieHuH (“‘0”-HampaBlieHHe) KJIEeTKH He pearupyioT, paBHO Kak U
Ha BKJIIOYEHHE — BBIKJIIOYCHHE 00IIeTo OcBenleHHs. M3yueHne 3TUX 3araJOYHbIX KJIETOK HMPOI0JKAETCS
50 net. Y TosbKO B ITOCJIEAHEE ECATUIIETHE, Oarogaps TOCTHXKCHUSIM TeHHOH WHXEHEPHH, HOBEHIINM
MeTOoAaM MOP(OJIOTHIECKUX UCCIEAOBAHUI M KOMIIBIOTEPU3ALNN MEXaHU3M JIUPEKIIMOHAIBHOM n30upa-
TEBHOCTH OKOHYaTenbHO pasranan (Borst, Euler, 2011; Vaney et al., 2012).

Knwouesvie crnosa: CCeTUAaTKa, JUMPCKINOHAJIBHO I/I36I/IpaTCHLHLIC TaHTJIMO3HBIC KJIICTKU, 3BE3/1UaThie aMakK-
PUHOBBIC KIJICTKH, 6I/IHOJ'I$IpBI, ACHAPUTHI, pCUCITUBHOC I10JIC, CUHAIICHI, HeﬁpOMeI{HaTOpBI, pa3BUTHC.

JUPEKIIMOHAJIBHO M3BUPATEJIbHBIE
T'AHIJIMO3HBIE KJIETKU (AU T'K)
CETUATKHN MJIEKOIIMTAIOIINX

B ceTruaTke TO3BOHOYHBIX OINMCAHBI JBa Kjacca
JI1 T'K, Tak Ha3bIBaeMbIe “‘MeUICHHBIE U “OBICTpBIC”,
paboTaromue B pa3HbIX AWANa30HaX CKOPOCTEH ABH-
xeHuil crumynos. “beictpsie” I I'K nmpoeunpyrorcs
B TekTyM ontukyM (TO) m marepanpHOE KOJIGHUATOE
tero (JIKT), a “mennennbie” — B sapa 100aBOYHOIM
3putenbhoii cuctemsl (I3C). “brictpoie” U I'K mie-
KOTIUTAIOUINX JENATCA Ha YeThIpe TUMA M0 MPU3HAKY
MPEANOYTEeHUS] K OJHOMY W3 HalPaBICHUH JIBUKCHUS
CTHMYyJIa: TEMIIOPOHA3aIbHOE, HA30TEeMIIOpajbHOE,
IOP30BCHTPAIbHOE W BeHTpomop3anbHOoe (Barlow,
Levick, 1965; Oyster, Barlow, 1967; Weng et al.,
2005). Onu otHocsaTcs K on-off Tumy, Tak kak 6e3-
Pa3IMYHBI K 3HAKY KOHTPACcTa CTUMYJIa OTHOCUTEIBHO
¢domna. “Mennennsie” I 'K (on Tuna) BeIIEASIOT TPH
MIPEATIOYTUTEIHHBIX HAIPABICHHSI, COOTHOCSIIIHECS C
IJIOCKOCTSMH TIONYKPYKHBIX KaHanoB (Barlow et al.,
1964; He, Masland, 1998; Vaney et al., 2001; Sun et
al., 2006; Yonehara et al., 2008).

JUTK CETYHATKU PbIb

“Bbeictppie” JJU I'K ceTdatkm ppiO UMEIOT psn
ommmunii ot AW I'K mnexonuTaronux. OHU ASHAT-
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Cs Ha JIBE T'PYIIBI, YYBCTBUTEIbHBIC K 3HAKY KOH-
TpacTa CTUMYyja OTHOCUTEJIBHO (OoHA, T.€. HA ON- U
off- Tumel. B kaxkmoit rpymme ects AU 'K, pearu-
pYIOIKe HA OJHO W3 TPEX HANpaBICHHUU JABHKCHUS
CTUMYyJIa: TEMIIOPOHA3aJIbHOE, BEHTPOAOP3IbHOE U
JIOP30BEHTPAIBHOE, OTCTOSANINX JPYT OT JIpyra MmpH-
MepHO Ha 120° (Maximov et al, 2005; MakcumMoB u
np., 2005). Takum o0pa3oM, B ceTyaTke phIO IIECTh
tanoB “OvicTpeix” AU 'K, xotopsie, kak u U I'K
MJICKOMTUTAIONINX, TOXE npoenupyores B TO.

Hanuuue y po16 Tpex rpynn AU 'K, npoeunpyto-
muxcsi B TO, BbAENSIONINX TP (a HE YeThIpe, Kak
Yy MJICKOMTUTAIONINX) MPEAOYTUTEIBHBIX HalpaBiic-
HUsl, OBLJIO MOKAa3aHO HE3aBUCUMBIM METOIOM BU3Yya-
nuzanuu noHoB Kanbuus (Ca?’ imaging) Ha ManbKax
aKBApUYMHOH pBIOKM cemeiicTBa KaprnooOpa3HbIX
Danio rerio (Nikolaou et al., 2012).

Januo B HacTosIee BpeMs — UI€aJIbHbIA MOJIEJIb-
HBI OO0BEKT HEUPOTCHETHKH W HEUPODOHU3HOIOTHH
(Fadoola, Dowling, 2008). Jlanuo Jierko coaepxarb,
y Hero OblcTpoe pasBuTHE. Mall€k 0CcBOOOXKIaeTCs
W3 WKPWHKH Ha TPETHH AEHb IOCJE OIUIONOTBO-
penus. OH WMeeT XOpOIIO pa3BUTHIE Tiaza U 00-
JaJaeT UEJbIM PSJOM 3PUTEIBHO OO0YCIOBICHHBIX
MOBEJICHUYECKUX DPEAKUUH, KaK-TO MOJIOKUTEIbHBIN
(doTOTaKCHC, MPOCIEKUBAHUE, ONTOKHMHETHYECKHMA
U OINTOMOTOPHBIA PEQIIeKChl, MHUINECBOH peduiekc,
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n3beranue (Portugues, Engert, 2012). ['enom manno
MPAKTUYECKH MOJTHOCTBIO INPOAHAIU3UPOBAH, YTO
MO3BOJIAET CO37aBaTh TPAHCTCHHBIC JIMHUU C 3aJaH-
HBIMH CBOMCTBAaMU.

Brmarogaps ToMy, 4TO MaJIeK COBEPIICHHO WPO-
3pa'ieH, MOKHO HCIIOJb30BAaTh OINTHYECKHUEC MCTOIAbI
pCFI/ICTpaHI/II/I ero HCpBHOﬁ AKTUBHOCTH, TaK Ha3bI-
BaembIii Ca’" imaging. DTOT METOJ OCHOBBIBAETCS HA
TOM, UTO TMPU BO30OYKJICHUU HEHPOHA MPH JETIOISAPH-
3alMM 4Yepe3 OTKphIBAIOIIHUECs] B MeMOpaHe MOTeH-
1Aajl 3aBUCHUMBIE KaHAIIBI U3 BHEKIETOYHOU Cpelbl
BHYTPbh KJIETKH BXOJAT MOHBI Kanblus. V3meHeHUe
nux BHyTpHKHCTO‘-IHOﬁ KOHLICHTpaHI/II/I OTCJIC)KHUBACT-
Cs HpI/I IIOMOIIIU IMOTCHIIMAJ 3aBUCUMBIX KpaCOK 502051
FCHETUYCCKH BCTPOCHHBIX HHIUKATOPOB KaJIbIHs
(Arenkiel et al., 2009; Tian et al., 2009; Grienberger,
Konnerth, 2012; Walker et al., 2013).

Kapmuposanue pemunanvruix 6xo006 ¢ TO mans-
k06 Danio. B 3apopplll 1aHWO HA CTaJuu YETBIPEX
OnmacToMepoB B CHHANTO(QHU3WH — TJIABHBIH OeloK
CTPOMBI CHHANTHYECKUX Iy3BIPHKOB, COIEPKAIINX
HeiipomMenuaTop, Obul BCTpoeH uHamkatop Ca?’
(GcaMP3). 3arem Oblia MPOM3BEICHA TpaHCTEHHAS
JUHUS JaHUO, YKCIPECCUPYIOIIUX PE3YJIbTUPYOLINMA
30H1 (SyGCaMP3) Tonbko B TaHIIMO3HBIX KJIETKaX
CETYaTKH. DTO MO3BOIHIO PETHCTPUPOBATEH 3PUTEIb-
HO BBI3BaHHBICE HM3MEHEHHs COJCpPKAHUS KalbLus
B TEPMHUHAISIX aKCOHOB TaHIIIMO3HBIX KJIETOK B MH-
takTHOM Mo3re nanno (Nikolaou et al., 2012).

Manbka, 0O0E3IBHKCHHOTO TEJeM arapo3bl, B
KaMepe C MpOo3payHbIMU CTEHKAMHU IMOMEIIAIH O
MHKPOCKOIT. [J1a3 CTHUMYIMpPOBald KOHTPACTHBIMH
pelieTkaMu, ABHXKYIIMMUCA B 12 pa3iuM4yHBIX Ha-
MpaBJIEHUAX, ¥ Yepe3 MPO3padHbIe KOCTH Yeperna IoJ
MHKpOcKorioM B TO u3Mepsin CBeYeHNE HHAUKATOPa
Ca** metonom nByxdoronnoii perucrpanuu (Niko-
laou et al., 2012). MouHOCTh CBEUYCHMS WHIUKATO-
pa B €OUHUIlYy BpeMeHU (UKCHPOBAIACh B KaXKJIOM
BOKCEJIe — €AMHUYHOM 00beMe (MEHBIIEM pa3Mepa
THIIHYHOTO TIPEeCHHANTHYECKOTo OyTOHA). CTpaTerus
00BEKTHBHOTO TPEXMEPHOTO MOBOKCEIHLHOTO aHaJH-
3a B030yxacHUs B TO MO3BOIMIA OXapaKTESPU30BaTh
(YHKIMOHAJILHOE COCTOSIHUE PETHHAJIBHBIX BXOJIOB B
TO u KapTUPOBAaTh 3TH BXO/Ibl, HE3ABUCHMO OT MOP-
(hooruu TepMUHAIEH aKCOHOB TAaHTIIMO3HBIX KIETOK
Y TEeKTAJIBHOTO HeWponwis. beuto oOHapykeHo, 4To
Stratum fibrosum et griseum superficiale (SFGS), xo-
TOPBIN COACPIKUT TEPMUHAIN OOJBIIMHCTBA AKCOHOB,
npuxonamux B TO, mogpasnensercs Ha “ITACTUHEL,
coJiepKalue Ju00 TUPEKIIMOHAIBHO-, TUO0 OpPHUCH-
TaIMOHHO U30MpaTenbHbIe BXoabl. CaMasi MOBEPXHO-
CTHas W camasl MOIIHAas IJAaCTHHA ‘“‘BBHICBEUMBACTCS
MIPU JBIDKEHUH TMOJI0OC B KayJOPOCTPaILHOM HaIpas-
JIEHWH, TIy0Ke — TIACTHHA CBEUCHHUSI IPU ABUKECHUHU

