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Eook 9% (saccadic eye movement)& F50 2 A4S o}FAFe -5 o)
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ArFe Azb Az AXgETe] $¥dle XL
2 & H7, Avty 5o AgF(orienting

movement)E H9dlE FHES T Aok
——1‘5‘%] %H%’—i} A7) A2)d &4 dF So ARE
S A7)l Tkt e-E-8 FAsheE o FAA<]
°—c‘.‘§'—a’ ke AL wEHd A TN 2em
TAEed o] 5L A

SZ. SZS. S0), F7ir3(intermediate

fl

¥ Z(superficial
layer,

o|&¢

layer. SGI. SAI). A3-(deep layer, SGP, SAP)
o} 320 g FEIVE 3, FUEH AS

A 4l%(deep layers)ole} F2R4 X3F 4 o«l
T Fog FEIUE Pk (R 1) ZEFH AT

715 Mg olF gl HEFE At #H
UL(FHY zofole] HF FRoZVEl AFoR
o} ofgh o) RAHIE A, AFS o9
742l bzt 2 % Adlel ade] glck dubHe
2 oalstd ARl FAES o] F & Al
o A o] g AATH xFe| A7)
AT FhEe] FEW AZE AFAA
(Lee 5, 1997), #Au#gEg doyplz o
(Ozen &, 1998).

Aol &L wetyt A9l (visual cortex)
2¥e Azt AR jiEE F-24 =}
(parabigeminal nucleus). *7W(pretectum), 3}
ylA)AbA) (inferior pulvinar nucleus), WHAIEA
W2 A]A¥(magnocellular  dorsomedial
nucleus), ¥ B3 $#<&¥(dorsal. ventral
lateral geniculate nuclei) 22 £3-& ¥Wic}

Ab7e) AL AFF2l (frontal eye fields),
AAF9 A (prefrontal cortex). F3<(parietal
2% (temporal  lobe), FF
(occipital lobe) SollA oA J¥-& wbech 2
2} o]y 1E FAE Fvuicl Aoz} olelA Al
2] oo} FHeo AL wte) ot HE
e Zlo] #AEr|E ok zelx AASY T
Z2e
formation). &3 (substantia nigra).

2= (celebellum) <
413159171 (perihypoglossal
complex), AlAbEA#(reticular nucleus  of
thalamus)ge] AFE AlZE  Adgd
Abel Abef(ascending) £H-2 4
A]}\01-

Hl—l

cortex),

reticular
oA
AlZ3

a4kl (mesencephalic

(pars reticulata).

(deep nuclei),

(afferents).
< #(suprageniculate nucleus),
{(thalamus)® Fu
2 (lateral posterior nuclei), FF3A7ch#
o] 2700 A #(rostral interstitial nucleus of
riMLF), il
238l (necleus of posterior commissure). Cajal

Z<¥(medial geniculate),

medial longitudinal fasciculus,



o} A & (interstitial nucleus of Cajal) %
2 Ad=Ex 3 (descending)
(brainstem)® #4*(spinal cord)4 —7‘5 AEE
dgeg Az Apole ARE FALR
Sparks® Hartwich-Young(1989)o] 7 A
o %% AEe .28 IAVE "ol o AHE

=e] girt
zonal layer | stratum zonale(SZ)
superficial stratumgriseum . .
. 23| 35
grey layer superficiale(SGS)
optic layer | stratum opticum(SQO)
intermediate stratum griseum
grey layer intermediale(SGI) | 2zt
intermediate stratum album =3
white layer intermediale(SAI)
4%
deep grey stratum griseum
layer profundum(SGP) .
/;__]z.
deep white stratum album
layer profundum(SAP)
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Apo] AF-5F EUR Ao 239 HEEL
A1z #EEl G%-& Bk o] ¥¥A gl
) o] AEEL w29 A7 (visual field)ell
A 2T ubs-g ®loh gejw Azdde
o] o wtalgm oz  FAMretinotopically
mapping)=e] sle=dl Az F4 10 7 299
1/3 o]-& 2Rzl $1F Aol ubgshe Al

52 299 W3 (medial)oll, olhF: A)ztede
Z(lateral) 3golA A=

Hhg3he Al EES

th =3 A7) FAle dbgEhs AlEES o
%o AW2Z(anterior)el Aeistz Azt 2z
ol uhg-3le Al EE-L- vl Z2(posterior)oll A}
ot I B30 Bl A Wk Zo]
7} AAMFE whEA(receptive field) o #]Eo]
F7Ret o] Fo MEEL Ao 2 ugh

st 7
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uhakel| mizbebx) wx, A AFH FFele
A5 Bl uk3-g .‘?_°J .ot EFele #}
ol s o] Ut E’_%% HlcH(Sparks
(1986) 14 7Ny
Wurtz2} Goldberg(1971)& 733 A3
3l AT o] Eekbre-5 Al
e g #Hxz uuych
s 1 EA we xof
(saccade-related burst neuron, SRBN),
%% (visuomotor neuron), AlZ+Heg Zuk
H+e %A ZE(visually-triggered movement

