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OTBeThI AUPEKIUNOHANBHO-N30UpaTeNbHbIX (V) 21eMEHTOB pEerUCTPUPOBANIN IKCTPAKIETOYHO B BEpX-
HUX CIIOSIX TeKTyMa cepebpsHoro Kapacst Carassius auratus gibelio Bloch. [IlmarpaMMbl HarrpaBIeHHOCTH
U3MEPSUIH, IPEeAbSBIAS pblOe Ha 3KpaHe MOHUTOpA ABIKYIIEc B Ipefenax peyentusHoro nous (PIT) B
Pa3HbIX HANPaBJIECHUSIX KOHTpacTHble rpanuibl. [Tokazano, uro y pei6 JW ranrnuosnsie kaetku (I'K),
MPOEIUPYIOLIUECS B TEKTYM, IPEACTaBICHBI IECThIO (DU3NOIOTHYECKUMU TUIIAMH, AEJISIIUMUCS 110 U301-
paTeIbHOCTH K 3HAaKy KOHTPAcTa CTUMYJIa Ha On-3JIEMEHTBI, OTBevarolue Ha BBeienue B PI1 cBetioii rpa-
HUIIBI, ¥ Off-371eMEeHTHI, OTBEUYAOIIe Ha BBeJICHIE TEMHON IPaHUIIbl, ¥ IO IPEIOYTHTEIbHBIM HallpaBiie-
HUSIM: TPU HaIMlPaBJIEHUsI, OTCTOSILIUE APYT OT Apyra npuMmepHo Ha 120°. Pasmepst ux PIT cocraBnsnm 3-7°.
IIpu TecTHpOBaHNMU HETIOJIBUKHBIMU MelbKarouMu naTHbImkaMu [IU I'K on-Tuna orBevyasny Ha BKIOYe-
HHeE, a off-Tuna — Ha BhIKIIOUYeHne cBeTa. [V HellpOoHbI COOCTBEHHO TEKTyMa MACHTU(PHUIUPYIOTCS 110 Xa-
paKkTepHO# (hopMe UMITYIBCOB, IO HU3KOYACTOTHOMY MX CIIEKTPY U IO BUY CAMOr0 3ajila B OTBET Ha CTH-
myssiguio. B otmmune ot AU 'K, onn nmeroT 6onbiume PIT, npegnounTaroT Te e HanpaBiaenus, uto u 1
I'K, HO pearupyroT Ha CTUMYJIbI KaK CBeTIiee, TaK U TeMHee (poHa (on-off-tun). [lpeanonaraercs, yrto U
T'K, npoenupyromuecs: B TEKTYM pbIO, MOTYT OBbITh BOBJIEUEHBI B CUCTEMY MYJIbTUMOAATBLHON CEHCOPHOM
HHTEerpanyu, ooecneynBarollell yrpapieHue o301, JOKOMOIMEH U ABIKEHUEM I1a3 PbIO B MOABIKHOMN
BOJHOII cpefie.

Karouesnle caosa: pr6bI, 3p€HUE, c€TUaTKa, TaHTJIMO3HbIE KIIETKU, TEKTYM, TUPEKIMOHAJIbHAs I/136I/Ipa-

TEJIBHOCTD.

BBEIJEHUE

3purenbHble HEHPOHBI, OTBEYAIOIIUE Ha ABIKE-
HUE CTUMYJa B OJHOM (IIPEANOYTUTENHHOM) HallpaB-
JIEHUW, U HEe OTBEYalolllye Ha ABUXEHUE B MPOTHUBO-
MTOJIOKHOM (HYJIEBOM) HaIlpaBJICHWN HA3bIBAIOT JIH-
pexkuuoHaabHO-u30upaTensHbiMu (). Hefipons! ¢
TaKMMH CBOWCTBaMM BCTPEYAIOTC HA Pa3HbBIX yPOB-
HSIX 3pUTENIBHO CUCTEMBI y Pa3HbIX KUBOTHBIX. [u-
PEKIMOHATIBHO-N30MpaTEbHbIE TaHTIINO3HbIE KIIET-
ku (U I'K) ceTuaTku BOepBble ObLIU OOHAPYKEHBI
y kponuka (Barlow et al., 1964) u 3onoroi pe16xu (Ja-
cobson, Gaze, 1964; Cronly-Dillon, 1964) 40 meT Ha-
3aa. C tex mop AU I'K kponuka nogpoOHO ucciepo-
Basnu (cM. 0030p Vaney et al., 2001). ITokazano, yTo
OW I'K npepcraBieHbl JBYMsI OCHOBHBIMH THIIAMH,
OTIMYAIOIIMMHUCS UX CHENU(PUIHOCTHIO K CTUMYIIaM
(KOHTpacTy, pa3Mepy, CKOPOCTH), a TaKke IO HX
LEHTpaJbHbIM NpoekuusaM u ¢ynkiusaM. Haubonee
muorouncienubie [IU 'K on-off-tTuma Bo36yxkparoT-
Csl MMOJIBM>KHBIMY CTUMYJIaMH, HE3aBUCUMO OT TOTO,
CBeTJIee OHU WU TeMHee (DOHA, U IPOELUPYIOTCS B
nepefgHue Oyrpbl YETBEPOXOJIMUSI M TajaMyc, B TO
Bpemst kKak I T'K on-Tuna oTBe4aroT TOJIBKO Ha
MEJIEHHOE JABUXKEHUE CTUMYJIOB OOJIee CBETIBIX,

ueM (pOH, IPOENUpPYIOTCs B siipa JOOABOYHON 3pu-
TEJBHOI CUCTEMBI ! Y4aCTBYIOT BMECTE C ITOIYKPYK-
HBIMJ KaHaJlaMH B COXpAHEHWM HAIPaBJICHHs B30pa
IIpU IBIXKEHUSX TOJOBBI. B cBoro ouepens O I'K
on-off-Tuna penarcs Ha 4eThIpe (PU3MOJOTHYECKUX
MOATHIIA [0 CBOMM IPEANOYTUTENBHBIM HalpaBie-
HUSIM BJOJIb BEPTUKAIBHOU U TOPU30HTAIBHON 3pU-
TenbHBIX ocelt, a [IU I'K on-tuna gensarcsd Ha Tpu pu-
3MOJIOTMYECKHX NOATHUIIA T10 IPENMOYTUTEIBHBIM Ha-
IpaBJIEHUSIM, COOTBETCTBYIOIIUM MOJOXEHUIO TPEX
IIJIOCKOCTEN MOJYKPYKHbIX KaHanoB (Oyster, Bar-
low, 1967).

Pr10b1 06CciefoBaHbl MEHEE OCHOBATENbHO. 3Be-
CTHO TOJILKO HECKoNIbKO paboT 60-80-x rr., rme pe-
akuuu U 'K m3yvanu ¢ JOCTyNmHOM TOrjga TOYHOC-
TBIO C IPEBIBICHUEM CTUMYJIOB “OT PYKU™ WU ME-
XaHW4YeCcKHU npu perucrpanuu oreeToB I'K ceTyaTkn
OT OKOHYaHUI UX aKCOHOB B KpBIIIE CPETHETO MO3Ta
(TexTy™Me). PaGOThI pa3HbIX aBTOPOB BbIIIOJIHEHBI HA
myke (3enkus, [Turapes, 1969), popenn (Liege, Ga-
land, 1971) n HeckONBKUX BUAAX MOPCKUX pbIO (Mak-
CHMOBa U Jp., 1971), a TakXe Ha pa3HbIX BUAax Kap-
nmoBbIx: Kapne (I'ycenbHUKOB U fip., 1972), 30m0TOM
pbioKke (Jacobson, Gaze, 1964; Cronly-Dillon, 1964;
Wartzok, Marks, 1973), manbHeBOCTOYHON KpacHO-
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nepke (Kawasaki, Aoki, 1983). Bcrogy oTmeuaeTcs,
gyro [ peakuum OTBOAATCS W3 MOBEPXHOCTHBIX
CIIOEB TEKTyMa, IpuYeM NMpeobIafaoT 3JIEMEHTHI C
MPeANOYTATETbHBIM HAIPABJICHUEM OT XBOCTA K I'0O-
JI0Be B Pa3HbBIX 00JacTsIxX moius 3perus. OgHako ae-
TaJbHON KiacCU(PpUKAMN ITUX KIETOK HU MO THUILY
OTBETOB Ha CTUMYJbl pa3HbIX 3HAKOB KOHTpAcCTa
OTHOCUTENHHO (poHa (pasfiesieHuss Ha on-, off- m
on-off-Tunpl), HA MO MPEANOYTUTEIbHBIM HalpaBie-
HUSIM, IO CUX MOP NMPOBENIEHO HE OBLIO.

Panee, pabotasi c fOBOJIBHO pEIKMMHU IIBETOKO/IN-
pyromumu aneMeHTamu (MakcumoBa u fp., 1971;
Maximova, 1977) u peTekTopaMu OpUeHTUPOBAHHBIX
muanin (MakcumoBa, MakcumoB, 1981; Maximova,
1999), nmpoenupyromyuMucs B TEKTYM PbIO, MBI IIO-
cTOstHHO peructpuposanu u I orsersl. [Jaxke HE
cTaBs 3ajady (M He MMesl TOIJlJa TEXHUYECKOH BO3-
MOZKHOCTH) UCCIIEOBATh UX NOJPOOHO, MBI BBIHYK-
IeHbI ObLIN 3HATh MX CBOWCTBA, YTOOBI MO3UIUOHH-
poBaThCsL B CIOSIX TEKTyMa. B pesynbraTe CllOXKu-
JIUCH CIEAYIOIME MPENCTABIEHUS O CTpAaTH(OUKALAN
u coiictBax [IN snemeHTOB. B oTNume ot Kponuka,
y pb106 W I'K, npoenupyroiuecs: B TEKTYM, AENSTCS
Ha [IBa OJUHAKOBO YaCTO BCTPEYAFOIINXCS THIIA: YHC-
Thl€ ON-3JIEMEHTBI U 4UCTbIE oOff-anmeMeHThl. Takue
peakuuy (¥ TOIBKO OHM) PETUCTPUPYIOTCI B CaMOM
BEPXHEM IIOAICTIOE PETUHOPEUMIINEHTHOTO CIIOS TEK-
tyma. Han6onee maorouncienns! I I'K ¢ nmpenmo-
YTHATEIBHBIM HallpaBI€HNEM J[IBIDKEHUS CTUMYyJa B
FOPU30HTAIIBHOM HAIPABJIEHUH OT XBOCTA K FOJIOBE,
KOTOpbIE COCPEAOTOUYEHBI B BEpXHEN II0JIOBUHE 3TO-
ro nopcnos. Ilog HUMHU pacnonararoTcss OKOHYaHUS
IO I'K, n36upaTenbHbIX CKOpEe K MPOTUBOMOIOXK-
HOMY HaIpaBJICHUIO — OT T'OJIOBBI K XBOCTY, XOTsI HE
HCKJIIOYAJIOCh W HAJIWYUE 3JIEMEHTOB, IPEANOYTH-
TeJbHBIE HAIPABJIEHUS KOTOPBIX ObLIO OJIMKE K BEP-
THUKAJH, YeM K TOPU30HTAIIN.

B Hacrosei paboTe Mbl CHCTEMATHYECKH UCCIIE-
[OBaJN NMPEANOYTEHNs] K KOHTPACTy CTUMYJIOB M K
HaIlpaBJICHUM JBIKeHN Y 1V a71eMEHTOB, peTucT-
pUpPYEMBIX B TEKTyMe cepeOpsiHOTO Kapacs: peak-
Ui, NPUNKMCHIBAEMBIX COIVIACHO pa3pabOTaHHBIM
panee kpurepusM (3enkus, I[Turapes, 1969; Makcn-
MoOBa u Jip., 1971; Wartzok, Marks, 1973) okonuanu-
sM akcoHoB I I'K ceTyaTku, IpoenUpyIOLINUXCS B
TeKTyM, U I kneTok coOCTBEHHO TeKTyma. Pa3pa-
0oTaHa cucTeMa Kiaccu(pUKalMOHHBIX NPU3HAKOB
naa JU 'K ceTyaTku, 1 Ha KX OCHOBE 10 Pe3yJIbTa-
TaM 3JEKTPO(PU3NOIOTHYECKUX OSKCIEPAMEHTOB
COCTaBJIeHa HOMEHKJIaTypa 3Tux 3jaeMeHToB. [1oka-
3aHO, YTO OHM MPE[CTaBICHbl IIECTbIO YETKUMH
MOATUIIAMH, CYIIECTBEHHO OTIMYHBIMH OT TOTO, YTO
Ha0mroaeTcsl y KpoJInuKa.

METOIUKA

Kueommnwie. CepeOpsiable Kapacu Carassius au-
ratus gibelio Bloch pa3zmepom ot 10 1o 15 cM u Becom
oT 35 go 100 r ¥U3 MOAMOCKOBHBIX NPYAOBBIX XO-
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35ICTB, COAIEP3KAIINCH B 1aOOPaTOPHBIX aKBapuyMax
o0bpemMoM 60 1 ¢ aspauueil U punbTpanreil Boabl B
Te4yeHNe MHOTHX MeCSIeB P KOMHATHOH TeMIepa-
Type U €CTECTBEHHOM CBETOBOM pexkume. Kopmunn
PbIO KUBBIM KOPMOM.

JKcnepumenmanvrasn npoyedypa. [151s1 focryna K
3pUTEINBHBIM IOKPBIIIKAM Y PbIObI C OJHON CTOPOHBI
yepena, KOHTpajlaTepaJlbHO OTHOCHUTENBHO ‘‘pabo-
yero” riasa, ygaisiuii TEMEHHO-3aThbIIOYHYIO KOCTh,
yOupanu >KUPOBYIO KIIETYATKY ¥ BCKPbIBAJIU MSITKYIO
060510uKky Mo3ra. Ha BpeMms omnbiTa 00€3ABIKEHHYIO
pbIOy (BHYTpUMBIIIECUHAs UHBEKIUS d-TyOOKypapu-
Ha u3 pacueta 0.3 mr Ha 100 r Beca) 3aKpemisiiu B ec-
TECTBEHHOM IOJIOXKEHUHU B 9KCIIEPUMEHTATIBHOM aK-
BapuyMe W3 IUIEKCUTIlaca ¢ IPUHYAUTENbHBIM IPOTO-
KOM BOJbl uepe3 Xabpbl. B ycTaHOBKE B TeueHHE
ONbITa LUPKYIUpOBaso okojo 10 1 Boabl, KOTOpas
MOCTOSIHHO aspupoBanach U (puibTpoBanack. Lup-
KYJSIUIO 00€ecleynBaIl TEPMOCTATUPYIOIUM HACO-
coMm. K pbI0e Bofia moctymnana caMOTEKOM MO AaBiie-
HueM 50 cM BOJISTHOTO CTOI0a. Y POBEHb BOJIbI B aKBa-
puyMe NOAAEpKUBAJICAd TaK, 4YTOObI Ija3a pbIObI
OBILIM IIOJ] BOJOM, HO BOJja HE 3ajiMBajachk B Mo3r. ITo-
clle OnbITa PhIOY OTCAXKUBAIHU B OTAENIBHBINA aKBAPH-
yM, U Ha CJICYIOIIWIl AeHb OHA 3a4acTy0 HOPMAJIbHO
IJ1aBajla U MATajack. B psfe ciaydyaeB Ha OJHOU U TOI
>Ke pbpI0e paboTanu HecKonbKo pa3. Ho oOb14HO 1O-
Cclie 3IIEKTPOPU3NOIOTHIECKOTO ONbITAa PHIOY 3a01-
BaJIM, @ MO3T U I'J1a3a UCMOJIL30BaNIH Il MOP(OJIOTH-
YECKHX UCCIIEOBAHUI.

