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1. & U & I

I SO ESE (RESHER) 2MiboTB Y, EEZ LA E LTHEL Y
o HRRESE, TNEELRIN GERE) IS L TORRIET 5, Bl2IE, FRERPE
HEI LW, BERITIER), MERIERETH L, MMoEEIIL LT, b2
Hir, WA RESER BXEHRDOLVIIRESERREDL ) IHHINLZ &
bd oo BRI Z ZHET 2720 FRIL L 2EREMIEA S 1), BEENL Gl o
SR CELRE T2 RET 5. 250, REMIESHIN S 5 KEOWHL 2 L (il
) AEZETIEZABMEBORE TR TwD (121X, Torre et al., 1995; Gordon,
2019) 0 #BHHOZFIf > TRREMABICHAET 2BRAESEZHHEMN (HDHVITES)
WAL LN, CHIEEMROBEENZLEZERL TWb, ZoSEHEMITEEME
B 2B SETEEMEIESED, HDHVIEYF T AR L TH 2 K (&
TG (S BR A (B3 L CIRB BN 2 584 S8 5 o (HEYERAL AN O 4B FHI8 KL 1B
Waekh, #RE LT, TNTNORBIIIS CEEI A ENS (EHEHEEIWINIE % <,
FHENITHTET 5% { OMREEIA AR R OB % £7270) 0

BRI LM 2 2 TS 720, WEOMEEZET 5. BIZIE, HEZET L7012
Wil LCHR, ZRREZEL LTZAETL220ICHEE LTH, &5 WIdKkIzET71t
FWEESETLHIOIRESRE L TELRETH L, BERIIISHEOWELZAf# %= &
SABFNEHT 2 720 I ATEAET 525, HREDALOEZRIZB W TEEMEO 1)
AR RICIER LT b, BREMIBICER SN, iR, MIaBICEBT 5 &5
DAF Y FXAINENTHAL O (BE) I2X->THET L (Bl Torre et al.,
1995; Gordon, 2019) . EEMILDOBEEM L2 M 5720, 19504FEHIC T 7 A EH/NE
I & B HIBANFEESHE SN, £ DREHEDEREMBOZEHEEM ST TE
(Ling & Gerard, 1949), MO DOWFERE L MEE T 2 &, BHEBIW TR % B RIS
BV, BEMRITHMZE I TS 2 2 LN E o T b (REMTZIZE
AT 2 B EGEIE E & B L OV F T A %A L TR I GBI RN 2 84T L, K
TG AR IR T T b0),
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BB W TC, BEMIETH 2 U AR ICERE I 2 %59, ML L
B FFERAL 2 R 3 A MU IB LR - S22 Th s, T OMRDS, MICHiEh s,
M CTIXHABE O A7 & 90, EBHSCE) X 2 EPHEGRE LTS s2, oo
PR IE BRI AR, CRIBGREE DS BN ZL 2387 .) ICX o TiThbi, ML)
M T d 2 FPFEETMAL IS BV TEBEMICEI S N5 o HEIR T OB RIEHRLHE 2 B 5 2123
Z121%, MRS 2RI o 7 A e % © NI SR Ic &R S 5 BEEA A
LE RIS 5 2 LML % B0 1950FRFED SHEEOWMFEIZEA AT DT E 7205, &K
AT ORBERH RO THMHE S N2bITTldZR v, LA L, #HETOREE R
OFEFIL, HEEO I T H 2 MEETHE O LRSI 2581 (GEBYE A O FEGHHEEE

BRI — 0 &) THERTAHI LN TE %,

19HAL L &, HUEWIZE TIZARER® 2 W IEHEREL R L -COto sl x 5- 2. 2 K5 H
W5 LT &7, Du Bois Reymond (1849) 12 X o T F - 7= FEMEIE O A4 B2 52 14
Holmgren (1865) %X°> Dewar & Mckendrick (1873a, b) 12 & % 71 T )V DG riid 21 5 &
KL OBEHANLH X, REICHREER O RANE DL 5720 R8T, ML 5 R~
DIFHIRE % 1) MREHHE I (2 AUIBIARERAE R & I, MBI #NE T & 2 fiifE
B O MR R Th 5,) POWHBERETENT 2T ENTRELE 2 Y, TV (Rana
temporaria) < LT+ X (Conger vulgaris) #8IEDHIAHAEHIHE A O B S TEBY O FFNT A3 7
bz, TNOOBEN 2 HEM S N/ZESINGENL, Lo SAT LT85 2 6 2
127 - 72 (Adrian & Matthews, 1927a, b, 1928), Z ®104:7%, Hartline (1938, 1940a, b, c)
(&4 L)V (Rana catesbeiana) H8JE D B—HIAREMHED S IEB AL % S8 WK 2 V CHlllg
MFEL, BOEBEICH LT3 54 TOIRE/NY — v R MEEMRS AT 2L 2 R
L7z INHIE, o RITHISHEIEMOFEH B2 8N S & % ON AN, Jeoil
SRR BN R O SE 5 RUZ B8N S & % OFF BUiEE#INe, & L -Oho mdT LTI U
BN 7 — @239 5 ON-OFF Bl Th 5. ZOFRN,S, 71 TOVHEREIZIE)E
2SS { o722 L DIAMC, EBOBBEOZLE L TR o722 L 2RI mE L
TWwWbZ kﬁ‘ﬁﬂ%%}‘r‘:tﬁot’o & 512, Hartline (1938, 1940a, b, ¢) (X HEIE O 4F5E wE 2t
Egﬁi%ﬁo ol E, HEVIIHEIRY BV E ZICOMIEAIST A2 ERWZL,
FEHTHIL IS S EE AR T 2 2 & 2 W6 2IC L7,

ﬁﬁ’ﬁﬁnﬁﬁ_ oM, MR OIERIRDIMIAR 4 70l e FIH L 720 se 3 b
&) hoTe BT AFEBRTIIERLMOMIZET A VI —HDVIET) XL (5
WG T, EALOR S OB TR EBRTIIOLH L ROMIZND 7 4 V& — % il
CE\ENVFFE SN (B121X, Tomita et al., 1967), & 512, JEHIEO T 4 K12 b EEI A
BNLEIRY, ZHEHOHLREBLE V- f:#ﬂﬂ%@%mﬁﬁiﬁw)&%i‘éﬂiﬂi%f(?“%ﬁ?£2> H
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R Uit 7z (121X, Werblin & Dowling, 1969) . %% & LT, HREREME (B 5\ I3
EAR) NONREIIFEE DN { oz JRER (B2 VIEHEE) ORICEET; 1 XD
MEORZHIT-BERZE S, Bt um &) BrNE» 58 mm 12H KSR E 260 0k
a5 EZEEDTbN D L)1 o7 (1 mm PUT /NS Z00gs D] 2 AR b
HEWFATYD ) o WA, HHBIZIZMIEAZ { b7z, Kuffler (1953) (&4 2 (Felis
catus) HAIEO B —1EHIHIL 2 SIEBYEA 2 MI/VFE L, SRl ) IEBE AL IS
2, ZEBFHNANOELEANDOZR Y PRSI T 2 8GO Zb 2 A& L7z, ZOFR, %
HEEN OB E EHBERIZ BT 2 2Ky RSN T HIEBEMIE—HTIE R, ARy
NGO BREFER 73 AKAE L CIEB AL O T EAIEM S 5 Z L 2Ok o7 (HiEEH T
ZE) . ZTHEBHHLE IO & o TREIEMLOFEFIRNA M 25720, T0XH %
SARIII AL — LR 2 A B L En s (B 213, Kuffler, 1953) . Hul — &0 R %
BEFPHLPICR D E, ARy UGN, F—FYROBRKCES (AKy Mo
BWAIIEIRES, ARy MEE b L) & F—F Y ROBRKGIC L 2B E2ET.) %
Fash, FHSND L9 I127% 572, Werblin & Dowling (1969) (&~ v F/S¥ — (Necturus
maculosus) W7 T A ERINEBE W 7-HIBAFEEZ #8H L, MRS 5 Sk
M2 S BEMZE LA FEHN L, ARy Mt F—F v ROBRKNGIZ X 2 MRS R Z 17 -
72o TORE, MREEIMILOD A% S BRI b Hl — BT BT SRS S 2 &
NS E 7o 72, 34, Kaneko (1970) &% >~ F 3 (Carassius auratus) FEEAUSANNL T
FERDOBIZE % L7z, DIBE, £ OMREDZEIT SN, HEEOFE 2 AR T d 2 BT &
553 MR Cd A MRS (RO ITETY & 5,) (SHLL - BB 2 A5
BHAET H 2 EDHEE L7z F 72, Werblin & Dowling (1969) 1%, ARG D 522555 Hos
NOWHGHN K o TGRS 25 4 T L@ T 25 4 TS ND I e Al L7z, 4
W, Wi RO ARG & a8 A P UG & X 7228, BRAER RS % & 4 771d ON Hs
T2 LTS8 % % A 71X OFF LI E IS & ) 127 o720 D, Dy 4 755
PZET2H LT\ 2%, ON HULEDRURMINE L2 B O~ O SRR G W iR 2 L T
T LA O FIRGHAEB R S 5 DT, ON it — OFF R B & 15 0 A5 1E
WTHh»rH. LaL, OFF AiiZrt s, ON HLLEDRMEAMNG & 11341 % . OFF Hu.l— ON
JE D ERsAAE & OFF H L HBDBURGHING & s 5 RBIDS— iy & 72 o 70 MM  [FIERIZ,
ON HuLALZ LT OFF HULEL & FHEN TV 5 o ON AL TR EHAZ B2 ) 235075 5 &
BWIEREIZH B %%, £ LT OFF HU L RIAHEETHIIE XA 20 ) A3HAT 5 % & B W IR EE
W 25 28X o TIEBEBMOFEFNHEDEG 2D 2 Eh 5, ONREAPML 2L T
OFF #HE D5 S OIEFMEMIARET 5720 IEEL TR EEZONDL L) ko7 (Blx
\¥, Liang & Freed, 2010; Takeuchi ef al., 2018)
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AR 3L T LA AEE AR L [A] # T ON #E% & OFF 282 S5 L < AIZB S 2 i FE o 8
TR E R, RIS BIT 2 25 2 B OEZENI OV T~

2. FHEMEMBBOXIRSF (CH O BEEMEL

2-1 BOHRESR

% COAEMNE, K7 b EIZEE CHHDER Ok b)) ZMML T2, TR
FAEK, L CE BRI, > Tw b, F5I2, B CIEESRE R & 3,
I3z —var (brEOTENEED L VIEREOBWIIHEL 525 T,
RREOFED|, FAOEEMES, HIERHEE OS2 COWMEVEE % &T,) ICER
7 f%E % T\ % (Bradbury & Vehrencamp, 2011). Bi¥7sH % 15 5 (213t IR
TR TR TH Do WIRIEFT 2BWI21E, SURS N L 22 W LA 2 B
WD, HiE - REERLHEHEEY O L) M GHEEL A T AR EDL ETE M
LN Twb (flzIX, Gehring & Ikeo, 1999; Fernald, 2006; Glaeser & Paulus, 2014) .

o EEYBET S L, WIRIRS, Yoh—VR, LY AR (B AFHR) & Lo%fd
L 5N TV 5%, Miller (1958) 13t Ml O REF I REEUE I L, BHEEI O
PR & EARICAEE S N 2 BRI & B B A AR SRR L U3 S 2 AR B AR A i o 2
FATZKNENLZ L2 A L7, 20k, 20254 7OHMIBOF R % ¥ $ 2, Eakin
(1965) I FHENZEWM OB R WAL, HZHHOMITHE L THER & BE D 2
RN D B & T M (2R HIEE L7z, SERIIBHEREMICHE Y, FEREY, EH
By R HREW A O BB, 7 L CBERIIBRIVEIWICHE Y, RIEEW D SEEEY &
HRAREI &9 X9 B oML L RO 720 L L, RERICHEWERER 2 & BRI 2%
LT 28, 253 Y A 7OHMEANRIE L T 28BS R o200, G ICH S
R RIS ORETERL - BAREL & BAE L 2 A o 5 Z EBWEETH B 2 LKA
72 (Eakin, 1972). Eakin O#2ME L 7RG IZFADEE L WSS L < H D, BE#ER S
N0, ROEAZFHIHTEXLIIETS LIV R0 > 72, Bakin (1965, 1972) 13t
BHMIBOIEA IS O AE B L7228, MER & AR D2 A MR (3 A B 1y 18
BREND D, BIzIX, RFTHA (Mizuhopecten yessoensis) °A 7 77 EF (Peronia
verruculata) DOFEEIIIFAER - TR O MDA FTET 5 2%, MERIDLZE
WPV R 2 L CRARENIEZ IR 5 (6] 21F, McReynolds & Gorman,
1970; Katagiri et al., 1985)

Gehring D78 7 )V — T3 eyeless & W HIRD T E L WERER DY a3y ¥ a v
(Drosophila melanogaster) 75, Pax-6 IR TORFIZL LI LR/ L7, B2 EIZ,
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7 A (Mus musculus) 2% Pax-6 #{nf2E7E L, small eye &IN5 ZERERICEMRL
TWAZ EDPHLIZR -7 (Hill et al., 1991; Walther & Gruss, 1991), 72, 7 AD
Pax-6 HfnT % a vy avNIoy /o (BET) CBHTLE, YavyavnNIog
REHE, BFICIZNC S 2 {2 S 17z (Gehring, 1996b) . = @ Pax-6 #fx T IZIR % 1k
B 72D HTH B LR, BRIIECAMHL b I L b b2 L 572 (Halder er
al., 1995a, b; Gehring, 1996a, b; Gehring & lkeo, 1999)., HfE, #TOEWIZ B\ THRAME
bND L E, Pax-6 BIZFARMOGHE TV AY —HlHl#@RTFTHELEZ LN TV D,
OF 0, WEFNIIELZLZNHERHROUESRTH-oTH, BWICIR2MESNE L &, kT
Pax-6 BIZFEHNTW2 Z LIl b, BIWOIROEIZE L T, Koo IZIHFE§
%775 1) T (Dugesia japonica) O X °) 7z Ml ik % 6§ 2 IRDEIWAE L ORI RS 12
HY, WHVBAHLLBREANEHILL T o 72D Tid v & v 9 Gehring DIRFLASREIE S LT
% (Gehring, 1996a, b; Gehring & Ikeo, 1999), D F 1), K o2V ANE K 7 I
DT CEMIE L7 R RN S L GEfL) LCaz Ll cn s (1212, Nilsson,
2009, 2013; Land & Nilsson, 2012) .