DZ F+E3c} o] & SRBNS xof gh7-2%
A1zt 20msel AT EAHoZ & X Wi
E Alabted Y¥ e 20msErh ] o)"e] e
vize] wWaks Holrjm e} A|Zh-FwE-E A
A3 2o bg-Fo] MhAlle] BF Wkl Al
Foln AGHoZ FWEHE FEFMEE AAF
gt woF hpg-Fol whedle AEelrl Mays
9} Sparks(1980)+= AlR}=eoll whg-sbdA] 22t 2
F(retinal error, FALGEFE EX o]n|x|7}4]
2] Aje} whEkrt ohd 2% L5F-(motor error),
Z o okt AAZHE FER AH =dsls]
Aste] ats= 50 of o ugEE HNEE
Aty S22t A E(quasi-visual cell, QV)el
2} gyt

o]} o] meof g5 A U3l A

T AEELS BT W =219 =2 ot
of 7} w3 slale] Ao wof g eF o

25E gt} @)} Hlojd Ao del o
3] Bagicl Axe 5SS fUdle =9
+59 WH9E FY9(movement field}olz} &
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&0l - ojzd

v Hretina)

Az #Ae V, VI Zstriate cortex V,VI)

& M= wjzle] 18, 19 o H(extrastriate 32432} ¢ (parabigeminal nucleus)
con:e: area 18, 19) 2 M (pretectum)

; —:A];};}Efrmtal eye ﬁeld)) 8}u}FA] AL (inferior pulvinar nucleus)
A--E premotor cortex . Al Eoka& A|AF

17, 18 d%area 17, 18) 24+ (superficial HAE FThS A Hvagooceluar

o &5 <d%(middle temporal)
-} 2%(dorsomedial),

superior colliculus)

pmedpe- dorsomedial nucleus of thalamus)
vl &, B2 oj<wli(dorsal & ventral lateral

geniculate nuclei)

W& ofd*(medial areas)
F-%-2} & *(posterior parietal region)

&4 descending)

. A= 53l (cerebral cortex)

A5E249 (frontal eye field),
cortex), F4 9 (parietal cortex), -‘—'?—
lobe), F-54 (occipital lobe)

2. 7¥x(diencephalon)

A48 (hypothalamus),
Forel°d ¥ (fields of Forel)

Aldel 4 (reticular), HW32)44 (ventral
medial), ¥ 1% ®(ventral lateral geniculate
thalamic nuclet)

3. % (mesencephalon)

¥ ¥ (nucleus of posterior commissure),
%4}l (mesencephalic reticular formation),
A4 (cuneiform nucleus), $EF¢
293l (periaqueductal gray). & A F(contralateral
SC), A B3(7)

%3 A (prefrontal
%l {temporal

¥ (20na incerta),

Ahi}(ascending)
1. 7y

4+ ¥ (suprageniculate), < ¥ (medial geniculate),
vl vl & A) Ak (medial dorsal), w24 8 (ventral

anterior), ¥2|&2)448|(lateral posterior), 7+
Al4relintralaminar thalamic nucle), 4. Forel
a4y,

2. &

FFYA7 bl 34 A ¥ (rostral interstitial
nucleus of the MLF), ¥a#ld Zxjwats) Aty
Cajal®} 742043 #(interstitial nucleus of Cajal),
A& % %3 (supraoculomotor zone).
Edinger-Westphal ¥ (Edinger-Westphal nucleus),

SEFS) AW, B A7

A% 4F(deep

¥

superior colliculus) '__‘

A l-tlol

-]

1. 34

%2l (substantia nigra). P84 (inferior
colliculus), 220§ ¥4 (ventral nucleus of the
lateral lemniscus), Locus coeruleus,

v} 2-2-4} ¥ (dorsal raphe nucleus)

2. ¥ (pons)

FAM S 2ol By d (dorsomedial periolivary
nucleus), Alct2)# s ¥ (nucleus of trapezoid body)

3. %4 (medulla)

A 7] B(vestibular complex), A3159
71%(perihypoglossal complex). ¥137]F 8 (dorsal
column nuclei)., AH}#4=4173 ¥ (spinal trigeminal
nucleus)

