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e

™5 (Surround Modulation, SM) J& ¥ 2 ¥ AN 5 20 P RS 28 JC I FE AR GEYE . SM &M & i %
B (RF) JAFE PRS0 GRS AT #E okt R 230E RF AR 23000 0 RBIEE ST, X —FE
BN Ay A5 BN B SR AN D e I S CE g A I Ll e 1 A SML A [ AIBIL ) T DA4B 7 A2 B 38 N S5 3l ) Ik
HR SR AR JE P . H R — e 8 ) 1R B E S RS B BRI A2 B 5T Y B AR SML, B R A2 AR 3G
AT PP AR EE R fEE, AR 7 — MR TENS A SIS ) CAEMRB, B SMUETATR. /K.
St 2 1) (A L4 I SR S R VR, T S T A o R A L G 55 41 o) 205 SR P 3 IR A2 A A A ) ik 3R 4T
R Hh, A T T IR R M N A AT R [ % AE SML TR R AR BOCE AR .

F£1E 5|5

1.1 {ERMEIHERIASEET

H ARG BB P 22 23 1) 23 A ORI R, T e A0RT DA TR] I 0 AL X I (Retina) o SR, P SE EARLGE
AT F R CARR | FMNE TT0 ALK R R (Isolated local stimuli) SR o 3K JF B0 R 5 H1 28 TG 14 J%
I (RF) B2 858 S, R T2 B e S B RN, £ 51 Q08 S B AR 3 [X 5 (Hubel & Wiesel 1959). 44
M, JERNTRI, BHMZIT RE AL R, 2iE R 2 RE [ A E SRS, 2 5 pa o4 A 2] RE
BB SN o X FPRR PR AR IR SR ] (SM), SM 7E B AR s ik B AR B L, H T SRR o0 # 42
TCHI BRI AR AL, 17 R B HAd R 5o, BRI SME 2 A5 15 B AR B A — AN R 7

TEVEZ L5 RG AR, SM ER 2w 2 T i) — AN B EE 5, HAh A FEAL R (Mcllwain(1964),
Solomon 2§ (2006)), b [T (Sterling & Wickelgren(1969), Goldberg & Wurtz (1972)), R (LGN) (Levick 25 A
(1972), Marrocco %5 A\ (1982),Solomon %5 A (2002), Bonin %5 A\ (2005), Sceniak %5 A (2006), Alitto & Usrey (2008)),
N (Chalupa 25 A\ (1983), Berman & Wurtz (2011)), 254Uk ¥I A0S [ 2 (V1) (Hubel & Wiesel (1965), Blake-
more & Tobin(1972), Maffei & Fiorentini(1976), Gilbert(1977), Nelson & Frost, 1978, Sceniak 2 (2001), Cavanaugh
&% (2002a), Van den Bergh &5 (2010), Angelucci #1 Shushruth(2013)), PAKZ4MEJZ (Allman %5 (1985), Desimone
F1 Schein(1987), Born 1 Bradley(2005)). SM fE T A BN RS 356 ik, AHEUT 3 R4 (Knudsen&Konishi
(1978), Sutterd %5 (1999)). KK RS (Vega-Bermudez&Johnson (1999), Sachdev %5 (2012)) PA KR % R 45 (Olsen &
Wilson (2008)) &%, 5 H] SM fE/& L fe b BA HEKE .

1.2 IR&ATRIThEE

SM i — A EEReE R, SHLLRREA L, #9250 RE WANIAS R (5140, 95 E AN [F 7 1) iR ) 38
WG AN TCHE SR R X T EUR R AN L IR S T R NG R, Bl I8 sh e ES.
X WSR2 AL R T Wl A, B SM ZERL B S5 MR 28 P (Knierim & Van Essen 1992). 4441 5 (1) J& 0
(Nothdurft & A\ 2000) F1EJE-15 547 5 (Lamme 1995) HFR3E TAER . 28T, AR FE N AOEE], /M. &5
R FEZVEARI A BRI #2270 RE AN, o e E A G208 (Facilitatory souuound effects). X
— B LE LR E SM AT DU T AN B #5452 (Kapadia 25 A 1995 4, Polat 25 A 1998 4F, Field 25 A 2013 4F).

SM B 7E R DA% AL FE (1) BE VO AE LA 5 SR I v i v S 21 EEE T (Barlow 1961, 1972). AR4EIX LE3H
W, BARENG AL B R 2 2 R (R AH DG (B & TR S S, (Field 1987)], il SM AT LA/ #4128 50 e B Hb (13X 4

TR 50 88 FEALSE MG h, SET XS R AR RCR I AR, K (B) S 552 B g de 7.
R A IBENL I R BES St h AR BRI LR AR Bk AT 43 AR 43 B X RN BE 77



TUAY, SN BRRE S . B D TUAR R ARG AR TE P T A B A 2L, AR R T 2 6T
T 15 B (Olshausen & Field 1996, Schwartz & Simoncelli 2001, Vinje & Gallant 2002). 25 I 7 5256 41 BY
T SM ] DABRAR BT # 22 e AR et I HLBS I HAR i M (Vinje & Gallant 2000, Haider %5 2010, Pecka %5 2014). SM
(B SN RN R m AL S FEASAH ELHE R, B, 7E VI A, SM I TC A8 /0 7] LA RET % 5234 7 (Boundary) [ HL
(Nurminen & Angelucci 2014)(J. F 3 2.2 7).

1.3 ISR R EEAEI A7

X SM AL AR 5 B2 T A AR AR BT B R S AL, R PT REHR R IR AN R G T S S A . X
FEAE SM R AR FINLE], H RS Z IR, RIS R AT RS, R X N R R KR, DR R R X 32
6] B E R 0 S B ERE AR E K . tbAh, SM I A R Semil) 2 B 40 1 ik 2 % s s B 5 8047
IBAFAE4H (Sachdev 25 A 2012, Wolf 25 A 2014, Miller 2016). fEASCH, FEFHIGAMLIGHI T, AR TR
I TARER S, BRRTBRIER:. KPR A BOE BT SM A R, (X S 3 3258 o A [R] IR ML i) 76 S [R) FrD e
JREEFNASR] ()R P R R, 2 S (L 1) 0,55 3 30400 o o 22 R S S A ) 66 (10 0 ) 3k SR 388 om0 s >
AT B RAE VX, SM EZ X IR 5 i o) 32

28 PEIFTRIMER

2.1 IRGRIFTIRVRT 2 M B Rt A B

—ANGFI SM BB ZRE B B 1) R B . X SRR LTV 2 R, (BTER RIS A R KB V1
STz, EE AT AR AW I ETE G (B D), SO R T IR TR M R S, I R G e
W%, XEHEFAE Angelucci & Shushruth(2013) HFFEAT T VEANE W, (R IX AN AR faf B 4

VI iy SM FERBLH DL T A

1. SM 7EZE () BJe ) VZ i) AERKRBYrh, REIFGE (LHERNH]) 580N A) DLAE T B 4 22 o5 4
O 12.5°(BRFE 2) I 7 80, (LR ] 560 5 il 25 B 25 S A 384 I 987> (Sceniak %5 A 2001 4, Cavanaugh %5 A\
2002a, Levitt & Lund 2002 4, Shushruth 2 A 2009 ).