3pumenvnasn cmumyaayusn. Ilpenbsapinenue cru-
MYJIOB OCYLIECTBIISIIOCH Yepe3 NPO3PaYHyI0 CTEHKY
akBapuyma Ha akpaHe monntopa LG Flatron 775FT,
YCTaHOBJIEHHOT'O HAa MOABIXKHOM CTOJIMKE, YTO IT03-
BOJISITIO IOMEIATh €r0 B HY>KHOE MECTO TIOJIS] 3PEHUS
pbIOBI. B OCHOBHOM HCCIEOBANIM JaTEPANbHbIE 110O-
JIs1 3peHHUs B JOBOJILHO IIUPOKOM yriie: cBblie 60° mo
rOpu30HTAIN 1 oKoJio 40° mo Beptukanu. Paccros-
HHE OT MOHHUTOpPA M0 I7a3a pbIObl B XOJ€ IKCIEPU-
MeHTa coctaBisano 30—40 cm. CtuMynamMu CIy>Kuiu
ABIKYIIMECS TPAaHMIBI, MOJOCHI M IISITHA Pa3HBIX
pa3MepoB MU CTalMOHapHble (BKIIOYaeMble-Bbl-
KJIIouaeMble) MaTHa. TUIHbIe pa3Mephbl pelenTHB-
Horo noid (PIT) unTepecyronmx Hac 3JIEMEHTOB CO-
CTaBJISITIM €JUHULbI IPAyCOB, IO3TOMY B XOJI€ OIIbI-
Ta He OBUIO HYKJbI JBUTAaTh CTUMYJbI IO BCEi
MMOBEPXHOCTH 3KpaHa (pa3MepoM 45 X 35°), u oObI4-
HO 00JIaCTb CTHMYJISILUY OIPaHMYUBAJIM KBaApPaTOM
co cTopoHoi oko10 11°. Ha ocTanpHOI NOBEPXHOCTH
9KpaHa NOAAep>XKHUBalach HEW3MEHHas SpPKOCThb. B
9KCIIEPUMEHTAX, ONMCAHHBIX B HACTOSALLEH CTaThe,
HCIOJIb30BAINCHh TONBKO ‘‘axpoMaThdeckue’ IBeTa.
3HavyeHNs] KOPPETMPOBAHHON IBETOBOW TEMIIEpaTYy-
PBbI, IPKOCTH ¥ KOHTpacTa MOHUTOPA ObLIM YCTAHOB-
JIEHBI TaK, 4TOOLI OOecleunTh Hambojee IJIaBHOE
nepekphITHE Anana3oHa spkocreil. OTHOCHTENbHbIE
CHEKTPbI U3JIyYeHHs 3KpaHa ObLIU IIPOMEPEHbI IIpU
MOMOIIY MOAYJILHOM CHEKTPOMETPUUECKON CHCTEMBbI
MCS 500 Modules ¢upmsr Carl Zeiss. Makcumanb-
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Puc. 1. Cxema ycTaHOBKH.

1 — perucTpupyomuil MOAYb, 2 — CTUMYJIUPYIOIIANA MOIYJIb, 3 — KOMaHAHBIN MOAYJIb C ABYMSI MOHUTOpPaMHu, 4 — 001aCTh CTH-
MYJISIIUY HAa 3KpaHe CTUMYIIIPYIOIIEro MOHATOPA, 5 — nmonoxenue PIT perncrpupyemoro sinemMenTa, 6 — yCIINTeNb, 7 — TPOM-

korosopurens, § — AL, 9 — ocuunnorpad.

Hag sIpKocTh 3kpaHa (pu R = G = B =255), usmepen-
nas ¢poromerpom TKA-04/3, cocrasnsina 38 ku/m>. B
SHEPreTUYEeCKUX €AMHUIAX 3TO COOTBETCTBYET 3(h-
(pekTUBHOI 3HEPTETUIECKON SIPKOCTH A1l (POTOMH-
YECKOTro 3peHHms YeloBeKa, paBHoi 56 MBT c1™! M2,
CornacHo HamuM gaHHbIM (Maximova et al., 2005),
(poronmueckass cnekTpanbHas UYBCTBHTEIBHOCTH
IO I'K kapacs onpepensieTcsi B OCHOBHOM €ro Kpac-
HOYYBCTBUTEJIbHBIMUA KOJIOOUYKAMHM W CMEIeHa I0
CPaBHEHHMIO C TAKOBOH Y YeJOBeKa Ha 75 HM B IJIUH-
HOBOJIHOBYIO cTOpPOHY. COOTBeTCTBYIOIAs (PYHKIMS
CIIEKTpaJbHON YyBCTBUTENBHOCTH ObIJIa paccunTaHa
o ¢popmyne ['oBapprosckoro c coaBTopamu (Govard-
ovskii et al., 2000) 7151 3pUTENHHOTO MUTMEHTA CUCTE-
MbI BUTaMuHa A2 ¢ A, = 622.5 HM C y4eTOM MOTJI0-
LEeHns1 B NepefHnux cpepax raasa (Douglas, 1989).
Paccuntannas Takum o6pazom 3peKTUBHAS IHEP-
retTudeckas sspKOCTb TOrO xKe OeJioro akpasa ais [11
I'K kapacst monyumnach paBHoi 65 MBt ct! M2,

Peeucmpayusn. OTBeTHI TAHTITUO3HBIX KIIETOK pe-
TUCTPUPOBAIM 3KCTPAKJIETOYHO OT OKOHYAHWHA WUX
AKCOHOB B BEPXHHX CJIOSIX TEKTyMa 3aKIHOUSHHBIMU
B CTEKJIO METAJJNINIECKUMMU INITaTUHUPOBAHHBIMU MU-
kpoanekTponamu (Gesteland et al., 1959) c quameTt-
POM IIATUHOBOH LIIANKY 3—5 MKM U COTPOTUBJICHU-
eM 200-500 kOm Ha gactoTe 1 KI'1l. MUKpPO3IIeKTPOS
MOJ] KOHTPOJIeM GUHOKYJISIpa MUKPOMaHUTIYJISITOPOM
MTOJIBO/IMIIA K WHTEPECYIOMIeH 06JIacTi MOBEPXHOCTH
TEKTyMa (C yYETOM PETUHOTONMYECKON INPOEKLHUU,
OPHEHTHUPYSICh IO KAPTHHE KPOBEHOCHBIX COCY/IOB) U
OCTOPOXKHO TOTPY>KaJIu, MOOWBASICH CTaOWIBHOTO
OIMHOYHOTO OTBEJEHUS, O YEM CYAMIIU N0 BeJINYNHE
UMIYJIBCOB M MO COOTHOIICHHWIO CHTHAjla W IIyMma.
HMnynbebl, ¢ BEIXOA YCWIATEIS IEPEMEHHOTO TOKa

c nonocoit mponyckanus ot 100 'y mo 3.5 kI'y (Buno-
rpagos, 1986), mpocnymuBany Ipyu NOMOIIY FPOMKO-
TOBOPHUTENS, HAOGMIOAMU Ha 3KpaHe ocumisorpada
¥ BBOJWJIM B IaMSTh PETUCTPUPYIONIETO KOMIILIOTE-
pa, ocHamjeHHoro AIIII ¢ yacTtoToil fucKpeTu3auuu
25 xI'u. BBefieHHbIiT B TeUeHNE HHTEpBaja perucTpa-
LMY CUTHAJI TUOO 3aNuChbIBajid Ha AUCK B HEOOpabo-
TaHHOM BHje (€CIH TPEAIoNaraics IMOCIeyIOMIN
aHanu3 POpMbI UMITYIIBCOB), MO0, OTCEKAsT UMITYJIIb-
Chl TIO 33JlaBa€MOMY YPOBHIO, (DOPMHPOBAIH KOM-
MIPECCUPOBAHHYIO 3aMUCh B BUJIE MOCIIEJOBATEITLHOC-
TH MOMEHTOB TOSIBIIEHUS] UMITYJILCOB (B MC), OTCUH-
TaHHBIX OT Havalla npobera.

Komnbvromepnoe ob6ecnevenue. OO0mass cxema
SKCIEPUMEHTANBHON yCTAaHOBKM H300pakeHa Ha
puc. 1. Bcero B ycraHOBKe 3aiefiCTBOBAHO TPH CBSI-
3aHHBIX IPYT C JPYIOM CUHXPOHU30BAHHbBIX KOMIIBIO-
TEPHBIX MOJYJIS: OUH — PETUCTPUPYIOLINIA MOAYIb
(1), xaK yke roBopuiochk, coequaeH uepe3 ALIIT (8)
U YCUIUTEIND (6) C MUKPO3JIEKTPOAOM U CIYKUT A1
perucTpauuy peakumit HeipOHOB, BbIBEJIEHNUS UX Ha
9KpaH U 3aIUCH B IAaMATh PE3YyJIbTAaTOB IKCIIEPUMEH-
Ta; BTOPOI — CTUMYJIMPYIOIIUT MOAYIH (2) 0OCTyKu-
BaeT CTUMYJIMPYIOIINNA MOHUTOP; TPETUN — KOMaH/I-
HBI MOAYJb (3) cyXuT miisi rpauIeckoro mpef-
CTaBJICHHS PE3YyJbTaTOB 3KCIpecc-00paboTKM (Ha
OTJIEIbHOM MOHUTOpPE) U 711 ONEepPaTUBHOIO YIpaB-
JIEHUs] TapaMeTpaMy CTHMYJISIIUA U PETUCTPALNU.
I8 KOMaHHOrO MOAYJIsl pa3padoTaH CreuualbHbII
uHTepdeiic, MO3BOJSIONINN 3KCIEPUMEHTATOPY JIer-
KO OPHEHTHPOBATHCS B TPEX JECATKAX IApAMETPOB 1
OBICTPO TepecTpanBaTh NMporpamMmy ombITa. CTaH-
JapTHBIE 3KCIepUMeHTalbHble Mpolenypsbl (obcie-
poBanue PII, oOMep puarpaMMbl HapaBJIEHHOCTH,

CEHCOPHBIE CUCTEMBI Tom 19 Ne 4 2005
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U3MepEeHNe KOHTPACTHOH 4yBCTBUTEIBHOCTH, KOJIO-
PUMETPUYECKOE UCCIENOBAHUE U TIP.) OPOPMIIEHBI B
BUJIe IPOIPAMMHBIX “HHCTPYMEHTOB’, aBTOMATHU3U-
PYIOLIUX MPOLECC, U 3allyCKAIOTCs IPU HaXKaTHH CO-
OTBETCTBYIOIIMX KHOIIOK.

PE3YJIBTATBI

Tunuunaa npoyedypa oomepa ouazpammvt Ha-
npaeneHHocmu [BIKYIUMICS KOHTPACTHBIME T'pa-
HUIIaMHU cocTosiia B cnefyromeM. ITocne ycranosine-
HUS TIyOMHBI OTPYKEHNS MUKPO3JIEKTpofa, obec-
MEeYMBAIONIEr0 OJMHOYHOE OTBEICHHE 3JIeMEHTa,
CTUMYJIUPYIOIINI MOHATOP CTaBUJIN B HY>KHOE MECTO
MIOJISI 3pEHUs! PhIOBI, TIOJIOXKEHNE U Pa3Mepbl 00IacTH
CTUMYJIALUU (KBafpatT 4 Ha puc. 1) Ha aKpaHe BbIOU-
panu Tak, 4TOObI OHA OXBaThIBaja NMpeArnoiaraeMoe
PIT (xkpyxok 5 Ha puc. 1), u 3agaBanu napameTpbl
CTUMYJISIUU: CKOPOCTD JIBUKEHUS TPAaHUIbI, SIPKOC-
TH (POHA M TPAHUIIBI, @ TaKXKe SIPKOCTh OKPY>KEHUS
(IOBEpXHOCTU 3KpaHa BHE OOJIACTU CTUMYJISILHHN).
Kpowme Toro, 3agaBanu HauajqbHOE HampaBieHne 00-
Mepa, ollee KOJINYECTBO HANPABIEHUH, B KOTOPBIX
ABUrajach rpaHuna (OOBIYHO JOCTATOYHO ObLIO 12
unu 24 HampaBlIeHHil; B Ipolecce oOMepa pa3Hble
HaIpaBlIeHUs NTepeOUpaIuCh BIEPEMEXKKY), U KOJIH-
YECTBO MPOOEroB B Ka>KAOM HallpaBJIeHUH, IO KOTO-
pbIM ycpenHsinch peakuun. ITockonsky U ame-
MEHTBI JAlOT BOCIPOM3BOAMMOE KOJIHWYECTBO HM-
NYJIBCOB B OTBETE HA NMOBTOPHYIO CTUMYJISIUIO, B
OOJIBIIMHCTBE CIIyYaeB OTPAaHNYUBAIIUCH TPEMS TIPO-
Oeramu.

dakTyecku, npu oOMepe guarpaMMbl rpaHuUIa-
MH CTUMYJ NPEACTaBISI COOO MHUPOKYIO MOJIOCY C
IUPUHOMN, TPEBBIIAOIEN JUAMETP OONACTH CTUMY-
nsun. [ToaToMy B KakoM mpoOere cHavyaja B faH-
HOM HalpaBJIEHAN OT Kpasi A0 Kpas 00JIaCTH CTAMYJISI-
L[UH BABUTAJIACh TPAHMIA — MTOIYILUIOCKOCTD 3afJaHHOM
SIPKOCTH (SIPKOCThb CTHMYyJa), KOTOpas IOCTEIEHHO
3aMe1ana ¢oH. Bo BpeMs JBUXKEHHS 3TOM IPAHUIIbI
no PII amemeHTa perucTpupoBascsi €ro OTBET Ha
BBefenue (in) crumyna. Cpa3sy BCle 3a 9TUM C TOI
K€ CKOpPOCTBIO B TOM XK€ HaIllpaBIICHUM [BUTajach
rpaHula OOpaTHOrO KOHTPACTA, B Pe3ylbTaTe Yero
MIPOMCXOAMIIO 3aMeleHue CTUMya (POHOM U PETHUCT-
pUpOBaJICS OTBET 3JIEMEHTAa Ha BbIBeAcHUE (OUut)
crumyna. Kpome rpanun aist oomMepa guarpaMm Ha-
MIPaBJIEHHOCTU UHOTIV]A UCTIOJb30BAJIA CTUMYJIbI B BU-
ie TIOJIOCOK Pa3HOW TOJIMHBI MW MSTEH Pa3HOro
pasMmepa.