4. W& 47} (spinal cord dorsal horn)

5. A& W(deep cerebellar nuclei)

&t

I. 3 (contralateral)

[k

v 2] & F¥(dorsal lateral pontine grey), 7R
(nuc]eus reticularis tegmenti pontis). Pl¥muAME)
(nucleus reticularis pontis caudalis), F7EAldl
(nucleus reticularis pontis oralis), 2% Z74h4)

(paramedian pontine reticular formation), %4
(abducens nucleus)

2. A
Fupgely
inferior olive),
¥, ¥4 Ard(supraspinal nucleus),

3. 7% (cervical spinal cord)

Y#¥(medial accessory nucleus of
A& ¥ (vestibular nuclei), 4&597]

A7 Y

II. 3-%(ipsilateral)

1.
259 4o (perilemniscal zone), 3 A7, Zx=

4 M (mesencephalic reticular formation), A4k

2 ¥

SolE ad, awiadd edbagadd p Ak
Z Fab] mukabA)

a3 1. ZF,

A 479 99 i 29 o9 A5 4F UYL 2wiv] Y¥ol(owl monkey)S) RE(*)S

ulZ Y%ol(rhesus monkey)?] &7} -?“.i% Sparks & HartwichYoung(1989)ol] 4,




T P RIS Musts =2 M2t 2 79

o A=, 717}5 o] £ %W Roz
35222 Robinsond #A e *
o] ko qhg-Fo| whlky 37)& 3_1,_01- sle 7
o2 A7}

r
Hﬂ
)
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X
=

rostral

coudal

7] 2. Robinson® #go] AFEE A%, 9o 7ig
A2 AL vlAAs 2AFA) frEle xof ¢
F 59 =Z712°~50"8 JehA9(isoampl-
itude line) 2oz 7ty A4S EQF qk
¥ 5] ukE veRich +& fl2e, -+ o}
Wze], 02 FHwgo o $EE 9ujd
Robinson(1975)ell4] #3i.

(2) xizhwd@

Aol oajA BAEE gbEEY =l wb
ol B Az HRe F2RE AN (2¥ 2
Zz) o9 AL doglE A A 2ok T8
(extraocular muscle)oll °o]&t}. #]=](lateral
rectus)®}, W2 Z(medial rectus)< 72| zH$

£=8 ARl Z(superior rectus)® 3R
(inferior rectus)-& A58 8|3 AAlS

(superior oblique)® A} (inferior oblique)-&
53 $E(torsion) S dorh FUAME
{oculomotor neuron)+ 2% T £5A1A o

FEEE 2. FOAAIES Mz
A% B e AR LEET} o] F oH 2

& Zzéfs}‘—“— o] 2144173 M (abducens nucleus)
ojt} meofole] A9 ojHAIZ -2 oF 800702 Wi

2§17 A E(internuclear neuron)® ¢ 1500742
+% 7 Zgsted WAz v

WA LS FEIle FEAAAES A7
< ﬁ«l NAZE FEAA FHYEk
= (Delgado Garcia 5. 1988).

= A3E AHelde AZEF
otellel Ae|stsict

1) A (burst neuron)

S A EL] B ok A b
2} A (viscosity)? &4 (elasticity) & 53}
e Sx 2 E o] FA17)7] 98l pulsetl e}
stepAl 2 FA"} 5] HreFg %
P& AFshe wHlol dAdd AdwH (medium
lead burst neuron, short lead burst neuronel
2t ghelrh. oAFHY] S ddoNM A
= Al 354 A (exitatory burst
neuron, EBN)(Kaneko 5. 1981)elx, AW
9] m& Adgod WA 73-& A Aty
#(inhibitory burst neuron. IBN)(Scudder %.
1988)elth. o] 52 A7 WA AR M Ee}
ZAse] gloiA] xof hg-Eel 5 wek RS
Ao (ad 3).

A mof Q59 43 g RS Alels
= 24 AdiEEe]) riMLFelM wbA=gdc
{Moschovakis %, 1991). oi7]dl+= ¢, o}