2-2 BEERRICH B NHBETEMAT (R OLLA

WEEGLRODOAT v 71E, HEZEME (2 VIR X202 HETH S,
HEOWEZELIIIEZEICMA, RE2ARWICEY beabEdb e, HRABIUHR
WHBHETLHOMSRLOEOENERINT S 2 EPLETH L, M M) 12
EREEEOWESHAE L, ZOREHFT FTY Y EFHTh UL Thod B,
Pepe, 1999; Palczewski, 2006; Ernst et al., 2014); O R 7> 3+ T v 5 Vo7 E LT
F=N (¥ I ADTNVTE PR PG L7ALEMTH Ho LT F—VhDbeRdld %
ERMALL TSR ZE R, SN T U U B O=RICHEEOZEALE 58 LA O
G¥ U EEEEALT S, GZ U0 Elda, BLyD3DODH Ty " bbb =&
KTHY, ar72=y FOWHIZED G ¥ ¥V HiX Ga, Ge,, Goag X Ge, 7% EVZ50H
ENTWw3 (Bl z1E, Hermans, 2003; Wong, 2003; Weis & Kobilka, 2018), ZIHD G ¥
YT BRIEEOBREIED AL v FOBREE R, 25, u N7 rPMhnsy 17
DGY N EERFHALT2OMLY), CORDOEBMWENIZKRE RECPELL, B F
7T VBB AR OEWE TH S, A 41 (Todarodes pacificus) FAIFLIZIE A 5
oRFSyry, vavdavnNaflilifgicidonza F7Y UAEET A (B2 1, Murakami
& Kouyama, 2008; Johnston et al., 2011) . #HEHIHZET 5 &, HHEBWHEERAO O
K722 G G & 237 Bl LS 2 DI LT, EHHEEIRO T F 7Y 21 Ge,
BG & o7 BaEHLT 50 G, FHEBIWIREN T Go, B G & > 73 7 BHNE
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HALT 5L, 7+ A7+ VIAT T —EWERLL, REMIERAEIEIFEICH 5 cGMP K77
WA 4 > F v ANV EMZET S (Fl21E, Burns & Arshavsky, 2005; Fain ef al., 2009; Lamb,
2009; Koch & Dell’Orco, 2015), Z OfEHE & L THMILIZES BT 2 (5 1 B, —7,
va vy a v NIHHIE T Ga, B G & 287 BANEIEILL, 74 27 4 ) 3—E C &2ift
fEL, A TRP 7% 20" BT %, 5L L CHMBIEBSET 2 (55 1 NS0
(5 21¥, Montell & Rubin, 1989; Hardie & Minke, 1992; Phillips et al., 1992; Niemeyer et
al., 1996; Reuss et al., 1997; Hardie, 2001; Hardie & Raghu, 2001; Fain et al., 2009; Lamb,
2009). D &I, FHeEY) & EHEB)Y TIIBPaE o 2 E AR L T 5125 2 hb
59, MBANTHEEALT 2 G ¥ v X0 PR 5720, SMIBOBREMZLOmIEILTESIC
WE D,

3. BHEEMWMBEIROBMIED S5 2 REMEAD Y F T XxE

3-1 RWETOX-BXEHDOLA

FHEE A2, BT (BRI OP2 WERR TOMRE) %5 284K LR (Bt
WA TOHE) ZFHLEED 2 5 4 T7OHMBIZHE S N5, WML E ORI
B, FHMIICEDSRO LN DD, I T S L AIIHPMEDSD 5, HElE LA
@ﬂﬂ%#ﬁ%w m@ﬂ@f@n Z D ETIIFH OLPRTIHIN T %o SRR 5

B2 TR A o THM, i () TVAREIFAPNIGTAEZLLHS,), Mgk -7
X%‘é{*f“%éo ff%nﬁﬂﬂﬂ?lﬂ EARED SRS HANLEIZDH 555, KBRS 4 % i L 720
(LB A 2 R CHMVETIE T B0 IR TIIAMENIZEN ST 1 A7 (H#EE) (2o
N7 v 2 L CHAR TIIIME 2 T 2 M I SERR I EAFIE L, NN ONEIER
BECHEEET 0 BERR L7 X )12, (M oE b+ T v 8 VRV EE VT — Vb b,
FTL T EOT I BRECHIOENDS, WREZEOEZEN) ML Twb . WA
IAE 70t - BAEMEE L A L TV 212202 0b 5T, R &SRO SR I B 7 0&
WS H DR TOT N7y Y B2 DR IUSRDR RIS RN LIRS 2L 8%
ZBZTwh (Flz1E, Vogalis et al., 2011; Kawamura & Tachibanaki, 2012; Tachibanaki
et al., 2012)

Bl 21X, FHES BRI A FLET 5 &, MBRICHFET 20 7Yy (11 AR
FF—=WEF T VTR EN TV S,) 7+ a K72y va 7y ry—>Lp3ia k7
U= ASIURTT VI AS U RT Y T E ) FEEERET, RENICE—L T VA
BLFF—=ed T 0 Ens (Blzi, Yoshizawa & Kito, 1958; Kandori et al.,
2001)0 SHHHHMEOHTAI T RTY Y TGN T VAT 2= Y (Go, B V87 ED
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BIONUI%TH D) IZHNWT T+ A7+ VT AT T —EEERILL, MHNO cyclic
Guanosine 3’, 5’-monophosphate (cGMP) % Guanosine 5’-monophosphate (5°GMP) 1245
9% (Flz1E, Kawamura, 1993, 1994) , FEAEYLET OB (X cGMP K7 1R 4 A >~
F v A (HIFEN cGMP ORI E T 2014 4+ 2 F v 2V ThH D), HIEZVEA +
YFXANESIEN D) HFET Do WERE (FHEINIC cGMP SIS HK7E) 12
1% cGMP KRG A &~ F ¥ A VHBIAL, ECF P ALFY (Na') EANVT T L1
¥ (Ca™") HEEALFIARI > THMIS D AN G ISHAT 50 O,
PRI BIREE L 2% (55 1 IS o B IHECIMEIN GO cGMP 2350 S, T O
AT 2L, ZOBAF >y F v RVIZHZEL, Na' & Ca’ ORADMDH 2\ 2 RS
bo ZD7%, FMRILMESRT S (B2 1L, Pugh & Lamb, 1990, 1993; Kawamura, 1993,
1994; Burns & Arshavsky, 2005; Fain ef al., 2009; Lamb, 2009; Koch & Dell’Orco, 2015) .
HEARTYH, BES T T TRV EREITIE, BEEEBO L K A THZEIT R
SR A%E4 9 % (Haynes & Yaw, 1985; Watanabe & Murakami, 1991; Picones & Korenbrot,
1994),

WEe, SUMIB NI DAL 592 F TARK S PABIKEICH 5, ZD720, v+ T AR
KON FEBLF 2 BAARIENE S V3 7 B F v R IVASTEMAL LTRSS e~ Ca™*
ERA. &2V S AN Ca¥ it R R L, M Ca® S AT % (6]
Z13, Krizaj et al., 2003)o T O Ca’ M ERADY, ¥ F 7 AL S MEIZEDE & i &
Do HAIZ, BILREEOMIIA Ca® HEEF 12107 M ALEE L 1R\ 2%, MBS 83 5 & 7
VY BF o ROV OTEHEAL R SRR C OB EBEEIC10 MAREE T REET S (IR,
Berridge et al., 2000) .

32 HHBMBERGRMEO D T ER

PR (BEtRd X ORMK) 1E, 45 2 WHRIIL T d 2 BUBHMIRGY B X OKPHIRG & (L
F T A LT Do AN 2 7 A HER DM S I ]2 o TEAZ TR L,
Z DGR AUEANE & AR OBERZER A A Y AA T F T AT 5 (F 21,
Dowling & Boycott, 1966; Stell, 1967; Dowling & Werblin, 1969; Dubin, 1970; Stell et al.,
1977). $#EETORaA% Pedicle, % L CIATORA % Spherule & USRI L T 5, 4
KD F 7 AHFKIZ Pedicle 1FHEEL O NS 7D5, FAKIZIZEARTIC 1 DD Spherule L 2 77E
L7\,

BHEIZ IS F T ARKOMIBEAFa AT 25N, v FTRAOT 774 7 — > (i
(REWE ORI B 2 18T 0) 12X R RS & 202 ) b X H 12+
7 AP SN RED RSN D ZOMEREOYF T AR ) Ky 2+ 72 LIRR,
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BHINE > F T AR ORALTBIZA D IAATEE 2 IRMFHIIBOBHRZG L b7 4 7 F (Z5#)
MEZEL, Y572V KROIEMIZIE ON HLOEDBUSMNE Z L T2 O 2K Pl o8
KRR (Bl 21X, Dowling & Werblin, 1969; Dubin, 1970; Stell et al., 1977) . BEIEE,
BRI I BT ARTE 2D B 7280, ¥ F T ARKIZFEH T B BARAFIED VT & F x FOVIdiE
PEAL S WA~ O Ca A RIS 2o #ERE LT, ¥ 7 A/Mar iz ms: - <
B-maL, YFTANMIONEWTHL 7NV I YA MMM T 5. (B 2 1E
Miller & Schwartz, 1983; Ayoub et al., 1989; Copenhagen & Jahr, 1989; Schmitz &
Witkovsky, 1996, 1997), #it, VARV T FTATOT VY I VEERIZY T T AREKENO
Ca> DH7% 5T cGMP IS 2 70 AHHMEG LT Ab 2 EAHLE 5N TV A (Schmitz
et al., 2012; Schmitz, 2014)

R - 7 AR TIE, ON HULEDEUS A E 4 & O OFF H LI RUS L o & H3iiRge
2 % Spherule NIZHE L TY 7T AZMT 5o LA L, #ET F 7 AR TS &
DY F T AR STEDRE L TR 0 T o ON HULAIBUSRAEREL O % < 13 Pedicle NIZ
BHRZSE 2 M %25, —HBo> ON HLL AR USAMNG & #2C D OFF H L ADBUSRANNE 1% Pedicle

TIIHHIRZGEE 2 97, Pedicle & BENERAL T T Az Ht§ 5o Pedicle IV To T+
7 AFftid Basal junction & % 13 Basal contact & FEiEIL 5 (] 21F, Dowling & Boycott,
1966; Kolb, 1970; Lasansky, 1971, 1973; Calkins et al., 1996). 7 7 A1) K fifit & 135
70, Basal junction 121X F 7T A/MIFHLE SNT, ZOD) R FTRAEIETRLRS
LLATT VY I VRPN S5 L BFEZE 2 5 CE 72, 4, Basal junction TO Y F