ITocne 3aganust mapaMeTpOB CTUMYIISIIIANA U PETH-
cTpanuu (YPOBEHb OTCEYKH U MPONOIKUTENHHOCTh
WHTEpBaja PErucTpanuu) caM oOMep Amarpammbl
MPOM3BOMIICA aBTOMaTH4YecKH U 3aHuMan ot 0.5 mo
2 MUH (B 3aBUCHUMOCTH OT YHCIIa MepebupaeMbIx Ha-
MIpaBIIEHUII, CKOPOCTH JBUKECHHS CTUMYJIa W pa3Me-
poB obnactu crumyisinun). 1o okonyanuu nepedo-
pa BcexX HaIpaBJEHHUN ellle pa3 MOBTOPsIICS oOMep
TSI HAYaTbHOTO HAMPAaBJIEHUS, YTOOBI OIIEHUTH CTa-
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OUIBLHOCTHL OTBefleHUs. Pe3ynbTraThl oOMepa 3aHOCH-
JUCh B NaMSTh KOMIIBIOTEpAa B BUAE OTAEIBHOIO
(paiina cnenmanbHOrO (popmaTa AN MOCIEAYIOMIEH
00paboTku B pexnme off-line. OObI4HO Mocie npo-
BEJCHHUS BCETO LUKJIa oOMepa AuarpaMMbl Halpas-
JIEHHOCTU 110 pe3yJibTaTaM 3TOro oOMepa oIpefens-
J0ch ToyHOe nojoxenue PIT aneMenTa oTHOCHTENB-
HO objyacTu cTuMyJisanui. Ecin oHO monapano Ha ee
Kpail, To 00JIaCTh CTUMYJIILIN LIEHTPUPOBANach OT-
HocuTeabHO PIT 1 0oOMep nrarpaMMbl TOBTOPSUTH.

B xauecTBe Mepbl BEIMUMHBI PEAKIMN UCIIONb30-
Balll CpefiHee KounyecTBO uMnyiabcoB N 3a Bpems
npoxoxpaeHus rpanunpl mo PIT anemenTa. 3aBucu-
MOCTBb OTBETa OT HAIPABJICHUS ABIKEHNS ¢ anmpoK-
CUMUPOBAJIM FapMOHUYECKUMH (PYHKIUSIMHI BTOPOI'O
nopsifika:

N(¢) = a5+ a;c08(¢ —91) +a,co8(2¢ —2¢,),

U KaxKAyIo AuarpaMMmy xapakTepHU30Ball MAThIO Ia-
paMeTpaMu: aMIUIMTY/laMU HyJIeBO (8,), TepBoii (a;)
U BTOpO#l (&,) TapMOHUK, a Takxke (pazamMu NnepBOr
(¢,) u BTOpOII ($,) rapMOHUK. 3a UCXOHOE HATpPaB-
JIeHne oTcyeTa B paboTe ObLIO MPUHATO ABIKEHUE
CTUMyJia OT TOJIOBbI K XBOCTY, JBUKEHHIO CHU3Y
BBEPX COOTBETCTBOBANO +90°. [1151 21€MEHTOB, KO-
TOpble OTBEYall Kak Ha BBeJIeHHE I'PaHUIbI, TaK U
Ha ee BbIBEJICHUE, CTPOUJIH IBE OT/IEIbHbIE INarpaM-
Mbl HaIPaBJICHHOCTH.

Tunot Ouazpamm nanpaeénennHocmu. 3PUTEIb-
Hble HEWpPOHBI MO UX M30MPATENBHOCTH K ABUXKY-
IUMCSl TpaHHUIlaM HPHUHATO AENUTh Ha HeuzOmpa-
TeJNIbHbIE, IUPEKINOHAIbHO-U30UpaTeIbHble U OpU-
eHTaluOHHO-u30upaTenbubie (Barlow et al.,, 1964).
TunuyHble NpUMeEpbl AWATPAMM HaNpaBJIEHHOCTH,
U3MEpEeHHBIX M pasHbIx 'K, npoenupyromuxcs B
TEKTYM pbIO, TOKa3aHbl Ha puc. 2, A. OObIYHO 3KcIIe-
PUMEHTATOPY OBbIBA€T JOCTATOYHO HECKOJIBKHUX
B3MaxOB PYKHU IIEpEN I1a30M KMBOTHOTO I TOTO,
YTOOBI ONpPEAENNUTh, C KAKMM THUIIOM 3JIEMEHTOB OH
nMeeT feno. OMHAaKO MIg Takod KiacCu(hUKALWN
MOXKHO NPEAJIOKUTE U (popMasibHble KpUTEPUH, OIU-
pasdch Ha mapaMeTpbl AMarpaMMbl HallpaBIE€HHOCTHU
ayieMeHTa. TpH THIa OTIANYAOTCS PYT OT pyra OT-
HOCHUTEJIBHBIM BKJIQIOM pa3HbIX TrapMoOHMK. Ilpm
S5TOM aMITUTY/a HYJIEeBON FapMOHUKM SIBIISIETCS T1O-
Kas3aTeJleM CPETHETO YPOBHS OTBETA, a aMIIATY/bI
NIEPBOM ¥ BTOPOW FAPMOHUK OTPaKarOT CHIY JUPEK-
UOHATBHOTO 1 OPMEHTALlMOHHOTO KOMIIOHEHTOB CO-
OTBETCTBEHHO W, TaKMM 0Opa3oM, MOTYT CIY>KHThb
KJaccu(pMKAIMOHHBIM Tpu3HakoM. ToT ¢akT, 4To
TaHTJIMO3HbIE KIIETKHU, MPOEHUPYIOIINECS B TEKTYM
pBIO, AENATCS HAa 9TH TPH TPYIIbI, WITIOCTPUPYET
puc. 2, b. s Hero u3 6a3bl 9KCHEPUMEHTAIBHBIX
maHHBIX ObUIM OTOOpaHbl 530 3JIEMEHTOB, OTBETHI
KOTOPBIX NMpUIHChIBaINCh OKOHYaHusIM ['K ceTyat-
KU (KpUTEpUH, pasfelsIolne Peakuui, OTBOAUMbIE
oT okoH4aHmi1 'K 1 oT HEfipOHOB COOGCTBEHHO TEKTY-
Ma, IPUBENICHBI B TOCIEHEM pa3feie Pe3ynbTaTos).
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B. MAKCHUMOB 1 np.

OTHOCHTENbHAS aMIUTUTY/]a BTOPOI TApMOHUKY (d>/dg)

OTHOCUTENbHAS aMIUTUTY/a IEPBOM FapMOHUKH (a;/a)

Puc. 2. Knaccudukanust fuarpaMM HalpaBIeHHOCTH T'AHTTIHO3HBIX KIETOK, TPOEHHUPYIOLUIUXCS B TEKTYM.

A — IpAMepbI TPEX OCHOBHBIX THIIOB IarpaMM: d — IETEKTOP YEPHOT'o MATHA, peaK[ui Ha ABMXKEHHE YePHON MOIOCKH 1o Oe-
aomy ¢ony B 12 Hanpasnenusix; 6 — [V I'K off-tuna ¢ npeanodTurenbHbIM HanpaBieHHEM OT XBOCTa K TOJIOBE (yKa3aHOo
CTPEJIKON Ha MOJISIPHOH AnarpamMmMe), peakiuy Ha BBE[[eHHEe YePHOH IPaHuIbl B 12 HapaBIIeHUSIX; 6 — AETEKTOP BePTUKATb-
HOTO Kpasi, peaKIl¥ Ha ABMKEHHE OeJION MOJIOCKH 110 YEPHOMY (DOHY B 24 HanpaBieHUsIX. [lnarpaMmbl B IEKapTOBBIX (CIIEBA)
U TIOJISIPHBIX (CMpaBa) KOOPAMHATAX MOCTPOEHBI 110 OIHIM U TEM XK€ 3KCNepHMEHTaNbHBIM AaHHbIM. Lludpamu Ha fuarpammax
crnpaBa 0003HaueH NOPSIIOK Tepebopa HanpasieHnil. ToukaMu NOKa3aHO KOJIMIECTBO HMITYJILCOB B OTBETE KIIETKH: NHAUBH-
AYyaJbHO JJIsl KaX/0T0 U3 TpeX NpoOeroB IO OPANHATAM ClIeBa U CpeJJHUE M0 TpeM NpoberaM Mo pajuycaM-BeKTOPaM CIIpaBa.
I1naBHbIEe KpUBbIE — ANMIPOKCUMALUI FAPMOHNYECKUMHU (pyHKIusIMU HyJeBoro (0), mepsoro (/) u BTOporo (2) nopsigkos.

b — pacnpeaencHue OTHOCUTEIIbHBIX aMIVIUTY/] NIEPBBLIX NBYX 'apMOHUK JHUAarpaMM HAIIpaBJICHHOCTH, U3MEPEHHBIX JI 530

QIEMEHTOB.

ITo coorBercTByrOmMM (paiizaM ObLIO IOCTPOEHO
cepitie 600 guarpaMM HampaBIE€HHOCTH, OOMEpeH-
HBIX B Pa3HbIX YCIOBUSIX KOHTPACTHBIMU I'PaHUL]AMU
WM TOJIOCKaMU. Y KaXK[0il AruarpaMMbl ONIpEfie/IeHbl
aMIUTUTY/bI TAPMOHUK pa3noxKeHnns. Kak MoxHO BH-
[eThb U3 paclpefiesIeHus], IpeCcTaBIeHHOrO Ha pucC. 2,
b, 10 OTHOCUTEJIBHON BENMYMHE AMIUIUTY[ NI€PBOI
(ay/ay) u BTOpOI (8,/8)) rapMOHUK BCE 3apETUCTPUPO-
BaHHbIE HAMH JMArpaMMbl HalpaBIEHHOCTH JEWCT-
BHUTEJIBHO PaClafatoTcs Ha TP TPYIIIbL: JUarPaMMBI,
y KOTOPBIX 00€ FrapMOHUKH CPAaBHUTEJIEHO Malbl (CO-
OTBETCTBYIOIINE TOYKH OOpa3ylOT KOMIIAKTHYIO
rpynmy BOJM3W Hayaja KOOPAWHAT); AUArpaMMBbl, Y
KOTOPBIX BBIpAXKEHA NIepBasi FapMOHMKA (COOTBETCT-
BYIOLIME TOYKU TPyNIUPYIOTCS Ha puc. 2, b crpasa,
BOIM3M Ocu abCUUCC), U IAATPAMMBI, ¥ KOTOPBIX BbI-
paxkeHa BTOpasi TapMOHHUKA (COOTBETCTBYIOINE TOY-
KU TpynnupyroTcs BOnu3u ocu opauHat). HecMotpst
Ha TO, YTO 3TH I'PYIIbI 00Pa3yroT JOCTATOYHO BbIpa-
>KEHHBIE KJIACTEPHI, KaXasi U3 HUX HEOJHOPOJHA 110
cocTaBy. B mepByro rpymnny BXOAT guarpaMMBbl Ha-

MPaBJIEHHOCTH pa3HOOOPA3HbBIX U HE JJO KOHIIA KJlac-
cu(pUIUPOBAHHBIX HEM30UPATEILHBIX 2JIEMEHTOB,
PETUCTPUPYEMBIX BO BTOPOM M TPEThEeM MOJCIIOSX
PETHHOPEIMNMEHTHOTO CIIOSI TEKTyMa PbIO, TaKHX
KakK JIETEKTOPbI OEJIOr0 U YEPHOTO MSITHA, 3JIEMEHTHI
on- 1 off-TunoB 6e3 CIOHTAaHHOHN aKTUBHOCTH, IBETO-
KOJUPYIOIINE TaHTJIMO3HbIE KJIIETKH, 3JIEMEHTHI CO
CIIOHTAaHHOW aKTUBHOCTHIO 1 Tp. B mocnenHtoo rpym-
My MONAJIaf0T IETEeKTOPbI OPUECHTUPOBAHHBIX JTMHUII,
npefCcTaBIeHHbIE ABYMSI THUIIAMH: JETEKTOPAaMHU TO-
PU30HTAILHOTO W BEPTHKAJIBHOTO KpaeB. Kmaccu-
(pukanuu 3JEMEHTOB C MMPEKIMOHAJILHON U30mpa-
TENBHOCTBIO, COCTABJISIIOIIMX BTOPYIO Ipymiy (morna-

1
Jaromux B objacTh, Irae a; > éa() ua >a —

orpaHuYeHa NYHKTUPHON JuHMER Ha puc. 2, 5), no-
CBAllleHa HacTodAas padoTa.