CTHUMYJIOB CBEpXY BHHU3 U CHU3Y BBepX. Eme rimy0xe
BBICBEUMBAIIUCH 00JIACTH, 9yYBCTBUTEILHEIEC K OPHCH-
TalMy CTUMYJIOB, BEPTHUKAJbHOW U FOPU30HTAIBHOMI
(Nikolaou et al., 2012). IlocnoiiHoe pa3mencHHE
peTHHATLHBIX BXOZ0B B TO MaNbKOB, BBIICISIONIHX
TPU TPEANOYTHTEIHHBIX HAMPABICHUS JIBUIKCHUS
CTHUMYJIOB ¥ JIBE MPEIIMOYTUTEIBHBIC OPUEHTAIIUN, U
WX CPaBHUTEIBbHBIC MOITHOCTH, COOTBETCTBYIOT JaH-
HBIM, ITOTy9CHHBIM paHee METOIOM dKCTPAKICTOTHOM
perucTpaIu MEKTPUICCKON aKTUBHOCTH aKCOHATb-
HEIX TepmuHanedr B TO B3pocisix peid (Jacobson,
Gaze, 1964; Maximov et al., 2005; MakcumoB u 1p.,
2005). Pazmenuth peTHHANIBHBIE BXOIBI MAJIHKOB Ha
on- u off-TumBl HE MPEnCTaBIIIOCH BO3MOXKHBIM,
MTOCKOJIbKY CTUMYJIAMHU CITY KUJIH PEIIETKH.

Beinenenue Tpéx, a He YETBIPEX IMPEAIIOYTUTEINb-
HbIx Hanpasiaenuit I I'K cetuatku, mpoenupyronu-
Mmucs B TO, onucaHo Takke y yepenaxu U AMOHCKOTO
nepenena (Bowling, 1980; Uchiyama et al., 2000).

CTPOEHME JIEHJIPUTOB U TK

Mopdgonoeuss xnaccuveckux AU K. Tlpuuuny
acumMmetpun peakiuu W I'K B mepByro ouepenn
MBITATUCh HAWTH B TPEINOJIOXKHUTEIBHO acUMMET-
pudHOH QopMe MX AEHOPHUTOB, KOTOpask COBMECTHO
C HEJIMHEITHOCTBIO MPOBEICHUS 110 ICHAPUTAM MOIJa
On1 e€ obecmeunth. OHAKO BHYTPUKIETOUYHOE OKpa-
IIMBaHUE TMOKA3aJio, YTO KJIACCHUUECKHUE “OBICTpHIC”
AU TK, Beiaenstomue pa3Hble HAMpaBICHUS IBU-
KEHHUSI CTHUMYJIOB, MOP(ONOTrHUYEecKH HEOTIMYUMBI
Ipyr ot npyra. [Imockue Kpy>keBHbIE KPOHBI X JI€H-
JPHUTOB MMEIOT OKPYIIIYyI0 GOpMYy M CHMMETPHYHBI,
OTHOCHUTENBbHO Tena KiIeTKH. OHM BETBATCS B JIBYX
cTpaTax BHyTpeHHero cuHantudeckoro cios (BCC),
rJie KOCTPaTH(UIUPOBAHBI C OTPOCTKaMu on- u off-
MOMYJISAIUA 3Be3q4arhiXx (starburst) aMakpHHOBBIX
kinetok (3AK). Heunputer “memnennsix” HU T'K,
TOXXK€ CHMMETPHUYHBIE OTHOCHUTEIBHO Tela KIETKH,
KOCTpaTU(UIUPOBAHKI C OHOH U3 cTpaT “ObICTPHIX”
(Barlow et al., 1964; Famiglietti, 1992; He, Masland,
1998). Y pa3HbBIX HCCIETOBAaHHBIX dKUBOTHBIX Pa3HBIX
BHUJIOB OTMEUYEHO CcX0ACTBO cTpoenus kpon AU I'K
(MaxkcumoBa u ap., 2006; Makcumosa, 2008).

Vyactkn Berouek aenaputoB M I'K passbeix
TUTIOB KO()aCIMKYIUPOBAaHBI MEXIY COOOH M C OT-
poctkamu 3AK. TmatenbHas mMopdoMeTpusi IeHA-
PUTHBIX BETBIEHUM, MOACYET MEPBUYHBIX, BTOPHY-
HBIX M TPETHYHBIX OTPOCTKOB ACHAPHUTA B Pa3HBIX
y4acTKax NEHAPUTHOTO MOJS HE BBIBHIM HUKAKUX
KOppEeIsUUA OTHOCUTEIBHO MPEANOYTUTENHHOTO U
0-nampasnenus B peuentuBHoM moie AU I'K (Kit-
tila, Massey, 1997; He et al., 1999; Dong et al., 2004;
Chen, Chiao, 2008 a).
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Mopdgonoeus [[U I'K, obnapyscennvlx npu mpatc-
2eHHOM MapKuposanuu. PaboTsl mocliegHUX JIeT pac-
IIUPWIA U YTOYHWIN KIIacCHPUKAIHUIO “OBICTPBIX”
AN TK muexkonurtaromux. Co3naHbl JIUHUU TpPaHC-
TeHHBIX JKUBOTHBIX C MEYEHHBIMU (DIyOpECLEHTHBI-
mu Oenkamu [ 'K pa3HBIX THUTIOB W TpPOBEICHEI
OMBITHl C OTBEJCHUEM UX JIEKTPUUYECCKUX PEeaKLuil.
MeTonoM TpaHCTEHHOTO MapKUPOBaHUs ObUIH OOHa-
pyxeHbl HOBbIe Mopdonornueckue tunsl 1 T'K ¢
KPOHOH IEHApUTa, aCHMMETPUYHOH OTHOCHUTEIHHO
Tena KIEeTKH. B anexTpodu3nonornyeckux ombITax
OHHM HEOTIHUYHMBI OT KJIACCUUYECKUX “OBICTPHIX .

Ha mbimrax ¢ GFP (3enensiM ¢iryopecuupyommm
0eNKOM), CEJIEKTHBHO JKCIPECCUPYIOUIUMCS B On-
off “OpicTprix” AUI'K ¢ HazoTemMnopaabHBIM Mpen-
MMOYTUTEIbHBIM HalpaBlIeHUEM U aCUMMETPUYHBIMHU
KpOHaMH JICHJAPUTOB, IpOBeJeHa NBYX(QOTOHHAS pe-
TUCTpAIMs UX PEaKINil Ha CBET M IPOCIIEKEHBI TOJI-
HbIE KapThl UX IEHTPATbHBIX NMpoeknuii. Oka3aiaocs,
YTO 3TH KIETKH MPEACTABISAIOT MOATPYMIY KIacCH-
geckux “OpicTpeix” on-off JIWI'K, Beimensrommx
HarpaBJeHue “Ha3aj]’, a UX aCHMMETPHYHbBIE KPOHBI
NEHIPUTOB OPHEHTHPOBAHBI B MPEANOYTUTEIEHOM
HampaBieHuu. Kak n panee u3BecTHBIE “OBICTpBIE”
AW T'K oHM npoenupyroTcsl HCKIIOYUTEIBHO B BEPX-
Hui Oyropok uerBepoxonmMus u aopianbHOe JIKT,
IJIe UX aKCOHAJbHbIE OKOHYAHMS PACIOJIOKEHBI OT-
NeTbHO OT CHHANTUYECKWX OKOHYaHUN HE IUpPeK-
nuonanoB (Huberman et al., 2009; Kay et al., 2011;
Rivlin-Etzion et al., 2011; Trenholm et al., 2011).

Omnwucana moxarpynna “osictpeix” on-off JIU 'K,
KOIUPYIOIINX HampaBieHue “Bnepea’, ¢ acUMMET-
PUYHBIMHU KPOHAMH JCHAPHUTOB, OPUCHTHPOBAHHBIMU
B MPENNOYTUTENBHOM HampasieHun. [lokazaHo, 4yTo
Mop(donoruueckue aCHMMETPUH COBMECTHO C HEJH-
HEHHOCTBIO IPOBEACHHUSI 110 ACHIPUTAM FeHEPUPYIOT
LEHTpU(YTraJbHOE MPEANOYTeHNUE (OT COMBI K JEH/-
puUTY).

OxapakTepu30BaHbl TPAHCTEHHBIE JTUHUU MBIIIEH
C CEJIEKTUBHO MOMEYeHHBIMH Oon-off aupexinoHamia-
MU, BBIICTSIOIINME BEHTPAIBHOE WIIH HAa3aIbHOE Ha-
MpaBJeHNe, W JINHUI0, MAPKHAPYIOMIYIO ABE TOMYJIs-
[IAA — BEHTPAJIHHOTO M OP3aIbHOTO MPEAMOYTCHHS
(De la Huerta et al., 2012). Bo Bcex 3Tux ciry4dasx
HalpaBJIeHHWE BETBJIEHUS JACHAPUTHOTO JpEBa COOT-
BETCTBOBAJIO BEKTOPY MPEANOYTUTEIHHOTO HaIpaB-
JIeHWs. YPOBHU BETBJICHUH NEHIPUTOB, KaK U Y KJac-
cuueckux JM I'K ¢ cuMMETpUYHBIMU IEHAPUTAMH,
HaxOMJINCh Ha YPOBHSIX BETBIEHUS OTPOCTKOB ON- U
off-momymsmuit 3AK (Weng et al., 2005).