2. SM % 1B 3 RF 2 RIS E . SR 2 (i RE ARGt R I 77 1), 25 (RIATR . B8 7 1) R FE 1)
(SR S ARSI, T S 5 P 1) B i 2 E B AS SR s iR i (i, 1B A B ) BB AE A R T TR R )
O (Blhn, 1EAZ 7 1) R I RS R 30 (De Angelis 25 1994,Li & Li 1994, Sengpiel 25 1997, Walker
%5 1999,Cavanaugh %5 2002a, M iiller £ 2003,Webb % 2005,Henry % 2013,Self %5 2014), FEE )52, SM K177 M
7 (Orientation Tuning) 5ic MM TG 77 FWEFJCOG: 75 RE FOJE BBl 0055 i) )2 7= Ak ek i 4, RO RF
SIS R AR 2R S8 BT 1 F6 7 7] (Sillito 25 A\ 1995 4F, Cavanaugh 25 A 2002b, Shushruth 25 A\ 2012 4F), 4
XFERRIAE RE A o o L s 58 51 A2 A1 22 J0 ) S8 (Shushruth 55 A 2012 4F).

3. SMEXTEEAH ORI, 24 RE H IR S EEEERT,  FRGeail s 51 R M2, (DeAngelis %5 A 1994 4F,
Levitt & Lund 1997 4F, Sengpiel %5 A\ 1997 4, Walker 5 A 2000 4F, Sceniak 55 A 2001 4F, Cavanaugh 55 A 2002a,
Nienborg &5 A\ 2013 ) {H 45 B AT L B i ) 25k B2 4 H (411)(Sengpiel 5 A 1997 4F, Sceniak %¢ A 1999
4, Ichida 5§ A\ 2007 %), b4, SExttLEERAHLG, ZEACH EEEERS, SM 7EZS [A] 52 (Shushruth et al 2009),
77 )% 1 B 99 (Cavanaugh et al 2002b, HashemiNezhad & Lyon 2012), E.A &R (Henry 28 A\ 2013), H H.jtihn 5
554 (Cavanaugh 25 A\ 2002a, Sadakane 25 A\ 2006, Schwabe 25 A\ 2010). 5 —fihift, RF FIPRGEHH0E R E
FERGEIE SM A5 AR E I R 2R 2 RF B ZUB0m I (9, dsd S 77 [m) AR /N s B EE I, 59 B0 1
WGl 2 SEEMH); 480, 4 RF BES5B0EET (g, 38— AT bR sk e 7 s/ gD, 553858

SERERE: 2L SRR R RIAT , AR TT R AR A A AR A 2 . B R BRI A 2 O BN R SR, R T B
FEE Rtk



22 #-IFLEIAT
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1: V1 H 7 [ SR K SMe A V1 4 BT =it b B (R €l 22) AIMECXT U RE (O 2 T 28) 24708 8 1 Sl B 11
WA o £ B S S35 3 B — AN AE, X BT sRE ZE 5t GBS (SRF pign, A B ELHT k) ST LU (sRF 10w, A
IREET ) B BIRAN, R el , BEE R AESE, AN S N HIH 2] RF X485, RS EL RS, RS i %2 iih
AR AR XS T B B AR [ 4 % o IEERSGRIE SRF pign 1 SRF 1oy Z AN X3 (B L1 52) 0 FX — X33 ol
BAE o EL B BP0, TR B BRI Bl e i . ISR AR IR Ge 2 MK X (K BRI iz SM 53T
Uit SM R ILH AL LEEE R R R R o Bk RRm G182, TRERHI KR & sRE FIFRGE AN [A) 28 BB o i s = 1 o
H1 Shushruth %5 A (2009) £ 1E.

4i5: SM, AGETT; sRF, SRAERISL.

F (B, G —AN/NE L T EE BRI B EE R W BAS AL HE (Polat £5 A 1998 4, Chen %8 A 2001 4,
Ichida %5 A\ 2007 4, Shushruth 5§ A\ 2012 4F), i3RI GERNE (11, I8 —NRH . moof B RE BT b FE i )
B0 2= 51 R .

4. SM RJEIRGE, BNAS o FEIGe, 1 2R o e o T 5 RO [ CRIABE D), JF A
TEVFZ V1 fE& 0H 0] DALE RF KOS GRS (0-ms 2E1R) &4 (Muller %6 A 2003, Henry %6 A 2013); #H)%, fE RF Al
Wae CREVERNERD o, Fa) i b A8 @ m) B E 5, I HARXS TS5 & 1) RF Wi B (1) T 46 2832 2 10-30
ms (Bair 25 A\ 2003 ) FIA 304 (Henry 25 A 2013).

5. N R ZZ 0 SM RFEART], X R K ZZ =4 SM 1 [ FINLHIAF . BARIM S, M LGN gk =
TG B IR B 5 N B RE R NN 4C 2 b, HIASI (Surround Fields) b HAbZ B /N, SM TS, %A & H .
UeAh, M T HWERZZE, SMEREZE @B UL L) Fi77 A5, BREE (Sceniak %5 A\ 2001; Ichida
% N\ 2007; Shushruth 5 A 2009,2013; Henry 25 A 2013).

2.2 -1 EREGRIETS

SM R LG BEAR 1 1) — A28 S, FEARTIEONS BE BE NI EE (1) RF K /0N B AE iy oot B BE T & (1 &5 SR K
(Sengpiel % A\ 1997, Sceniak 55 A 1999) . iZ I G AE <11 FRAR B S, 55 50500 U B DR /N1 86l 288 PTG F A L, AEORT B BE K



ZINUR R 11T 23 1 U i 1) B R RO AR T S o AT TR 2 T I 6 U 1) RF K/ R (SRF high) BRI (SRF 10w )2 XF
EC AT RE, A 5T AS[F 9 RE K/NIl & (41 Angelucci & Bressloff 2006 s & 1)), 1X Al LA X EEASEE ) (Song
& Li2008). WIE1HT7R, %F sRFpigh M sRF 1ow 18] DXk A 3EAE o) EU LN SRS, T AR L B2 51 e i
o RATRIXA X IBONIEIASE, HAMG X O 58

SEIGHIR R, XN IRGRIX I GG X SR IR 58 XI5 FAE AN A (1 ) 23 O o R 1, AR I
PR, FETREARSS T AN E A e (Angelucci & Bressloff 2006, Nurminen & Angelucci 2014). FAKRE, VI
AR T SM tbize SM B A SR04 ME (Shushruth 25 A, 2009 5£) FIE A4 H) 5 181 (Hashemi-Nezhad
Al Lyon, 2012 4F; Shushruth %8 A, 2013 ), 5 AFUWEIRAINT LG, 1T SM Az SM )77 5] 1 AH{L (Shushruth
2N, 2013 ).