Kaaccupuxkayua /IH I'K no npeonoumumens-
HbiM Hanpaséaenuam. Kazanock Obl, eCTECTBEHHOE
onpefieicHHe MPEANOYTHTEILHOTO HaMpaBICHUS
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KITACCUPUKALNA TUPEKIITMOHAJIBHO-U3BMPATEJIBHBIX 9JIEMEHTOB

KakK HalpaBlICHHS, B KOTOPOM 3JIEMEHT HaeT Hau-
OGOJNIBIINI OTBET, HE COBCEM YIOOHO J7Isl Kiaccu(u-
Kauuu. Bo-nepBbIX, OHO MOXeT OOeCHeuduTh HYK-
HYI0O TOYHOCTH TOJIBKO NPU AOCTATOYHO OOJBIIOM
qyucsiae nepeOupaeMbIX HamnpasieHuil. Bo-BTOphIX, B
cily4ae, KOTfla inarpaMMa HampaBJI€HHOCTH UMeEeT
¢dopMy “TBIKOBKH”, T.€. MMEET [Ba MaKCHUMyMa,
IPEeIOYTUTENBHOE HallpaBJcHHEe BOOOIIE CleyeT
MPOBOMIUTH THE-TO MeXAy HuMu. M3-3a atoro mop
MPEANOYTATENBHBIM HallpaBJIeHNEM NHOTTIA IIpefa-
raloT NOHMMATh HANpAaBICHUE, NMPOTUBOMOJIOXKHOE
TOMY, TJle OTBET 2JIEMEHTa MAHUMAJIEH, WJIA HalpaB-
JIeHue, NMEepHEeHANKYISIpHOe “JIIMHUU PaBHBIX OTBE-
TOB”, IBUKEHUE CTUMYJIa BAOJb KOTOPOW Ja€T OfU-
HakoBble Mo BenmunmHe peakiun (Oyster, Barlow,
1967). B nacrosmeit paboTe NpegrnoYTUuTeIbHOE Ha-
MpaBJICHHUE OINpeaesnu (a3oil NepBoi TapMOHUKHU
(¢,) dypre-pa3inokeHns fuarpaMMbl HallPaBICHHOC-
T (cM. puc. 2, A, 6, rie TpeIoYTHTEIbHOE HAlPaB-
JIeHHE 3J€MEHTa MOKa3aHO IyHKTHPHOW JMHHEH B
IEeKapTOBbIX KOOPAWHATAX M CTPENKOH — B MOJISAp-
HBbIX). YHMCIIEHHO OHO COBMNAlaeT C HANpPaBIECHUEM
BEKTOPA, MIPEJICTABISIONIETO cOO0I CyMMY BEKTOPOB
peakuuil A BceX NepeOupaeMbIX HallpaBJIeHUil B
MOJISIPHBIX KOOpAMHATaX. BeluncneHne nmpeamnoyTu-
TEJILHOT'O HAIlPaBJIEHMUs TAKUM CIOCOO0M obecreyn-
BaeT OOJBIIYIO TOYHOCTb. B 4YacTHOCTH, €cnu IIO-
BTOPHO IPOMEPSTH AMAarpaMMy, CKaXkeM, C IpyruM
HavyaJbHBIM YIJIOM WJIH C [PYIUM YHCIIOM nepedupa-
eMbIX HaNpaBJeHUH, TO TMOJyYeHHble HU(PHI IS
MPEANOYTATEFHOTO HaIlPaBIIE€HUs BOCIPON3BOJST-
Csl C TOYHOCTBIO OOJBINEH, YeM BEJINYMHA yIiia MEeX-
[y COCEIHUMU HAIPaBJICHUSMH.

Ha puc. 3 npepcrasiena rucrorpaMma pacupepe-
nenusa [N 'K mo npeanoyTuTenbHbIM HalpaBlEHU-
sIM, TIOCTPOEHHAs B IEKapTOBBIX KOOPAXHATAX I10 pe-
3yJbTaTaM OfMHOYHBIX OTBefieHMit oT 180 KieTok.
Ha rucrorpamme BHAHBI TpU YETKHE MOJBI, pasfe-
JIEHHBbIE MyCTBIMU ITpoMeKyTKaMu. Hanbonsmas mo
KOJINYECTBY 3aperUCTPUPOBAHHBIX KJIETOK MOJa CO-
OTBETCTBYET HAIPABJICHUIO ABIXKEHUSI CTUMYJIOB OT
XBOCTa K FOJIOBE 1 HEMHOT'O BBEPX — MAKCUMYM MOJIbI
nexut B paitone 170°. [IBe npyrue Mopibl COOTBETCT-
BYET HallpaBJIEHUIO cBepXY BHU3 (270°) 1 cHU3Y BBEpX
C CyILIECTBEHHBIM KaylalbHbIM KOMIOHEHTOM — MaK-
CUMYM IOCJIe[IHEN JIeXKUT B paiione 50—-60°.

IToBTOpHBIE U3MEPEHUS HA OTHOM U TOM XK€ 3JIe-
MEHTE MPU BapbUPYEMBbIX MapaMeTpax CTUMYJIOB I1O-
Ka3aJy, YTO NPEANOYTUTEILHOE HAIIPABICHUE B OIl-
pENEIIEHHON Mepe HE 3aBUCUT HU OT CKOPOCTH JBHU-
>KEHUS, HU OT BEJIMYMHbI KOHTPACTA, HUA OT (pOPMBbI U
pa3Mepa CTUMYJIOB (TOJIILMHBI IIOJIOC WM pa3Mepa
msTeH). B ToMm yucie — u ot Toro, B Kakoil yactu PIT
MPENBSIBISIIOT ABUKYILIAECS CTUMYJIBI.

Kaaccuguxayua JIH I'K no ceaekmusnocmu k
3naky konmpacma. I1pu o6cnenoBanuu [1U I'K nBu-
SKYIIMMECS KOHTPACTHBIMU IpaHuljaMu OpocaeTrcs B
Iy1a3a To, YTO y PbI0 OTCYTCTBYIOT XapaKTepHbIE IS
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Puc. 3. Pacnpenenenue nmpenoYTHTENBHBIX HaMpaBlle-
Huii s 180 AU I'K, npoenupyromuxcsi B TEKTYM Kapacsl.

CeTYaTKM KPOJIMKA 3JIEMEHTHI on-off-Tuna, ofuHaKo-
BO XOpOUIO pearupyloliue Ha MABIXKEHUE CBETIION
IpaHMLbI 10 TEMHOMY (DOHY M TEMHOH I'paHHIbI IO
cBeTIoMy (poHy. BmecTo atoro Tam umeercs gBa oT-
[ENbHBIX TUIA KIETOK: pearupymoue IpenMyIiecT-
BEHHO Ha JBMKEHHE CBETIION I'PaHULBI — 3JIEMEHTHI
On-THUNA, U PEarupyroiye Ha ABIKEHNE TEMHON rpa-
HUILBI — 3JIEMEHTHI off-Tuna. IToT (pakT AOJIroe Bpe-
Ms OCTaBaJICsl He3aMeYeHHBIM U3-3a TOTO, YTO IKCIIe-
PUMEHTATOPBI, KaK MPaBUjI0, IPUMEHSIIN CTUMYIILI B
BHUJIE NTOJIOC WU IISITEH, KOTOPble OJHOBPEMEHHO CO-
Aep3KaT rpaHulbl 000UX 3HaKOB KOHTpacTa. Kpome
TOTO, B ONbITaxX HE BCErja MOJHOCTBIO OTCYTCTBYET
peakiys Ha HealeKBaTHYIO CTUMYJISIIUIO (IBIDKECHHE
TEMHOH I'PaHMLBbI B CIy4Yae On-3JI€MEHTOB U [ABIKE-
HUE CBETJION TPaHMIBI B clyyae off-a1eMEeHTOB), B
YaCTHOCTH, N3-3a HEOIMHOYHOCTH OTBEICHUS NI 13-
3a CIIOHTAHHON aKTUBHOCTHU. [I711 TOro YTOOBI OIe-
HUTH cesieKTuBHOCTH [IM 'K KileTOK K 3HAaKy KOH-
TpacTa KOJIMYECTBEHHO, Mbl CPaBHHUBAJIU OTBETHI
KJIETKH Ha JBUXKEHHE IPaHUL OJHOTO U APYroro 3Ha-
KOB KOHTpAacTa B IPEANOYTUTEIbHOM HANPABJICHAN.
[y1st 3TOTO HEe OBIIO HYXKABI CTAaBUThH CIEIHMAJIbHbBIC
ONBITHI, a UCIIOIB30BajN HAKOIJIEHHbIE B Oa3e JlaH-
HBIX 3KCIIEPUMEHTHI M0 00OMepy AMarpamMm Halpas-
JIEHHOCTH U II0 U3MEPEHUSIM KOHTPACTHON UyBCTBH-
TEJIBbHOCTU.

J1st 3TOTO MCCIenoBaHms MPUXOANIOCH TIIATENb-
HO OTOMpaTh ONBITHI C HANOOJEE OJUHOYHBIMA OTBE-
peHusiMu. [les10 B TOM, 9TO KpoMme o01mei cTpaTtudu-
KAl OTBETOB CETYATOYHBIX IETEKTOPOB B TEKTyMe
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Puc. 4. 'mcrorpamMMbl pacnpefeeHnsi HHAEKCOB CelleK-
tuBHOCTH [IV 'K K 3HaKy KOHTpacTa Ipyu CTUMYJISIIUHA UX
ABIZKYILUMKCS. KOHTPACTHBIMU I'PAHULIAMU B YEPHOM OK-
pYXEeHUM.

a — cTUMYJISIIUs OeJIoi TpaHMIell o YepHOMY (POHY MITN
YepHOIl rpaHulei mo 6emomy poHy; 6 — CTUMYJIISLUS Ta-
KUMH Xe OeJIoil U YepHOli rpaHuIlaMu IO cepoMy (hOHY.
3HayeHus sipKocTell 6eJI0ro, Ceporo U YEPHOro COCTaB-
st 65.0, 14.5 1 0.13 MBT ¢ M “ COOTBETCTBEHHO.

pbIO, TaM, MO-BUAUMOMY, UMEETCs TaKxke 6oJiee TOH-
Kasi CTPYKTypHasi OpraHu3anus B 9TUX OKOHUYAHHUSIX,
CBS3aHHAsl C B3aMMHBIM PAaCHOJIOXEHUEM MPUXOMSI-
LIUX BOJOKOH U JICHIPUTOB KJIETOK COOCTBEHHO TEK-
TyMa, MPUHUMAIOIUX 3TU cuUrHajbl. OOBIYHO JO-
OUTHCS XOPOLIEH OAMHOYHOCTH OTBEJCHUSI ObIBAET
TPYAHO, TaK KaK B TOM K€ MECTe, Tie PErucTpupy-
FOTCSI UMITYJILCBI HEKOTOPOT'O AETEKTOPA, KaK MpaBu-
710, OTHOBPEMEHHO C HIMHU BUHBI CPABHUMBbIE IO BE-
JUYNHE UMIYJIbChI APYrOro 3JeMeHTa, C IPYTUMH, B
KaKOM-TO CMBbICIIE€ MPOTUBOMOJIOXKHBIMYU, CBOWCTBA-
mu. Tak, Ipu perucTpanyi UMIYJIbLCOB OT HEKOTOPO-
ro I sneMeHTa (Hampumep, on-TUma), Kak MpaBu-
710, B TOM K€ MECT€ OJHOBPEMEHHO PETUCTPUPYETCS
U ameMeHT ¢ TeM Xe NMPeAIOYTUTEIbHBIM HapaB-
nenueM u ¢ PI1, cMoTpsimuM B Ty 3Ke 00J1acTh IIPOCT-
paHCTBa, HO U30UPATEIBHOTO K MPOTUBOIMOIOKHOMY
3HAKy KOHTpacrTa (T.€., off-Tuma). AHaIOTUIHO, eCITN
B KaKOM-TO MECTE PErHuCTPUPYETCS AETEKTOp TopH-
30HTAJILHOT'O Kpasi, TO BMECTE C HUM PEeTUCTPUPYIOT-
Csl UMITYJIbChI IETEKTOPA BEPTUKAIBHOIO Kpas. B He-
KOTOPBIX CIIy4asix TaKasi OpPraHu3alusl CETYaTOYHBIX
MPOEKIINiA, MO3BOJISIIONIAS OMHOBPEMEHHO PETUCTPU-
pOBaTh KJIETKHU C IPOTHUBONONOXKHBIMI CBONCTBAMU,
MOXeT ObITh mone3Ha (MakcuMoBa, MakKCHMOB,
1981). Ho npu uccnenosanuu cenektuHoctu 1 I'K
K 3HaKy KOHTpAcTa ciy4ad TaKOTrO HEOJMHOYHOIrO
OTBEJIEHUSI MHTEPIPETUPOBATUCH ObI KaK OTCYTCT-
BHE CEJIEKTUBHOCTH.

ITockonbKy npu o6Mepe ArnarpaMm HapaBIeHHO-
CTH JBUXYUIMMUCS KOHTPACTHBIMU IpaHHULAMU B
KaXKJJOM OIbITEe NMPEeAbSBISNIACh, CHaYala BBEJEHUE
rpauunpbl B PI1, a noToM ee BbiBefieHNE, B 3THX OIbI-

B. MAKCHUMOB 1 np.

Tax Bcerfa TeCTHPOBAINCh 00a 3HaKa KOHTpacTa, He-
3aBHCUMO OT TOI'0, KAKMM CTUMYJIOM 1 Ha KaKoM ¢po-
He NIPOU3BOJUIOCH O0ClIejloBaHue: OENbIM I10 YEPHO-
My WU YepHBIM 1O GesioMy. [171s1 OLlEHKH CTeleHH
CEJIEKTUBHOCTH IIO pe3yibTaTaM oOMepa Auarpam-
MbI HalPaBJI€HHOCTH U3 BCEX HANPaBJICHMI, B KOTO-
PBIX ABUTAINCH CTHMYJbI B KOHKPETHOM OIBITE,
BbIOMpaIu HalpaBieHue, OnuKailiee K Ipedno-
YTHTEIBHOMY, U IOJICYNTHIBAIIA CPEIHEE KOIMYECT-
BO MMITYJIbCOB B 3aJIII€ B OTBET Ha IBUXKEHHE Oeon
rpaHubl 0 4epHOMY (oHy Nyp U Ha [JBHXKEHHUE
4yepHoil rpaHulbl 1o 6enomy ony Ngyy. MHAEKC ce-
JEeKTHBHOCTH K 3HAKy KOHTPACTa ONpPEAENsUIN IO

opmye

_ Nws—Ngw
R, = N TN
w/B B/W

T'mcrorpamma pacnpepeneHns 3Ha4eHNI onpefeeH-
HOTO TaknMM 00pa30oM HHEKCa CEJEKTHUBHOCTH MJIS
180 IW T'K mpuseneHna Ha puc. 4a. BugHo, 9TO MO
3TOMY KPUTEPHUIO BECh MAaCCHUB KIIETOK MPAKTHYECKU
MOPOBHY IOAENNJICS Ha [ABE TPYNIbI: IPEUMYIIECT-
BEHHO On-3JIEMEHTOB, Y KOTOPBIX R, nonoxurensHo,
U IPEUMYIIECTBEHHO Off-371eMEHTOB, Y KOTOpbIX R,
oTpuLaTenbHO. [IpuMepHO TpeTh U3 HUX COCTAaBIISI-
an “aucTeie”’ on- WM Off-aneMeHThl (Y KOTOPBIX
R, = +1 unu R, = —1 cOOTBETCTBEHHO), U IpaKTUYEC-
KU OTCYTCTBOBAJIM 3JIEMEHTHI C OJIM3KUMU 1O BEJIH-
YHHE OTBETAaMU Ha [IBMKEHUE TPaHML] IPOTHBOIIO-
JIOKHOTO KOHTpacra. B rpynmy ajeMEeHTOB HU3KOI
CEJIEKTUBHOCTH K 3HAKy KOHTpacTa (e abcomroT-
Hast BeamumHa R, Menbme 0.5) momano Bcero 22
kaeTky u3 180.