B 2008 r. MmeTooM TpaHCTEHHOTO MapKUPOBAHUS
aZre3WBHBIX MOJIEKYJT KOHTakToB (JAM-B) xenTeim
¢nyopeciupyromum Oenkom (YFP) B ceruarke
MBIl OOHApYXKEH ellle OJMH HOBBIA THI “OBICT-
CEHCOPHBIE CUCTEMBI Ne 1
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peix” off I I'K ¢ xapakrepHOH acMMMETpUYHOU
KpoHO# neHaputoB. [lokazaHo, 4TO B 3TOM ciy4ae
MMEHHO acCHMMETpPHUsI KPOHBI HMEEeT €JAMHCTBEHHO
perraroniee 3HaU€HHE B MEXaHU3ME TUPEKIMOHAITb-
Hoctu. Jennputer off-JIM 'K crparudunmpoBanst
IHcTadbHee cTparhl oTpocTkoB 3AK B momcmosx, rae
CTpaTU(UIUPOBAHBI OTPOCTKH TITUITUHIPTUUECKUX U
no(QaMHUHIPIHUECKUX aMaKpUHOBBIX KJIETOK. Bepo-
ATHO, M HEMpOMeANaTOpHbIE MEXaHU3MbI TUPEKIINO-
HAJIbHOW M30MPAaTEIbHOCTH STHUX KIETOK OTIMYHBI
ot onucanubix panee (Kim et al., 2008; Kim et al.,
2010; E.M.MakcumoBa, 2009; Trenholm et al., 2011;
Kay et al., 2011).

Kaxnpiit n3 BHOBH omucanHHbix TUnoB W T'K,
kak u knaccuueckue M 'K, oOpa3yroT cBoio acH-
npuTHyro Mozauky (tiling) Bo BCC. Tepputopuu
neHaputoB “ObicTphix” JAW 'K, BEIACNSIOMIX OMHO
HalpaBJICHUE, MPAKTUUYECCKU HE TMEPEKPHIBAIOTCS, HO
MEPEKPHIBAIOTCS C JACHAPUTHBIMU Mo3aukamu [N
'K, Beimenstommx Apyrue HampasieHus (Amthor,
Oyster, 1995; Vaney, 1994). 310 xe CBOHCTBO OTMe-
geno u s “memieHaex” JIU 'K (Yonehara., et al.,
2008; Yonehara et al., 2009).

HEVPOMEJUATOPHBIE MEXAHW3MBI
JUPEKIIMOHAJIBHOCTH

Kak yxe oTrMmedanoch, KpOHBI IECHAPUTOB on-off
“opicTpeiXx” (B ToM uymcie u “ObicTphix” AU I'K c
ACHMMETPHYHBIMU KPOHAMH) U ON- ‘“MeIJICHHBIX
U T'K xoctparuduuupoBaHsl ¢ OTPOCTKaMU ON- U
off-momynsimuit 3AK. OTu amakpuHOBBIE KIIETKH —
€MHCTBEHHBI HCTOYHUK anetmwixoiuHa (AX) B
ceruarke. Kpome AX onu conepxar u TAMK (Brecha,
1988; Vaney, Young, 1988; Yoshida et al., 2001). Ot
HeHpoMeanaToOphl KOMIIAPTMEHTAIN30BaHbI B Pa3HbIX
CHHaINTH4YeCKuX my3bIpbKax. [Ipu Bo30yxaennu 3AK
00aMeauaTopa BBIISISIOTCS KaJlbLU{ 3aBUCUMBIM M€-
XaHU3MOM CHHANTHYECKH U3 BAPUKO30B HA TUCTANb-
HBIX ydacTkax genaputos (O’Malley et al., 1992; Lee
et al., 2010). Ha u30nupoBaHHON ceTuaTKe KpPOJUKa
ObUTO TIOKa3aHo, 4T0 AX YCHJIMBAeT UMITYILCHYIO
peakuuto U I'K npu IBUKEHUH CTUMYIOB 110 BCEM
HAIpaBJIEHUSAM, TOTAA KaK 3a aCHMMETPHIO PEaKLUU
U T'K (BeITopMaXxuBaHHE peaKkUWU IPHU ABHKECHUU
ctuMmyna B “0”-HanpaBneHun) orsedaeT [AMK
(He et al., 1999; Lee et al., 2010; O’Malley et al.,
1992). bnokaga TAMK-A penenTopoB NTHKPOTOKCH-
HOM Ha M30JIMPOBAHHOHN CeTYaTKe MPUBOAUT K TOMY,
yro JIM T'K HaumHaioT pearupoBaTh Ha JBUKECHHUE
CTUMYIIOB B M0ObIX HampasieHusx (Caldwell et al.,
1978; He, Masland, 1997). TAMK o0HnapyxuBaetcs
B aMaKpHMHOBBIX KIJI€TKax W Apyrux Tumnos (Marc
1986; MakcumoBsa, 2008). OgHako IT0Ka3aHO, 4TO B
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OpraHW3aluu AUPEKIHOHATBFHON H30MpaTeNbHOCTH
osictphix JJW 'K padoraer TAMK nmenHO 3Be3qya-
TBHIX aMaKpUHOBBIX KieTOK. 3AK mpu3HaHbl Kitoye-
BBIMH JIEMEHTAMU B OPraHM3allUU JUPEKLHOHAIb-
Hott uzdouparensHoctu [IU 'K (Yoshida et al., 2001).
B ¢popmupoanuu cpoiictB memineHHbix on-JI 'K
BO3MOXHO, Kpome 3AK, y4acTBYIOT M JUIMHHOAK-
conHble I'TAMKbspruueckne amMakpUHOBBIE KIETKH
(Ackert et al., 2009).

3BE3TUATBIE AMAKPUHOBLIE KJIETKH

Mopgonocus ompocmrxos 34AK. C uenpio mnpu-
ONMU3KUTHCA K NOHMMAaHHUIO OpraHW3alMd CBONCTBA
nupeknronanbHoi u3buparensHoctu M 'K Obuia
noapoOHO u3ydeHa Mop¢oloTus W (QU3INOIOTHUSA
3AK. Ha ceruaTkax pa3HBIX XXHMBOTHBIX IOKa3aHO,
YTO OHH O00pa3yIOT JIBE 3€PKAIBHO CUMMETPHUYHBIC
HNONYJISIUUKA HA JUCTAJbHOM M NPOKCUMAJIBHOM rpa-
Hunax BCC a uX oTpOCTKH BETBIATCS B ABYX CTpaTax
BCC, B on- u off- ero mopmusax. Kax u /1N I'K, 3AK
MMEIOT IIEHTPaIbHO CUMMETPHUYHBIE, OTHOCHUTEIHHO
Tena, MIockue KpoHsl oTpocTkoB (Tauchi , Masland,
1984). OTpOCTKM HOKPBHITHl BapHUKO3aMH OCOOCHHO
MHOTOYMCJIEHHBIMH B JHCTaJIbHOM TPETH KPOHBI.
(Otpoctku 3AK He ABAAIOTCS NEHAPUTaMHU B Kjac-
CHYECKOM NOHMMAHUU TePMHUHA, TAK KaK UX BapUKO-
3Bl COZIEpKAT M TIOCT- M IPEeCHHANTHYeCKHe 00pa3o-
BaHMs, OJIHAKO, B HAYYHOM JUTEpaType WX OOBIYHO
Ha3BIBAIOT ACHAPUTAMH). B IpoKcHMManbHOM MOPIIUU
“KpoHBI” OOJBIINE TOCT-, 2 B JAUCTAIbHOW TPETH —
npecunarcos (Famiglietti, 1991). 3AK ceTuarku psIi0o
(akynbl, COMUKa, TAHWO) UMEIOT TE JK€ XapaKTepHBIE
0COOCHHOCTH MOP(OIIOTHH W MEIUATOPHOH CIelu-
¢uunoctH, yto u 3AK mnexkonuraromux (Brandon,
1991; Yazulla, Studholme, 2001; MakcumoBa, 2008).
3AK monydarT BXOJHBIE CUTHAIBI OT OHMIIOISPOB U
nepenaroT cBou curnansl Ha JJV I'K. B ceTuaTke mie-
KOTIMTAIOIIUX OMHCAHO JECSATh THUIOB KOJIOOYKOBBIX
M JIBa THIa NajJ04koBbIX OumossipoB (Wissle et al.,
2009). B ceTyaTke ppIOKM JaHWO — JIBEHAIIATh TH-
oB oumossapos (Famiglietti, 2002; Dowling, 2005).
AKCOHAaIIbHBIE TEPMHHAIHA OUTIONAPOB Pa3HBIX THIIOB
BETBATCA Ha pa3HbIX ypoBHiIX BCC, oOpasys kaxk-
IIBIf HA CBOEM YPOBHE MO3andHOE oKpbITHE (tiling).
Kakne uMeHHO THNBI OMMOISAPHBIX KIETOK HCIIONb-
3YIOTCA B MOCTpOeHUU MOHTaxHOU cxembl U 'K
Oyner onucaHo Huxke.Otpoctku 3AK B kaxjoi u3
cTpar BeTBieHUs B on- u off- mmacrunax BCC, B
OTIIMYHME OT aKCOHAJIBHBIX TepMHUHaJEH OWUIMOISIPOB,
cwibHO mnepekpriBatoTcsa (Masland, 2001; Wissle
et al., 2009; Masland, 2012). ®aktop mepeKpHITHS
orpoctkoB 3AK cocrtasiser ot 20 no 70, B 3aBuCH-
MOCTH OT oOiactu cerdatkm (Masland et al., 1984;
Vaney, 1984).

IIpu cpaBHeHMH MOP(}OIOTHN HAIOKEHHBIX APYT
Ha JApyra JeHJApuTHBIX apeBec oTaeiabHoil I 'K u
3AK (TpenmonoXuTenbHO B3aUMOAEHCTBYIOIINX ),
MTOMEYEHHBIX BHYTPUKIIETOUHO Ha CETYATKE KPOJINKA,
OTMEYaJIOCh JIUIIB OM3KOE COBIIAICHUE Pa3MEPOB UX
JNEeHIPUTHBIX TOJIeH M KO(ACIHUKYIALINAS OTPOCTKOB
(Dong et al., 2004; Chen, Chiao, 2008 a).