F 1R B & ESHEMOASTRUEME (RMAR) OBESMEED LA

RTOEYOIRONEZFMMIE FRAII) 2B, BHWEI 2 ZET L L, G & X7 Gtk
T 5 7T VEERDPIEEL S, MRICHEIEST 2 4 4 v F v AOVHBIP L CEEE M A LA A U
%o A FHEBIARETIX, 1 F7 Y ICAERE L TW A -cis LT+ — VORI HE S = kTT
WAL BIGE 2 —BEORISHHEITT 5o 1l-cis LFF—)Wigd— IV b T VAL FF— b \EJLE
HALL, Zoovu 7Yy (Rh) EA5 0 RT3y (Rh*) ~NeZfbd 5, A5 K7 (Rh#)
2G5 (Gat: NI ATFa—3rEb\wvd,), HWTT7+ A7+ YT AF75—+ (PDE)
%614 (PDE*) L T cyclic Guanosine 3’, 5’-monophosphate (¢cGMP) % Guanosine 5’-mono-
phosphate (5°-GMP) (250f#9 %, B, S OMIBIEIZAETES 5 cGMP K% 1 4~ F v 4
WAIBTVIREEIZ B 2 A%, JEHEETHIHE D cGMP DA X - THZE$ % (Closure of cGMP-dependent
cation channels)o A& LT, HZEIC L )AL #E5 1 (Hyperpolarization) 3%, B: ﬁﬁ#&?]ﬁ
WHHAIBONZEZD L K L, BAERHAAD G & VS EHWBRT 5 3 7 F VGRER T EEEMIC
& T\ (Fernald, 2006) . /NI (Drosophila melanogaster) OERIZAFTET 5 Fxﬁﬂmﬂﬂﬂﬁ
X, B R7YUIC1cis-3-8 FOF 2 LFF—usbgiia LT b (Vogt & Kirschfeld, 1984)
NIFMIEOT T pNEZET L, G Y YIS HTHD G, HIEHAL (Ge*), i Tk
AR 78—+ C (PLC) &G L (PLC*) LTHAT 7 FI0WMA /¥ ]\ﬂ)l/ 4,5-21) /Ex (PIPZ) %
47 b= 145-=1) V% (IP3> VTN kua—) (DAG) \ZECTHRT 5, ZOHBDL
CARFRPZFFIHH S T2 7S, TRP F v 2 VA (Opening of TRP channels) L, g
Wk A /ﬁwm}\ﬁ“% Fige LT, NIl (Depolarization) 35 (1
213, Montell & Rubin, 1989; Hardie & Minke, 1992; Phillips et al., 1992; Niemeyer ef al., 1996;
Reuss et al., 1997; Hardie, 2001; Hardie & Raghu, 2001; Fain et al., 2009; Lamb, 2009) .
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FHEB R 3505 2 SRR D L < &

TABAEICEI L, Bz L ADHE 7z (DeVries et al., 2006; Szmajda & DeVries,
2011)s V) A (Spermophilus tridecemlineatus) #JE#{K® Basal junction Tl Pedicle N2
bBVKRY Y FTARLRNMI VS T VB B, OFF sl BB O gk
CETHEL TS Z EDHL 2SNz (DeVries et al., 2006; Szmajda & DeVries,
2011)

33 MEREE2RMEMEOTINZICERLET -

Wi, MR L SERIIB IR ICH ), P F TAREKENS VY I VIR LTV 5,
MRS FR G S 2 SR B L ARAE L CHUMIRRIC A4 U 2 O IRIEIZ 2 L L, 7V ¥ 3 VRl
HEIZD RS D, Wi, MEAOMGIEG I St s s 7 vy 3 VEERHVELL
THUREME D B 5o M 2 IRAMREHINE C & 2 BUEMINE & L COKPFMigIcIiE vy I VL
Y7y =L, TIUHMBASBM T 2 7V Y I VEEIEE T A ZOME, AU
LA A OBEREMZLHN .

Bortoff (1964) (&7 F A& M/NEMIZ Trypan Blue (f13%) 7L, WAFEHO~ v /8
Y — I A& B R 9 5 MR 2 O IR AL 2L 2 MIRR INFRE$ % & [FIELZ, Trypan Blue % i#
A L T2 % flsk L 7o i O IR N AL E 2 R 5 928k 2 1T o 720 TR, B
TN & PR ETAAE 2 & BB LA B 34 Z LTI L7ze S 612, BUBMIALICIEEH
BHCEWB o 52 W IZ B ERT 2 7 4 THELET S H [i%?ﬁtf:o Werblin &

2 XUBMEE & SR EHEICRBT3 /LI CEBLE T2 —

THERN A RAUIB IR IS 7V 8 I VBRI T 50 SOV S I U ERIGBUSHIRE O BRIRZSE 12
BT L2944 TDOYFTALELT Y — (FVF I VEELET Y —) IREE L, ditoEEMEL
wERT 5, ON HULAEIAUEIE (ON center bipolar cell) OFFIRZERIIZMAHMAI 7V S I VEEL
7% —Td % mGlu6 L'+t 7% — (mGlub receptor), % L T OFF HuLE AU OBk 2212 1: A
FUFXAINBINEY I VBL YT Y —ThHDH AMPA/KA L+ 7% — (AMPA/KA receptor) 75“7"‘
WL Twb, ON HLLEBUGEAINIED mGlub LY 7% =27 V5 I VEEPWEET L E, G¥ VN0 E
(G-protein) DWEHHALE KT, wAMWIZ TRPMI 7 v % )1/ (TRPMI channel) #%P%3 2 (Vardi,
1993, 1998; Nawy, 1999; Dhingra et al., 2000; Morgans et al., 2009; Koike et al., 2010b). Z D7
O, BEERICHAIEA 7V 7 3 VIR L Twb & &, ON HL U ADRUB AT 3@ 5 IR 12 5 o
H”ﬁT WZPE ORI AS 7V & 2 BRI 2 059 5 A v i3zl § 5 &, TRPMIL F % » 2 VHBHL T
Na' OFAHIEE Y i) \TﬁlTZoo —77, OFF Hu.BEAsAIE D AMPA/KA LY 7% =127 Vs 3
BAFEAETLE, LTy —IZHEI T4 v Fy A VABIOT 5, 2728, OFF AL RS
JE AT HANNE & MERIZ, BEEEIC Fa'ﬁlil L7244 v F % 2% LT Na 25 A LB IRAE & 722 2
(DeVries & Schwartz, 1999; DeVries, 2000; Puller et al., 2007, 2013) o JEHEFHAE WML 5 7
wy\/&mﬁ#ﬂﬁ%éwi%k?é& A% ¥ F v AOVIEHZE L #5R T %o ON HLLEL L OFF

L EBURINE X PIHEIR TS 0 5L 70 2 Wi g CHIFERIME & & F T AK AT 505, Mo MR b 7 v

IUVEBERMT A EEZ LN T WD, HIE, MEEHROBIRZSREIZIZ AMPA/KA Lt 7% — &
NMDA L7y =359 52 LS5 Tw% (Diamond & Copenhagen, 1993; Lukasiewicz
et al., 1997; Chen & Diamond, 2002; Xia et al., 2007; Jones et al., 2012) o 2 ODRAR L7V T I~
BLtry—13, ZBRTHAF P REDZAF VT ANV EEFL T D,



B R —

Dowling (1969) i Bortoff (1964) Rl L~ v F/SE =Ml L, 79 AEEMIC
Niagara Blue (f83%) %#7I L, MIBANEMFLERICEEN LS L 2ol 217 -
7zo Werblin & Dowling (1969) (ZHE~ONEHG %2 TR L, SUNEHH TS % ol
(2 100 um O AR v FEB L OWE 250 um - #HE 500 um OZRKOCES 2 17V, RIS
B KOOI OB Z L& &N - i L7z, #RE LT, MEAEKT 28 oM
M2 & SEIRH k) BB Z L 2 50853 A 2 LI L7e (RS HIIG o0 A DTGB BAL %
BHETHZIELHONE R oT.) . AUBHIIEIZE L Tk, @ZEEFHLA~DOIHRGHIZHEGIT
s, % L CRETRIAOIRIH V#1582 EkR S 2 ON Ll e D o EE M2
bz 7R3 OFF H.0 D 2 ¥ 4 THERET Z & #5202 L, Bortoff (1964) OFFEHE %
iR L72s 2 D%, ON Hu I & OFF HuL T AU O YCRR B2 A ) B A 2L (P RARST
MEET.) CHETL LA (BEEMZILOREILE:R A+ V1), Z L THEBIEK
ZBG5 5 L A (BEEMENDIEICLER D+ T AN ORI haE -7z (FlRIE,
Kaneko, 1970, 1973, 1979, 1983; Saito et al., 1978, 1979a, b; Saito & Kujiraoka, 1982;
Kaneko & Tachibana, 1982; Saito & Kaneko, 1983; Kaneko & Saito, 1983; Saito et al.,
1984; Saito, 1987), €D IR E LT, AURMIELOZEE OO & o THRAT 2R
BAZAL Cung) &, Sl & BUsRMRE~OEEN 2 > > 7 A @i L Twb 2 &
PO E o7 (5 3 M) (Ishida et al., 1980). & 512, ON HULHUAUBHIL O %%
B Lo CHREHCHE D M AL CUied) BRI, R vy I VLt 7y —Tdh
% 7V —7 T mGlu6 L+ 7% — (metabotropic glutamate receptor subtype 6 [{{#7 7
WEIVERLET Y =% T8 4 T6] OWFTHY), mGluR6 &\ KIS D
D#bo) WHELTVDEZENFHL2IIR o7 (2B H), &it, mGlub6 Lt 7% —I(2
TV I VERDHEGT AL, ON HLLEDRUSHILN O G, (G % > /87 B 722y hD—
DTH5bo) MEMALL, ZOHEN A+ ICEEEODH 5 TRPM1 F v L HHE L Tl
SRS 5 EAUREN (651 FEB)  (Vardi, 1993, 1998; Nawy, 1999; Dhingra et al.,
2000; Morgans et al., 2009; Koike et al., 2010b), % 7z, OFF HuLHRUSHAL O 52 2557 s
DRSBTS+ F X FVEAER T VY I VRV Y7y -2 5 L, BifE, (RS)-
a-amino-3-hydroxy-5-methyl-4 isoxazolepropionic acid (AMPA)/71 4 = > [Kainic acid]
(KA) Lt 77 =HRIAL T LI EWAL»IIRo7 GBE2HREBR) (81 XKER)
(DeVries & Schwartz, 1999; DeVries, 2000; Puller et al., 2007, 2013). AMPA/KA Lt 7
=NV Y I VEEPEAET AL, COLE Ty - HEIT LAt L IEREOH D A F
U F X AVHIEVEAL L TR 5 (Murakami et al., 1975; Kaneko & Shimazaki, 1976;
Attwell, 1986; Attwell et al., 1987; Gilbertson et al., 1991; Sasaki & Kaneko, 1996) .
RN D 5 7588 JE LA OGRSV IS A B B2 DT 1L, KA & §
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FHEB R 3505 2 SRR D L < &

AOHHFWERIC L B 2 EDHLNE R > TWD (83 BME) (Werblin & Dowling, 1969;
Toyoda & Tonosaki, 1978; Ishida et al., 1980) o KA & MR fmEHE & LCTy-T7 3/
gk (GABA) 2t s, TH#ERIZH 5 GABA, Lt 7% — %4 L CHER & @i &
5 EDMHEERORKTH 5 & T 5 GABAIGHASRER L SN TELD, HELLD
BIANDIBH & 7> & 7 o T b (Lam & Steinman, 1971; Lam, 1972, 1975; Marc et al., 1978;
Murakami et al., 1982a, b; Schwartz, 1982, 1987; Thoreson & Burkhardt, 1990; Burkhardt,
1993; Verweij et al., 1996, 2003; Yazulla & Studholme, 1997), FFE, KFHIFLD & A~
OMHEMERIZBEI L, GABAIKFIIMZ 2 DO (=7 7 7 AR DR/ VERIGE] &
pH G Giifg 4t pH AGH]) 28FRRE &, WRZEStED S Tw2 (Bl 21X, Byzov et al.,
1977, 1986; Kamermans et al., 2001; Hirasawa & Kaneko, 2003; Kramer & Davenport,
2015) o ARARAUBAAL T b KM 2> SRR~ OIIHIEH % £l L AR EA OIS