MHoit cioco6 cTUMYISIMU IPUMEHSIICS B OIIBITAX
[0 M3MEPEHNI0 KOHTPACTHON YYyBCTBUTEILHOCTH.
3pech ABUKYIIHECS TCPaHUIbl pa3HOU SIPKOCTH — B
TOM 4YHciie U Oenble, U YepHble — NPENbABISIIN Ha
¢oHEe OfiHON M TOW Xe MPOMEKYTOYHO! SIPKOCTH.
Tem cambIM oOecnieYrBaNnyiCh OfMHAKOBBIE YCIOBUS
ajlaliTalluy BO BCEX TAaKUX OIBITaxX, Yero He ObLIO B
ONbITaxX MO OOMepy JMarpaMM HalpaBlIeHHOCTH,
4JacTh W3 KOTOPBIX [lelalachk Ha 4epHOM (POHE, a
4acTh — Ha 6eJIoM. [I7151 OEHKU CTENEHN CETIEKTUBHO-
CTH TIO pe3yibTaTaM oOMepa KOHTPaCTHON 4yBCTBH-
TETBHOCTH MOJCYATHIBAIN CPEJHEE KOINYECTBO MM-
IIyJILCOB B 3aJIIE€ B OTBET Ha [IBIKEHUE O€NIOl FpaHu-
el 10 cepomy ony Ny ¥ Ha JBUXKEHHE YEPHON
rpanunbl 0o Tomy xe ¢ony Ng. MIHIeKC cenekTus-
HOCTH K 3HaKy KOHTPAcTa ONPEEIsiIN 110 aHAJIOTWY-
HoOWt hopmye

R = Ny — Ng/c
" Nwe+ Ngic

CooTBeTcTBYyIOIAs UCTOrpaMMa, OCTPOEHHas 10
obmepam 40 I I'K, mpuBenena Ha puc. 46. BunHo,
YTO | JIJISl 9TUX IKCIIEPUMEHTAIBHBIX YCIOBUI BEChH
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Puc. 5. llects Tunos 1M I'K, paznuyaronmxcs 0o NpefuouYTUTEILHOMY KOHTPACTY (on- U Off-KJIETKH) U 10 NPEANOYTHTENb-

HbIM HallpaBJICHUAM NBUKEHUA CTUMYJIa B IIOJIE 3pEHUSA pr6bI.

T'ucrorpammsl pacnpefenenus npeAcTaBiIeHbl B MOMSPHBIX KoopauHaTtax. ITo paguycaM OTIOXKEHO KOJIHYECTBO KIIETOK B
KaXjoM yriaoBoM cekrope. Lndps! pstaoM ¢ OTAETEHBIMI MOAMH THCTOIPaMMbI 0003HAYAIOT CyMMapHOe KOJTMIECTBO KJle-

TOK COOTBETCTBYIOILIETO TUIIA.

MAacCHB KJIETOK TOAEIIHIICS Ha on- W off-tunbl. He-
CMOTPSI Ha CPABHUTEJILHYIO MAJIOYHUCICHHOCTh TOMN
BBIOOPKU, TAaKOW BBIBOJ] MOKHO CAleJIaTh C BHICOKOU
mocToBepHOCThIO. Tak, eclu MOfeNuTh 3JIEMEHThI
0 3Ha4YeHUI0 NHAeKca R, Ha ABe Ipynnbl: Ha KIETKU
C BBICOKOW CEJeKTHMBHOCTHIO K 3HaKy KOHTpacTa,
rme aGcomroTHas BenwmumHa R, Gonbie 0.5, m Ha
KJIETKN C HU3KOW CEJEeKTHBHOCTHIO, TO B TPYIIY
HU3KOMH CEIeKTUBHOCTH nonajgaeT 12 kineTok u3 40.
IIpu TakOM COOTHOIIIEHUH THUIOTE3a O PABHOBEPO-
SITHOM pacipefieJIeHH OTBEPraeTcsl C yDOBHEM 3Ha-
gyumoctu 0.01.

HN3BectHO, uTo I I'K He 0TBeUarOT Ha BKIIOYE-
HUE U BbIKIIO4YeHNe 11U Py3HOro cBeTa, HO pearupy-
FOT Ha BKJIIOYEHNE UJIU BBIKIJIFOUEHHUE JIOKAJBHBIX I51-
TeH B npegenax PII. Tecruposanune M I'K Takumun
CTUMYJIaMH [T0KA3aJ10, YTO 3TA UX PEAKLUS COOTBET-
CTBYeT Kiaccu(puKanuu, IPOBEIeHHON JIBKYIIIMMHU-
sl FpaHUIIaMU Pa3HOrO 3HaKa KOHTpACTa: KIETKHU ON-
TUna (pearupyronye Ha JABUXEHHUE CBETJION CpaHU-
ObI) Ha IISITHA OTBEYAIOT IPEMMYLIECTBEHHO Ha
BKJIIOUCHHUE CBETA, a KIIETKH Off-THIa — Ha BBIKIIIOYe-
HUE.

ITo Bcem gpyrum mpusHakam on- u off-tunsl 11
T'K mexny coboii He paznuyanuck. IHbIMU ciioBaMu,
eclIM He U3BECTHO, Kakas I'paHMla ABIKETCS Ha 9K-
paHe MOHUTOPA, CBETJIasl WJIM TEMHAsI, TO 10 peaKku-
sIM HEJb3s1 y3HaTh, C KAKAUM MMEHHO THUIIOM KJIIETOK
nMeeM feno. Hukakoit Koppensuuu Mexay Mpearno-
YTEHHEM K 3HaKy KOHTpacTa M MPEANOYTUTETbHBIM
HalpaBlIeHHEM 3JIEMEHTa TakKxke OOHapy>KeHO He
6b110. Kak MOXHO BUJIETh Ha puUC. 5, B KaXKIOM W3
Tpex NpeanouyTuTenbHblXx HanpasneHud U T'K
[IpaKTUYECKHU NIOPOBHY paclpefesieHbl MEeXAY on- U
off-tumamu.

Pa3zmepot PII sneMenTa 10 OJHOMY W3 HaIllpaBJie-
HUI MOKHO OLEHUTbH IO NPOJOJKUTEIHHOCTU E€ro
OTBETa Ha JBMXKYIIYIOCA IPaHNIy B 9TOM Halpasiie-
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HUYM ¥ TI0O CKOPOCTH €€ ABUXKeHus. B atom paszpmene
MIPUBEICHBI pPe3yabTaThl TaKUX M3MEPEHUN pasMme-
pos PII Boons npeAnoyTuTenbHOTO (MU OJIU3KOTro K
HeMy) Hanpasienus i1 I I'K pas3aeix tunos. I1o-
CKOJIBKY Y Beex 3apeructpupoBansbix [ I'K Obuin
U3MEepeHbl UX AuarpaMMbl HalPaBIEHHOCTHU, HEOO-
XOJUMYIO BBIOOPKY COCTaBJISUIM MO TOTOBO# Oaze
SKCIIEPUMEHTAJbHBIX NaHHBIX. 171 3TOro cHayana
IO pe3ynbTaTaM 3aMepa i KaXkIoro sJIeMeHTa U3
BCEX OOMEpPEHHBIX HalpaBJICHUI HAXOMWIIA HaIpaB-
JIeHne, OnmmKaniiee K IpeANoYTATEIBHOMY, a TOTOM
[0 OCTCTUMYJILHOH THCTOTpaMMe JJIsl BceX mpoode-
TOB B 9TOM HallpaBIIEHUHN ONPEJEIISIIIN JIUTETBHOCTD
OTBETa KaK MHTEpBaJl MeXJy NEPBbIM U MOCIETHIM
uMmnyiabcoM B 3anmne. [lociegHee He mpeacTaBiIsSeT
Tpyfa, KOrja HeT CIIOHTaHHO! aKTUBHOCTU. OffHaKO
muorue [IU I'K obnaganu cmaboit CHOHTaHHOU aK-
THBHOCThIO. KpoMme TOro, He Bcerjga OTBEJEHHUS
ObLIA a0COJIFOTHO OJUHOYHBIMH, M HMHOTJA MOTJIH
BMEIMNBATHCA OTBETHI APYIUX 3J1EMEHTOB. IToaTO-
My, 4TOOBI N30€XaTh CyO'bEKTUBHBIX MOMEHTOB H
aBTOMATU3UPOBAaTh OOPAaO0OTKY [Nl BBIIEJICHHAS
KOHJIEHCHPOBAHHOTO 3a/Ia Ha NOCTCTUMYJIbHOH I'i-
cTorpamMMe Oblia pa3paboTaHa cHelnuantbHas Mpo-
Heaypa, NCIONb3YIOoIasi METO HauOOJBIIErO MpaB-
gomnoxoous.

IIpenmonaranock, 9YTO MOCIENOBATEILHOCTD UM-
MyJILCOB B 3amucy ObLIa peanu3anueil BYX ciydai-
HBIX ITPOLIECCOB: MIPOILECCa C BLICOKON BEPOSITHOCTHIO
MOSIBJICHNSI UMITyJIbCa BO BpEMsl 3ajilia B OTBET Ha
ABKEeHWe ctuMyia B mpepgenax PII m mpouecca c
HU3KOH BEPOSITHOCTHIO MOSIBICHUS] UMITYJIbCA, OTPa-
>KaIOIIero CIOHTAaHHYI0 aKTHBHOCTh /10 M IMOCie
3asmna. JIJist 9Toi cTaTUCTUYEeCKON MOJiesin Obljia CO-
cTaBjeHa (PYHKINS MPaBHONOA00us, 3aBUCSIIAS OT
3HAYEHUN 3TUX BEPOATHOCTEH W OT 3HAYEHUU MO-
MEHTOB BpEMEHH, 3ajaroljux Havano (i;) U KOHel
(t,) 3anma. 3agaya npoueaypbl COCTOSANA B TOM, UTO-
ObI MAKCUMU3UPOBATH 3TY (PYHKIHIO, BAPBUPYS 3TH
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Puc. 6. Pactipenenenue puamerpos PIT nns 156 JU I'K.

nmapaMeTpsbl, U TEM CaMbIM OIpefeauTs t u t,. ITo-
CJI€ 5TOr0 pa3HoOCTh t,—t; yMHOXKanach Ha CKOPOCTh
IBUKEHMSI CTHUMYJA, YTO W [aBajlO OLEHKY pa3Me-
poB Bo30yauTenbHoil yactu PII pnst panHoro ane-
MEHTA.

Ha puc. 6 npuBefeHa rucrorpamma pacupepere-
HUSI U3MEPEHHBIX TaKUM criocodoM pasmepos PIT miis
156 I TK, u3 xotopwix 76 ObLIM 3J€MEHTaAMU
on-tuna, u 80 — anemenTamu off-tuna. Pazmeps! PI1
BapbUpoOBaiu OT 2 70 8° CO CpefHMM 3HaYEHUEM
5.2+ 1.4° (c.0.). Ilpu aTOM HE OOHAPY>KEHO HUKAKUX
pasnnunii B pasmepax PII Mexny anemeHTamu on- u
off-tuma u mexxy I I'K ¢ pa3HbIME IpegnOYTHTETb-
HBIMH HallpaBJICHUSIMH.

YT0OBI COCTaBUTh NPEACTABICHAE O TOM, KAKAM
JIMHENHBIM pa3MepaM Ha CeTYaTKE COOTBETCTBYIOT
STH yII0BbI€ BEIMYMHBI, Y OJHOTO U3 Kapaceyd Ayn-
HO# 10 cM mocse onbITa ObUIM IPOMEPEHBI HEOOXO-
AMMble FeOMETpHYECKUe MapaMeTphbl Iila3a U CeT-
yaTku. [InaMeTp ero xpycrajauka cCOCTaBsII 3.2 MM,
OTKyfa 1o cooTHoleHnto MatTtuccena (Matthiessen,
1880) 6b110 ompefiesieHo (hOKyCHOE paccTosiHue (pa-
ANyC KPHUBHU3HBI CETYATKM), KOTOPOE MOIYYHIOCH
paBHbIM 4.0 MM. [Ipu TakoM (POKYCHOM pacCTOSHUAA
PII pazmepom B 5° Ha ceTyaTKke UMEET B MOMeped-
Huke 350 MxMm. Ha BbpIifiesleHHO M3 3TOro rja3a u
pacIIacTaHHON Ha NPEMETHOM CTEKJE CeTYaTKe
MTOJi MUKPOCKOTIOM OBbLII HAaliIeH y4acTOK C XOPOILIO
pasuYuMON PETyNSIPHONA KBafipaTHON MO3auKOW
ABOMHBIX Konbo4ek. CpeHee paccTOsTHuE MEXAY
IBONHBIMHI KOJIO0OYKAaMHI B 3TOM MECTE COCTaBIISLIO
14 mxM. B poronnueckux ycnosusx U I'K nomy-
YalOT CUTHAJIbI B OCHOBHOM OT I'JTaBHBIX 3JIEMEHTOB
ABOIHBIX KOJIOOUEK (O YeM MOXKHO CYAHUTh IO UX
CIEKTPaJIbHON 4yBCTBUTENBHOCTH). IToaTOMY Ipn
TaKOM PpacTpe pelenTopoB MOJIydaeTcs, 4TO B
cpenueM no auametpy PII kneTkm ymemaercsa 25
TakuXx KoJboyek, a Bcero Ha ogHy U T'K ¢ PII ra-
KOro pasmepa KoHseprupyet npumepro 500 kou-
0ouek. Hukakoil NMpUBSI3KH UCCIENOBAHHOTO yda-
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CTKa ceTyaTKM (Kak u TOyHOH npuBs3ku PII uccrue-
AYEMBIX KJIETOK K HAIPABIECHUIM B 3PUTEIBHOM
MPOCTPAHCTBE) 3[€Ch HE JAenaliock. Tak, 4To 3TH
UHU(PPbI — TOJIBKO OPUEHTUPOBOYHbBIE, YTOOBI MOKA-
3aTh MOPSAJOK BEINYUH NPU MOP(OJTOTUUECKUX CO-
MOCTAaBJICHUSX.