Pacnpocmpanenue 6030yscoenus ¢ 3AK. Herpu-
BuanpHass Mopdomnorus 3AK (oTcyTcTBHE BBIpa-
JKEHHBIX aKCOHA M JIEHJIPUTOB C UX KIACCUYECKUMU
GYHKIMSIME TIpUeMa W Mepeladyd CUTHAJIOB), OTpPO-
CTKM KOTOpBIX C Tpe- U MOCT — CHHANTHYECKUMU
crenuanu3alisiMid Ha BapHUKO3axX, TEM CaMbIM Kak
OBl 0OBEIUHAIOT (YHKIHH ICHAPUTOB U aKCOHOB,
CUJIPHOE TNEPEeKPBITHE OTPOCTKOB, — BCE HABOAMIIO
Ha MBICJIb U 00 0C00eHHOCTAX B3auMoneiicTeug 3AK
¢ AN I'K. Dnexrpodusnonornueckas perucTpanus
BHYTpHUKJIETOUHON akTuBHOCTU 3AK HHMuero He mpo-
scamia (Bloomfield, 1992).

Hosreie ocobennoctn 3AK, cymiecTBeHHbBIE IS
NOHUMAaHHS OPTaHU3AINH AUPEKINOHATBHON N30H-
parenbHOCTH, ObLIM OOGHapyxkeHbl Meromom (Ca®"
imaging) — BuU3yanu3alueil BHyTPHUKIETOUHOU KOH-
neHtpanuu KoHoB kambnwus (Euler et al., 2002).
OTOT METOI MMEET NOTNOJIHHUTEIbHBIE BO3MOXHOCTH
MO0 CPaBHEHUIO C AIIEKTPOPUZNOIOTHUECKIMH METO-
namu. B gacTHOCTH, OH MO3BOJSET HabIIONATH pas-
BUTHE KJIETOUYHOTO BO30YXAE€HHA Ha CyOKIETOYHOM
YPOBHE in Vivo B peaJbHOM BpEMEHHU.

MetogoM nBYX()OTOHHOW ONTHYECKOH pETHCT-
panyy KOHIEHTPAIMH BHYTPHUKJIETOYHOTO KAaJIBITHS
MIPY IOMOIITY MOTEHITHAT 3aBUCUMOi kpacku Oregon
Green BAPTA-1 6b110 TTOKa3aHO, 9TO BO30YKICHHE
pa3BHBaeTCS OT Tena KJIeTKH neHTpudyraisao. OHo
MOJKET PacCIpOCTPAHATHCS OT COMBI K OKOHYAHHIM
OTPOCTKAa B OJHOM W3 CEKTOPOB IEHIPUTHOTO Jiepe-
Ba, HE 3aTparruBasi OCTAJIBbHYIO KpoHy. [lepBuuHbIe
BeTBAMHUECS OTPocTkH 3AK, paanaabHO OTXOMSIIINE
OT Teya KJIETKH (3-5 CEeKTOpOB), DIEKTPHICCKU HE-
3aBUCUMBI ApyT oT npyra (Miller, Bloomfield, 1983;
Euler et al., 2002; Hausselt et al., 2007). Curnans
KaJIBIIFS B ICHAPUTE, HO HE COMaTH9IeCKIil MeMOpaH-
HBI TOTEHITMAN, 00JamaroT JUPEKITMOHAIBHON W3-
OouparenbHOCTRIO. lleHTpHUdyranbHOE HampaBlICHHE
JIBIKEHUE CTUMYyJa (OT Tela K KOHIIAM OTPOCTKOB)
SABIISIETCS MPeANOoYTUTEeNbHEIM. (MexaHu3M LeHTpH-
(dbyranpHOTO pactupocTpaneHus Bo30yxaeHnus B 3AK
ObLT OTKPHIT B 2014 T. 1 OyneT ommcaH HUXKE).

Cektopsl oTpocTKOB otnenpHON 3AK, opuenTtu-
POBAaHHBIE paJMalIbHO B PAa3HbIX HAIIPABIEHUIX, MO-
IyT NepefaBaTb CUTHAIBI Ha JEHAPUTHI HECKOIBKUX
JU T'K, BelaensomUX pa3Hble NPeanoYTUTEIbHbIE
HalpaBJIEHUSA, TEM CaMbIM I[PUHUMAs y4dacTue B
dbopMUpOBaHUN JTUPEKIUOHANBHOW H30UpaTemb-
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HocTH Kaxknod m3 Hux (Briggman et al.,, 2011).
B 10 ke Bpemda B OpraHu3aiuio AUPEKIUOHAIBHOMN
n3ouparenpHoctu kKaxnod JIM 'K moryt BHOCUTH
CBOM BKJaJ OJHOHAIpaBIICHHBIE MEPEKPHIBAOLINE-
CA CEKTOpHI ACHIAPUTOB Bcex Ommanmexammx 3AK
(Masland, 2012).

OcraBajioch HEMOHATHO KaKUM 00pa3oM aCUMMeET-
puuHoe Bo30OyxkaeHue 3AK, B pe3ynbprare KOTOpOTo
Beimensercs [AMK, m3bupaTensHO TepemaeTcs Ha
nennputsl pasaeix tunoB JIM I'K. Bompoc ocmox-
HSUJICA, TI0 KpaifHe#W Mepe, IByMsl 00CTOSTEIhCTBAMH:
MOJISI OTPOCTKOB 3BE3AYATHIX aMaKPHHOBBIX KJIETOK
CUIIbHO TiepekpbiBatoTcs; orpoctku 3AK u nmenn-
putoB AU T'K ¢ pa3HbIMU npennoYTUTENbHBIMU Ha-
MpaBJIEHUSAMH HE TOJBKO KOCTPATH(QHUIIMPOBAHBI, HO
u kogacuukynupoBansl (Famiglietti, 1992; Vaney et
al., 2001; Dong, et al., 2004).

MEXAHM3M JIUPEKLIMOHAJILHOM
MU3BUPATEJIBHOCTHN U I'K

Brino oueBnaHO, 9TO IS BEIYUCIICHHUS HAIpaBie-
HUS IBMKEHUS CTHMYJIa (€CJIM HET aCUMMETPHH JCH-
JIPUTOB) JOJDKHO OBITH M30MpPATEIFHOE aCHMMETPHY-
Hoe “HamanBaHue” TopMO3HBIX (AMK»sprudeckux)
cuHarncoB 3AK Tonbko Ha ONpeAeseHHBIH y4acTOK
neaaputa U T'K.

VY6enuTenapHO MOKa3aTh, YTO 3BE34aThIE aMaKpH-
HOBBIE KJIEeTKH 00pasytor [AMK»sprudeckue cuHarm-
CBI TOJIBKO ¢ 0-CTOPOHBI IeHAPUTHOTO AepeBa on-off
“oprcTpeix” AW 'K, a XomuHAIprudyeckue CHHAICH Ha
BCceX HampamieHusx, yaaimoch B 2010 . (Lee et al.,
2010). Ha u3onupoBaHHON CeTYaTKe KPOJIHMKA ObLIU
BBINIOJTHEHBI METY-KJIAMII OTBEACHHUS OZHOBPEMEHHO
ot nap — /I I'K u 3Be3quaThiXx aMakpUHOBBIX Kile-
TOK (Bcero 46 nap). Onpenensian npeanoYyTUTEIbHOe
HanpasieHue M I'K, kaptupoanu ee PII. Teno
aMaKpUHOBOW KJIETKH (B M3y4aeMOU Mape) Haxomu-
Jock npuMepHo B 10-rpagycHON OKpECTHOCTH OT
tena AU I'K, Toraa oTpoCTKM amMakKpHHOBOH KIET-
KU JOJDKHBI MepeKphIBaTh (MO OLIEHKaM) NMPHUMEPHO
nosioBuHy neHaputHoro aepesa [ 'K (dro monm-
TBEPAWJIOCH IPU IOCIEAYIOIIEM BHYTPHUKICTOUHOM
OKpalllMBaHUU JTUX KIETOK Kkpackou “Jlromudep
sxenteiit”’). 3AK nenonspuzoBanu cepusiMu TOTYKOB
TOKa U perucTpupoBaiu orBeTHbIe peakuu B JIU T'K.
B 22 mapax 3AK naxommmack ¢ mpeANOYTUTEIHHOMN
croponsl peuentusHoro nonst AU I'K, B 20 apax —c
HYJEBOH €ro CTOPOHBI, U B YETHIPEX — B MPOMEXKY-
TOYHOM TOJOXEHUU. MakcumanbHas aMmIUIMTya
toka B JI 'K (34 pA £ 9 pA), (BeI3BaHHas TIpecH-
HanrTuaeckor nosipusanueid 3AK ot —70 no 10 MB)
Obuta cymiecTBeHHO MeHblne, korga 3AK nHaxonm-
CEHCOPHBIE CUCTEMBI Ne 1
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Jach B IpeANOYTUTENbHOM HanpasieHuu ot U I'K,
gem korma 3AK maxomunace B 0 (321 + 28 pA) wimm
npoMexxyTouyHoMm (228 + 35 pA) nonoxxenun. Maxk-
cumanbHas ammnutyga AX peakuuu (HUKOTHHOBOTO
toka) B I 'K (BrI3BaHHAs MpecHHANTHYECKOH Jie-
nonspusarnueit 3AK ot -70 mo — 10 MB) He 3aBucena
ot B3aumopacnonoxenus 3AK u I I'K (Lee et al.,
2010). CxomHble pe3ynbTaThl ObUIM MOJYYEHBI pa-
Hee JpyruMu aBTopaMu Ha AByX napax 3AK-IUI'K
(Fried et al., 2002).

KocBeHHOe yka3aHHe Ha aCUMMETPHUYHYIO CBS3b
neaaputos 3AK u JIU I'K 65110 mosTydeHo B 3JIEKTPO-
¢usznonornueckux ombitax Ha I 'K cepebpsiHOTO
Kapacsl (IIpu OTBEJCHUM SKCTPAKIETOYHBIX PEaKIUH
OoT okoHYaHMH ux akcoHOB B TO). 30Ha TOpMO3HO-
ro B3aWMOJEHCTBUSA CTHUMYJIOB BBISBISJIACH BCET/Aa
¢ “HyneBoi” cropoHsl penentusHoro noist AU I'K,
HE3aBHCHMO OT TOTO, KAKO€ U3 TPEX MPeaOUTUTEIb-
HBIX HallpaBJICHUN BbLIENAJIA HCCIenyeMasl KIIeTKa
(Damjanovi¢ et al., 2009; Damjanovi¢ et al., 2014).