23X : OFF F/UEIUEMIROSRE /O & BIORME

KEIE, AN (Photoreceptors) O3 7 AMKN D 7Ny I VA &4, AUsHHNE (Bipolar
cell) & FAHlE (Horizontal cell) OFFIRZERICEMT LT FTAL LTS — (FVy I VEEL &
Ty =) IZHE - WAL, N ENOMIBIEEM A L% £ L 5, OFF HLGEAUSRAINE (OFF center
bipolar cell) & ACFfig CIEB 1, Z L CON HLEBUBRML Tld# i g % . #HMIgAYE (Light)
ERRTDE, VFTAERDPLOTNVE IV ERENLERE S L\ 13T 2728, OFF HULHEIRL
MG & A Tl s 2 L C ON HLL R BUSHIE Tl a3 2. A @ BERECHAIIRIE 70 &
IVEEERBOE L, AL RIREE (Depolarization) (2& 2. KFAMMLILF v v TG E AL
TEBOKTHML L BLA Y F T AEEL TS0, KPAIROBEEMELIIEREER %8 2 TA
HPHIZHEATS  (Yamada & Ishikawa, 1965; Kaneko, 1971; Stell & Lightfoot, 1975; Witkovsky et al.,
1983; Baldridge et al., 1987, 1998; Vaney, 1993) . AFHIIE O 73 H 2SI R L CHIHIER & &
BT EFEALHMONTEY, 7V I VERiE %9 % (Inhibitory action on Photoreceptors
by Horizontal cells) o Z7E, ACHHIILA S MBI 2 0B ERNCBE L, 3 0GE GafitEy - 72
3 [GABA L], Mesb &GS (=7 7 7 A3, BL UM pHB [pHH [H2vid7 o b~
G110 AHRIE SN, WFEsED SN Twb (B2 1E, Lam & Steinman, 1971; Lam, 1972, 1975;
Marc et al., 1978; Schwartz, 1982, 1987, 2002; Byzov et al., 1977; Kamermans et al., 2001;
Hirasawa & Kaneko, 2003; Davenport et al., 2008) . f/Mt (Spot light) # #BIC S35 &, )b
%S 7N I 438 (Photoreceptor Hyperpolarization) 3 %728, 7 V% 3 v Ei =% i $
% (Glutamate release Decrease) o = OfE4E, OFF HLAEUAUSGHMf (2 (43850487542 U %5 (OFF-center
bipolar cell Hyperpolarization) o FF¢lZ, ML & o+ T AHEET 2K FHE S #IBT 25, O
GRIEF v v THREG 2 L CRBEOACHEIIIBAN SRR L, ACHHT A S ML~ O IHIE H 2 655 &
Hoo DF D, BERAZIEAREMNE 2 5 BT 2 PIHIPE I AYE < 2%, & ORI ARG
WIRES T B o AT & A BB~ OIIHIE O F HEIZh00b 69, Selag & 20 -8R & >
T ARG % OFF LB BUBMINE L #5059 % 0 B @ M2 BEOG (Anulus light) B3 2 &, 6
WA & 2 7ol & 2 - T AR A 2Kl i2 85153 % (Photoreceptors Hyperpolarization,
Horizontal cell Hyperpolarization) o Z 375 (3 IEHRAT S e WHLLERIZ D F v v 7RG E L
THEASY) , B~ OHIHIVE % 3859 (Decrease of inhibitory action on Photoreceptors by Horizon-
tal cells) &2 WITTHESE S, fRE LT, RIOLTHE S LT Lo 82 5 o 7
VE I UBoEEZEINEE 5 (Glutamate release Increase) s Z D78, ZO#HMEE > F 7 A
FiA 3 % UG O OFF G BB OGRS S Twn vz b 55, Blaasd U s
(OFF-center bipolar cell Depolarization)

ON L EUAUBUHIL C b BB 2 b ORI (238 & 72 % A%, OFF HUHIAURAMINGL & [[AED L < A3
WTW5,



B R —

WATER END L EZ 5NTWDYS, BFZEIEFET124TH I TV 7\ (Thoreson et al., 2008) -
ZHRF LR & EAE T OIS O ERIE T v b T A MR EREERR o JLEEEEE) (20
DA Z AL EZEZLNT VAT, ORI 2O HREMRO TEREDO—> & 2 5
T&7,

AL, SRS > F T A AT & 2T HA SEARARCEMIRE Rk 6 2 F T AAT &%
VTELA BRAEACERIBIC R S s (B 21, MacNichol & Svaetichin, 1958; Tomita, 1965) .
IR ORFMIZIZ S, OFF AL B BUSMIL & [7] U AMPA/KA Lt 7% —H5EB L T b (5
1 &£M) (Lasater & Dowling, 1982; Rowe & Raddock, 1982a, b; Kaneko & Tachibana,
1985; Takahashi & Murakami, 1988; Laufer & Negishi, 1996) .

3-4 FBHARLIC H 7 B ERARSIRIR DO

GRS | B HEBY AR OBAIAE (SR L ARAR) I3 BIRREICH D, oA IR g
%o BARFICRE D MR o EEAZ X, 7V y I VBRI EICEEST S, ©oF ), BEERCH
MNEIZ 7 Vs I VERE R, € L CORERICZ VY I VR 284 & % \VidfEET 5,

52 IAMHEHIIE T 2 BUBHIIZIZIZ 2 ¥ 1 T 1), TN ENOBIRZERIZITFEDO R %
VFTALET Y — (I IVBRLET Y =) BEBILTWS 3-32H), T/, #l
ML OB SN2 NG I VR 2 ODRR DI A TDY T TAL LTy —IZHET 5 L
BSOS OB AL 2 3T 5, Wi, Mt 352708 I VFRIZE D, ON HLH
BB (X s HRARRE, 2 L C OFF Hu OB AURSGHIIE (B 0 KRR 12 b % o BURRAMEA X Hh s —
JE BTN 2B 2 A 5720, ON HLORIAUSHIE TlE 22485 B 22Ot 2 BgT 97 (5
BaG25.), ZHEHEHOCIOERE 21T Otz 522%) ERomL, O EETRE
BIIEHNE A 52, SEEPGICRTRIE AR 52 AUXES8 S 5 78Ul & JEE 25 Uil
FECRIER SR S UL, SBEEP.OPER L 2 ) E» a9 %5 (Kaneko, 1973), L
L, SR E IO EE RS H L, SHEEF LA L > TED
7oL, AR EA ORI OEEEIC L 585 2T 5. —F7, OFF HuLRIRAURSR
MM X Z BB OISR 2 5- 2, AW ORI E 5 2 WSS 5. £72, 20
ML S 7R B B SRS 2 5 2, 2B OISO 2 5- 2 T #5589 5 ON HUL A
BUBAINE & FERIZ, OFF HGADBUSGHIIE C & e 2557 O ORI & - THE U 2 B i
HE DN OREZAIC L BB 2 5, b 254 TORMICH S sk
O = BRI ZERFE, 32 P A MEFARRBEFAICEEZ L L ATHDLEEZEIHNT
W5 (21X, Born, 1999; Westheimer, 2004; Turner et al., 2018) .

AUEANE (55 2 WHiiEAE) 2 S iEEiliad 2\ iz 7~ 27 ) Mg (GF 3 feHe)
AND Y F T ZRENIAEME DL R AT %o B 2L, FREETHIE O G B B AL 55T



FHEB R 3505 2 SRR D L < &

(&, BUBHIIL O B R A3 FpE EAIIE A O F T AMRE ST B 2 L THEL b BintizfaRic LT
254 7ORBMIBOB & 2 HEMNT 5 &, ON HULEBUSMNL X ZEE 00N L {25 H
HWIEHL 2o TwL 2 &, £ LT OFF HLU A BUSAIIE XN C & 2 WidHE e o T
CTEZFHAAL TR LN SN L, DT, FHEBIWHEE T OURERERE OTHILEE 2 &k
FRAEHINE T & 5 BUMNIE T £ %o

4. EREWBEONSA 55 3 KHEERAD S F 7 X 52

AR OSBRI HEEAMNE T2 S UBEEAMZILICAI R S, 26 2 MM TH %
ML T ON HuL I (B2 SHiED) & OFF Hub B (B SHHED) o 2 R asEs
Bo ZD2RMIE, H3KMEMILTH S MEHMBICEOE IV F T AREI NS,

BAEMLD > F T AMKIZS ¥ F TR Ry o@ligE sz (Bl 21E, Dowling & Boycott,
1966; Dowling, 2012)s 2D V) Ry ¥ F 7 ATH, HWRmEWEE LTI/ VE I VU
ENLHZEFMENTWES (FlziE, Dowling & Boycott, 1966; Slaughter & Miller, 1983;
Tachibana & Okada, 1991; Tachibana et al., 1993; Dowling, 2012), 2L TORFFEIZL D,
HHEEHILIZ XA 4 Y F v A VE S VY I VEEL & T Y —Th b AMPA/KA Lt 75— &
N-methyl-D-aspartic acid (NMDA) Lt 7% =338 L, HEELTCWA I M sTw
% (%2M2H) (551 7%2H) (Diamond & Copenhagen, 1993; Lukasiewicz et al., 1997,
Chen & Diamond, 2002; Xia et al., 2007; Jones et al., 2012) . BURIAED & B &z 7L
5 X VR OBIRZGE ST 24 4 v F v ANVEIZ VY I VLT — IR
HUEELT 5 &, B (REMEOEENZL) 734U % (Slaughter & Miller, 1983;
Aizenman et al., 1988; Massey & Miller, 1988; 1990; Mittman et al., 1990; Cohen & Miller,
1994; Cohen et al., 1994) . HEE %R 2 MMM & 220, 4 3 kAL Gk
DTIMNE) T 2 MEEHMIBIIREERE NI E TEET 2 720 DIFEF IRV kR %
HLTWD, ZoOMEMERIE, HAREHRMES TN TV 5, MEEMEOBIRZGE~D >
T ARSI THEA L 7Bt s 2 & i (BLAReie) ~ (885525, ol
ORI TR ICME T 5720, HAREHREZ R TMICETET LI LW (RS
B [#937% % CHESS % BERE] (TREESMEO E KA L, Bl ii3sEE 100~500 um (X

ELDED V) e TD728, MREETIZIIXIEBIEA A L, B OIRNE % (GBI E AL
DFEFHEE NS LT % o [HBVEMOFEHHEEL, BAOBOIREISIRKEWIZE R &
bo ThbH, HBEANOMREEE CREBMIC X > T - fiiH S HEERIE, AR
Fa CIGBY RN O FSHHHE (5 D\ VITFE KB & QITR,) [T SIS, ON HL LI A
FaClEZBmE OIS 2 8% BiF5 &, HETEMOFIHEEIZE L 25, —Ji, OFF
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T ORI AT TIE2 FE L OIC T 2 02 T2 (B 5) &, HEIEMOTE

GHHEEILE 72 o

ON .0 B & OFF "B DIAM I, ON-OFF B el ia 23 fiE 4 5 (Hartline, 1938),
ON-OFF B4t it 1 P AEIRIE A © ON HuG B B X O OFF Ho B BURHIIE 2> & 3 F 7 A

Cone

Photoreceptor layer

Rod

Rod

Outer nuclear layer

Outer plexiform layer

Inner nuclear layer

Inner Plexiform layer

OFF center . QN center
bipolar cell Amacrine cell bipolar cell
Sublamina a
Sublamina b
OFF center ON-OFF ON center

Ganglion cell layer

ganglion cell

ganglion cell

ganglion cell

Y

Optic nerve



FHEB R 3505 2 SRR D L < &

AN %ZTWS LRI, 7~2) VRS0 Y F T AANEZZIT- Twd (Fl 213,
Tauchi & Masland,1984; Famiglietti, 1991; Vaney & Pow, 2000). % 3 f#EMIleCH 5 7
~ 7)) YAEOHIZIE, O R — @R R 2 AT A T~ 7 ) YIRS T A 2
EDFIBENTWA (BlZ 1L, Werblin & Dowling, 1969; Kaneko,1973) . ON-OFF El % i
ML DI FR AL 9 BEEALZE L IE ON HU LI AU ML & OFF H GRS E A 5 0 3 )
TAAINIMZ, ON-OFFEI 7 < 27 ) UAIfa 5 2 7 AT b5 L CligMEDS$ 5. ON-
OFF BIAEEIAA 600 skT & ST IS L OEBIEM. O — 8 ORI 217 ) o € OHEREIC
DWTIIARHD LA, A BN CHREE H A B < LRI A Bl 3 2 7 1AER % O REAS
HhHEEZLENTWS Bl21E Barlow & Levick,1965; Amthor et al., 1984; Tauchi &
Masland,1984; Yang & Masland, 1994; Taylor et al.,2000; Euler et al., 2002; Fried et al.,
2002, 2005) -

4-1 HEANFIKER TO ON & & OFF ZRD4FE
FHEB R AAE T 2 5 M OMFEMZIE, MEATEREELZIER T2, 2bi3,
HAEMIL OMI AP FAES 5 3 DD (YHVERLE, WEHLRE & AEsimiaiE), <L <%