Koumpacmnana uyecmeumeavnocmo /U TI'K
OKa3ajach JIOBOJBHO BBICOKON M B 3THUX YCIOBHAX
CTUMYJISIUU NMPUOIMKaNach K KOHTPACTHON YyBCT-
BHTEIBHOCTH Y€JI0BEYECKOrO I71a3a, 9YTO MOXKHO ObI-
JI0 3aMETUTH IPSIMO B XOJIe 9KcnepuMeHTa. Taxk, BH-
>KEHHE KOHTPACTHOH T'paHMIbI, OTIMYAIOLIENCS OT
¢poHa Bcero Ha OfiHy I'paflaliuio SPKOCTU (B MOHUTOP-
HBIX €IMHUIIAX), C TPYOM ObLIO BUHO YEJI0BEYECKO-
My rnasy, u 6onsmas yacts W I'K Toxe He pearu-
poBaiia Ha Takue ciadble KOHTPACTHI, HO YK€ pa3in-
4yyusl B IBE Tpajjalluil ObUIM 3aMETHBI KaK YeJIOBEKY,
tak 1 [I1 I'K. JIng cucreMaTH4eCKOro U3MEpeHUst
KOHTPACTHON YyBCTBUTEIBHOCTH NMPUMEHSIICS CIe-
OUaJbHbIA MPOTPAMMHBIN MHCTPYMEHT, B KOTOPOM
Ha (poHE HEKOTOPOil, 3aJjaBaeMoOil 3KCIEepUMEHTa-
TOPOM SIPKOCTH, BIEPEMEKKY MPEAbSABISAIUCH ABU-
Kyluecs FPaHuIbl Pa3sHbIX IPKOCTEN W CTPOUIINCH
rpaduKy 3aBUCUMOCTH CPEAHErO KONMMYECTBA NM-
MyJILCOB B 3ajilleé HENpOHa B OTBET Ha BBEJCHHE U
BbIBEJICHHE 3TOH rpaHulbl. [IpuMepsl TaKUX 3aBUCH-
Mocreit g on- u off-runoB [IV 'K mpusenensr Ha
puc. 7. Ha xaxaoMm rpaguke HapucoBaHbl IO JBE
KpUBBIE: [I7I1 OTBETOB Ha BBEJICHWE T'PaHMIBI (in) B
PII u Ha ee BbIBefieHue (out). BumHo, 4TO KpuBbIE
UMEIOT BUJ CTyNIEeHYaTOH (PyHKIMH CO ClIerKa CKpYr-
JIEHHBIMH CTYNEeHbKaM#. MOXKHO cKa3aTh, 4YTO OTBET
O I'K Ha cTUMYNSIIMIO ABYXKYIIEHCA TPaHULEN TIOfI-
YyHSIeTCS MPUHIMINY “Bce-wnu-Hudero”. Ha Heanek-
BaTHBIE CTUMYJIbI (HallpUMED, BBEICHAE TEMHOM I'pa-
HULBI 7151 KIIETOK On-THIA U CBETJION TPaHUIbI s
KJIETOK Off-THIa) uX OTBET MaJl WM BOOOIE OTCYTCT-
BYET — Ha YpPOBHE CIOHTAHHOH akTUBHOCTH. Ha afiex-
BaTHbIE CTUMYJIbI, CYIIIECTBEHHO OTIWYAIOIIMECs MO
SIPKOCTH OT (POHA, OTBET MAaKCHUMAaJIEH U IIpaKTHIec-
KU HE 3aBUCHT OT APKOCTH. 1 TOIBKO NpH SIPKOCTSIX,
OnM3KuX K POHY, HAOIIOKaeTcs IJIaBHbIN EPEXOf OT
OJTHOTO yYPOBHS OTBeTa K Jipyromy. Oxa3anoch, 4YTO
9Ta CTyNeHbKa BOMM3U (POHOBBIX IPKOCTEN XOPOIIO
alMpOKCAMUPYETC [IByXIapaMeTPU4YEeCKON KpUBOI
(runep6omnoii). ITo pe3ynbraTam KaxXXforo 3 Takux
U3MEPEHUN CTPOWIIUCH JIBE alllIPOKCUMUPYIOIINE TH-
nepOOJIBI: 71 KPUBOMH HA BBEJICHUE U JJIs1 KPUBOW Ha
BbIBEfIcHHE. MecTa IpecedeHusl 3THX TUnepoon c
OCBIO a0CIUCC ONPENENsNI BENUYMHbI WHKPEMEHT-
HOTO U JIEKPEMEHTHOrO NMOporos. TakuM cnocoboMm
OblJla W3MepeHa KOHTpAcTHas YyBCTBUTENHHOCTH
pist 40 W T'K. OGbIYHO BEIMYUHBI UHKPEMEHTHOTO
U JEKPEMEHTHOTO OPOroB MO OTHOLIEHUIO K (pOHY
COBIMAJaJIA MO aOCOMIOTHON BENIMYUHE U NMPAKTHYEC-
KU HE 3aBUCEJH OT SIPKOCTH (pOHA — CIIEJOBAIIN 3aKO-
Hy BeGepa. Y 30 ki1eTOK NOpOroBble KOHTPACThI CO-
cTaBisd OT 1.1 10 6.4% B 00€ CTOPOHBI CO CPETHAM
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Puc. 7. ITpumeps! 3aBucumoctu otBeToB [V 'K pa3HbIX TUIIOB OT SIPKOCTH CTUMYJIA.

Ilo ocn oppmHAT OTIIOKEHO YCpEeTHEHHOE MO TpeM IpoberaM KOJIMYeCTBO MMITYJILCOB B 3alllle KIETKN B OTBET Ha BBE/ICHHE
(in) u BbIBefieHNE (Oout) TpaHML] PA3HON SIPKOCTH, ABIKYILIUXCS 110 HAIIPABJIECHMIO OT XBOCTA K TOJIOBE €O CKOPOCThIO 11°/c Ha

¢omne, sspkocThio 14.5 MBT cT M “.
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Puc. 8. ITpnmep otBeTOB ofHOBpeMenHO peructpupyeMbix [1 I'K on-tuna u [IV TekTansHOTO HEHPOHA HA CTUMYJISIIIUIO {BU-
KyLIeics rpaHuLen.

B BepxueM psiny (/) —otBer AW 'K -THma Ha nBuskeHne 6e101i paHUIbI IO YepHOMY (DOHY CO CKOpPOCTHhIO 11°/c cHU3Y BBEpX;
B HUXHEM psfy (2) — orBeT [IVM TeKTanbHOro HEipOHA Ha ABUXKEHUE TOH e I'PaHUllbl C TON e CKOPOCThIO CBEpXY BHU3. B
KOJIOHKE & MOKa3aHbI IOCIe0BaTENbHOCTY IMITYILCOB B OTBET Ha BBeJIeHHE U BbIBefieHne rpanunbl B PIT; B kononke 6 — op-
Ma ycpegHeHHBIX IMITyIbcoB (N =42 — pst IV 'K 1 N = 61 — 7151 TexTanbHOro HeiipoHa) npy 60IbIIeM BpEMEHHOM pa3pe-

LIEHUN; 6 — 3HEPTETUYECKNE CIEKTPHI ycpeaHeHHbIX nMnynbcoB M I'K (kpuBasi /) 1 TEKTaNbHOrO HEMpPOHA (KpHuBas 2).

3HayeHneM *3.0% ot sgpkoctu ¢dona. OcTanbHble
10 xJIeTOK HMMed IUIOXYH) KOHTPACTHYIO UYBCTBU-
TeJlbHOCTh. Kak npaBuito, Takue KJIETKH (M TOIBKO
TaKue KIJIETKH) PErUCTPUPOBAINUCh B T€UEHHUE BCETO
9KCIEPUMEHTAIBHOIO AHs. ITo-BUaUMOMY, KJIETKH C
IIJIOXOM KOHTPACTHOH 4yBCTBUTEIBHOCTBIO HE MIPEN-
CTaBIISIOT coboii Kakon-To ocobwiin Tun [IU I'K, a
MIPOCTO OTPaKajll COCTOSIHAE PHIOBI.

Texmaavnoie neiiponvt. Kpome peakuuit I TK,
COCTaBJISIFOIINX JIOBOJBHO ONHOPOAHYIO TpyIHIy, B
TEKTyME PETUCTPUPYIOTCS TaKKe peakluy C COBCEM
APYTUMU CBOWCTBAaMH, KOTOpble npunucbiBaroT [T
KJIeTKaM COOCTBEHHO TeKTyMa (MakcumoBa u fp.,
1971; Wartzok, Marks, 1973; Guthrie, Banks, 1978).
OTBeTn! Takoro tuna scrpedatored pexke U I'K, Ho
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OOBIYHO XapaKTEPHU3YIOTCH OONBIION aMIUTUTYHOM.
Ot [IN I'K oHM OTIMYAIOTCS LEIbIM KOMILIEKCOM
CBOIICTB, @ IMEHHO: (POPMOI U CIEKTPOM OTAEIBbHBIX
HMIIYJIbCOB, XapaKTEpPOM CaMOro 3aimna B OTBET Ha
cTuMynguuto, pasmepoM PITu orcyrerBuem u3dupa-
TEJIBHOCTH K 3HaKy KOHTpAacTa.

IIpumep peakuud TaKOro TEKTAJIbHOIO HEHpOHA
IpHUBeJEeH Ha puc. 8. B 3ToM onbiTe OJHOBPEMEHHO
PETUCTPUPOBAIUCH OTBETHI 3JIEMEHTA CETYATOYHOTO
npoucxoxpuenusa — I I'K on-tuma ¢ mpepmodrn-
TEJIbHBIM HallPaBJIEHUEM CHHU3Y BBEPX U TEKTAJILHO-
ro HEMpOHa C INPENNOYTHTENBHBIM HalpaBIEHUEM
cBepXy BHHU3. IT03TOMY, XOTS 371EMEHTBI B 3TOM OIIbI-
T€ MaBalyd IPUMEPHO ONMHAKOBBIE IO BBICOTE HM-
IYJIbChI, IX OTBETHI JIETKO MOXKHO OBLIO paccopTH-
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pOBaTh, IBUrasi KOHTPACTHbIE TPAHULbI B Pa3HbIX Ha-
npaBieHusX. B BepxHeM psany (kpuBasg /) puc. 8
noka3zanbl oTBeThbl UM I'K Ha pmBmXeHme Oeloi
rpaHMIlbl CHU3Y BBepX. B KonoHKke a moka3aHa 00-
masi KapTUHA OTBETa, Ifle BUAHBI MOIIHBINA 3ajm
UMITyJILCOB Ha BBefieHue (in) Oenoii rpanuns! B PIT
KJIETKHN U caabbIil OTBET Ha ee BhIBeAcHHUE (out) —
OTBET HAa CTUMYJI HEaleKBaTHOTO KOHTpacTa. B ko-
JIOHKE 6 TpuBefieHa YCpeJHeHHasl (popMa UMIYJIIb-
COB 3TOrO 3JE€MEHTa NpH OOJBIIOM BPEMEHHOM
paspemieHnd. AHAIOTMYHO OTBEThI TEKTAJIBHOIO
HellpoHa Ha [IBUKEHHNE TaKOH XXe& IPaHMIbl CBEPXY
BHM3 MOKa3aHbl B HUKHEM psAAy (KpuBble 2), B KO-
JIOHKAax a u 6.

ITo ¢opme uMIyabCchl TEKTalbHBIX HEHPOHOB
Bcerga Obuiu ABYyX(pa3HbI ¢ OOJIBIINM IIEPBLIM IIOJIO-
SKATEIbHBIM OTKIIOHEHHEM U TOCIEAYIOIMINAM 3aMETHO
0ojiee ME[JIEHHbIM OTPHLATEIbHbIM OTKJIOHEHUEM,
YTO XapaKTEPHO IPU IKCTPAKIETOYHOM OTBENECHUU
7151 IMITYJILCOB, TEHEPUPYEMBIX B pailOHE MUKPO3JIe-
ktpopa. Umnynbcel [IU T'K Bcerpa cocrosinu u3 He-
CKOJIBKHX 3aMeTHO 60Jiee ObICTPBIX (ha3 KojaeOaHus,
npuyeM IEepBOI TOJOXUTENBHON BOJHE BCerja
NpeAIecTBOBaja BBIPAKEHHAS] OTpULATENbHAS
BOJIHA, YTO XapakTEPHO MPHU IKCTPAKIETOYHOM OT-
BEJIEHNH MPUXOMASIINX UMIYJIbCOB MM UMIYJIbCOB,
MPOXOJSIIIUX 1O aKCOHY MHUMO MHKPO3JEKTPOfa.
CoorsercrBeHHo umnynbckl I I'K umenu Gonee
BBICOKOYACTOTHBIN CIEKTP, 8 TEKTaJbHblE HEUPO-
HbI — 60JIee HU3KOYaCTOTHBIMN, YTO MTO3BOJISIIO JIEeT-
KO UAECHTU(ULIUPOBATH NOCIEAHNE Ha CIyX IO Xa-
pakTepHOMY “OyOHseMy” 3ByKy. [Ipumep anepre-
THYECKUX CIIEKTPOB YCPENHEHHBIX MMITYJIBCOB IS
IO I'K (kpuBast /) 1 TeKTaIBHOTO HENPOHA (KpuBast 2)
nokasaH Ha puc. 86. [1o Buay pa3psiga OTBETHI TEK-
TaJIbHBIX HEHPOHOB OTINYAIUCH TEM, UYTO Y HUX Ha-
ONroanuch XapakTepHble (JIISI 9KCTPaKJIETOUYHON
perucTpanuu oT Teja HelipoHa) N3MEHEHNS aMIlIN-
TY/bl IMITYJILCOB — aMIUIMTY/a IEPBOTO UMITyJIbCa B
3ajme Oblia OOJBIION, a 3aTEM IIPOTPECCUBHO CIa-
mana TeM ObICTpee, YeM Bblllle Obla YyacToTa pas-
paaa. OtuM oHu otimyanuck ot orBeToB U T'K,
MPECTABISIOIINX COOOM 31 MOCTOSHHBIX IO BbI-
COTE MUMITYJIbCOB.