Pexoncmpyxyusa cunanmuueckux kxoumaxmog 34K
u JIU I'K. AcuMMeTpHUYHOE “HamamBaHue TOPMO3-
HBIX CHHAIICOB 3BE3/I4aThIX aMaKpUHOB Ha JICHAPUTHI
JU 'K, BBIOEAAOMUX pa3HbIE HANpaBIEHUs BU-
KEeHHsI, OBIJIO IPOAEMOHCTPUPOBAHO HE3ABUCHMO U
JIPYTUM, TIPSIMBIM CITOCOOOM: COBMEIIeHUEM IBYX(]O-
TOHHOTO (YHKIIMOHAJIBLHOTO KallbIIMEBOTO MMaJ[XKHH-
ra Ha uHTakTHOHU ceTdatke U SBEM — serial block-
face scanning electron microscopy TOro e ydacTka
3adukcupoBaHHOU ceTyarku (Briggman et al., 2011).

IIpouenypa SBEM cocToUT B TOM, YTO 3JIEKTPOH-
HBIi MHKDPOCKONI B aBTOMAaTHYECKOM DPEXHME CKa-
HUPYET MOBEPXHOCTh 00pa3lia TKaHW (CEeTYaTKH) U
3allOMUHAET (CIacaeT) pe3ylbTHpYIoNIee n300paxe-
HUe. 3aTeM HOXX MUKPOTOMA yAAJISeT yIbTPATOHKHN
cpe3 TKaHW, U HOBasi OBEPXHOCTHh 00pa3la CKaHH-
pyercs u 3amomMuHaetcs. Tak, ceT4yaTKy CKaHHPYIOT
YPOBEHb 332 YPOBHEM, M €€ TpexMepHas CTPYKTypa
COXpaHIEeTCS KOMIIBIOTEPOM.

Hnsa unentudukanuu “Obictpoix” U 'K wme-
TAJM CJIOW TAHTIMO3HBIX KJIETOK CETYAaTKH B3POC-
ol MBI wHAWKaTopoMm Kambitus Oregon Green
488BAPTA-1 MeToq0M MaccOBOW ANIEKTPONOPAIUH.
CeTuarke TPEABSBISUIA PEIICTKH, JBIKYIIHECS B
12 paznuuHbBIX HampaBieHusX. Ha yuacTke ceT4arku
(300 x 300 mxMm) OO Bu3yamusmpoBaHo 25 3AK
u 25 “owsrctpeix” AW T'K. Ilocnennue ObLm mipen-
CTaBJICHBI YETHIPbMS TPYIIAMU KIETOK C Pa3HbIMU
MPEANOYTUTEIHBHBIMY HAlPaBICHUSMH, YCIOBHO Ha-
3BaHHBIMU ceBepHBIM (mectb I T'K), BocTouHBIM
(Bocemsb JIM I'K), roxxuabiM (cemb JIU I'K) u 3amagasim
(getsipe AU I'K). x pacnonoxxeHne O6b1710 OTMEYEHO
OTHOCHUTENIBHO CETH KPOBEHOCHBIX COCYIOB. 3aTeM
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CETUATKY (I)I/IKCI/IPOBaJ'II/I, U 1O KapTe€ KPOBCHOCHBIX
COCYHOB Ha 3a(l)HKCHp0BaHHOI>’I CCTYATKC PACIIOJIOKEC-
HHE TENI 3TUX KJIETOK OLII0 BOCCTAHOBIIEHO.

beimu  pexoncTpynpoBaHbel “ckenmersl” 25 3AK
n 25 AN T'K. PaccMoTpeHBI Bce KOHTAaKTBI MEXIY
orpoctkamu 3AK u ngenppuramu mectu U TK
(BxurouaBmx ['K  deTslpex mpenmnodTUTENbHBIX
HampasieHui). 3 9260 xonTakToB oTpocTKOB 3AK
n JAW I'K 831 Oplmu mpu3HaHsl cuHaricamu. Kaprtu-
pOBaHHE NOJIOKEHUSI 3THUX TOPMO3HBIX CHHAIICOB
Ha yyacTkax AeHapuToB uerbipex rpynn JU T'K c
pa3sHBIMM  TIPEANOYTUTEIBHBIMU  HAaNpPaBJICHUSIMU
MO3BOJIMJIO YBUJIETh 3HAUUTENIBHYIO aCUMMETPHIO B
KOJIMYECTBE CHUHANTHYECKUX KOHTAKkTOB 3AK Ha mx
nennputax. CHHAIICH B OCHOBHOM O0OHAapyKHUBAIIMCh
Ha yuyactkax jneHaputoB JW 'K, opueHTUpOBaHHBIX
BnoJib “0”-Hanpasnenusi. Hanpumep, opueHTUpPOBaH-
Hble “Ha ceBep”’ BETOUYKM NeHApUTOB Bcex 25 3AK
00pa30BBIBAJIN CUHANTHYECKUE KOHTAKTHI, TIIABHBIM
o0Opa3oMm Ha Beroukax aeHapuToB pasHeix [N TI'K,
OPUEHTUPOBAHHBIX “B HOXKHOM™ MPEANOYTUTECIHHOM
Hanpasienuu (Briggman et al., 2011; Makcumoga,
2013).

JAU T'K mpuoOperaioT qupeKkunoHadbHYI0 H30upa-
TEJIHHOCTD, TJIABHBIM 00pa30M 3a CUET COOMPaHUS TEX
Bx070B 0T 3AK, KOoTOpbhIE MONaBIAIOT BO30YXKIECHUE
B (-HampaBieHUH, T.€. OT BETOYEK, OPUEHTHPOBAH-
HBIX BIOJb (-HampaBieHus. JTa Mopdojaorndeckas
KapTHHA MOATBEPKAAET THIIOTE3y 00 omepekaroimeM
TOPMOKCHHUHN BO3SHUKHOBCHUA NCHAPUTHBIX CIIalKOB
JAU I'K npu aBuwxeHnu crumyna B 0-HampaBiIeHUH.

B pabote 2011 1. pekoHCcTpyKIUs ckeneToB 3AK u
AN I'K npoBoaunach NpakTU4ECKU BpyUHYHO. BCko-
pe Oplma pa3paboTaHa KOMIBIOTEpHAs IMpOTpaMMa,
BoccTaHaBiauBaromas 3 D Mopdoaoruio KIEToK o
cepuu SBEM (Helmstaedter et al., 2011). 3To Tpeby-
eT OOJIBLINX 3aTpaT BPEMEHH CIICHAIMCTOB U JCHET.
B HacTosimiee Bpemst B CeTh 3aIlyIllleH MPOEKT — Urpa
“EyeWire” — (cOOpka) MOHTaX CETYaTKHU, BKJIIOYAFO-
muii B mpoiuecc obpadotku manHbix SBEM, kpome
MpOTpaMMBl  ICKYCCTBEHHOTO HWHTeuiekTa (Al),
UTPOKOB-BOJIOHTEPOB, HE HUMEIOIIMX CIELUATIBHOTO
obpazoBanus. CoBmecTHas padborta Al 1 BOTOHTEPOB
MOBBIIIACT BEPOSTHOCTH NPABUILHOW PEKOHCTPYK-
WU HEHpOoHa U 1aeT CyIeCTBEHHY0 AKoHOMHIO (Kim
et al., 2014). UmenHo Tak Ob10 OOHAPYKEHO, KaK U
MoueMy BO3HHKAET paclpoCTpaHEeHUE BO30YXKICHUS
B 3AK 0T Tema k OKOHYaHUSM OTPOCTKOB, U TTOKa3a-
HO, 4TO ¢ oTpocTkamu 3AK 00pa3yroT CHHAICH IBa
tuma ounonsipos: (BC 2) u (BC 3a). Ha ocHOoBaHUM
KOJIMYECTBEHHOTO aHajan3a 00JacTH KOHTAaKTa akco-
Ha Obunonspa Ha Betouke 3AK u ee rmyouns Bo BCC
ceT4yaTku OBUIO MOKa3aHo, uyTo Oumnonspsel (BC 2)
MPENOYUTAIOT 00pa30BhIBAaTh CHHAINCH HA y4acTKe

orpoctkoB 3AK BOmu3u ee Tena (Ha pacCTOSTHUU
20-40 mxMm), Torma xak Ounomnsapsl (BC 3a) — Boanu
ot tena (Ha paccrosanu 100 mxm). U3BecTHO, 9TO
onmkaiimue x Teny 3AK Ounomspsl 3amma3aspiBaioT 1Mo
BPEMEHH pPEaKIUH Ha 3pUTEIbHBIE CTUMYIBI OTHO-
CUTENBbHO YAAJIeHHBIX OUmoisipoB. Maremarndeckas
MOJIEeITb TIOKa3bIBAET, KaK TaKO€ CIeu(pUIeCcKoe mpo-
CTPaHCTBEHHO-BPEMEHHOE ‘‘HamaMBaHUE CHUHAIICOB
obecrieunBaeT MEHTPUPYTATBHOE pacIpoCTpaHCHHE
B030yxkaeHus B orpoctkax 3AK. [lpu nBrxeHnu cTu-
Myia gepes perentuBHoe noiie 3AK B HampaBieHNH
K Tely BO30Y>KICHHE Ka)KJOTo U3 THUIIOB OMIIOISIPOB
HE JIOCTATOYHO ISl TeHEpaIuu JeHIPUTHOTO MOCT-
cunantuyeckoro curHaina B 3AK. Ilpu aBuwxenun
CTUMYyJIa OT Tella K OKOHYaHHUSAM, KOTJa yIaJeHHBIN
ot Tena ounonsip (BC 3a) Bo3Oyxnaercs, ero “moro-
HseT” “3ama3zpiBaoinee’” BO30yxAcHUE OJvKaniie-
ro k texny ounoinspa (BC 2), oHM CyMMHPYIOTCS, 9TO
yK€ JOCTaTOYHO JJIs TeHEepaluHuu IEHIAPUTHOTO HM-
myneca (Kim et al., 2014). B pesynbrare npoucxogut
BBIZIENIEHHE TOPMO3HOTO MEIUaTopa U3 TepMHUHAIb-
HBIX Bapuko30B acHApUTOB 3AK (mpecuHarcoB) Ha
nenaputsl I 'K (pucyHoK).