AT (Shushruth et al 2013, Nurminen & Angelucci 2014) PLRT S $EH, ¥, & SM FIA[E S AT RE e ik T H
RGBT R MG R ZE . £EREG Y, L& mMLS 2 MR Z BAEEST R, Rl
GRS LU A 2 A T REJE T IR — PR SR BR (Geisler S5\ 2001). AL, xFF HAREE
RAREZR S B 7 AR AR 2%, I FRGeAM BE 5, 1 XS T R AE MR BRI 7 A R R A0 i 2%, I &8
I EFIBE R S 5AATHI R RIS (L S8 1.2 %) — 80, XFhC AT, I 0] B B
CERAIMN, I SM N T V1 SRS K FEHME (Vinje & Gallant 2000, Olshausen & Field 2004). B4k,
WA RS, BRBGHRKEETE VI B g8 i B L T B M v K, Tl SM JEb T
&8P, (Schwartz & Simoncelli 2001). N T SZHFHX—{B 1%, FATRIERH, HAREG TSR T T
Az AR 4R, o7 08T VI #PE R A SRIE AT SM ) 7 1) R 2 (B 450K I % (Nurminen & Angelucci
2014). HAth—LeBF 50 SM AT V1 HHPEE T OC R I R K (Vinje & Gallant 2000, Vanni & Rosenstrom 2011,
Coen-Cagli 55 A\ 2012), Z5 FATIAR, a3 b 28 6] [ 48 BAG e 2 PR 3 PE AT B A V1 B2 e 2 (] iR e T AR
N, BUERIE SM ETE AT DL Bh AL R G BOA AU F AR 3R . hah, USRI S A 1 R TR ) St
TR B o Ny, IR Gl ok (B, 61483 145 114 2% (Nurminen & Angelucci 2014) H HJ& T 7 — X} 4 1)
[X 35 (Coen-Cagli 55 A\ 2012)], I IS FT RE H B — A IR0 R HOR X Gl L 431

FALEZ N, BAREUE P ST RS PR, I EAUN UG e A AL B 1 D7 el A s AR, Jze SML X i
FEAN 7 1) R R T H 2Bl R B A i (Nurminen & Angelucci 2014). Bt4&, 32 SMEAE H 98 BUG = (A #210
GIBAE G, WRETTIN)EROR, BV E SRS B AR (3 43 AT LA V2 BT [ 43 A — B (Geisler 55\ 2001).
R, Jz SM I T V1 XK 2 80 MRS E I AL R AL B RS, BRARG B R A 87 A (RLRE).
X e W] B 1 0R B FE A5 B bx, BASI SERSIFNE R J (Petrov & McKee, 2006).

8 3T ST AYE S

BB AT ALE VI e SM, TSR 8 PR X2 B 5T (ZEALIMIEANT LGN Hh) P AR IR R Vi
WIRIZKCFHER:. 5 VI KX R BUE B RN E A 4. e b, SCIRUEdRaR M, ATSUERR . KT ER
RGERAA BT VI P SM B, HH A R B S RO () MIAN R ) B2 2

RISy SM AL 7 — /M) s NIRRT, FUR KR EJRIRT VI 1) RE BE (R334
g%, JFEJEIE VI BINZ 40T/ 4C). BTSRRI RERAE VI HIUJZE 4C) A/, 5. R SM i
LTCIIFENR o AT RSB SR SEAE 25 6] 0 SML ok 1 S (Mg Iy, BT ET 4C R 2N, H4C
RIFUERT SM P LIS RN BeAh,  BSRIKT M Bt LB A AT B 7 A3 SML (H R RBBERE 38 SM. R
7, FATT [ T SERFX BB -

1SRFhigh: Summation RF at High contrast: 7Ef%f L F RF (A,
25RF|ow: Summation RF at Low contrast: {E{&X] ELE T~ RF [A.

L2 5)31%%: Tso-oriented edges.



3.1 AT htEdE

MT
V3 ‘
— H connections V2 i
FF connections
= FB connections ‘
= from V2, V3, and MT
= SRFhigh
— SRFjow
Far
@‘
V1 _@
b -
h % v A

[ 2: V1 SM B L . FR(AEE), H(ZL ) Al FBI () SR RP(FA (X 350) A1 SMOB L2 X 3) A1
SOk, ESUARE V2. V3 RS smOR E IR X ) A TURR, MT DX 35 A S i5ont ok aze ) 6 F X 480 5
k. EMEME Angelucci %5 A (2002).

45 FB, &i5t: FF, #i6i: H, /KF: SM, HGEHTT: sRFpigh M sRF 1oy 7070 7E iEbS EE EEAMIR B BE TR 3K
AN o

3.1 BUiRERE

V1 AR AN & E BRI V1 #1250 RFs 25 AR 45 i SR K] (Hubel & Wiesel 1962, Reid &
Alonso 1995, Angelucci & Sainsbury 2006, Lien & Scanziani 2013), {HSZIGUEHHZR, EATHEEM SM. &6, MM
JA 22 5 20 ! (Solomon 25 A 2006) A LGN 4l (Levick 25 A 1972, Solomon % A 2002, Bonin £ A\ 2005, Sceniak
2 N\ 2006, Alitto & Usrey 2008) #4)&8i SM. H T LGN [#] RFs Lt V1 [f] RFs /N, T V1 gifskid, BIfi 2 &
PR/ 2 A58 LGN 40, A4l LGN 40, SEO VI BIRTSRIEOEIR . Hk, X V1 235
BELBT G P REd i Bl o P Sze R e 2 5 | ke A Rl ) AN BBV B VT 4 (35 A8 BB (Ozeki 55\ 2004), 1X KA
A — LR ) LGN 1. F5E b, fEMA R KB4, LGN H11) SM 1 LGN V1 2 (4/4C) A FALH
REPE: PR AR 2 PR 54 AR TR BB A B ZE 1 %€ A1 (Solomon %5 A\ 2002; Webb %5 A 2002; Bonin
N, 2005; Ozeki %5 A 2009; Shushruth %5 A 2009, 2013), K[ 4/4C ZiL SM 7] GEist % F LGN ¥ SM. #HLk
Z K, VI EHEARZE ) SM A2 B E %€ MY (Hashemi-Nezhad & Lyon 2012, Henry 2% A 2013, Shushruth 25 A\
2013), [RIHEAREM LGN 4h7K, TiZ07E 52 i =42, BRI RerE B MER Z Hhr= A . s, fER KB+, VI
JZ 4C 41 SM Lt LGN F1 4C 4MF) SM 7EZ5 IR BRET 32, Gt T BRI A4 N A5 2 RAL 7% (Angelucci &
Sainsbury, 2006)([42), FFXEHILE V1 2 4C AE SM G B2 A 818K (1 DTk .

FRECT AR A RSB, 2 R LON M N fiA By T VI A SM. XRFNIENRF, K
— B4 LGN 4H i 5 A 2 13 A 19 1E M RFs (marshall 26 A\ 2012,Piscopo %5 A\ 2013,Scholl %8 A\ 2013,Zhao %5 A\
2013), JE ISR GANHITELS 4 )2 I E 5 HAh V1 B Rk, i EAT EEBIIERZ (Self A 2014).

VLX) A28 %5 40 . Retina ganglion cells.



3.2 KFikdE

3.2 IKFEEE

V1 IR R K R B KK IHAE R N IR R A B, TRV 2 ALNIF T2 2/3 25 5 25
J9'H W, (Rockland & Lund 1982, 1983; Gilbert & Wiesel, 1983). ‘EATHTEA KIEHE, Z/DLE 2/3 2 (CEATHIEHME
W)Uz, AR IE G MEIE L SM,  AFEIIEIEEI RG], 1Y, EATR A E A, X
SEH K AE AR IS, i RE S RIA4ERE, AFELE 3 VG, J& sRFnign BN 2-3 £, S5HIEH SRR
/INAEFR (Angelucci %A 2002 4F)([E2). FHUR, EATUADS B A & o F4M | M4 2 708 B A% (McGuire % A 1991
F)e =, BDLE 2B E, CATEESEAH M J7 A i L2 16 2 18] 77 ) b A0 S e 42 B G ARABA T 1) O 7 FF)
26 (Ts” 0 %8 N 1986,Gilbert & Wiesel 1989, Malach 28 A\ 1993,Ko % A\ 2011,Denman & Contreras 2014) (Bosking
2N\ 1997,Schmidt %6 A\ 1997,Sincich & Blasdel 2001); Z45 A Bh 42 5re 17111 SM 1L 2R {2 3 (Kapadia 25 A\
1995 ££, Polat %5 A\ 1998 ££, Chisum %5 A 2003 4£, Shushruth 25 A 2012 4F). STE#E 2 P AEAE E AR E K P
BR3P M, IE SM {EREE B EEAERZ A b S B M R D5 19) (Hashemi-Nezhad & Lyon 2012,
Shushruth %8 A 2013), JH, 7ERKIEH, & mIFHIEIT sm 758 2 HIUR R E R (L5 3.3.1 1), {E1f3E
B, THERRE R TR E 7 ) AR R R AR BOE RS SML L AR SR, B AR O i U T BT I R
AT E (05 2.1 A8 ) 75 B A 5 (3R 8@ B8 5 R SR A A X 48 R AH ELAE A (Shushruth 25 A 2012;
WiEZ ILEE 4.1 F1 4.3 7). {EUARZ (Infragranular layers) S 55 1) SM I 18 38 B 7R IX 8 2 Hp 45 /b o ) (7K P i
e SR, AT Z X TAER B AP EREM IR A U015 B