FE4R  TEEHEMMEIED ON 288 & OFF #Zi&

FE OMIRTDH LI 5 FEOMBEATGFAE L, TS OMILILERIEEZ TR L T\ d, 121K
&SR DAV & IR ASIEAE S S BN RE  (Photoreceptor layer) & #MEFIE (Outer plexiform
layer), AUBHHRE, ACHHlE L 7~ 27 ) Y MlLOMIBADTEAE S % Nk E (Inner plexiform layer)
B L ORI O MR ATEAE T S MR E MRS (Ganglion cell layer) T# 5. #iED Ml
T 2 MRS TROHEIMZE LA L, ISR CORBEBRERET 5. ZOMEHMED
H A& BLAfHE (Optic nerve) &IN5,

WS, FHED RS (E [Rod] &#Efk [Conel) ZBABIREIZH D, ¥ F T AR,
L7V E I VERERIH L T b, SIS OZFIECES L, Ty I VR & E S B\
3ZIET % BN > I 7 AHCRIZIHEIRE (Outer plexiform layer) THs 2 AL T 2 MW
WALz & AP OBEIRISR L & F T AKEET 2 CRMITIIAKCTHHINE & AR L72o) o BUsHIN
OBIRZGEIIIMEOR L LY FTALET Y — (I I VLTS —) EBL, SR
BEMELEA LD, NS, SGHEHIE WIS % %543 2 ON HLLEAUSE (ON center bipo-
lar cell), % L CHBIEEFIZPE V51 % 3843 5 OFF d U AIAUSAE (OFF center bipolar cell) &
11X %0 ON HULEURURSGH IS (X 8128 2 NH#E4K8  (Inner plexiform layer) @4 ~7F X F b (Sub-
lamina b), % L C OFF H.0EIAUBAMINE X832 % 75 3 J- a (Sublamina b) (ML L, H#EETHHI
LT <2 ) YA (Amacrine cell) & ¥ F 7 AEET 5o BRI TR & L7zt o
AL, B2 I CHHRERHIRLIC S > T A EE SN D, TN, BRI R S ON ks
RUBREHETAINL (ON center ganglion cell) & JGHEGHIZPEV 53159 2 OFF # ikt Eififie (OFF center
ganglion cell) &IFEN S SGHAGTICPEWRIFRE T 12 20 S 15 Bl @ik s & O miko > -7
AL, WFEIAHE T OGBS O L NG OV T w2, MIEETHINLIZIE, ON Hul
RIBAR AN & OFF LB AU o i & & > F 7 A4+ 5 ON-OFF fifE iz (ON-OFF
ganglion cell) ASBIAL, SGHEHTEE & IHATREC —@PEO L1 GGIRGTEE & TR (IS BY T AL O FE 41
HE) RT e T ) UAEOHIZ, JEHRETES & W ETRIC — Bk O 5 %2 7Rk § ON-OFF #1 7 < 7 1)
CRIBAOSFE L, 2T =27 ) Y HilaAY ON-OFF ##EETHI O BB A LTI H S LT\ 2 1] HE
MDD %o
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FFEHIEA Y F T AT 5 2 o0k UMEIRE & NRIRE) 12510 615,

MR B30T 2 BUEIGHALE - JhitiZ, SMEIRRE (BTG & 28 2 piieiiie DUt & oK
FHE] o> 7 AR LNHEIRE CBUBHIIE & 25 3 Ukl [7~ 2 ) vl & i
Hififa] o> F T AEH) IS X o TITb b, YHEIRE TIL, HUMAL & 55 2 oniksfiie (A
FRAIAE & ACEHIE) O F 7 AFHC & - CTEBZEMIZR L 250 (ERxToBRENZLE
BT o) ZFEO ON LGB AUEAINE & OFF H.ORIAUSMaAE U 5 & MRS, Zheh
UG = RS ET D 50 W5 A 7 ORI IZTEESN 2E NS H D, ON
H OB AURHI NG (SRR & e L > F 7" AR DINHEIRIE b T TH R 5 DI L, OFF
HUOEITRUSAE O 3 5 7 AREKRIEIIHEIRTE a TR T2 2 (55 4 2 H) (Famiglietti & Kolb,
1976; Famiglietti et al., 1977; Nelson et al., 1978; Kolb, 1979), —77, WHgKE T, ON
By ~27) #ife& ON H LB e 2SN IREE b HEfE, 2 LC OFF# 7~ 27 1) »ifl
& OFF AT i i 2SRRI a B8 12 B W CTRPIRZSEE ZME L T b 2 L5 6 4
& 75T\ % (Famiglietti ef al., 1977; Nelson et al., 1978) %7z, % I#fEEIZHB VT, ON-
OFF # 7~ 7 V) VM OBHRZSEASNHEIRE a & b B O ICEEREzMEL b 2
LI HNTWDS (Freed ef al., 1996),

IO OWZERERIE, MEEOSMHEIRE TR S 1172 ON ik & OFF R HSNHEIRIE Tl
WMITAHI e, MURKEMIFLIRECTY F TRAERT LI 2R L TWE, Thbb,
ON &l & OFF I3 0 7z 5 TR b 5240 LT ',

4-2 MREOEEMMEREMELIC & 3 REIFEHRNIE

I (B & AR, BUBHINE, ACEHIfRE 7~2 U VMl (—o 7~ 21) Vil
HEEM A EET A ML TS [#l21E£, Barnes & Werblin, 1986; Miller et al.,
2006; Cembrowski et al., 2012],) &, O EHEIIG U CREEMEOREBENZILEEL 5,
PAIRIL, BERRICBIR 2 L ORI EB 5B EE T %, 2% 0, SR OBEM LR
ENDIFREIAKAF L CEALL, SIS F TAREL SRR SN D 7V 3 Ve %
B &5, B SHEND Z IV I VRO IZERE IR 5720, ZFLV5
I VERE TS BB 2 IR C & 2 MUBHIIE R AR O EEAZ IR & < BT 5,
LER, NHEIKIE T ON LAl S K O OFF oD AVBURS AR & 55 3 UCiisfifie & o 2 7 Al
IO EET D, TOXHIC, HEEALIIHMES»SERO Y F T AERHL T, WiEH
Ml (R DM) ~NE(RES NS,

FRREETAEN X ARIRE N TR G 2 K& (ML, b obRZERIBUEMIZL 7~
7)) VRIS Y F T AR S L, REMEORBEMELAEL 5. 2 OREME(LIE,
MM 7~ 7 ) il (B2 \VIEAKEHITE) 205 OB ES X OIS - 7 2B O
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W T Do v F T AN TIE L ZHEBMZAL, ¥ F T AP HEEN S 12D THRE
BB % o MREETIIE OBHRISE I\ CEB O BB Y + 7 A0 5 I FKEIZ AT 2 520
WMHrZeT, vFTAEMN (VFTAANCE > CRET HEBEBMEL TG, BEED S
T AN LI U CHIEME Y > T RAEM L LB GRTH So) (TINE L, MEREMIL O
HIfa R 2 VIZHRE N IGENC £ ClaE s, BAAKGEMES MY 7 A F ¥ 400 & EBAARSE
PEH ) 7 AF v ROV BmRIEE L S 5. ZORE, WREETIIIEEI AT ET 5o
i, 7T~ 7 YAl S HEE RN IR B I S o T A AT SN AU, AU
Mo OBENY 7 AN K o THRET B0 I35 H 2 VIR S, EBEMOFAC
EES v,

4-3 HREETMR D IEENEAL

AR OFERBEZAI AR, KRR TR 7% & OF A 2 k% 38 L ¢, HEE R od
(ZEE UEEMZ bR £, C OB I ZHERE NI 2 R 3 2 MR EALE S
AR O 8 3 R hFEMlE (HODMIlE) Cd 2 I I B\ CIEBY AL O FE 4T BE
OEMRICE s NS (HWEER I 2%) (212, Kuffler, 1953; Hubel, 1988; Masland,
2001; Wissle, 2004) o i 2 [ 7 < ZALT 2 0ERFEOH T, WIRFZ LT ¢ R &Rk b HE L
THRTHY, 52 KM T ON ###% & OFF 12 5& S U Ic% 51 b (Werblin &
Dowling, 1969; Schiller, 1992), ON H.LAEIHFE AL 1L 2 25 OO JEHREHZ & > TR
BN FEH L, HREO EFITECEFHERE &5, —J7, OFF HuU A Tl 1
ZEBH OO & o TEEEMFEF L, BHEENSHITMT L2 LTERICRS L
FEEHEIE IR B Do SIS MHRRET I TS EVEAL O FSEHEE A < 7 5 720 O BREE
FHEIERTHE GESKEBIH), Inox2BE 2, ON HLLAREEHIIZH 2 v (5
wix, B15<5) vk, 2 LT OFF U A Efie ia v (Howvi, Bk
o) EWVHBEEDERIZEG L Twa RSN TwD, 612, ISt
Hul — AR R B E 24 L, WA 5 W FEIE & R\ FEI T O ARG E 7 % B35 72
57200 L L AOFIZ LIS L Twb (Schiller ef al., 1986; Nelson & Kolb, 2004) .

FHEB) R MBI ORI BWT, FIESIECIZS 20b 63, BTGS2
HOLNLBLRIIH L 255N TS (Adrian, 1937; Lowenstein & Sand, 1940; Katsuki
et al., 1950; Autrum, 1952; Zotterman, 1953; Cohen, 1955; Granit, 1955; Tasaki & Davis,
1955; Roeder, 1955; Bullock & Diecke, 1956) . HAEEIMMEBIZBWTDH, FAFREHIIZL
T O L 2 WIREE (BFE) TS AMBEMASET S (B 5HEBIR) (BlziE, Kuffler,
1953; Kuffler et al., 1957; Margolis & Detwiler, 2007) . ON HLHUAEEEiMNL & OFF Al
RN & TIIEBIBALO FRERS" (BRKEL V) DL AR HZ T L
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A (ON center ganglion cell) B (OFF center ganglion cell)
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BRI N TWz2s, BOICHIH I N TWwi 2o 72 (Barlow & Levick, 1969;
Barlow et al., 1971), 4, ON #% & OFF #&#% ORI g o > F 7 A #i% % g - Tﬁnf
L7ofi R, AREETHING 03 2 BB L HIGIME S F T AAD DREL 4 F 3 v 7 ATE
MdH I LN S L %Y, ONHULE & OFF HGEIMRRETHIIL O H R D@V DSY -7
ARNTOMEIZ LB EEZBND L H127% -7 (Kuffler et al., 1957; Rodieck, 1967; Barlow
& Levick, 1969; Sakmann & Creutzfeldt, 1969; Frishman & Levine, 1983; Pang et al., 2003;
Zaghloul et al., 2003; Murphy & Rieke, 2006; Sagdullaev et al., 2006). 2% V), AUGAHAL
LT <7 ) Y S MREIAD Y F T AEEIC L), AERETIL O B SRS S
NTCW5AHZ L% b, T4, Margolis & Detwiler (2007) 1& OFF B Eififacidy 57
AANND 7 L EDHEMESEL, ZUTMREEMBOMBBEOMEICL 2 Z L2 ETw
5o

I ERAE T, ON HUL BV EIMING O S A B 0 2 GRS OBl 3 2 & B I
A, %72 OFF HuLBHEET N O BB G 2 b % &L B EIIHA T2 (55
Ab, Ad, Bb & BdZ=MH), 20X )12, MEEEIZO HISHELE OB Z L2 I s 2
LD WHAD L ATHDLEEZ LN D,