Pacnpocmpanenue 6o36yscoenus na oenopume
2AH2IUO3HOU KIEeMKU U CEA3AHHBIX C Hell OUnoisp-
HOU U 36€304amMOl AMAKPUHOBOU KIEMOK 8 pedilb-
HOM 6pemeHU. BOTBITMHCTBO aBTOPOB CUMTAIOT, YTO
opraHu3anus OUPEKIUOHAIBHON H30UpPaTENbHOCTH
“memneHHBIX” 1 “OBIcTpBIX” AW 'K mpuHIIUTIHATHHO
onuHakoBa. J|eHIpUTHBIE KPOHBI ON- “MEIAICHHBIX
JU 'K, kax y»e roBOpuiIoCh, KOCTpaTu(HUIIMPOBAHEI
¢ on- kpoHamu “ObicTpeix” AU 'K u on-ctparamu
3AK. Hx kpymHBIE peaKue Tejda pPacIOIONKEHE
cpa3y TOJl CJI0€M 3pUTEIhHBIX BOJIOKOH B CETYaTKe.
OHHU JIeTKO y3HAaBaeMbl U JOCTYITHBI JJIsSI OTBEICHUS
ANEKTPUYECKHUX peakuuii. Ha 3ToM yno6HOM 00beKTe
OCYILIECTBJICHa MeduTa (U3HOJIOTa: 3aperhucTpUpo-
BaHAa COBMECTHAas aKTHBHOCTH AIIEMEHTOB, BXOTHBIX
M0 OTHOILIEHUIO K IUPEKLIHNOHAIBHO N30UpaTeIbHBIM
TaHTJIHO3HBIM KileTkaM (oumnossspoB u 3AK), u camux
9TUX KIETOK Ha CyOKJIeTOYHOM paspemieHud. s
3TOTO MPUMEHEHA KOMOMHAIIUS METOIa TPaHCCHUHAI-
TUYECKOTO TPACCHUPOBaHUS BUPYCOM, HArpy>KEHHBIM
TeHETHYECKH BCTPOCHHBIM HWHJIMKATOPOM KallbIIUs
(GCaMP3), c nByx GpoTOHHOHN BU3yannu3auuei HOHOB
kanbius (Yonehara et al., 2013). Mcnoas3oBaHa Mo-
nuduKanUs MeTola BHPYCHOTO TPACCHUPOBAaHHS pe-
KOMOWHAHTHBIM BUPYCOM OCIIEHCTBA, HATPY>KEHHBIM
EGFP (ycunennstii 3enensiii Giryopecuupyroniuii oe-
JIOK), C OrpaHMYeHUEM UHQPUIUPOBAHUS TOIBKO TEX
HEWPOHOB, KOTOPHIE CBSA3aHBI OAHOW CUHANITUYECKOH
nepenaueit (Arenkiel, Ehlers, 2009).

TpaccupoBaHHe NPOU3BOAMIOCH W3 MeEAHAIb-
HOTO TEPMHUHAJIBHOTO sjpa I00aBOYHOH 3pHUTEIb-

CEHCOPHBIE CUCTEMBI toM29 Nel 2015



OPTAHU3ALIUA JUPEKIIMOHAJIBHOU M3BUPATEJIBHOCTU TAHIJIMO3HBIX KJIETOK CETYATKM 21

SAC

DS GC

DS GC

Cxema opraHusanuu L[PIpCKIIPIOHaHBHOfI I/I36I/IpaTeJ'II>HOCTI/I TaHTJIMO3HBIX KICTOK CCTYATKH.

SAC — 3Be3quaras amakpuHoBas kieTka (3AK);

BC2 — 6unounsipsl, oOpasylomine cuHarchl Ha aeHapute 3AK BOIHM3H Tena KIeTKH;
BC 3a — bunomsipsl, o6pasyroniie cuHaIcs Ha qeaapute 3AK, Boamu oT Tena KIeTKH;
BC 5 — bunonspsl, oOpa3yromue Bo30OyIUTeIbHbIE CHHAIICH Ha ACHAPUTAX JUPEKIHMOHAIBHO N30UPAaTENbHBIX TaHTIIHO3HBIX KIETOK

(AU I'K);

DS GC — nupexnroHanbHO n30upaTenbHbIe TaHIITHO3HEIE KIIETKH, BBIIEISIONINE IPOTHBOIIOIOKHEIE HAIIPABICHNS ABHKCHUS CTHMY-
noB, nesas DS GC — cieBa HanpaBo, npasas DS GC- crpaBa HaneBo (0003HAYEHO CTPEIKAMH).

HOUM CHCTEMBI, Kyda MPOCHUPYIOTCS MEIJICHHBIE
ONn-IUPEKIHOHANBHBIE KIETKU ceTyaTku. B  pe-
3yJlbTaTe BBIKpAIIUBAaJdach TaHIIHO3HAA KJIETKa —
On-MenneHHBIH AUPEKITNOHAT W BXOJHBIC IO OTHO-
IIEHUI0O K HEMY, CBSA3aHHbIE C HUM CHHAaNTHYE€CKHU
ounonspusie u 3AK. Oxazanoch, 4TO U3 JECITH
BO3MOXHBIX THUIIOB OWIIOJISIPOB C MEIJICHHBIMHU OnN-
JU 'K cuHanTuyecku KOHTaKTUPYIOT ON-OUTIONSPHI
TOJBKO onHOTO THMA — (BC 5).

[IporeaeHa ogHOBpeMeHHas NBYX()OTOHHAS BU-
syanusanus Wonos Ca’’ Ha ydacTke JEHIPUTA OnN-
JHUpEKIIMOHAaNa U CBsi3aHHBIX ¢ uccienyemon JIU I'K
orpoctkoB 3AK u TepMuHaneit OUIIONSIpOB, MIPU CTH-
MYJISIAHA JBHKYIIMMHUCS 3pUTEIbHBIMU CTHMYJIaAMHU.
[Toxazano, yro uaAMBUAYanbHbIe AeHaApuTh [ T'K
oOjazanu TOU K€ MUPEKIIMOHAIBHOW W30HMpaTeiib-
HOCTBIO, 9TO M PEAKIINsS, PETHCTpHpyeMasl OT Teia
KJIeTKHu. OTPOCTKY 3BE3MYATHIX aMaKPHHOB, KaK yiKe
OBLIIO TTOKA3aHO W paHee, 00Nagany U30UpaTeIbHO-
CThIO BIOJIb NeHTpudyranpHoi ocu. [lo koHTpacrty
C HUMU y4aCTKU aKCOHAJIbHBIX TePMHUHAJICH OUITOIS-
poB (BC 5) He obmamanu THPEKINOHATLHON H30Upa-
TEIBbHOCTHIO. MICMONIb3ysl T€HETUYECKH KOAUPYEMBbIN
rmoramatHel wHAHKaTOp 1GluSnFR, omenuBamm
TaKXKe KOHICHTPAIMIO TIIF0TaMaTa, BhIICISIEMOr0 CH-
HalTUYECKU TCPMUHAISIMH OUTIOJSPOB, BOKPYT JCH-
JIpUTa On — AUPEKIIMOHAJA B IPOIECCE 3PUTEIHHOM
CTUMYJISIIAM  OBIDKYIIUMHUCA cTuMynamMu (Marvin
et al., 2013). Curnansl HHAKKATOpPA TOXKE HE OBLIH
IUPEKIMOHAILHO u30uparenbHbl. CleaoBarenbHO,
MEepBBI A3Tall, Ha KOTOPOM BO3HHKACT BbIJEICHUE
CEHCOPHBIE CUCTEMBI Ne 1
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HPEANOYTUTEIBHOTO HAMpPABICHHs JABMXKCHUS, Ha-
CTyHaeT mpsMO Ha JCHAPUTAX T'aHIITHO3HBIX KJIETOK
(Yonehara et al., 2013).

B npyroii pabore (Sivyer, Williams, 2013) nHa
M30JUPOBAHHON CeTYaTKe KPOJUKa MO BU3YaJIbHBIM
KOHTPOJIEM OBLIN BBITTOJTHEHBI OTBEJIEHUS COMaTHYe-
CKMX W JCHAPUTHBIX CIaWKOB OT Pa3HBIX YYaCTKOB
NIEHIpUTa ON-AUPEKIMOHATa Ha CTHUMYIBI, JBUXKY-
myecs B TMPEANOYTUTEIbHOM U (-HampaBIeHUSX.
IToxasaHo, 4TO cBeTJas TOJOCKA, ABMXKYINAscsS B
MPEANOYTUTENFHOM HaIlpaBJIeHWH, BBI3BIBAET Te-
HEpanuio ACHAPUTHBIX CIAKOB B TEPMHHAIBHBIX
neHaputaXx. OHU HWHTETPUPYIOTCS W YCHUIIUBAIOTCS
M0 X0y JEHAPUTHOTO IepeBa, MPUBO/S K FeHEpaIluu
B aKCOHE moTeHuuana naeiicrsus. Hanpotus, koraa
CTUMYI ABUXKeTcs B O0-HalpaBIeHNUH, CHHAITHYECKOE
TOPMOXKEHHE MPSAMO MOAABISIET TEHEPAITUIO CIIAHKOB
Ha TEpPMUHAIBHBIX JCHAPWTAX, 3alpeniaeT reHepa-
IIUI0 BBIXOJTHOTO CUTHAJA. AHAJIOTUYHBIC PE3yIbTaThl
noytydeHsl Ha “ObicTpbix” on-off JIM 'K ceruarku
meimu (Park et al., 2014). M3mepenne MHTEHCHB-
HOCTH (DIYyOpEecHeHINH TEeHEeTHYECKH BCTPOEHHOTO
nHaukaropa rryramara (iGluSnFR) mokasano, dro
BBICBOOOXJIEHUE TIIyTamara Ha on- U off- ypoBHsIX
BeTBieHul neuaputos AU 'K He umeer gupekiuo-
HaJIbHON W30MpaTenbHOCTU. B TO ke Bpems OIHO-
BPEMEHHO PETHCTpUpyEeMble BO30YyKJal0Ne TOKH B
JW T'K moka3bIBaloT OYEBUIHYIO TUPEKIIMOHATBHYIO
nzbuparenbHOCTh. [Ipu 6mokane TAMK-A penenro-
POB BO30yIUTEIbHBIE TOKH YTPAauWBaIOT AUPEKLNO-
HAJIbHYI0 HM30MpATENbHOCTh. ODTH PE3YNbTaThl elle
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pa3 moaTBepxkaawT, yto uMeHHo TAMK, cekpetu-
pyemas 3AK, sBisieTcd eIMHCTBEHHBIM OYEBHHBIM
WCTOYHUKOM JUPEKLIHOHAJIbHON W30MpaTEIhbHOCTH
on-off “6ercTperx” AU T'K.