R P I /N ROBBAE 0508 VI WKFZERE VI SM #2445 T EEAIEHE (Adesnik et al 2012, Sato %5 A
2014), ZERFRIENRA, =M SM A5EL4k& H LGN, X1, AT N, XEESA BT HEIT SM, iRz
SM. TERFLANYIH, 7K 45 1) 50 S fl R FE AN J2 DU I FA 58 1Y) 2% (M) R FE (Angelucci 56 A 2002). /KFHITE 1 2
RAMEEA K AT e~ 41T SM, BOREATIE FHEEE (B/AFERZ) K12 (0.1-0.3m/s) (Grinvald 58 A 1994, Bringuier
& N 1999, Girard 25 A 2001, Slovin £ A\ 20012002 4, Benucci 5 A 2007 4F) TikARRE V1 410 Fh P & A e
SM(10-30ms, 2 W, 2.1 ¥, FE4HMITE 0 Angelucci & Shushruth 2013) f B, 1 IEIEMRE AR (Kilpelainen
N 2007) AR VIARRE I, TERCIRZE H KPR 282 75 BA SISl & (1 K/8D)(Girard et al 2001),
XA REMREIX L 2 A R SM. ARTT, T W0 A2 S sm X ER AT AR 22, BT DAZE S 2 AR AT BE PR AR
A 2 TS SML.

3.3 RimiEE

FERKEZYH, VI EZM V2, V3/VLP. V5MT Fl V6/DM XA DX ] ) S it i 4, X e X dlok
TSN 2 H) 2/3A F15/6 2 (Kennedy & Bullier 1985, Perkel %8 A\ 1986, Rockland & Virga 1989, Rockland
1994, Rockland & Knutson 2000, Galletti %6 A\ 2001, Angelocci %5 A 2002), FFFEZ LT VI 7 1-2A Fl1 5B-6
J= (Rockland & Pandya 1979, Federer 55 A 2015). RUBUEREMFFMARE &7 A ILALH) SM. B8, BATT A T%
FPEMZ T, [AIIERST VI A2 A AT 0] P 428 6 (Gonchar & Burkhalter 2003, Anderson & Martin 2009, Zhang
N 2014), KA EAIREREMLE RAIMH] VI AR M. 55—, EfERN LS VI ARz EIE, KA
V2. V3 Hl MT X3k 508 VI SRR T80 K 0 [ AR X 38(1£12), ~F3555 A4S T H AR V1 4iiffl sRFhigh
HAZM 5. 10 f1 25 £% (Angelucci 25N, 2002). 2F =, KWHHRESFESRHEELL VI AKFHIZED 10 £5 (2-6
K/FP)(Girard 55 N\ 2001 4F), XfEENTRER T ] SM RgHRE AR (LA 2.1 75).

SRR ) DY RERS e AT il o A R KRBl U 22 O AT R B B O 2341 . WGA-HRP
SRR R A SO RN B AR R B, IR IRAE VI R RGE T H I b AT, X e 2 ik 25 A 5 T (BT
AT &7 1) 4 #: F2 i) (Rockland & Pandya 1979, Maunsell & Van Essen 1983, Kennedy & Bullier 1985, Perkel
25N 1986, Stettler % A 2002). AHELZ N, Al SEBUR ARG ER 45 (CTB. BDA) KBTI R KK VI 1
RIS 2 7 M A RO 2% 1E (Angelucci 25 A, 2002; Shmuel 28 A, 2005). 4R1M0, WA 7R EEFIFRiC K A5 58K,

IILLR {2t (Collinear facilitation): HHRIBOEFRGEEE 55 [0 AN LR S F+ 10 RE 19— S5 2R T 51 AT I 1 28 S0 3748 5



3.3 Rtk

KA EATTRE A s 4 i, o F s s Rk, X Semf SR BEAR YL DL R 08 bRl il 58 2R i SE R A2 15 S ik
TR bR e A R B 8wty 3 Al B AR B T RS A O 5 B (AR AR DL AKX B A E R 1 )

BT AEM AR b ic T kR, BT EikhiB %ot s H A (Callaway 2008, Nassi et al 2015) ,
{5 A T B B R MO AN 5 2 MR MR iC M & TT . IEAEEEIT AR AR AL, AR TR R R KRB V2V
TR AT bR iC AT DARIR VI FIAERERI TN BE LR IRIBERE . FEAIH, V2-V 1 RHBCT B 4H 2 R A ] (4 48
R EAEE G S PATEE, FESEA XN A FE I ThREBUR A ¢ (Federer et al 2015) o 4¢5€ 77 1] 1) ]R 1514+
IREATE B 2= AR R SM. SRT0, J5 &R R 2RISR, A W — D 5T U s AR 1
T 75 B L 2 1 S R AE Th e B A BT

R, FRATHMER B SM & B BRAS IR R R SR I 2 PO B2 B = A2 1), N VI HR BT SR K I B2 T 46,
M RF FMEAE SM, - MBR SRR = (0 X S A7 BT, GBS iz 1y Jo Bl DX IR it i il . RIUtL, 30 SMLJ& Fh T A I
BN, i SM RRIEIE SR E V2 fMT i mir=E, ek E V2 s At Tk B Se ) ik
XIREIAR], KRE MT BRIk B SR X 2. dhat, kB AR Xk ) S i B2 nT g DURBURE 2 1 7
G VIR, X ER T VSR RSN R E K2 X D B

3.3.1 WmIEERIHB A EEIRLIE SN

ERKIKYID, B YHMFIA0/IN0 M ) B PR fe oA N 2 T2 4C )2, AKPIERRAESS 2/3 |25 5 2R
N, RIFHERE F AL T 1-2A JZF5 5B-6 2513, AR LARI F X R J2 FRRR S R HET H SML I FRLE .
B IR GRS PR SRR RL A 5 B S 2 R AN [ 0 L 72 AR 1R, IS R U 25 BT 5 (1 RIS 1% 2 7 X 8 P R 24 1
[ J2 g A 1) )5 A 2 AL (Postsynaptic depolarization).