A

9

5. % b W (I

HEFED IR 7 FESREEZAL DO TR E) & HERF A 720, FHEENW MBI (34K & Stk

FESH - KB - CHREERICRET 2FEEN
THEBD Y AR BT AL O 225 EF A O IR G 1 3 BB M D3I /88 — 1, M
TRV ER % 16 L 7209212 & » CRECEIR B Cw b (F12.1F, Kuffler, 1953; Wiesel, 1959;
Hubel, 1988; Reid & Usrey, 2012) . #E A THh N2 5L OMFEN R 2% 12 L, ON HuL AR E]
ML X O OFF U IR AL 2 75 5 O Rk & 2 5P SEH % 5- 2 72 & SIC R SN A TEBIEN O
S5 % FRERL L 720 ON AU BIMRET M (A) & OFF duOBMsidiE (B) OZEHNO &%
YA XOELDHFHAITH) T LI Lo THNDHER BN O/ — 0 2 SHEHORIR L (3
IS B WIZERIRIE i?'l:ﬁ?’.ﬁ]"i’ﬂ??o B ORI R BS L TR HIE 2R L TW5.) . Ml
FESNIGEEMIIEER CRE L, BEHROFESE VI SIFBHHEES BV EEERL T
Who A ON HLCRIMIREEGIIIZOER ST 7 < & &, [EEEMO AN 2585 (B3 2HS
(a)o Z7FE L (ON area) #/NE 7 MIEGTIREN T2 &, IEEIEMOESIN 2, BT
DR EEICE ) LR Z 5.2 2 LRSS SIZHINT 5 (b & o). 2% (OFF area) O/hE
eI e I EHRET9 A & TEEIEM OSSR T, A LR B TR R E IR 5 &
BHIIRE D (dLe). F72, TEHLERITGII T2 &, HEIEMO BFEZFIE 12N
T2 (f)o B: ON HLT A ERES, BEEURAEC O IEHIE M O 2 7 B 57 585 (B58%
5) b b (a)o iﬁﬁ’*lﬁ (OFF area) #/NE M GTHRET 2 &, HEIEA O FEGHLA L,
ZHRBFPLEEEICE) KT 5 &, HHEMOEFEE RS b L o). THFEFEL (ON
area) %:/J\’éllmﬂ'/tfﬁ’.’ﬁf@‘é L, B ORI 2, A B E T R R R SR
THL, BEIEMLIEMTS (dLe). AEBEMIIEHFT 2 L, HEEM OB EBTIIED
WA %
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25 A4 TOHMBIFET 5o BEIIETH (H2VIEREFH), € L THMEKIIELHE (»
BWIEHFTH) o Twad, BARMIZ, 22N odiliLR 7z 2 GRS TS 2 75,
R OB CIX AR R AT 2 2 & b B Do TONBRE A EIHH EIFRZ L 2'd
%o MRS R ISR, 2 L ORIV BT 5. RN 2 L2, BRI
5 AT O B2 LIZAUEAINE (55 2 HEMIE) 123 F T RAEESNLBEBRET, #h
M ORRENEALE 5T 2 2 5 4 TN 5%, —Dix OFF fuGEBURAIRL & MFE, 4]
ML & FREIC GRS & > TEOM, 5 —21% ON HUL R BRI & RSB0 & -
THRS %0 oMM s, #i - BB ZESE 26T 5. 202 &FHKICTHES
N7 BB O B0, MO 3 YAREAINE T & 2 MAEETHIE (AT HIAE  A 2 & i
OB TH %.) 12T F T AmES NS, B & BUMIL ORI D &) 1308
SRR EN B AL 2 A U205, BUBHIIE 5 ¥ 5 7 2 AJ) % 20 HUS MR EiH
NOIXIGEYEAL 2 F6E T % o MREEIMING I3 AL R B A2 LS THE B B O FEGEL D B 12
EH I N5,

B O 2 VBB TIZIRERNICTE S 2605 A D, MIESEs IRt S s, ZOIRETIE,
ON HULEUBUSAT X 2 22 57 ol & R TB O W FE AR &6 Ui O TR S b 720, i
SARIREE L 22 5 (B 21E, Kaneko, 1973) . ZMAONIREZZEALAEL, ZEHHLIZHS
VOIS AIUE, BLIE S SICA L, RS S AT HLATRE < 2 AUSB R IZ IR AT .
Z D &9 e BUsHINE O BB ZA LIS MR EIMIEIC > T AEES N, GEEMOFEFEE %
Ez25h (BSHBR), BMOWHLWEREICBWT, SHEFH.LORHKFENE ZET 512
i, ONBEBDOATIG T bo KHOMD THH VLB TS 2, BHIFREIZ ON o A
TEZHEHHLOWEBEIE TG TE S, Lo L, EBIIIHI TSR L 72 EV 4
b2 AU © 2 RIS BEL, SAEFHLOH S 2% ON 2 L CH & % OFF &% &
LTHIMEEL TS, 2O X)) UIEOSEEE, BFHEEIW O A% S FIEHEBYIZ BT
b LS5 TS (flZ21X, Laughlin & Hardie, 1978; Strother et al., 2014) . #lHZOHEAL
DOMWIET, NROBEREL EMICIHZ 5720, ON RO AR TRIAHE LI REND > 720
TH?I) Do

M TR SN D 2 BB & 245 720, 1980420 5 19904F R IZFT H L - iR SR A=Y
WFZE I R Slaughter & Miller (1981) (& DL-2-amino-4-phosphonobutyric acid
(APB) (IE4E, X1 HEMOE W L-2-amino-4-phosphonobutyric acid 754 < I ST
bo ZHULIL-AP4 LS NnA [5 1 KZM]o) A7~y K3 —HlEo OFF 28 d,
ON fE#E D A % BT 4 2 /E- M 5 2 & & R L7z, BARMIZIE, ON HULEDRUSAMNE, ON
7~ CAfE, ON FUM#EEIMIE, 3 X 0°ON-OFF 7~ 2 Y Yl & ON-OFF ikt
ML ON IEE DY APB #5:12 & o TIHERT 5 S LR &N/ AEOERES 7 HF, 2
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ET NV TLHME 5, APB (H 5\ i3 L-AP4) 13 ON & & % SR 12 FHSE 9 5 S5
ERELBND L) IZ% o7 (Massey et al., 1983; Bolz et al., 1984; Knapp & Schiller, 1984;
Bloomfield & Dowling, 1985a, b). %72, APB #5- 2 EWATENZ S 5 O E 7 b AL
ENsze v (Macaca mulatta) OITEYEERIZ BT, IRERN~D APB #5112 L ) 5 &
D OIS T RN < T AR E D BHRPRT T2 L2 Rl L7z (#1212, Schiller
et al., 1986; Dolan & Schiller, 1989, 1994), —7C, APB 525 ON #&its % W3- % EH
WRAETIE AWV EAPWME b, WREHOEREFITIC APB 2 H T 2 2 LW (H2 v
WFEE) 2o 7 (B Z21E, Arkin & Miller, 1987; DeMarco et al., 1991). ¥4, 757449
IR OEAIZ L D, mGlu6 Lt 7% — % FH L 7\ ON HuU R ARSI 2 Fo~ ' A %
R84 2 2 L IZHE) L, OFF BT EE T, ONRBOAT TEIGEN T4 L) 12
72572 (Masu et al., 1995) . —#xgIZ~ 7 A XA 2 8, BT 218205, 2O mGlu6 L
YTy =R~ ZFHAER Y AT, BAZET 2 E TICHHZET 5 2 LAVRS
7z (Masu et al., 1995; Takao et al., 2000) . #cit, ON FIAUAMALIZFEH L CTv» %5 TRPM1
F v FOVRIEY 7 A L G F 572 (Nakamura ef al., 2010) . 2O & 9 #5125
2o AW FE L, ON R & OFF S OB 2 B 5 2 72D 1« HFHE b5 2 &
NER b0

INFE CHREICHET 252 OW5Eh T, ON £ & OFF DI O L < A1
bipkrolze UL, TO2RENED L) BEEZE LTV L0HHINLIZIED D
DU D0 €9 Th b,

EMBDIRRED
AR SN TV L EENAIL, HABERLICED 2, L2rL, ERXARPEL, B
raE AW LIS, HARGERILZ G L CHEERTLOAIZED T,
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RS E LT L, ZoOMERIEEY >~ X (ctalurus punctatus) HEIEZHEST L CHpREETHL 22
Y ORFZE AR % AT A F9E T b7z (Hida & Naka, 1982), # & LT, AEHIZHELUIMIIE
MIEb o5 2 L, SHRBEMIY— TR CHGREEORE RFEAFET 5 2 L, F 722w ISRERH
I WBIRE KE S22 L3¢5 2 e LR M L7,

THEB AR 120 R 7Y VDN, Bv 7107y v b BWESTEIET S, Shbidmng
FT N HERMETH L LF S (EREICIE, 1l-cis-LFF—VThb,) bbb, H
F7Y Y CHES IV A DT LFE FETHELFF— b, ZLTHELT A 0TY Y TRA,OF LT
v FEICH D 34-F FaLbF+—) (EFEIZIE, 1l-cis-3,4-LFF—NVTh b, 1l-cis-3-LFF—)b
EdELR SN D) EEFITHS (Wald, 1937). BB OB QRS &, BRI H 7
U YR EOME, ThbbFEOT I VBEINCES L, LML, 34T UL FF—vEAET
HRNVT ATy DFD, LFF—VEFROU T L) S RERMCEREELSH S 2 L2
5N TCw5 (Wald, 1939),

T a Y awNT (Drosophila melanogaster) O W2, [ (B (2EHESHL TE 515 ERG (Ot
FHIE W FHEBI I 2 584 3 2 BEAUE 5 2 Ml /L a5 L 7258k % ERG [Electroretinogram; #8iE#[X]
EV Do HERHEENY T D OISR VIR BRI L A BRE T F ML L <A S W zRlEk % ERG
EIFATWVS,) H—lE (transient) & 7 2BRFEDAFEET L2 L ITH L 20N T2 (B2,
Cosens & Manning, 1969; Minke et al., 1975; Lo & Pak, 1981). Montell & Rubin (1989) (& Z &3t
FINEERMO N #IR T % 56 L, Transient receptor potential (trp) =T & % L7zo tup T2
I—FF55 78 (TRP) &, AT > F ¥ A VEIEKT 5o BEETHHOME, TRP (IZIZAEDO
7 CEBLL 7240 EY & o B n T 2183 .) B E CHESN, TRP F¥ AV A—/8—T 7 3 —%
e L T b, A TIEA % L L I2FHOMBF 00K SN, TO0H 777 3) —1258sh
Tw? (flz 1, Clapham, 2003; Moran et al., 2004 ; Myers et al, 2008) . ZOH% 77 7 I 1) — & 1%
TRPA, TRPC, TRPM, TRPN, TRPV, TRPP & TRPML T& %, Bift, TRP F ¥ )V IL M F g TF
THIZHFE SN T 5,

FAESCW AR & O TSR HEBI AR IS AFEFES A ON HLGELE X OF OFF Hu D AEDBUEGHIZ 1, ek
(FMR LR 25 FTAANERZITHS T 5 (554 UZHR) (Bl 212, Kaneko er al., 1979; Kaneko,
1983; Maple & Wu, 1996). & Z A %%, IFLEREIE O AU L gl 2 & 0> F 7 A ATNZR T 5
Z e, HERBUBI & AR BRI S F T AEE SN S, REEER Z &1, #ERAUEMEIZ1X ON
ULl e OFF GO DR T 5 b 00, EABHEMILICIE OFF #1257 <, ON LB L 27 1E
L7 (Bl z21X, Kolb, 1997; Strettoi et al., 2010, 2018; Marc et al., 2014; Demb & Singer, 2015), &
@ ON HUARA BN ISR EMIE & > - 7 AFRE T, Al T7~2 ) VHlilas o F 7T AEER L T b,
All 7= 27 1) Y#ifiid ON H ORISR AR & OBICEBR S F 7 A% L, ON BARK AR O
N A2 L% ON ISR AUBHAGE % /- L C ON H LA EI IR IS 5 > T b 72, AT~ Y ¥

—115—



B R —

AL OFF IR AUSRANINL & ORI LS 7 A (HflEY 7 2) 2K L, ON BURARURAL O
W EE A 2 b % I s S & C OFF U GRIREETMIZ IS X > Twde, 2O XHIZ, AT~ 27 ) UAliEik
ON Hu U EIFR B o i) % ON UL EL K O OFF AR O RIARREFRAIIZ IR ) 00 A % E - T b
(Famiglietti & Kolb, 1975; Wiissle et al., 1991; Demb & Singer, 2015) . #i# & LC, OFF Hu LAl
HifiiE & ON HLLHEARE AT DL & $EfR L AR R D & O E TN L. 2F D, FHEBEWHEK TIX
TR & HEARDSIRNT. L 7R 2 TS 2 O Tld 7 <, s 2 FIH L Tl s o o R i
HEo T\ b,

HRRRRRE RS & B MFERIIE D 2 7T ARKIIZ LD 2 F T A/NADHEAET %o MR O MR %
ISENFEMAYRE L, MREER ORI ENES L &, 2 F TAREKOBMAKGE I V> 7 AF ¥ VDS
AL L CHIMNIC Ca* SR, 2 2 IR ICE R S M7z Ca® ORI & - TN O Ca® " il
BLEAT S, TOME, F T AMIDY F T AKFKMBIEEIZ 2o TBEIL, &EI0ICY 7 A0
IR A L OIS 3 2 7o E W B = U 3 % S a2 fiiE & B O BT & 55,
BHEBI WML & 2 BUHIIE (A LK) DY F T AR Z BT HMIE CBIS T 2 &, v F 7AKEKD
BITBULEBICEE nm OKRE %) RROBEYSHELEL, 20 K OMBNZEHD > F 7 AN an
R L T2 (Blz1E, Dowling & Werblin, 1969; Dubin, 1970; Stell et al., 1977)s D L) % F 7
AVRYEHETAHYFTAR) Ry 27 T ALY, HESUHTE & AU R Lud-aEHE (5
H) TEHZEEN TS (FlzIiE, Fuchs et al, 2003; Khimich et al., 2005; Dieck & Brandstitter, 2006;
Nouvian et al., 2006) . DY) K > F 7 AT R R EW ORI L 7S Th b EEL
SNTWV 5, HIMIIE TIEBEFICERAIC 7V Yy I VEgRE R L TWwA 2 2Bz 5L, BlMifay >+~
AR Ry 2 F TADPEET 5 2 L3I 5,