PA3BUTHUE JMPEKIIMOHAJILHON
WU3BUPATEJIbHOCTU B OHTOT'EHE3E

YcraHOBNIEHHE TOYHBIX CHHANTHYECKUX CBS3EH
HEOOXOAMMO HJisI Pa3BUTHS HEPBHOU CIIEIIHAH3N-
poBaHHOH (yHKIMOHaNBHOW wenu (neural circuit)
(Sanes, Zipursky, 2010). Mopdorene3 ceruarku,
MTOCJIEIOBATEIFHOCTh  AUDPEPEHIUPOBKH  KIETOK
Pa3HBIX THIIOB M CHHANTOTCHE3 M3Yy4aeTcs pa3HbI-
mu metogamu (Cepko et al., 1996). IleiitpadepHas
MOKaJpoBasi Chb€MKa B TEUYEHHE JOJTOr0 BpEeMEHH
4yepe3 KOpoTKue nmpoMexyTku Bpemenu (Time-lapse
imaging) ceT4aTKH MaJIbKOB JIaHWO MoOKa3aja, 4YTO
MEepBBIMHA HAYWHAIOT MPOTATHBATh CBOW HEUPHUTHI B
oynymmit BCC amakpuHOBBIE KIIeTKH. B yacTHOCTH,
3AK 3aknagpiBaotrcst U AU GEepeHIUPYIOTCS paHo,
o0o3Hayass TUCTATBbHYI0O W NMPOKCUMAIbHYIO TpaHH-
sl BCC (Stacy, Wong , 2003). Kak ToJIbKO HEHPUTHI
Pa3HBIX aMaKPUHOBBIX KJIIETOK YCTaHOBST CBSI3b JPYT
C ApYroM, BOHHUKAET €ro JJAMHHAPHAS OPTaHU3aIIHs.
K obpazoBaBmmmcs mnactunam Bo BCC mpuxonsr
HEHPUTHI TAHTTIMO3HBIX KIETOK. JIeHAPUTHI TAHTIIHO3-
HBIX KJIETOK BEAYT ceOst MO-pa3HOMY: OJHU — CHadaja
BeTBATCA AU(P(Y3HO, B MalbHEHUIIEM peMOIeIupy-
I0TCsI, OTpaHUYMBasl BETBJICHHE B OJHOM (MM JBYX)
crparax BCC; npyrue — npuIeabHO IPUXOIAT K CO-
orBeTcTBYlolel mnactuie BCC, He n3MeHsist CBOETo
pacnonoxenust BnociueacTsud (Mumm et al., 2006;
Tian, 2011). 3To TPOUCXOAUT IO TOSBICHUS CBETO-
BOW YyBCTBHTEIBHOCTH. AKCOHBI OUITOSPHBIX Kile-
tok npuxoasT B BCC nmocnenqnumu, mocie TOro Kak
c(hOpMHUPOBAITNCH KOHTAKTHI MKy TaHTITHO3HBIMU U
AMaKpUHOBBIMM KJleTKaMu. bumonsipel “3aMbIkaor”
nBa cunantuueckux ciosi, HCC u BCC, oxnoBpe-
MEHHO C TIOSIBIEHHEM CBETOBOI 4yBCTBUTEIHHOCTH,
CO3pEBaHHEM HAPYXXHBIX CETMEHTOB pELEeNTOPOB
(Nikolaou, Meyer, 2012). [Ipu ycrtaHOBiICHUE CH-
HAaNTHYECKUX KOHTAKTOB OHIIOJISIPOB C JEHAPUTAMU
TaHTIMO3HBIX KJIIETOK, BEPOSATHO, pabOTarOT W Ja-
MUHapHBIE KIIOYH, U HelipoMennaTopHOe CPOACTBO,
W KJeTodHas (EHOTHNHUYECKAs WIACHTHQHUKAIUS, H
crenududeckne anre3uBHbIE MOJEKyIbl (Makcumo-
Ba, 2009; Williams et al., 2010). [Ipu ycTanoBiIeHUn
n30MpaTeNbHBIX KOHTAKTOB YYacTKOB JCHIPHUTOB
3BE3MUaThIX aMaKpUHOB C KOHTpHapaJeIbHBIMHU
nenaputHeiMHu yuacTkamu [IU I'K takue ximrouu He
MOTYT OBITh MCTMIOJIb30BaHbI, TAK KaK Y4aCTKH JEH/-
putoB I T'K, BeiaensonMx pa3Hbie HalpaBIeHHUS,
KocTpatu(uuupoBanbl U Kodacuukynuposansl. He

MOXKeT OBITh HCIIOJIB30BAaHO W HEHpoMeauaTopHOE
CPOJICTBO WJIM TOJIBKO KIIETOYHAsI (PEHOTUIHUYECKAs
uneHtTuukanus. VIMEHHO OpHEHTAIUs WHIUBH]Y-
aJIbHBIX CEKTOPOB OTpOCTKOB MHOruX 3AK, oTHOCH-
TENFHO KOHTPIAPaJUIENbHBIX JEeHIPUTHBIX YIaCTKOB
AU T'K, ompenenser ¢popMHUpOBaHUE UX TOPMO3HBIX
cuHancoB (Briggman et al., 2011). JloimKHBI Kak-TO
YYUTBIBATBCS JICHJPUTHAS TEOMETPHUS W/UIM BHYT-
PHUKIIETOYHAS] aKTUBHOCTH (HAIpUMeEp, HaNpaBiIcHUE
JEHIPUTHOTO MPOTOIJIA3MaTUYECKOTO TPAHCIIOPTA).
Ha ompeneneHHoM »Tame mNpeHATaIbHOTO pa3BU-
tuss B 3AK 00HapyXMBalOTCsI UMITYJIbCHI, KOTOpBIC
BO B3pOCIIOM cocTOosHUM wucue3ator (Zhou, Fain,
1996). Bo3M0OXHO, UMITYJIbCHAsl aKTUBHOCTb HTPAaET
KaKyl-TO pPOJb B YCTAaHOBJICHHUH CHHANTHYECKUX
KOHTakTOB ¢ cooTBeTcTByommMu JUI'K. JBe rpyn-
bl HMCCeaoBaTeNel, UCIOab3ysl KOMIIJIEMEHTAapHbIE
MeTonbl (hapMaKOIOTHH, JIEKTPO(YHU3NOIOTHH U OII-
TOT€HETHKH, TIOKA3aJId, YTO B paHHEM MPEHATATLHOM
Pa3BUTHUH KOJIMYECTBO TOPMO3HBIX BXOJIOB Ha JI€H-
npute [ 'K ogmHakoBO CO BCEX CTOPOH. 3aTeM B
TEUEHHE ABYX JIHEH Ha BTOPOIl Hejese MOoCTHATalb-
HOTO Pa3BUTHS KOJIMYECTBO TOPMO3HBEIX CHHAIICOB
M WX MOIIHOCTH yBEIHYHMBAIOTCA cO cTOpoHHBI 0 Ha-
MpaBJeHUsA, TOTAA KaK CO CTOPOHBI MPEANOYTUTETh-
HOTO HampamieHUs ocTaércs HeusmeHHbIM (Wei et
al., 2011; Yonehara et al., 2011). DT macTuueckue
W3MEHEHUS HACTYIAOT He3aBHCHUMO OT HEPBHOU aK-
THBHOCTH, alleTHIXOJWHOBBIX BOJH B CETYATKE, 9TO
TOBOPUT O CHEUHUATbHON F€HETUYECKOW Mporpamme,
OTpeAeoNeH pa3BUTHE AUPEKINOHANBHONH H30M-
parenpHOCTH B cetuatke (Elstrott et al., 2008).

Y 72-4acoBOro MajbKa JaHHO YK€ €CTh JUPEK-
nuoHaiapHOCTh (Gebhardt et al., 2013).

Bruto nmokazano kak Ha “MemieHHBIX” on-/W I'K
MBIIIIM W3 MMaHBEHTPAJIbHON 00JIACTH CETYaTKH, TaK
u Ha “OpicTpbix” on-off 1N 'K ¢ cummeTpuyHBIMU
Y aCUMMETPUYHBIMHU KPOHAMH JIEHIPHUTOB, YTO CBOH-
CTBO OUPEKIIMOHATBFHON M30UPaTENHbHOCTH HE 3aBU-
CHT OT PAaHHETO 3PUTEIIHFHOTO OITBITA WIIH €r0 OTCYT-
CTBHS NIPU COJCPKaHUM B TeMHOTe. Hu nenaputHas
moponorus “ovicTpoix” AU 'K, Hu nx akconanbHas
crpatudukanus B TO He M3MEHSIOTCS B Ipolecce
WHOUBHIyansHOTO pasButus (Sun, Han, He, 2009;
Chen et al., 2009); Elstrott et al., 2008; Chan, Chiao,
2008 b; Chen et al., 2009; Sun et al., 2011).

Tompko off-JI T'K, xommpyromue HampaBieHHE
CHH3Y BBEpX, aCHMMETPHIO KPOH IPHOOPETAIOT B
npoliecce MocTHaTaiabHOTO pa3Butuga c¢ 112 mo 117
(Chen et al., 2009; Kim et al., 2010; Coombs et al.,
2007).