M. Bijanzadeh, L. Nurminen, S. Merlin & A. Angelucci M 1 FIR T . A 26 A FES, ARATT R0 5% 1
BifE V1 BT JRAE /N3 2 B IETT TR R EGES TR0, ZEREBSIC T V1 51 il 42 70 1K) SR AR SR0ER R
TS PR b 77 T BRI 5 A 1R 337 5 (LFPY? o X Tid S e 22 O R SR A0 2 AR RIS, FE 38 RIS SR A0 33 155 100
A LS o 5] R R OV . DR, TSR AE R (AL ESZ IS ) LEPs S ik 1A Eh ) R 5
(1) SR AT NG BN Tk 5 B R SRS D TR I ) T e S A B R E IR, X AR R FIALR % B (CSD)*
MR AT LFP {555, JRllE T ¥ 2 il R AR IR . BIRILE CSD H 1) i B R fmf, ARERARE & 33 A
2 TUH 2L (Mitzdorf 1985). IXEEAEFE KL, 24 RF WINIL—AN/NTT TR0, 50 RIVE SR K 2B ALE 4C
B, RN R R AN AL T AL Fl4a. BEAE RIBGZEL S S, 58 4C JEH) CSD B SHUEIE,  SET S A0 A )
JUF-[RI AR UL 2 RURORE T 2 55 1 e i IR LRI 2R [¥14b, TG PSR RIBAE S 1 EAEE 6 R K 1 i
MR [Hlde. BUAZE | /ZFIEE 6 J2 2 IRBER I R B H AR K3, XEegE RR M, s il (s 58l )k
AL LR 0, Rz SM RGBS 3. AHELZ R, IR GRS 2 Mo R L 2 41, af
REEFE KR R ADERM S, PO IX L) L F RN ETA B3 KB T RANIES), BIRZERE 4C
o

Bijanzadeh &5 A4 & 1 Hy b3 AR [R] AP G2 0005 | A2 PR A TR 468 A0 5 [0 8T 45 XD A RTS8 P41 1) SR U e I ) 2

BRI, (HAEICR VI Frh 5 TR S RE W RG220 AN, AR RT3 g4 s s
HIAE 4C 2, R 7B B B ok RIS A Sea 15 e th ILAE R = oh, X R B 2 HIX e = b
) (R KP4 (P REAS SBHESR) 7B . il i de I, B L R AR RO b AR N 2, e
WAE AC 2, %R Z KPR BHERE, HA 270 LB R IRGIEIZZ N . RO IR SR IR Z 112A
A6 Hng i s L) B NGB e, BT DU PR Gedm i Rk b 2 ASURL T J2 R Ve ] e S 0 2R Tk 5 3K 6 v g 41
SRR R AR S Bl . TSR JE A e 2 sl S AR A P T AN S 2B 1 R B4k, AT DA R
IYJE (4C A1 6 JZBRA) HISEARAINL . T 4C 2 W) AT LI 2 A] e I\ HAth J2 4k K 5 B PR Sediifi] o

ICytochrome oxidase, 4Hf A ALEE: —FhLRRIAREE, 8% FHTARYE AL A2 IRFIEER 4340 SRR B2 2 X 35k Y B Th e B 7]
%Local field potential(LFP), Jai#fiz#: 40RIMEFATHR RS 5 —MIUCAI 4TRSS AR TE 5 M EnEs
3Current source density(CSD), FLIRIHZEE: LFP 155 i B 25 18] S 5000 1 52 077 A= ) e Az A v i U



3.3 RbtikiE

Extrastriate
(V2,V3,and MT)

LGN

l3 RIS AR SRR 0 B 2 e . TR o R AL R e 1) V1pia-to-WM VIR IR T 3 R 4%
B F k) V1W7J<%$?§(élégu%)$n&’ff@§(Eé—%ﬁ%) MIEE VI ZRR . SER Tk RR B HEALHE,

%au%ﬂéﬂﬁﬁiﬁﬁ SRR NS =S VI N

455 . LGN, AMUBSIRAZ: M, KZ0M LGN %iN; P, 40/0N4HH LGN #iN; WM, HJi.

b Near-surround € Far-surround

s

wv
g ¢
- a
E m
U
i
o
S
-
[
N
= 06 -
£ g
o =~
=

50 0 50 100 150 50 100 150 50 100 150

Time from stimulus onset (ms)

[ 4: i RF. IEAGBORIA G5 2 1) CSD (55 ARG IEIR o FEERAIE (2 F43)CSD 15 578 V1 2 LA
YA, 83T (a) REERF, (b) IEMSE, F () il MR VI FIHE T miigs. 1201, BIXEEER CSD {5
FEBBAT A PR IE CLYE R R, RS AT A — 1A B . BB SRR RN B B A0 RV R R sy AR, S
21 (03 L2853 ) 2R s U S TR ARIEUS 2l S 50ms . 7J<$ﬁﬁnﬂi%ﬁﬁ M FEZEDL R . BMENE M. Bijanzadeh,
L. Nurminen, S. Merlin A A. Angelucci

4i5: 4AC, JZ4C; CSD, HEHE; 1G, K FZE; HHHE2i; SG, #hi)Z.

332 RIREERMNAE: KERR

—SER AR T 8IS 25T ER B E SO B R A R A R E T VI SML IR . X SRR FEAS T A
RINEER . —J7 T, —LHFFR R, TEAE RKZEEY MT (Hupe %5 A 1998) 5t V2 1 V3 (Nassi % A 2013) Sjt
10 i S Lo B J (e 5 R A SRR Rt B JZARBL) J5 . BRI iV F IR 55 (Bardy 28 A 2009). 53— 77 1H, H
AR BB, EXF RARENY) V2 BEAT 2549000 ER (Hupe 5\ 2001). A E1H J5 5 AL 22 (Wang 25 A 2010) B
FFETTER /N AN I JZ (Zhang %5 N 2014) Ji&, N1 25 0 FEA%, 110 SM A 281k .

SR, IR ECIRGE TR IR B e B R B & TC G B, TR S 1 A B2 o IX G 3, BRItk AN e
HE 5 M55 380 (1) 5 I R 1 e ik e i 80 it i R X sl P ) i i o b, I T AR Z I IR A P (1 FAE 20 30/
I ANSE B AR b, A2 oA E FAE R IR IRRBE ), AN Rvrsd R K P TRE did ), BRIHERR T 1 e



S 2 AR BAR SCHRAT, IFRT T AN 45 R S RAN R SR K1 1 T e

BT, Nurminen 55 A (2016) FIADGIEAL 2 HFHITE T V2-to-V1 RBUEFEAE SM HHIER], 52 RTHIRIETT
AN, AZTTE SOV S B2 70, AR AP I ) RUEE R R RS K -F AT RS 4H4% 1] (Zhang 55 N, 2007).
XA DR 0 B AN TS DN SR B HOGE B VI, RIS RG0S V1AL s A2 70X RST AN BE K # el
RIF L, AT KIS VIR (EARRR) 21 V2 )G (45a, b). [EMRERRZ, KB V2 FIRBULRTE
Tt 3 Z MR QLA SR GO IR SM,  (EANFENAIE R S i 570 (1 SM, RIS V3 A1 MT ) J
W (EAEZR EIERE V2 FRBE 2 (52) A 22T, ZREMEERI, EROEERT, V2 REBUKIEFE
RNV ) BE R AR % (BRSSO 3E ), #E 20 50% RO4RRE AR, X PR BE A AR e BE R3S I (14l 5¢) .
TR, SR PN R R S N2 B3 (1EAN S K P 203zt o) ol [l DX g ) e L 0 9 583 (41 5¢) o

a v

Medial \

AN

\
. \,
Posterior \

30 ———rrrrry :

4 120

20

80

T

Response (spikes/s)

{3 T a0l Fad XN |
\ ;g,'(‘ / 'l [} Q§o \ é
p L / ¥ ReducedFB R
3 4 «* (higher intensity) 1
RE Atk 1 I

Grating patch radius (°)

10

0.1

0.5
Grating patch radius (°)

5

5: V2 BRI 6B AE RGN VI AR 0 R ESZ AR/ . RS A N8 35 o (a) S0 K BN . T IX
WA V1A V2 X HORE ERTE b H . (b) RIETEH] . V2 XIS T R EIHI M E ArchT Fl GFP %A
) AAVY. ¥k arch 1 V2 AFIHEOCERL ] VI, [FIRE G 0E O S8 A 2ot A 510 3% VI # 2Tt
Mo (c) — V1 40re e (B ) Fg/b (G V2 IBIETEZM TNk . K EB X581 T RF
DAY S T RSB P ) S o b B B DX A U ] L DX P s B3 B IR EE) . (d) 5 P RRAS [ 5 PRI
FER (M2 28 Ty PO G R ) W& 1 5 B I it (R ) NP R i 1 (S ) RS i 22 HoAth 2y LI
c. K/ Nurminen 25 A (2016) &4

Y55 . AAVO, JRAHXHiE; FB. K% GFP, ZFEAW80eEM.