OOGBIYHO 3pUTENbHbIE OTBETHI C TAKUMU CBOWCT-
BaMHU PETUCTPUPYIOTCS W3 TIYOOKHX CJOEB, T7e
COCpPENOTOUYEHBI KJIETOUHbIE TeJa HEHPOHOB COOCT-
BeHHO TeKTyMma (3enkuH, [Turapes, 1969; Makcumo-
Ba # fAp., 1971). IloaToMy mepeyucieHHbIE BBIIIE
CBOICTBA UMITYJTbCHON peaKIui MOXKHO CUUTATh 3JIe-
KTPO(U3UOIOTUIECKUM KPUTEPUEM TOTO, UYTO MBI
UMEEeM JIeJIO C peaKleil TEKTAIBHOTO MPOUCXOXKe-
HUSI. APTYMEHTOM B TMOJB3y 3TOTO CIYKAT TaKxXKe
sKcnepuMeHThl no anmnukanuu I'’AMK k moBepxHO-
CTH TEKTyMa, KOTOpasl yCTpaHsJla TaKhe peakiuu
(Benkun, [Turapes, 1969). Ogaako OTBETHI TEKTAb-
HBIX HEWPOHOB C JUPEKIMOHAIHHO-N30MPATEIbHBI-
MU CBOWCTBAMU PETHCTPUPOBAIIUCH U B IPYTUX CIIO-

B. MAKCHUMOB 1 np.

sax. Yalge Bcero — B caMOM IOBEpPXHOCTHOM CIIOE,
elle 10 MOSIBJIEHUSI OTBETOB, IPUMUCHIBAEMBIX OKOH-
yanusaM JU I'K. B pspe cnyvaes otseT [IM TekTanb-
HOTO 3JIEeMEHTa PEeTUCTPUPOBAJICS HA BCeM IMYTH IIO-
CPY>KEeHNS MIKPO3JIEKTPO/a B TEKTYM OT Hayala jio
KOHIIa, Ha (DOHE KOTOPOTO MOXKHO OBIIIO YBUAETH OT-
BETbl BCEX OCHOBHBIX THIIOB CETYATOYHBIX NPOEK-
uuit: ot IV T'K B HOBEpXHOCTHBIX CI0SX 10 CIIOHTAH-
HO aKTHBHBIX 3JIEMEHTOB B IJIyOMHE PETHHOPCIMIIU-
EHTHOTO CJIOS1 TEKTyMa.

B oranuwme ot W I'K TekTanbHble HEHPOHBI C
AUPEKUMOHAIBLHO HW30MpaTEIbHBIMU CBOMCTBAMU
BCET/]a OTBEYaJN KaK Ha BBEJECHHE, TaK U HA BbIBE-
JeHUE CTUMYJIa IPUMEPHO OJUHAKOBBIM 110 MOIIIHO-
CTH 3aJIlIOM, T.e. OBLIM 3JIEMEHTaMH on-off-Tumna.
Eme opgHa xapakTepHas OCOOGEHHOCTb 3TUX KJle-
TOK — orpoMHbIe PII, KoTopble 4acTO HEBO3MOXKHO
ObLIO OOMEpPUTH HAIIMM CIOCOOOM, TaK KaK OHU
MpeBBIIIANA pa3Mepbl dKpaHa CTUMYIHMPYIOIIETO
MOHHTODA.

OBCYXIEHUE

O munax /IH I'K y pei6. PerucrpupyeMbie B TeK-
TyM€ UMIYJIbCHbIC OTBETHI IV 371€MEeHTOB NpUHAN-
aexar au00 KJIeTKaM COOCTBEHHO TEKTyMa, Ju0o
OTBOJSITCSL OT OKOHYAHUI aKCOHOB, NMPUXOMSIINX B
TeKTyM. ECTb Bce OCHOBaHMS NPUNHCHIBATD MOCTEN-
HUE TaHTIIMO3HBIM KIETKAM CETYaTKH, MOCKOIBKY
Tak#e e OTBEThI PETUCTPUPOBAIN PaHEe U NMPHU OT-
BEJIEHUU PeaKkUil OT BOJIOKOH 3pUTEIBLHOTO HEPBa B
xna3me (Jacobson, Gaze, 1964; 3enkun, [lurapes,
1969), n HenocpencTBeHHO B ceTyaTKe (Bilotta, Abra-
mov, 1989). Hamu 6b171a pa3padoTaHa cucrema Kiac-
cu(pUKALMOHHBIX IPU3HAKOB U HA UX OCHOBE IIO pe-
3y/lbTaTaM 3JIeKTPO(PU3UOIOTrHUECKUX IKCIIEPUMEH-
ToB mpoBenieHa knaccupukanus M 'K permno-
TEKTAIbHOU cucTeMbl pbl0. OKa3anoch, 4TO y pbIO
IOU I'K u3buparteabHbl HE K ABYM (KaK Ipeamnoiara-
JIOCh paHee — OT XBOCTA K F'OJIOBE M OT FOJIOBBI K XBO-
CTY) 4 HE K YeThbIpeM (Kak cooTBeTcTBYromue N I'K
KpOJIMKA) HallpaBlIeHMUsIM, a K TPEM HalpaBJIEHUSIM,
oTcTosmmM Apyr ot apyra Ha 100-140°. Takxke B
OTJIMYNE OT KPOJMKA, UMEIOIIETO TOJBbKO CMEIllaH-
Hb1 on-off-Tun 1V I'K, npoenupyoluxcs B yeTBe-
poXoaMue, pbIObl UMEIOT YHUCThIE ON-KJIETKHU, OTBE-
yarowue Ha BBeieHue B PII cBeTnoii rpanuibl, U 4u-
CTbIE Off-KJIeTKU, OTBEYaIOIIe Ha BBEICHUE TEMHON
rpanuybl. [lo ocTanbHbIM cBOMCTBaM (BKIrOYas
LIMPHUHY AUarpamMMbl HAIPaBJICHHOCTH, pa3Mephbl U
ctpyktypy PII, cneuuguunocts K popMe u CKOpo-
CTH [IBIDKEHHS! CTUMYJIOB) 9TH THIBI KIIETOK HE OT-
AUYAIOTCS APYT OT ApyTra u, TaKuM oO6pa3oM, Mmpe-
CTaBJISIFOT CO0ON e uHOOOpa3Hyl0 IO CBOICTBaM
CPYIIY 3J€MEHTOB.

06 ycmpoiicmee. Tak Ha3bIBaeMbIe “ObICcTpbIe”
IO TI'K ceTuaTku KpoiuKa, NpOeUUpPYIOLIKECS B
CPeIHMI MO3T B HApY>KHOE KOJIEHYaTOe TEJO, pearu-

CEHCOPHBIE CUCTEMBI Tom 19 Ne 4 2005



KITACCUPUKALNA TUPEKIITMOHAJIBHO-U3BMPATEJIBHBIX 9JIEMEHTOB

PYIOT Ha BKIIFOUEHHE U BBIKJIFOUEHUE CBETOBBIX ISI-
TeH B nnpefenax PIT, a Takxke Ha ABUXKYyIUECsS FpaHU-
bl HE3aBUCHMO OT 3HaKa KOHTpAacTa, BCIEACTBHUE
9TOro, ux HazbiBaroT [IW snmeMeHTamu on-off-tuna.
MopdonornueckuM cyoCcTpaTOM 3TUX 3JEMEHTOB
aBisitoTCes AByxcnoifiHele 'K, BeTBslmecs B on- u
off-mopmnacTuHax BHYTPEHHETO CHHANTHYECKOTO
cnoss (BCC) ceryaTku, rie OHM KOHTAaKTHPYIOT C
OKOHYAHWSIME ON- U Off-OUTIOISIPpOB COOTBETCTBEHHO
(Amthor et al., 1984). CooTHoItiearne on- n off-oTBe-
TOB y Pa3HbIX KIIETOK MOXKET OBbITh Pa3HbIM, 4YTO
OOBSACHSIETCS Pa3HOU CTENEHbIO BLIPAXKEHHOCTH ON-
U off-neHapuTHBIX BeTBieHUd. Ho OONBIIMHCTBO
KJIETOK JAlOT CpPaBHUMBIE MO BEJIMYMHE pEeaKlud Ha
CTHMYJIbI IPOTUBOMOJIOXHOT0 KOHTpacTa. Hanportus,
y pbIO, KaK MOKa3aHO B HACTOsIIIEH paboTe, TaKoe Co-
oTHouleHue Berpevaercs pepko u JU T'K penarcs Ha
IBa (pU3NOTOTUYECKUX THIA MO MPENMYIIEeCTBEHHBIM
OTBETaM Ha I'paHMIlbl Pa3HbIX KOHTpACTOB. IToaTomy
[J1s1 pbIO JIOTMYHO NMPEAIOI0KUTh HATUYNE ABYX OT-
IEeHHBIX MOP(OIOTUIECKUX THUIOB OTHOCIONHBIX
T'K, paznuuaromuxcsi ypoBHEM BETBIICHUSI ACHIPU-
ToB B BCC. [leficTBUTENBHO, HAIIM ITPEABAPUTEID-
Hble Moponoruueckue uccnepopanus 'K ceTuatku
cepeOpsTHOTO Kapacs BBISIBUJIU HATUYNE UMEHHO Ta-
KHX ABYX THUNOB OfHOCcHONHbIX 'K, BeTBsiluxcsa B
pasubix nopmiactuHax BCC, ¢ xapakTepHbIM [JIst
JHN I'K Kpy>KeBHBIM PUCYHKOM JECHIPUTHBIX BETBJIIE-
Huit (Makcumosa u fip., 2004). [luameTp 3TUX BETB-
sneHnit cocranisit 200-500 MKM, 9TO TaKsKe COOTBET-
cTByeT pa3mepaM PII, m3mMepeHHBIM 251eKTpOhu3no-
gorudecku. Takue ke [Ba THUNA OJHOCIOWHBIX
KJIETOK C y3HaBaeMOW MOpP(QOJOruei AEeHAPUTOB
OINHUCaHbI B CETYATKE APYrofl KapHnoBOil pbIObI — Ja-
Huo (Mangrum et al., 2002).

Bo3mozkHO, 4TO OOHapy:KeHHOE y pbIO pasfaerne-
Hue [V I'K Ha fiBa THMa 1o ceJ€KTUBHOCTH K 3HAKY
KOHTpacTa He uMeeT (PYHKIMOHAILHOTO cMbIcia. B
TeKTyMe KJIETKH On- U Off-TUIOB NMpOeuupyIOTCs Ha
onHu ¥ Te xe [V TeKTalbHble HEHPOHBI, YTO JIeNaeT
nocjaeaHue 0e3pa3nyHbIMU K 3HaKy KOHTpacra. Ta-
KUM 00pa3oM, Y KpOJIMKa CeJIeKTUBHBIE on- 1 off-Ka-
HaJlbl, CYLIECTBYIOLIME Ha YpPOBHE OUIONSPOB U
3BE3A4aThIX aMAaKPUHOBBIX KJIETOK, OO BEIUHSIOTCS
B eUHBIN on-off-kanan Ha ypoBHe BCC ceTuaTku, a
y pbIOBI — NpPU CIAEAYIOLIEM CHHANTHYECKOM IMepe-
KJIFOUYECHUHU YK€ B TEKTYME.

O koauvecmeéennvix coomuowenusax. B cerdar-
Ke KpOJMKa JeHJpHUTHbIE BeTBIeHHs cocenHux [
I'K on-off-Tuna pnist KaXXporo u3 4eTbIpeX MpeAIo-
YTUTEJIbHBIX HAIIpaBJICHNUI HE IEPEKPbIBAOTCS U 00-
PasyloT INIOTHBIE YNIAKOBKM (MO3auKM) B Ipefienax
on- u off-nognnacrud BCC. Ilockonbky pa3zmepsbl
Bo3OymurensHOTO ieHTpa PIT onpenenstoTest pazme-
paMH ICHAPUTHBIX BETBIECHUN KJIETKH, 3TO MO3BOJIS-
eT no pasMepam PII ogHO3HaYHO ONpeaeauTh MI0T-
HOocTh cooTBeTcTByromux I'K B ceruarke. Ecam
MIPUHINI ITIOTHOM YIIAaKOBKU MPUMEHUM M K CETYaT-
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ke pbIO, To mpu cpegHeM puamerpe PII, paBHOM
350 MM, mmotHocTh [IM I'K Kaxkmoro u3 mopTUIIOB
oymer 10 xierok Ha MM’ IIpuyeM OJMHAKOBOI Y
BCEX THIIOB, TAK KaK N3MEPEHHbIE HAMH CPEIHUE pa3-
Mepbl PIT okazanuchk y BceX TUIOB OMHAKOBBIMH C
TOYHOCTBIO JI0 fiecAThIX Aoneidl rpagyca. Kaszamoce
ObI, 3TO yTBEpKJeHUE MPOTUBOPEUUT OOIIEN3BECT-
HOMY (pakTy: Bce HCCIEHOBATENH, PErMCTPUPOBAB-
mue U aseMeHThl B TEKTyME pbI0, OTMEYalu, 4YTO
Tam foMuHUpYIOT I'K ¢ npegnoyTuTenbHBIM HalIpaB-
JIeHHeM OT XBOcCTa K rosoBe. Ha 3ToM ocHOBaHMH
npepanonaranock, uro ¢pyaknusa [IW 'K cocrout B
TOM, YTOOBI CUTHAJIN3UPOBATh O CHOCE IO TEUYCHHUIO,
a “... mpeanoYTeHue pbI0 OPUEHTHPOBATHCS TOJIO-
BOI1 MPOTUB MOTOKA MOKET CIYXUTh O00BSICHEHUEM
TOMY (pakTy, 4TO ceTyaTKa Jydulle OCHAllleHa Cpef-
CTBAMH NI€TEKTHUPOBAHUSl ABILKEHHUS B TEMIIOpOHA-
3anpHOM HanpasieHun” (Cronly-Dillon, 1964). Ko-
JIUYECTBO CTAOMIBHBIX OfUHOYHBIX OTBEJAEHUN OT
IU T'K c TakuM MpeanoYTATEIbHbIM HallPaBJICHUEM,
3apETUCTPUPOBAHHBIX B HACTOSIIEM HCCICOBAHUM,
TakKe Oojiee 4YeM BABOE IMPEBBIIIAET KOJIUYECTBO
OTBEJIEHUN OT KJIETOK C ABYMS IPYTUMU HallpaBIICHU-
aMH BMecTe B3AThIX (puc. 3). OMHaKO COOTHOIIEHUE
yAa4YHbIX OTBEJCHMI OT OKOHYAHHMI TEX WM MHBIX
T'K B TekTyme He 00513aTEIBHO JOIKHO COOTBETCT-
BOBaTh COOTHOILICHHWIO MX MJIOTHOCTEN B ceTYaTKe.
Yro kacaerca [JU I'K ¢ npefnoYTuTEIbHBIM HalIPaB-
JIEHHEM OT XBOCTa K T'OJIOBE, TO OJJHA U3 BO3MOXKHBIX
MPUYYH UX “TOMUHUPOBAHNS’ B TEKTyMe COCTOUT MPO-
cTO B 00Jiee yMOOHOM MJIsl OMUHOYHOTI'O OTBEJCHUS
pacnoIoXKeHNN X OKOHYAHUII B CIIOSIX TEKTyMa, a He
B “lydIlIel OCHAIIEHHOCTH CETYATKN  MMEHHO 3TUMU
IOU T'K. [JeiicTBUTEIBbHO, CaMblil BEPXHUII NOJCION
PETUHOPEIUIIUEHTHOTO CJI0sI TEKTyMa, IJie OKaH4H-
Batotcs U 'K pasHbIX THNOB, caM cTpaTUUIpo-
BaH, IIPUYEM B BEPXHEH €ro I0JIOBUHE OKAHYNBAIOT-
cs kak pa3 U T'K ¢ npeanoyTuTenbHbIM Halpasie-
HUEM OT XBocTa K romnose. I[loaTtomy “yxke mnpu
MOJIXOfI€ K CJIOI0, KOTIa PETUCTPUPYETCI CyMMapHast
peakiysi MHOTMX 3JIEMEHTOB, AMPEKIMOHAJIBHOCTD
UX OTBETOB BBICTYHNAET COBEPIIEHHO OTYETIUBO”
(3enkun, Ilurapes, 1969). B rtakoii curyanuum pmo-
OUTBHCS OJMHOYHOI'O OTBEJIEHMS Ha Kparo CIOsl MO-
3KEeT 0Ka3aThCs CYIIECTBEHHO MPOIIE, YEM B €ro riy-
OHMHE, Ile MHKPOJJEKTPOR OKPY>KEH MHOKECTBOM
npyrux okoHyanmii I'K.