He}laBHO IMOKa3aHO Ha U30JIMPOBAHHBIX CETUATKAX
KpOJIMKa U MbIIIHU, YTO B MNEPUOA IMPOPC3aHUA Tjia3

CEHCOPHBIE CUCTEMBI toM29 Nel 2015
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BEKTOPBI MpeAnouTUTeNbHbIX Hanpasiaenuil [ T'K
HE KJIACTepU3YIOTCA M0 KAaHOHMYECKHM HampasJe-
HUSAM (TEMIIOPOHA3albHOMY, HA30TEMIIOPaIbHOMY,
JOP30BEHTPAIBHOMY M BEHTPAJOpP3aJIbHOMY), KaK y
B3POCIBIX XMBOTHBIX, @ PacHOJOXEHB TU(PPY3HO
(Chan, Chiao, 2013). M0OXHO TPEINOJIOKHUTh, UTO
cHauayma (OPMHUPYETCS HU30BITOYHOE KOJIMYECTBO
AN T'K co BCEBO3MOXHBIMHM IPEAIIOYTUTEIbHBI-
MM HamnpapBlIieHUsIMU. B mocCTHaTalbHBIA MEPUOT
MPOUCXOAUT OTOOP M BBDKMBAHME TONBKO TEX U3
HUX, BEKTOPBl IPEANOYTUTENIBHBIX HaIlpaBICHUN
KOTOPBIX ONMM3KM K KaHOHMYECKHM. B mocrtHaTanb-
HBIM MEPUOJ B CETYATKE OMHCAHO HECKOJIBKO ITHKOB
arorTo3a, B TOM YMCIE MUK arolTo3a TaHINInO3HBIX
KJIETOK B KOHIIE BTOPOM HENENH IMocie pPOXIACHUS
(Perquignot et al., 2003).

3AKJIIOYEHHME

MexaHu3M opraHuszalnuy AUPEKUHOHAJIBHON H3-
OMpPaTeIbHOCTU B CETYATKE MOCTEIIEHHO IPOSCHSIICS
B pe3yibTaTe MHOTOJICTHUX YIOPHBIX UCCIICOBAHMH,
BBITIOJTHCHHBIX PA3HBIMH METOAaMHU HAyIHBIMH TPYII-
IMaMu pas3HBIX CcTpaH. Temeph, HaKOHEI, OH OKOH-
gaTeabHO pacmudpoBad Ojaromaps NPUMEHEHHIO
COBpPEMEHHBIX METOJIOB ONTOTCHETHKU, MHUKPOIIICK-
TPOIHOW pPETUCTPAIlMd HUMITYJIbCHOW aKTHBHOCTH,
NBYX(OTOHHOH PErucTpanuy AMHAMUKH HoHOB Ca’’,
SBEM c¢ nocneayrouiuM BOCCTaHOBJIECHHUEM ‘“BCEM
MHPOM™ CTPYKTYPBI KJIETOK W WX CHHANTHYECKUX
CBs3CiA.

Onepauys BBIYMCICHUS HNPENINOYTUTENILHOIO Ha-
MPaBJICHUS PeaIN3yeTCsl B OHON M TOM XKe CeTdarke,
10 KpaifiHe# Mepe, TpeMs pa3HbIMH CIIOCO0aMHu:

—IIpu momomu 3AK myTeM acUMMETPHUIHOTO
HanauBanusi [AMK-cunancos 3AK Ha xoHTpnapai-
nenpHble yyacTku aeHaputoB AUI'K; npu asuxennun
ctumyna B 0 Hanpasnennu AMK “3anpemiaer” rene-
paLHIoO U pacipoCTpaHEHHUE TEHIPUTHBIX CIIAWKOB H,
KaK CIIEJICTBHE, — TEeHEpaLUI0 MOTeHI[MaIa JeHCTBUS
B akcone /I I'K.

— 'AMKbpruueckoe TOPMOXXKEHHE, YCHUIIEHHOE
acummeTpuerr kpons! geHaputa 'K, uro obGecneun-
BaeT OOJIBIIYIO HAJE)KHOCTh AMPEKLIHOHANBHON ce-
JIEKTUBHOCTH;

— VY eguncrBennoro tuna M I'K Mg, a umeH-
Ho, off-IN I'K, BeImenstomMx HampaBieHHE CHU3Y
BBEPX, TOJIBKO ACHMMETPHUS JCHAPUTA OMpENeTieT
UX TUPEKIHOHANBHOE MpeanoureHue. IToT tuln 'K
omiruaetcs ot Beex npounx [ 'K u mopdonorude-
CKH M MPOoIeccoM (HOPMUPOBAHHUS B OHTOTCHE3E.

— Bce “Obictprie” I 'K mpoeuupytores 8 TO
u JIKT, oOpa3ys Tam oTaenbHbIe 00JACTH aKCOHAb-

CEHCOPHBIE CUCTEMBI tomM29 Nel 2015

HBIX TEPMHUHaJCH, OTJINYHBIC OT 00JaCTEH OKOHYaHUN
I'K npyrux Tunos.

— Mopdonornueckas cxema (wiring) IHPEKIIHO-
HaJlbHOH W30MPaTeNbHOCTH TaHTINO3HOW KIIETKU
3aKJIaJIbIBAETCSl B CETYATKE PaHO, HE 3aBUCHUT HU OT
ALIETUJIXOJIMHOBBIX BOJH, HU OT PAHHETO 3pUTENBHO-
r'O OMBITA, YTO TOBOPUT O CIIEIIUAILHOW HE3aBUCUMOM
T€HETUYECKOH mporpamme ux GOpMHUPOBAHUA.

Y MJIEKONUTAIOWUX KiacTepu3alus OpeAnoyuTH-
TEJBbHBIX HAMPABICHUN 1O YETHIPEM OCSIM B MIEPHO
Mpope3aHus Iia3 — 3TO MPOLECcC, HE3aBUCUMBIA OT
dbopMupoBaHUsT COOCTBEHHO JUPEKIIMOHAIBHOCTH.
YV 3-6-nHEBHBIX MaJbKOB JAHHO YK€ CYILIECTBYET
BBIJICTICHHUE TPEX MPEANOYTUTEIHHBIX HAIPaBICHUM.
BosmoxHo, popmuposanue rpymnmn U 'K B ceTuar-
K€, BBLACISIOMMNX YETHIPE WIH TPHU MPEATOUYTUTENh-
HBIX HaIlpaBJICHUS y Pa3HBIX XUBOTHBIX CBSI3aHO C
ux 00pa3oM KU3HHU U CIIOCOOOM MEpPEIBIIKEHUS: Ha
TJIOCKOCTH 3eMJN (MJICKOTIUTAIOIINE) B TPEXMep-
HOUM BO3AYIIHON WJIM BOAHOW cpezie (phIObI, BOIHBIS
yepernaxu, BEIBOJIKOBBIC TITHIIHI ).

— HepaspemeHHbIM ocTaércst BOIpOC: Kak IIPo-
UCXOANT B3aMMHOE y3HaBaHue neHaputo AW I'K
U KOHTPIIapaJICTHBIX YYacTKOB OTpocTKOB 3AK
B OHTOT€He3e?

— OtnocurensHo pynkuun AW 'K B opranuzanuu
3pUTEIBHO OOYCIIOBICHHOIO IIOBEIEHUS KUBOTHBIX
TOXX€ HET OJHO3HAYHOTO OTBeTa. MOXXHO MpeArno-
JIOXKUTH, YTO UX CHUTHAJIBl YUUTHIBAIOTCA (MCIOJb3Y-
I0TCSI) B pa3HBIX (QopMax MOBEIEHUS, TOCKOJIBKY B
onHO# cetyarke Tonbko “ObicTprix” AU I'K (y mie-
KOTIUTAIOIIUX ) AEBSITh TUIIOB, aKCOHBI KOTOPHIX OKaH-
yuBaroTcs Ha pazHbXx ypoBHAX TO u JIKT, ornensHO
ot akcoHoB npyrux tumnoB ['K. OObuHO peakuuio
AN T'K cBA3BIBAIOT ¢ OpraHU3alMEN CIEKEHUS B
ONTOMOTOPHOM OapabaHe M OpraHu3aluell ONTOKH-
HeTHueckoro peduiekca. O6e 3Tu GopMbI MOBENCHUS
BPOXACHHBIC U HE 3aBUCAT OT OTCYTCTBUS 3PUTEIIb-
HOTO OMBITa NMpU TEMHOBOM BocmuTaHuu. HemaBHO
cIlellaHa MOMbBITKa cBa3aTh padoty /AU 'K ¢ 6sicTpoit
peakiueid OpUEeHTHUPOBAHMS NpPH MHUIIEBOM KOHKY-
pPEeHTHOM TOBeleHUU y pBIO-cTpenkoB archer-fish
(Tsvilling et al., 2012).

B mponecce ananuza 3pUTENBHOTO U300paKCHHUS
omepanusi OIpeNeNeHUs] HAaMpaBJICHUS JBHKCHUS
(otmensHbIX 00bekTOB (local motion) — “ObicTphIMU”™
JAU T'K mmm Bcero 3putenbHOTO OKpy)eHus (global
motion) — “memnenueiMu”’ U I'K) oueBunmHo mo-
Je3Ha, MOXET OBITh, Jaxke HeoOxommma. Hemapom
JMUPEKIIMOHAIBHO N30MpaTesIbHbIe HEHPOHBI CYIIECT-
BYIOT Ha Pa3HBIX 3TaXKax 3pUTEIBHON CHUCTEMBI Kak
y MO3BOHOYHBIX, TAK U OECITO3BOHOYHBIX KUBOTHBIX
(Borst, Euler, 2011).
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Wiring of retinal direction-selective ganglion cells

E. M. Maximova

Institute for Information Transmission problems, RAS
127994 GSP-4, Moscow, B. Karetny per., 19

For the first time direction of stimulus motion in the visual field is determined by direction-selective
retinal ganglion cells (DSGCs). Edges, spots and stripes of varying degrees of contrast that move at dif-
ferent speeds in the preferred direction in their receptive fields (RF) cause a pronounced spike discharge.
However, the same types of stimuli that move in the opposite (“0”-direction) ), as well as the turning of
the ambient light ON and OFF, do not evoke any response in the cells. These mysterious cells have been
studied for 50 years. Only during the latest decade, due to the advances in genetic engineering, the devel-
opment of new methods in morphological studies and computerisation, the mechanism of the directional
selectivity has been unravelled.

Key words: retina, direction selective ganglion cells, starburst amacrine cells, bipolar cells, dendrites,
receptive field, synapse, neurotransmitter, development.
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