T ATHIBAMIR SN vy I UL, B LR E B H D kD 7)) TR ICEE S
LTNY I VRN T Y AR=Y —I2 & o T A NAIRANREDMET 3% (B 212, Danbolt, 2001),
D, TV I VRO TOWFE Y F T AESICIREN TH DL EE LSRN TE, LaL,
WAEDWIZEICBWT VS I VRIE Y 7 ASHCE TR S 2 & (R E VA — 38— [Spillover]) 75
LMo TEz, Bz, Ty M (EE CAL #HI8) 2BV, AT FTARLRE I N7V
% 3 UEEDHY 500 nm BENLZZHEATICE THEMRT AT EHE 5N TWwb (Rusakov & Kullmann, 1998) o
EHI, Ty MMRIZBWT, BB YT TARPSHIE NI VY I Y EROFREAHK 770 nm 12 F THE
T5IEFHLENIZENTW D (DiGregorio et al., 2002), DeVries e al. (2006) & Szmajda &
DeVries (2011) (&) A (Spermophilus tridecemlineatus) FAEHARIZBNT, VR I FTATHIE S
N7z v % 3 VRS Pedicle #MZ i L C Basal junction (2 & % AUSHIFLIZ IR L2 3 = &L 2 H 5
P LTze —, U AMBERATIE) Ry v F TATHRIE S Lz 7 v & 3 U E1d Spherule 7 5 gL
BV ENHRLE SN TS (Hasegawa et al., 2006)

MEE, SIS 5% 7V 4 3 VgAY ON FL ORI AUAE OB 2SR 12 H 2RI 7 v & X ViEL
T —=F 75476 (mGlu6 Lt 7% — [mGluR6]) IZHETHE, G /87 EMNEEILL, 7+
AT FVIAT T —EiEEEY LA S, MlaNO cGMP (cyclic guanosine 3°,5’-monophosphate) % 43
RS %o BUBAIBIELZ1E cCGMP S 1 F VBT 24 4 > F v 3V (FhU v a4+ [Na'] &7
Uy aAty KN BEBREOS A+ v F v 3 NEHET) BEET S0, AENO cGMP iEE A
WATHEIOF Y ANVEHL, A4y OB#ZIEE 2, —7, BREHECIEMEAS D7V Y 3
VAR A B B\ IHEIET A 720, G ¥ 8 EoEMALIZAE T, MR O cGMP 125 <
Bah BA+yF v 2VIEBEOREE 22, ZOLLARIZE o T, FHBEHIES T ON HULERU
ML AL AR 5 &% 2 51T &7 (Nawy & Jahr, 1990, 1991; Shiells & Folk, 1990, 1992a, b;
Yamashita & Wissle, 1991; Nomura et al., 1994; Masu et al., 1995; Villa et al., 1995) .

& AN, Wissle et al. (1991) & Vardi (1993) (X ON HUEUBUGHIRL ORHIRZZRIZIZ 7 + 2 7 + ¥
I AT T =R cGMP KRG A 4 > F X AIVHBHFEEL2WT & 2, U7z (Wissle et al., 1991; Vardi,
1993), & 512, ON L BUBUm ML L 3R IOk 43 7% cGMP 7 51 27 T % 8-(4-chlorophenyl-
thio) -cyclic GMP (8-pCPT-cGMP) & % \»ix 8-bromo-cyclic GMP (8-Br-cGMP) % #:45- L C cGMP i
oW iz L, F72 3-isobutyl-1-methyl-xanthine (IBMX) ##MLC7 4 A7 4 VLT AT T —
PHEMEZIZTL, 7V I VG WER SN D BRI 2 B3N 2w 2 E DS S AN
o7z (Nawy, 1999), S5 OG5, ON H.LRIAUBHIIL OB ZALOFAIZ T + AT 4+ T LA
77 —=¥Y¥ 35 cGMP G- L TWAaWnwZ EEZ/RLTWS, —J5, Vardi (1993, 1998) (& ON HLFEURUAS AN
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FaoBEIRZ2#21Z mGlub Lt 78 — 2353 L, & 6 IZBHRISR LR O MM E NI Go, 2RIEL TV 5
ZEEWSMIC LI, Fh2, /v 2Ty MEEFHL T Ge, & ON HLEDBURAIIGIZFEBLL v~ A
(Mus musculus), &%\ ImGlu6 Lt 79 —2 5B L 2w~ AR{ER L, ZO~7 AOMKEEN
(ERG) %A% L, bilidWdd 52 L2 B L7z (Dhingra et al., 2000) . ERG ® b %1% ON Hi.{s
BB OFEENRR T 5 L EZ 5N TEY, mGlub L+ 74 —& Go, A5 ON HULTE BUsHEE o 5
BAZALICEIS- LTV 2 W REMEATIEIE & 72 > 72 (Knapp & Schiller,1984; Stockton & Slaughter, 1989)

&IT, Go, OIFHEALIZEE TRPMI F v A VAR 2 2 & 2358 R & 7z (Koike er al., 2010a, b) o &
Fw 2z, Go, OiFHALE TRPMI F ¥ 2 OVEISE & #5458 (L <A) ICB L TEARD SV, R, Ge,
RN T Do, Byt T2y hOZBEOERTHINENT S 125 ) TRPMIL F ¥ VAL L T
W2 ATREMEASHR U S 7 (Xu et al., 2012, 2016)

9) AFYFXANMINE I VLTS —IERERYT T A SIS NTE D, NMDA B, KA %,
AMPA BID 3 5D 7% 4 TIZHHEEINTW5DH, & 257, KA E AMPA B3R 7 v 4 T
ZAMPRWZENTES T, FHNC L 2B ORMEZR X2 L GE1ESBR), 2ok, 14+~
FXANVETVEY I VLY T Y —% NMDA %! & non-NMDA % (3 NMDA il & % i3 KA/AMPA
B L RBT DI EDNDH D, F4E, AMPA Lt 7% — ORI LERORENEATED, VIR
KA Bl & AMPA B OB XBIDSTREIC 2 5 L PSS,

10)  HEBEAHEIRIE T ON fits & OFF & O 2 408, 3 70b 5 ON BT HIRIE b fifg 2 LT
OFF #EE% XGRS a i AL & MR ETMAAS S - 7 A3 5 2 &1L, ks afxic s
LIERFHTHL EEZ HNTE7: (Hl21E, Famiglietti ef al., 1977; Nelson et al., 1978; Bloomfield
& Miller, 1986), L L, 71 AHENHIIREIZBWT, ZOBEBIZAEDLRWEILNDH L Z EDHE SNz
(Marchiafava & Weiler, 1980; Weiler, 1981; Ammermuller & Kolb, 1995), F7z, 7¥FHETL =D
FH B b RWY F 7 A EESNIEIRB I BT RO > TWw5b (Hoshi et al., 2009) .

11) I X 2SR O HREBNOFIEL, ¥ F 7 AR S oI X > Tk ¥ 2 (Harris-
Warrick, 2002; Hausser et al., 2004; Surmeier et al., 2005) o fiIIAMEN TH 5 DO H L, FHLHHFEEROFH
FEAIEEARAT LT B0 RIMEZEHEARMINL I, B2 M 2 (Sl SEE BALE BB FEHT 5.)
72D F T AANNDBVLETH S (Cowan & Wilson, 1994; Sanchez-Vives & McCormick, 2000;
Petersen et al., 2003) . —J7, /Nx 7V F v THifaClE, MRS OB FREICR—ZA XA =7 —0
L) BRMWEN D Do) 12X > TEBIBEMITE IS S5 (Hausser & Clark, 1997; Raman & Bean,
1999) o FEARARFE R OMEAIEES E D L ) REEEZF L TR L00%HO 2T 572012, kMR
JHERFIC BT AHENEMO AT O L AN T 5 2 LIZR0E R,

(= & # 1]

Hartline D% & % D%

Hartline (1938, 1940a, b, ¢) (&7 =)V (Rana catesbeiana) W2 GBI LW ITBI B O FIIRGE 2 210
S5 35 A TOMKEEMIL (ON HLOI iR, ON-OFF Bkt iiiiie & OFF fr LR th#E i) 2
GHETDHIE, RICENZFNICZEEPH 52 L 2 HEP2I2 L7z ON HLIIHREEHILO ZHE N E ARy
MG NS BTPEO RIROSG) TS 5 &, EHIHBIEMLOEHPHBE Y, ARy MoOWMEL Lifs s
BHWIFARY MO A X RELT DT LN L > CREVEEIZE 25, LS % Pl 2 &, 85Hd7% <
% %o ON-OFF BUEETHIOZHEINTAR y Mex HRSE 5 &, OB & T8 U CEBIEM DS
AL %o ZOMWEBEMOFEFHIFHTE S, R T T3 %, OFF HLLEMREEIL O BF BN TAR Y
FOGHRST 2 g % & TR OFHDBIEE S0 HETAHEEE S AUE, FEFHHEIANC 2 %A%, FEFHIFHE S
bo Wik, WEZ RSS2 &, GEEMOIEIHIERT b

Barlow (1953) \&# =)V (Rana temporaria) HEFEAFEETHNL D787 5% Hartline (1940) O5EF L 7-2%
BEDBIENT EEHLMII L7, £ LT, ON-OFF BIH#EHIIEA R NOB) S 1THBO TRIETH S 2 &
bR L7ze & 512, Kuffler (1953) 134 I HEIEOZA B & Bk IZHUD B X 9 ICHHUER 2R3 5 FTE L,
SHEIEFLE R THERNTH L 2 L 2 LI LT,

INBOFRIE, A7 L ON KR, ON-OFF f#i#% ¢ L C OFF fik & v 9 3 MO 72 2 B AL L
TR AR L Cnd 2 EEZRLTWD, BEH L, ONRREKIZIHL { 5722 &, OFF #E I3t A A L7z
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2t (o722 k), £ LT ON-OFF #E#Id MRS RO E) & M TN 2 %5 2 o T B LN S
NTwa,

Lettvin D% 7 )V — TiRIC & 5 5 TIVEEMHRETRBEOME — B ERED Tk —

Hartline (1938) % Barlow (1953) ORFZEIXIRERPI OHEEDTCHREE D BT 2 V2 AL, Z % HikEE)
a 10 30 70 70 X 70
1°x20°

2 6 X : Lettvin DR 7 )L — 7 {EA L R ERIHE

A TV (Rana pipiens: KENZERBT 527 T TAEOH TV T, TOKE SI1E 45~7 mm T
BHbo) VKT T L HEETHDIIMENENY »/SEEZEF LORBE L, ABIL L 720 TV & Tl
B, o/ — Y THEo %, HESO L GEHETEY) & MRS O Lo L 2 1Y
bR, ke LRA#BEN S 72, FLiEM (Recording electrode) % #HA#Ed 5\ itz (BLmike
OFIGERIT) \THE X, BRSNS T 2 GBIV EM 2 IRAFE L 72 WIRERDSEA 144 »F (35.5
mm) OPEROPLE LD L) ATV ERE L7z, FERET VI =Y 2R THRZ~ Y M7 L —TH#
B, AT VORFOREFLE 2D L2 L £, ZOFEITHI T VDR ROHEF O
35702 & EHTWIz, FERNAIOERITIE/N S ZRA I A1) 72 8 § 5 RFESL IR0
%, JMIERZ FECA B2 2 & TRBMMOMEZFIE L. 2F 0, HEFOEEOLGIZH
B BT R TE, ERPOMEEHIOZEE 2528 T 2 2 L5 THo 72, B
AL SN/ VORISR SN & LT, a: M B EE 1°, 3°, L7° ORF I,
FRTE 1° X 77 OB B, Gl FE —008 7° ORWIESE, GRTE 7° X 20° O WA, F 724
RoBFELT, b Al HEOHREND /Sy — > B H—IlRES TR0y -2 %
Hwzo TRHEPINCY, FEROERIIH—2IKEG, s, WENE, H250IEERIEON 7 —FHd
FALZ (BUSIIREN TV Z2VG) s TOFEIZEWT, 17134 032 mm Th - 72,

R Maturana e al. (1960) @ Fig. 1 (132%—2) %5l L7z, Fig. 1 X F2BIEL, —#
mEEL 720
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FLI LB EAL O FEFHET IO L TMIIER TV A Z L 2SI Lz. FEROABERE T, JEHEDR