O konmpacmmuoii wyecmeumenvnocmu. B pado-
Te BIIEPBBIE MCCIEOBAHA 3aBUCUMOCThL oTBeTa U
I'K ot KoHTpacra cTuMyina, KOrjfja Ha MOCTOSSHHOM
¢poHe NpeabABIANIN T'PaHULBI PA3HON SAPKOCTH, IBU-
Kymuecs yepe3 PIT B mpefnoyYTuTeNnbHOM Hampas-
aenur. [Ipu 3TOM, BO-NIEPBBIX, OKa3anock, yro N1
T'K o6nagaroT HOBONBHO BBICOKOW KOHTPAacCTHOU
YyBCTBUTENBHOCTHIO. BONBIIMHCTBO U3 HUX YBEpPEH-
HO OTBEYaJIM Ha TPAHUIbI, OTINYAIOIINECS 1O SIPKO-
cta oT (poHa Bcero Ha 5%. Bo-BTOpbIX, mpu flocTa-
TOYHOM KOHTpAacCTe BEJIMUNHA UX PEaKIUH yKE HE 3a-
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BUCHUT OT SIPKOCTH — KJETKH [JAlOT OJUHAKOBBIN
OTBET Ha CTUMYJIbI, OTINYAIOIIHNECS BISATEPO OT (PO-
Ha, U Ha CTUMYJbI, OTAuvaromuecs: Bcero Ha 20%.
ITocnennee cBOMCTBO coOrnacyeTcst ¢ KIacCu4eCKuMu
MPECTABICHAIMU O “IEeTEKTOpax ABUKEHUS ', KOraa
HEWPOHBI KOIUPYIOT OJHY, CYIIECTBEHHYIO XapaKTe-
pUCTHUKY cTuMyIa (‘“IEeTEKTUPYIOT CaMO JBUKEHHE),
HO HE YyBCTBUTEIbHBI K U3MEHEHUSIM APYTUX Xapak-
TEPUCTUK (HE3aBHUCHMO OT KOHKPETHBIX CBOICTB
ABUKYIINXCSL OO BEKTOB).

9T pe3yabTaThbl CYIIECTBEHHBI HE TOJIBKO [JIs
MOHMMAHUSI MEXaHU3MOB U (PYHKLUI IUPEKINOHATb-
HOH M30MpaTeNbHOCTH, HO U B YUCTO METOAMYECKOM
IIJIaHE — B YACTHOCTH, IIPU IPOBENCHUN HCCIIENOBA-
HUI, CBA3aHHBIX C YpaBHUBAHUEM I[BETOB IO SIPKOC-
TH. C OTHO¥ CTOPOHBI, KOJIOPUMETPHUUIECKHUE NU3MEPe-
HUSI IPORYKTUBHBI TOJIBKO ITPU JOCTATOYHO BBICOKON
KOHTPAaCTHOM YYBCTBUTEJIBHOCTU  HCCIEyeMOro
00bekTa. OOBIYHO IPU 3TOM ONMUPAIOTCS HA “TECT HA
YUCTOE CTEKJIO” — BCTABISIEMOE B JIy4 CBETA YHUCTO
OTMBITOE CTEKJIO MOIIOLIAET OKOJIO 5% cBeTa. DTO-
My kpureputo U I'K ymosnerBopstor. C ppyroi
CTOPOHBI, UX KOHTpACTHAs1 YYBCTBUTEJIbHOCTb HE Ha-
CTONBKO BBICOKA, YTOOBI CHEeNIaTh MCIOJNb30BaHUE
[JIS 3TON LN MOHMUTOpA Ha 3JIEKTPOHHO-ITY4YEBON
TpyOKE COBEpILIEHHO OecnoJie3HbIM. [leficTBUTEb-
HO, Ha YIPaBJIsieMOM KOMIIBIOTEPOM MOHUTOPE BO3-
MO>KHBI TOJIbKO JUCKPETHBIE 3HAUYECHUS sipKocTel. B
Halllell yCTAaHOBKE Pa3lIMdusl MEeX/Y NUCKPETAMH sIp-
KOCTH B paboyeM inana3oHe COCTaBISIOT OKoJo 1.7
%. Kak mpaBWiIO, 3TO MEHbLIE BEIMYMHBI MHKpE-
MEHTHOTO U JIEKPEMEHTHOT'O NTOPOTOB, IO3TOMY IS
6onsmmmHcTBa [IW 'K B ombITax ymaeTcss OOUTHCS
KOJIOPUMETPUYECKOTO PAaBEHCTBA.

O ¢yuxyusax. O6pruno ¢ padoroit I I'K cBsi3bI-
BaIOT ONTOKMHETHYECKHE (MIPOCIEKUBAIOIINE JBU-
>KeHHS TIla3 BO BpalllalolleMmcs IojiocaToM Oapaba-
HE) ¥ OITOMOTOPHBIE (ABIXKEHUE CAMOT'0 >KUBOTHOT'O
B TaKOM e OapabaHe) peakuuu. B yactHOoCTH, IEpBO-
HayallbHO IpeJIoJiaraioch, YTO YeTbIpe THUNA Ha-
NPaBIIEHHBIX B pa3Hble CTOPOHBI 0On-off KIETOK ceT-
YaTKM KPOJIMKA MOTYT IPUHIMATH Y9acTUE B KOMIICH-
CAaTOPHBIX ABIDKEHUSIX TIJ1a3a, HANpSIMYIO YIPaBIIsis
YeTHIPbMS IPSIMBIMH TJ1230/IBUTATEIILHBIMU MBIIIIIA-
mu (Oyster, Barlow, 1967). OgHako K obecredeHnro
ONTOKWHETUYECKON peak TEKTYM, IO-BUIUMOMY,
HE MMEET OTHOIIeHusA. Y 6oJiee mOgpOOHO M3yUeH-
HBIX K HacTosllleMy BpeMeHH Kponuka (Vaney et al.,
2001), uepenaxu (Rosenberg et al., 1991) u aarymku
(bacrakos u fip., 1992) sTum 3aHUMaroTCs gapa foda-
BOYHOI 3pUTENBLHON CHCTEMBI, Kyfla TPOCIUPYIOTCS
coBceM apyrue [ I'K, obimagaroriye npyrumMu cBoi-
CTBaMH (B YaCTHOCTH, IMEIOLIe 04eHb 6onbiue PIT
U, COOTBETCTBEHHO, IJIOX0E MPOCTPAHCTBEHHOE pa3-
peuieHue). Y pbl0 U3BECTHbI TOMOJOTHM 3THUX SIIEP
(Finger, Karten, 1978), Ho He u3BecTHa UX (PU3NOIIO-
rus. KpoMe Toro, u3BecTHo, 4TO yjajeHue TeKTyMa
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y pbI0 He HapymaeT ONTOKHHETHYECKUX peaKImil
(Springer et al., 1977).

Yro KacaeTcd TeKTyMa, TO €CTECTBEHHO MPEATO-
JOXUTH, 4To ofHa u3 pynkumit W1 'K, u3 Bcex ge-
TEKTOPOB CETYaTKU, OONafaloIUX HauOOJbLIINM
MIPOCTPAHCTBEHHBIM Pa3pelIeHEM, MOXKET COCTOATh
B JIOKQJIbHOM 1€ TEKTHPOBAHUN MEJIKMUX ABIKYIIUXCS
00'BEKTOB B 3pUTEIBHOM OKpyXeHnu. HanennsBanue
Ha Takue OOBEKTHI BCETTA CBA3BIBAIN C MMEIOIINMHA
BBICOKOE pa3pelleHue “‘JeTeKTOpaMu [JBUKEHHS .
Ho 3auyeM Torpma y pbI0 1 KpOJIUKOB 3TH IE€TEKTOPHI
HajleJIeHbl AUPEKINOHAIBHON N30MpPaTEIbHOCTHIO, a
y JAryIIeK HeT, ¥ MOYEMY Y pbIO OHU IPeNiCTaBIEHbI
LIECTHIO TUIAMH, a Y KPOJIMKA — YEThIPbM$, OCTaeTCs
HESICHBIM.

OnToMoTOpHas peakuus pblO, NSl OCYILIECTBIIE-
HUAS KOTOpPOA HEOOXOAMM COXPAHHBIA TEKTYM
(Springer et al., 1977), Takke He TpeOyeT BBICOKOI
paspemaronenl cnoco6HocT. Bo3MOXKHO, UMEHHO
ee 00cnyXuBaroT onucanHble Hamu [1M TekTanbHbIe
HelipoHs! ¢ 6onbmumu PII, Ha KOoTOpble KOHBEPIH-
pytor I T'K. OgHako miisi opraHu3aluu ONTOMO-
TOPHOH peakluy CYIIECTBEHHBb! KIJIETKH C IMPEAro-
YTHATEIHLHBIM HalpaBlIeHUEM ABUXKEHHUS OT XBOCTa K
rOJIOBE, U POJIb KIIETOK APYTUX THIIOB, U30MpaTEsb-
HBIX K APYTMM HAIPABJIEHUSIM, OCTAeTCsd HEOOBsC-
HEHHOI.

JInst B3BELIEHHBIX B TOJIIE BOABI pbIO OfHA W3
CEHCOMOTOPHBIX (DYHKIMI [OJKHA COCTOSITh B CO-
XpaHEeHUH OpHEHTAlUU XXUBOTHOTO, HECMOTPSI Ha Cy-
L[ECTBEHHbIE BHEIIHNE BO3/ICHCTBUS, CBSI3aHHBIE C
IBIKEHUEM BOJBI (KpailHUE NPOSABIIEHNS — B BOOBO-
poTe, Ife AOMHUHUPYIOT BpallaTeJIbHble MOMEHTBI
BOKPYI' BEPTUKAIBHONA OCH, UJIU B IPUOOWHOI 30HE,
I7ie NPOSIBIISIOTCS CYIIECTBEHHBIE ONPOKHUBIBAIO-
e MOMEHTHI BHEIIHNUX CWJI). B mmaHe MeXaHUKU 1
MPOLIECCOB  yNIPABIICHUS JBUXKEHHEM OJTa 3ajava
CPOJHU TOI, KOTOpas pelIaeTcsd B CUCTEME ‘“‘B3Be-
IIEHHBIX B I'J1a3HBbIX OpOMTaX IWa3 Ayl cTabuiInu3a-
[UU B30pa NPH ABUKEHUSAX royoBbl. CTabunu3anus
B30pa OCYIIECTBISIETCS] MOJ{ BO3JEUCTBHEM BECTH-
OYJSPHBIX ¥ 3pUTEJBHBIX CUTHAJIOB, KOTOpPhIE Ye-
pe3 cucreMy BeCTHOYISPHBIX M OKYJIOMOTOPHBIX
fep YIPaBISIOT I1a3HbIMHA MbIIIIIAMHA. AHAJIOTHY-
HBIM 00pa30M [OJIKHA OCYIIECTBISATHCS U CTaOUIN-
3a1ysi OpUeHTaluu peIObI B BOJOBOpOoTE. Bo3MoX-
HO, IMEHHO 3TUM OO'BSICHSIETCS COBIAjicHUE 4ucia
NpeanouYTUTeNbHbIX HanpasiaeHud y U T'K, nopo-
enupyromuxcsa B TeKTyM pbi0, u I I'K on-tuna,
MPOEHHUPYIOIMMNXCS B JOOABOYHYIO 3pUTEIBHYIO CHC-
TEMY KPOJIMKa, C YACIOM MOJYKPY>KHBIX KaHAJIOB B
BECTUOYIISIPHOI CHCTEME.

ABTOpBI BhIpaxKaroT OnarofgapHocts B.A. bacra-
koBy, B.M. ToBappmoBckomy, B.B. T'opOyHOBY,
O.10. OpnoBy, A.B. Munopy, A.K. IlarroTuny,
N .H. Ilurapey u I'I. POxXKOBO#, OKa3bIBaBIINX
COfiefiCTBYE Ha Pa3HbIX 3TANax BBIIOJHEHNUS PaOOTHI.
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Classification of Direction-Selective Units Recorded in the Goldfish Tectum
V. V. Maximov, E. M. Maximova, P. V. Maximov

Institute for Information Transmission Problems, RAS,
127994 Moscow Bolshoi Karetny 19

Responses of direction-selective (DS) units were recorded extracellulary in superficial layers of the tectum op-
ticum of goldfish Carassius auratus gibelio Bloch. Directional tuning curves were measured with contrast edg-
es presented at the computer-controlled CRT monitor and moving in different directions across the receptive
field (RF). DS ganglion cells (GCs) projecting to the tectum were shown to comprise six physiological types
according to their selectivity to sign of stimulus contrast (ON units responding at the introduction of a light edge
into the RF, and OFF units responding at the introduction of a dark one) and their preferred directions: three
directions separated by about 120°. The sizes of their RFs were of 3°- 7°. When tested with stationary flickering
spots, the ON cells respond predominantly to the onset of illumination, whereas the OFF cells respond predom-
inantly to its off-set. DS neurons of the tectum itself can be identified by the waveform and low-frequency spec-
trum of individual spikes and the pattern of spike train in response to the stimulation. They prefer the same three
directions but, in contrast to DS GCs, they have enormous RFs and respond to both light and dark stimuli (ON-
OFF type). It is supposed that DS GCs projecting to tectum may be involved in some multimodal sensory inte-
gration that provides postural, locomotor, and oculomotor control in the mobile aquatic environment.

Key words: fish, vision, retina, ganglion cells, tectum opticum, direction selectivity.
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