FR B e (R0 58 P2 3 B0 B A ORS00 — BB B8 (P5d) 5l 2 AR RIRL IR, 8 B AT ROt 48
M TRIRIZ . XS KRR, A8 DU BWF 7T b 08 52 1 f) 22 5 AN AR B R AT LAUE PR TS [R5 R 3RS (K AN )
KPR SR

B T SRR IE SM HIERISE, Nurminen %5 A (2016) M FCILHE T RBHWMAT M V1 f{E SALBEfY
B2 T RO SR (B, JERL ISR ISR AT N ). (AR, AL E R R LR B BT
frszma i, WAEER YT, SRR LSRR 7 Az na i 22 70 S b (McAdams & Reid 2003, Ito & Gilbert 1999,
Roberts %5 A\ 2007), IXFRHEXLEME Xt VI A E LIS #5555 10



£ 45 BRIFTIRINLE

FEREL, AR T — AL E 2B ERR KK SM L TAR B, RS el 1 S0 e o x i B ise itk
177 PP

EIREIBE RN WAL VAR SM A& Z LIS FAE T e b — PR L33 18] 52 BR K R R S 4L PF LR
HIAE 4C )=, T LGN 3RS, &M LGN ZkKTM K. & O — MRS E 2 14y, il
fEAC JRZAb, BT RIS S 5 A R B AR AR AR P ™ A o BRRAE I SEAR ELAR 2R R R A LA 38 R 2 B
(EE AT B BB AT T AN S 30 4 51 5 BATTHI LA AE (R R R X S LR . BEE T SUARAS 1 S 2 0 T s 4T
MIThRE. HEHEA SM MBI KB, ZRMA BARRIEHSGE. Hil, BATRR MR — A BT
TAE, ATHRSEE R, IF B S BRI BB HES .

4.1 —PMETRHFTR VIRER: TiERR
RV SRR, AR R T £ o A SML

4.1.1 ERIZEH

PAERE V1 (1 2/3 JZH658 T —AJ7 M1 SM 8 (Schwabe 55 A 2006, Shushruth %5 A 2012). 7EARA
W, RE IS RIEOSOE KPR s iz, 3 RO SR SGE IS 5 A P (B) A A 28 0 10 7€ )Ry P M e M
fid, VAT VI AN RIS (6a).  H BT AR LA S P AP B 0] 49 25 T8 (4 Bressloff & Cowan
2002 2 J5): RS (D) MEERFIZTT (B). 1 #1032k H € [ FE SRR SN ORKFRI A5, A =] —
SEAEA I E #I27T; BRI, EAIBRE e n ). T 4040 T I 32 SR 2 K Jo L PR 40 ot 52 i A 38 380 oA (0
). B #PETTHOT R E AT AR RN, HTE [F] — 8 A AN [ 7 ik 2 18] 5 [ 5 FH A B A0
B 4R AT RIS, BRI, ST AT RE AR ZE . EATRIAE T B P AR S 1 R R P 2 R PR AR R D
(TEH R BRI E #4505 H & UL E A B M 2 M A T 2 AR R S E . EEK
T, AR IE— PR ZUN RS R8T, A PR RIS G A, 102 T 3R A SIS A 72 1 (R
W, RAEBIEXMIRE FET (W 4.2 ). BoAEBERBREE, LTI RMNA T E Al B #1£ 01
SBFEAKIFRA o IR FPAK BRI R I RE: ST AN, T O] SR, Rl ik DA B 280 i 1
NAT VNI T B/B ARG JCIIR N, X TR, TAIZ T RIEERN, Sk B & Bl X6 as s A0 7 E
B A TCHI RN . EIRATHIFER (Schwabe 25 A 2006, Shushruth 28 A 2012) H1 5 2 B A (Lund 25 A 1995,
Somers 25\ 1998) —#f, XMAXT Y EL M NN THIZ TG E A B #1402 AT 5 & i BB R 25 (leb), {H A
S AT DU R I (L5 4.2 79).

4.1.2 HRER A JEVEIEIFSEE T R E B A0S AR AL

IGERIBG KT G RBHE S B 2 R G0, X R Sk R BCS TSR BT A A IL RS L A1 Y
I. E M B M&ITiiEshigm. b [#4 ot B A1 E M2 ool fU e S am 2O 0SB M2 eIy
) AL, Bk, B E N B 4R Z [RIBR AR IAERR, S BOEASEEE IR X w5 ATl 19 (K8
E Al B 403 (L8N EAE IR MERS) . 1A AR B #H TCMBIEs B IL T, B 2T IR 7 RIS
55, PO g BRI T b (5l6c, d). 2R ERTE, B IR GEMEIR 5 T 1 e & o 3
NI, BRI B H0H B>, AR L], B IR ARSI AR T 1A BN (Ked) .

BR e (R R A AL TR s i Mg 2 R R H B, RITC I8 3 A 4 ML IR i 2F 7 [ ey, 24 e RO 3R 58
FE[R]— 77 171 52 BUIBLIT , FRGE4Mifi] 55255 (Shushruth et al 2012). 33X PR Ry 24 Ja FEE I G 07 S 1 1) k) i A

L Hypercolumn: V1 H1 [ [ 20 & —BEH [ARE 5 I 7 X5
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& 6: BiME V1 2/3 |2 SM B L8R . (a) IR 5K . — AN 83t 32 MEFRERE T P H R, L
i, BHUREIR 23k 00 F1 —22.5° J5 1)) AMEFRIERE . [R5 XA AR E o0 (B) Mp A mdlEs 20 1 F1 B)
k. GRS () &R, MEHERESE ) £ Z AT RES 4C ZHRTHGE (Gr) t2
SEMR, R E A B M4 0, EAEM 1. (b) &k E. B, T ICHIE N/ BEE . () 78 7] S R S i)
MU o LR R B2 140 H e B2 A oSl e B 5 7] (0°) I B1(Z) FITE 0° 57 W) (A7) SISl 7
RS, FUR T SR B 40 B A S B A B . ZRMLRRENSREE . I — A 0° JeIRSR, @R
SN S ECE I B0, X0k S ECGE D RN EURBTERES, RN A ORI 00 (L iE T )
LR, E1 F#%1 (Hypercolumn) S it i s IPEFR R - (d) 24 RF 7E40 M0 085107 e FH Aol , E1 i
BN T ) 0° MRS ). B FRIE I T ok | AR T MBI E ME e R EE N (I sk ihsk), ok
H 7] — 77 M R HA 75 ) F10 ) B # & o i e R N (VB G Ul Ze it 28), DLROR B3RS (L0l 28) (rgm
N (Ffl). HE, RGN (Lt y 4h) LLREBTEARRAN QL y f) MIFZ . (o) AR 53 A S 25 8] 2 Al
B IR T 5 (85%) AU (15%) AoFELBE T AR SR B2k . THEE A B bR 2 n 28 R T 1 fh 2 U8 7R SUBOE RF A
B A R (). B a-d 15224 E Shushruth 25 A (2012); B e 124 Schwabe 25 A (2006). .

fii5: B, WORIMEIM, E, MAvEguM, FB. it FF, Bl H, /KT HC, mxFELEE: 1, RSB0 40 ;
LC, f&XTLLfE; RF: $:2ik; SM, FRGRIAS].