T Z LI ER TIE %R, WO (v P) RREE, FAEoar M7 X Mz, Wik (REP0)

OB E V574 L DEALEE ATV S, Lettvin et al. (1959) 13, ZHHDZALHH T)VIZED X5 12

ENDOPEMAET H121E, BT 200K E SRBLZLS &2 2RI 2SR, B o £ I3

735 &9 RHRERME W2 UED S D & & 272 BRI, # )V (Rana pipiens) (2 ARy PG72T

T, FMORMPEE L2 D2 VIEEA» L THIRTEL L), ZZ VARG L 512 F— a8k %

TEBLL, ZOWHNZSTEDOERIE Y — 2 23R L, FERO LIRS L o TARBIL L2 TV & S H

— MBI O BhER 2> & TG BN AL & MRS 5 2 EB A 1T o 72 (IRERD & T 2 B R d 2 »

I D 2 AR D Kif 2> SIRE AL & MIALEE L 720) o BRI ORE 1%, F—20l (Fx

VIRER) & F— 2N OBEEREE 5 S ERDMEL HEE [ b WIdrbbd] ICXoTERBEND (36

M), o720, ORI T, 7 VBRSO AT ORE SP[ETERISNL, 2

NoHDOERDS, I ZVEROMREMEY 4 5 4 TICHE L7z, S 512, B4E, Lettvin OFfZE7 LV — 71k

71 TV ORI E 5 % 4 FI2HEE LA L7: (Maturana et al., 1960). LLTF, 5% 4 F12OWTHHEIZE

W32,

R HE AR ETAEEE (sustained edge detection; sustained contrast detector; boundary detector) :

THRBIL 1~4ThHY, TETNIZHRET Y b T A POd LERIFATIUIGEEN % 84 2. ZHTFN

ARG ECBURL, FARMOB) X IGERESR SN 2. Sk MEEaem) 285 &9 200

FBIZIZBOG L v

Hh A% B AR BT AEAZ  (convex edge detection; net convexity detector) :

ZHEBIE2~5THY, ZETBNOEFIKRO T > 5 A OBEFIIISET, &5 MEPEDT OIS

W, H5VIAOD DRI L > TIHENEN % 585 5o

B EhIE A% B MR ET#EAE (changing contrast detection; changing contrast detector) :

STHEE T~12°CTH Y, ZEHNEREOREON WA T 2 &, IGEBENEZIEHT 5.

BIEAR BRI R EMAT (dimming detection; dimming detector):

SHEBIXISTHY, LT &R IR RN 2 5T 5.

R RER H B A2 B2 (Dark detection) :

SHEBIIRE C, BEICRIT 260555\ 3 LIEBEA OSSR S {, SRR TREINIRKE 25,
S BRI & FOSOBIR % B RmIICTIA T 2 1A TH 5T, O L) mlfidghy v (KM

OFFEL HWTH Do) THEIEZ IS 2T 5120E, AET 28 OE BB % 18 LB (fz1L

HINVOEORE SRM, HDVIEHN TVOREA L E2E# L) 2Z2 20883 H5. 2089

GBS, Lettvin OBIFE 7V — 7137 TOVICEBERR ZE#R L o= — 7 U0 A Z R LTV, ik

BN CRUAEEARAE) % 04T 2 2 & il 7e JUCHRD THIBRGE VY, AR E LT, 7 )V A V272 Hartiline

(1938) DEFGFHERDHHF AL Z LD TERWHEHIEELX O 212325 2 L IR L7,

(8 = & # 1]

THFLIBHEAR OO MR AT DA

BHEBEIEZH % 2 & 4 TOMMI Gk L) &, SR O SI2E Tl % 12 % i [ EF I B RE
T 5o WHINIZH 2 EWEAIEE WIS 2 &, SN CREESOEE A T, e LT Eiicd 2
COGMP IKAF LR A & > F ¥ A VA BIZE LM B RAE U b Zhud, MAMIIIC & 208 - BRUES L L
N CT W 5 B OREMNZL (FEAIES) 1, M E 5 IS EE S v 2 BUBRMIIE 2 48 ¢, i
Wit~ & ¥ F T AEESND, MREHIIEEO B M TH Y, WME CROHREZE (i) %
MHZL TV 5, MBIl s THE BT MBI & o TRLEE - Sl S 7o LB RSt sl 12 % ©f%
EEIND &, HEEMIEAEICERIND, 2F ), WROHBINEIGEIEM OIS (58K HEORKE 2o T
MicES N5,

Hartline (1938) 28T - 72 & 9 %60 Sl & F v aud, fsisiiziz ON (H4T), OFF (J847) ZL T
ON-OFF (&0 i) 1ShIE L IS BIEM OIS /85 — > 27T o BB 2D RBES Gl 75
FELZALZZES, BIPEDOY A X35 — > (AFy BRI L), WEZL (hEely), 2Ky b
SEORBE), DOAERES EHR L 2B 2 SV SNz, RETIZa Y Ea—y T A7 LA RIEAL,
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WP, LOWRERLHOBE L &F BHICHAG DRI (B2 18, Rl R ENERERICZLT 2 6l
R - THEAZAL T 200l ETh b)) DWEEE o Twh, 2O X)) RIEIREFEOLE(LIL,
HEE D L TIHE T & 2 MR EIAMIE oW 78 2 K & < BifE S ¢ 72,

FREH OB H AL THO L BADNHEEL, SHEEHLE RO EHAE ) TSI TEA O F85
DENH S ON H.0 I & OFF fb Al Rl & s (121, Kuffler, 1953; Rodieck, 1965). ON H L Fl i
s ClE, ZEEOIOEY RS SIS L IGBIEM O AN, ZEFEIIED RS S n s &i%E)
B ORI T 5. —F, OFF HuLAEMEEML ClE, A H.OoBHFI W IHEEN R O 55
AL, ZHETRLOSCEGI O SF BT 5. DUNIS, WABEREE CITh N7 o2 % /80
T 5,

IHFLEEME D ON HLLHl B X OF OFF H DA ETIgIE, 22 NAsX, Y & WHIIED 3 D250 s
Twb (B z21, Stone & Fukuda, 1974) (ON H.0 8 X Mg, 2 5\ & OFF H0 B Y Mg o X 5 1cFE B4
50)o XAMMLIEZAREAVNE , b L FLOREIER TS ), ZHEROE RO IR 5 0
BEMIESEHIEME S NS (B 21X, Cleland ef al., 1971; Fukuda, 1971; Fukuda & Saito, 1971; Stone &
Fukuda, 1974). Z OMIFIZEIREH IR LTINS 2 /R L, W E) X oSefil#ucid sose3, &k Lok
USROS T 50 Y MO ZEEIE XML 0 b RE L, ZHEEROE BB ORPEMRIZ X Mtz
WARTEH . Z LT, BB G E RO AL D WEEA S, FFRIEINAE S5, Z oMlgizti
Fhoxt L C—\mMiEng s R L, WK E 2k (51 oW X2 X ST % (Blz1E, Cleland et al.,
1971; Fukuda, 1971; Fukuda & Saito, 1971; Stone & Fukuda, 1974), TN 5 DR S, X LI ZHEN
DFEORVHEOT Y N T A FoEeE, 2L TY MIBIIRE 2IBE (HL WIERLEVWE) of)
LD SORMEZILT20IZ# L TWwWbEEZ BN b, * 2 (Felis catus) 7% ¥ (Oryctolagus
cuniculus) FFEIZBNT, X E Y IZHETE LW WHIRBASHFAET 2 2 L0 E 6N TS (FIziE, Stone
& Hoffman, 1972; Stone & Fukuda, 1974; Caldwell & Daw, 1978). W i3 2527 Y Ml X v &5/ &
<, ZHRBEHRLE FEANORIENI R 2 KIS0 H S\ id v, £ LT, B < BRI A3 2 BUS b 7
BV, ZHEEHLEHBORENT S WHlao bz, Xl Y e K PRS2 RSy A4 7, ZLT
ON-OFF FIO 5% 783 % 4 743 A (Stone & Fukuda, 1974; Levick & Thibos, 1982) . ON-OFF #l &
ON B x~d W Mg 2, &8 ISEIRE 2 R TMEsH 5 2L MO0 h>TwD (Bl
Barlow & Hill, 1963; Stone & Hoffman, 1972; Cleland et al., 1973; Cleland & Levick, 1974a, b; Stone &
Fukuda, 1974),

X, Y& WHIEO 3RGHIIAXI, vHF, YALEOEEE, A3, SO EDO—H
DEEHTHLHADS5NS (Stone, 1983),

EREMREOHBZEME & REBROBMARIE

FHERETHIE OB 22 O SR MR DN~ O PS8 5 — v 20 6 BEFHIE CI1x X MiffAs Midget A
o Gl fhns /N <, BRIRZEE 2 720 Midget Ml & FEIEN 5 5) 2 L C Y i Parasol Ml Gt fAs
KEL, BHRZSEA D X H 12Kk E MEL TV b 7280 Parasol M L IFEN5.) 1B 2 EEZHNTW
% (f1z12, Perry & Cowey, 1984; Callaway, 2005; Griinert & Martin, 2020) (ON 0% Midget #if, &
%\ 1% OFF H A Parasol Al & 9 12RH$ %,) . Midget #llffid & Parasol Ml DAL A3H00 — B HEHT
W% % A L, Parasol Ml I3 MG 125t L C—# P64 % L € Midget Mg T FfbIn & % 5849 %
(Dowling, 2012) . ERAFEME Tl Midget AMIEA5%80%, Parasol #laA5%10% Z L T & O ftho> e A
FI10% A % o Parasol Ml (LB &R 12504 LT 2 DIk L C, Midget M id i S AHEICZ D540 A3
£ A, Midget Ml & 0 b & 51N S Mgk % A3 % Bistratified Mifa2358 1 &z (Bl 21E, Dacey,
1993; Dacey & Lee, 1994; Lee, 1996; Calkins & Sterling, 1999; Callaway, 2005) . Z OFMIREOMALAEATN S
W OORRRZERIZRE CMEL, MR () BN L OFEIEME R L, 2 L CHftigfic
L CIEEEMOREFZIZ 52 LM E SN TS (Bl21F, Dacey, 1993; Dacey & Lee, 1994; Lee, 1996;
Calkins & Sterling, 1999; Callaway, 2005). L 2L, Z®OHHEIZTH 1A STz (Callaway, 2005;
Griinert & Martin, 2020). & 512, Midget, Parasol Z L C Bistratified Mg DA O iEHi#Ig OfFTE b #R U
51T % (Callaway, 2005; Griinert & Martin, 2020) . Midget TN 1527855 o Hpu(aE & R 05 C il R &
TS E 7 5728, kE I F LIS o Parasol B O 25 Bl & LG AV IR A A L, IR s
IS

T REHE D & PR OFGE, Midget MlfaA & SMIBEKRAR O /INITERE % #2H L THREAZED RN B4 1
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FHEB R 3505 2 SRR D L < &

UALFEP~ & 2 /RS (Parvocellular #5#%) &, Parasol M2 5 4MAIBEIR kO KHfaE  (Magnocellular
FERE) 2 FEH LT 1 BRI~ & 2 2 KBRS 125 5 (Bl 21X, Wilson et al., 1976; Leventhal et al.,
1981; Merigan & Maunsell, 1993; Lee et al., 2010) o /MIERER L8\ ZER M EREL A5 225, Wi f#REIL
<, BIEMEE | KEETFIELZTHS (BIZIE, Leeetal,2010), 72721, MkEL (5) & Bistra-
tified MAE & FMAIHEIR AR o BRI RS 25B8 54 5 Koniocellular #EEAFAES A Z EBHSHNT WA (B2 I,

Hendry & Reid, 2000; Percival et al., 2014) . FMFZREEI O ERY (223, EHDFEEIZRCS 00, K
SFRRED R W IERE 5 1| REEII(E 2 T2 (Dacey & Lee, 1994) . /MR & IR R R 361245
| REEEIET S &, 2NN EHE R %/ CHEEZ L CRRER % R CHEENE P LS
(Merigan & Maunsell, 1993) . HIEAZETIZ TR @ISR § 2 BREHR, < L CHEAE T TN RO X0
N A B IERLBE TN L Z ERPHL N E > Twh (B2 1E, Komatsu et al., 1992; Kobatake
& Tanaka,1994; Pasupathy & Connor, 2001; Yamane et al., 2008; Nishio et al., 2012; Okazawa et al., 2015),
BLZOWIRIZH 20b 53, IS BT S U TIMUBEIRAA T R S L5 ON i & OFF #2255 1

WHRREIF LI & O L9 ICHERBEIZIE 2 SN TV 2 DI RZMH I N TV 2w,
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