AT SR AL A o PR DS A7 O PP L JE AL P E AR TS, FhoC A AR X A I BT IR K2R s IR AR AR AT
R T ) by R S e AR R e 2 A e R R T



42 BRI A G T A

P ) T A2 T S B AN X FR (FEl6b) e T SM R B FE AR (B, X LU e B4 F A s xd LE
AMHIER (LA 2.1 79)], BUAARATELEE R sRE K/ANRH R(E) . MR ELEE R, T #2203k, E 1 B
PRZE TOAETS 3 1 40| 1) BB IR AR AN 2 A, 7] DAZE SE R R T B 5 4 (5 5 (J5l6e) . 5% VI B A P S It
BN R G B AL 2 [ R i s i, [FRE AL ] PURRE sSRF K/NAIY K (B Sc; WL 3.3.2 719;Nurminen %5 A,
2016).

42 HEPNEYERAEM
X TSGR , FRATOFA T R PRI B G o .

4.2.1 HIFH MR TT

B TR B #ZE 7040 W AT 2 B K2 2 AR KA ZE (SOM) FIVN R I (PV) #1420 70 Hh BTk 1 22 4 B 12k
5PV #IZ i LG, SOM #Z o3RI H B3R 1) 58 R R (B BioR), BB 5510 R RN R BRI T, K
i 2 ZE 3R (Ma 55 N 2010) o B AT BT 5 RN PR B 3R Js S, DA K EAT TG S 42 Al A2 24 i Pz i %Y 5% f1) % ik (Silberberg
& Markram 2007, Ascoli 55 A 2008), HH7KFH 5% A f N BE Al feJ5 FR T /=3 (Kisvarday 58 A\ 1986, McGuire
ZE N\ 1991, Anderson & Martin 2009, Petreanu Z¢ A\ 2009), FH] SOM 45 )5 BAE K RN (AT MEH A
AR . Bl % T 22 (R EAAE I T SOM A4 JCAEZ R V1 AKCEHS A 5 4 BB ] b ) 8] SR
(Adesnik £ A\ 2012, Nienborg 25 A 2013, Zhang 25 A 2014). 2R, ki b ZHFUR R 2 ) SOM #2870 [7] i 52 fih
PRI At R T R PR 22 TC (Pfeffer 25 N 2013, Jiang 25 N 2015), 7£ 2/3 )2, e 5HAGNAER MR 25
PV ZHAIFAE, 5 H, MIhEE Lk, 2/3 29 SOM # 4 ol it 32 ZAE & M HEA M 20 (Xu 55 A 2013). 7
BAIAR R, B TSRS BT ER:, X SRR T E(E6a), (HARBIE, ARORIIEAME MOk 2
L HE SOM-to-PV iEH2 .

EE R E T, SRR —FE, PV MZIurE TR 1B ZE Ma %A 2010); 534t PV 1 E #14
TCIG AR S, (B HARN R 22 0T SR (SOBHE 0] (Peffer 55 A\ 2013, Jiang 58 A 2015); Jf
2 5741 ) S BN% CA KR A B R R 25 421 (O Tremblay 25 2016). fEFRATRIBA G, PV #p ot 1488
g S R B SR1, RHF SOM (Wilson 25 A 2012) 8% PV (Lee 25 A 2012) #1487t K 11X —1F F — ELAEAES>
B ORI AR, PRI 2 0 R R R T R AT DUR AR, FEMR T2 o i R #HZ T
Y 2 5 00 2% 1) Jag A A R AR o SR i) ik 7 = 7R (E1-Boustani & Sur 2014, Lee %5 A 2014, Seybold %5 A 2015,
Phillips & Hasenstaub 2016).

IR ZZ G BRI B A4 S0 B AT B v A (B RH e B3 2, DRI b X 555 (/s sxof b o BB SK L 38 ) 0 i ol 385 )
ML E A B #H&C B §5(1€l6b), XERE T SM MEEL M. —J7m, SEAMBERAEL, 255 2 SOM #4
TCHIEAE RE R, B HANZE SOM 4 i (1) 4% A H A A= P i 97 45 C g8 (Kawaguchi & Kubota 1997, Ma %5 A
2006, Xu %5 A 2013). 53—771H, SOM #HZu I HARRRE, Wik fdG 2 MK RF R, X ATRe N EA 124t 1
R e T 75 M AT FR,  CUERE SM aEZeM k. BARIS, 5 PV APIEICHHLL, SOM #& o A B2
JEEIST B) 3 %, A AT 24 a N (Reyes 25 A 1998, Kapfer 25 A 2007, Silberberg & Markram 2007), iX$#(#H &
ST S5 7 (1 SR 3G INIEAE 2R . 5 PV FHER AR AR, XL S50 SOM M L RERNE, FERT
AR A R A5 HLAZ (EPSPs) I 77 A 2 ME SN, (R T- T £ 7t; (JZleb)). b4k, SOM #£E TG RFs L
PV AR ZTT KRG 2. B, RBT IT#h&Iu(%6e), 5 PV FHEASHZTTAHEL, NEIRLE SOM 4 T 5]
LI R NG5, TR HICE SOM #Z2 yeH 51 I R N B K, JETT 53X PV AEEA M2 0 1] (Adesnik 55 A
2012).

U AR . Feedback recurrent exitation.

P #EFA R Balancing recurrent excitation.



4.3 A&7 M)

4.2.2 AEXFFRHDHI B AHLH

FATT BT FH 5 A/ 25 /SOM Hh [AIFH 2 JCARRE T SM AR PE 4k . A, 7E Rubin 55 A\ (2015) 15
TUep, SM ARSI AR A A2 i — P T R 0T 8 T R 2R MR N/ . (VO) BRI 58 A AN IR AL SE LY (Priebe
& Ferster 2008), X T2 /O e& &3 55 B A Al f5 v s R b s m . % T390, #E R BEMER, el
FIA N AE AN IR SN 32 S0, R 22 SO n 1 B 2R ik o 6 T, 04 b R e Y o 3 S b, SRIE
BB RATRE, (A R H AR dMHIAR e ML ISN), EIRRFREE EHGH TAMTRA, SEEA
HH I P SR ) R St SR (B ) . DRI, BN IR BN AIIE 0, 2% e A A B BT 325 . Rubin 258 AR5
B (2015) a7 AR BRIEFE T HAUE R T — M A0 CRUAT BATEAR 1) B #H450), B Toi e AT s A
HH ) — REAEAE, X LR ) 1 ST T A bl R R MR T BT SR ) (W R R 4.3 3. SR1M, 4 SOM
FHZETCFE N ISN R R % 2 1R ] B LRSI (Ken Miller). R SM AR EAS AL RS ML 5 2R B 1,  (HIXFHEAS
SEM AT ) - B, RIS AR IR Gad )& B 2 N 7R SR AP EORAS T AT g |, 220
FER B A SO R B KRR BE R 4L A

4.2.3 FiEM

TEBRATMAE R o, ISP AR BB 2 () RUBE L A% 3l B R [ 4 S R 1256 3 35 o [t 1) S B 04
B —FE, fEILSAEVE T, IWBURLZ ) 2/3 2 RIATE R Al PV RIS A PEAH PR (RTA5HMHD), HA AR SOM
1122 78 (Dantzker & Callaway 2000, Gonchar & Burkhalter 2003, Adesnik 25 A 2012). FERERY 1, e A5 fe 4 ik
wtE KT, JAEIHZ B SOM #4 Juib VR3S N 51 RS s X 52 R Se el — 3, RN )2
BENES PRS2 e AT AT = Fh £ B (MR 2T [PV, SOM UL ETEE AL (VIP)] B V1 [ i5idsE, it
A S ) EE 5 SOM M To Il & 4= (Zhang 25 N\ 2014). 7KF3432 U AIE B FT DA R] N2 fih M 45 7
FRIZE IO SOM #2276, (HHE 53 ZI IS SOM #£: 7T (Adesnik %5, 2012). 4R, 075 Z 8 2RI 70 ki &
V1 KPR AT A SRR i s, Rk, ERRATAER T, FRA MBS SRR T80 B b
SEAAF AR . ARSR B Y J o 75 L T 2 (AR & oA, FEA VIP 4T, X2 RIGEREN
T % H AR (Gonchar & Burkhalter 2003, Zhang %5 A 2014). 1b4h, HETHAEHE SOM & iE L KEE 55T
TEARMLS, FEAEAIAZ K Z K HAL SOM il PV #Z o (i, (HeqIfiscsfit PV Al E #o0; Fik, &
PRI ALY okt 5 BR R IX W R 22 7oA (PV A SOM) 1S 7] 1 A o A4S [ 5 i 1 A M EL AR AN 2 J2 30
Yo Wh, B FEEAREZAEE, AR E R E R AR SM K Z % R .

4.3 =R

PATTHI R Y LE S S AN SN 1) A () BRI MRS T g KRR ZE A TC I AT 25w, BES ATSL G R
PR, S ZBIE PR S A B T R R SRR S (Wolf 25 2014) . IERIE L UF, #E3 st T 52 e 75 30
FRGE AT BRI, JEPARIECE B T IO € B A0 AL ARG 3)) (van Vreeswijk & Sompolinsky 1996,
Bressloff % A\ 2001, Bressloff & Cowan 2002). SEIGUEHEF I, J& 3B 3%E 822 5817 % 1) (Fino & Yuste 2011, Hofer
&5 N 2011, Isaacson & Scanziani 2011), R 24 7 E7E 51 -7 A5 IAEBLIRA T ig4T (Marino £ A 2005, Ozeki
2%\ 2009, Stimberg 25 A\ 2009, Shushruth %5 A 2012, Chariker %5 \ 2016), 74 AEffRE— L8 A ) [ 2 [ o

SR IR N 2%, anFRATTA A A B35 Rubin S8 A2 H (19 ISN B8 (2015),  ILEAE IR FRAT 351 1) =)
E SR PE 2 bl 7 B A P00, T 400 ) P 20 A P 2 N BIX 03 S AR RS IS T AR o A 4 S 2 ) i
(4.1 F)o HIL, MHIEIASANHINT, B 40 RIS 0 E R A A s #A BiR D (Hled) . AR AH, 1X
Toh g A ) el 2 B I/SOM AP Teid M RFERIG I 51 R 1), X 33T E M iyl simsg g, BEErx
HXLASA B KR TS . Wi SOM #4 Tt & ME IR 45 (1) — & 4> (1 Rubin et al 2015 [FBAY), U] SOM i P () 1%
I0vT RS2 K2 1); (H U SOM #14 TU AR FEFR W28 ¥ — 304 (lnFRAT TS AY), T SOM P [ 34 mmr ARESE (4
Adesnik et al 2012 Fi7R); L nfi, i TamZd A IAYE, fEFRATRREA R, FRUw RES T B PR M A 7 sk
AR T FREE USOM 8 il (l6d) .
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4L (RN E A1 B #4270, (HAEFE TMETT) t, RS NS Al g b, AR AAE — /N4 10 S i 4
Ha] DLWLS2 2 IPSPs. EPSPs B # (A /MG 23 . X2 PR PR Seid i Lh—Ff e 1)y R 1 77 205 R0 i B
I1. A F1B1 #Eoifl (BRI A0 81 w0 22 o ) -5 RSO0 (R Seid A [ 1 7 1 DL 6); BRIk, Ja il K2 2
FECE 2 EL A BL(TI A2 E2 F1 B2) #1122 704 EPSPs AL G, 11 #1240 EPSPs [FFZEE I, E1 #1470
H R SR J FEAL (IPSPs) FRAE BT HE 0

PRI A AN 22 BRI AR AR 2 1 S AN RN 2, 5 X SR R Tl — 3. Ozeki %5 A (2009) Wl & 74 V1 4HJi0
XSRS OIS E i B (¥ EPSPs Al IPSPs. 7E K2 H0d % M & o, AR AR 2R T X AR 59 ,
IXANHEFH LGN #i N\ [0 SR AFRE; b4k, EPSPs A1 IPSPs (1) FAE — /N4 4, (ln gAY b 1) E1 48 ) o ik
BT BRI A 6 0 (842 30-50 ms), i EPSPs Al IPSPs ) B AE — /N2 41 i A [RI i B . Sato 25 A (2016)
Wi 7KV 28 B AR I 5 /N B VL 4 4B PN e AR5 7, X S B FO SN B0, A AT R B S A A
R GS, AE/DEAfirh, EPSP 1R B R RGN ARAT 138 R LA B R =G, AT Re A2 U ARATT D
KT 10 MM, M2, Haider 58 A (2010) c3% T8 V1 A 2R 50 R0 R 58 HE R 240 i AN PR iR (i 9
O PR TCRI AR, (A A 20 ) RF AERGE 00 H SR FL g o ik 6 S 80 2 LIS [ P4 -] TPSP Al EPSP 4%
M, AR IAEHE ARG, A% T 540 RE fl3%, PSP FY¥RIRIG N, {2 EPSP “FIJHRIR AL . SR, EA1H
WIRI SR, FERIBCEE I [, EPSP A1 IPSP #8A ik 5)), PSP KM 39 0 id # % ST EPSP 1K Mg/ (4
Wi, U Haider 25 A\ 2010 £ 2). AHLLZ R, 4 28 7o %ot J L) 8k iy i B2 2 56 K 7R R, 184 fim JH e 3
R (T N5 Adesnik 25 A 2012 1) SOM #£ eI, Al e FEHEGRAN L IPSP HRIEIE I -

JR Ozeki 5 (2009) F1 Haider 55 (2010) B 5T #R5R U A G301 40 5 T J=3 350 2 o3 A Amstl, AR AT 0 ) 365 m
B R I R R SR M ATAE 73 e IR LB R 5T (1 AN [F) 45 S o] RS2t -1 B s T IR A ] . Ozeki 55 A (2009) 1 Sato
5N (2016) A A E A RISOR i 2 i (1), DRI IR 0 R IR [l R e M e 2 o AR, TEAEM EL #2200 (F
BT 22 51 S IPSPs I 4e) e Hidsk, JFF8CE— SR s R @i, A2~ , Haider A (2010)
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&N 2012).
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