2o zof qhtf-Foll vhgEHs Wi Eol EAlT
v 283 2% riMLFE A7) 238k A4
uhgke] obt $g-o] WAslT A% riMLFE A7)
A58l wRA Ao R o] g2|gle] AT
(Crawford & Vilis, 1992). =3 Awypale] 4
3k WA AZEt mof b5 JHA] AlZE Ale)e]
ate](latency) & 71Eo2 A8 AU (long
lead burst neuron. LLBN)3} whAls) Ziymad
o] W}t  "23 4, ¥ Crawford & Vilis
(1992)7} A=ldr Axkwaiel 2h8- whskeic} 734
ulete] H2-2- uisl Ale|E 3 wigpe] £E2-2 v
Wt AelE deblled], olE 5o 8] PPRF
AHup wele] #AstE|x T 4 riMLF A%
d F Ante] whalely A7} AAEE AlA 8
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ko o] w|EY 5ol dofdrhA). o]F Mo
Z] +EB). ¥4 $+EC) = 449 + 9ok
A Andde Yo xof -4
zf 10ms A58 B3E ARl (ad 3). % &
o] R4 AWwdde 539 (on-direction)
XoF obe-%Fel sl 71 Bus] ukgEe, @
T A v 2o FY Y AR 2
7lo  wlegch zelm s 2] burst
duration)® =oF eHE-&5 5717 Aleldle A
Aol Abgo] whazled], dsole] AS 5 ° o]
A9 £oF o g-FollA £ 24719 3 Age |
of 7tk ejw Al Ha HEEH =
e} ob-%9] Hy HFRTren "3“"“—1°] 2A7}
Aol dA Uk AT 2oF hFEFY 2
717 AA”SE d3tgo] Eislew 10 o]A4te]
Zeof obe-Eolxe et Ay A "o
{Kaneko %, 1981: van Gisbergen 5. 1981).
% wike] FEA A uid) wgo e
Zof ob-g-%el dalMe A #5E A 4A
v 2o gbg-gol B wof g EhE Hal
th(van Gisbergen ¥, 1981). =3 =oF b2
9| A AR M T gEfsled o244 H
Y& wik A% A4 (broadly tuning curve)el &
< 4 % ook
3 whke] 34 AdwEe 559 o9Hlw

He] FPA  dddA A9 (monosynaptic
EPSP)E #+gch(lgusa 5. 1980). =22} 434

uhakol A4 Aty w3 Addwdn
AAH d74L Ph(Scudder 5. 1988). weby
334 Awhdde] §39 xof HEES WA
Az o, JAA AuEae w2 ARIS
ojgtalA] ofate] L WO Z o] FIEE Fe
Aoz walrh F¥A AWRA chrHE o
A4 A BEHY v 2o HF
o @zle}, 8} A& 7L EoF FEEEe X
&7)2ks}, Ha s} Hl%% ok qbp-5e 3

I £x9) Adhe xHaltt
A Awd eleidt %*éol %ﬂ&*g AFao
2R Ay o¥e U dygstn A

(Yoshida 5. 1981). Kaneko 5-(1981)-%

|- ol&d

A A4 eF 15ms
2 FE ISR R- A= PO 1o i S-SV el ) vl
Tofole) AFolM FHA A PR A4
Aubpie] 2 &7)7ke) EoF QbEF A&7
v A A, oA Aubgdde] FAIwY
(omnipause neuron, OPN)2.& €3 HE
< 5ol AAA A2 5—‘4 58 7iA
o} 24¢ Asled o & oS oz A
e} (Scudder %, 1988 Kaneko 5. 1981).

Aubiaie] x]ed7| 7 (latency)<
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18 3. 37 6 o $ uleke] mek Qb %o o
& o7 v"‘—‘d o] uh3} #ied. OPN: ¥ w7,
LLBN: #Ads) Axt w3l EBN: 84 #Ad
i, TN: A44 78, MN: 85 w&, IBN:
A4 7—’1"'} . R WA F5 H4L on
direction, ¥ ¥ 42 AL off-direction.
Fuchs et al. (1985)2] 7| =FallA].

A8 Awbyele EoF b g-EiiA] ofF
100mso) A ¥e} wtahslr) Alatste) of g%
Aol Hi Yehge] olem mof AFLEEE
o} & uEE 23}l B2 Q7L J1E
o2 oiAis ﬁu}va-]_‘,]. zuqsg Awtygels
A2 = il 277k 2 o o) i
A Y AubgEle o] AdlgEe]

H
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A. Clockwise Rotation

B. Upward Rotation

2ot ZH 81

C. Leftward Rotation
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2% 4. Crawford®} Vilis(1992)7} eldh Ak wd2l 28 w4k PPRF] & 4o 7t
A9 A Rl g} w3t %FH-J zﬂ_i X9 A WIE %l w«%— B. 43 o
*.} T FEE ARt A4 vige] 852 w3l 4, 3 wiEke] 552

vl =oF ob-52] W (parameter)$d Aol
g Ay AR Adr)i, %o
(movement field)2] A1#H(Hepp & Henn,
1983), =oF ob7-2% wigele] Abg SollA] A
o} whAls) Aubwadel 7 Axe AAE He
o], o]21gt A ELS A Aibwile]l FekAlH
AEE 53 Zlo] oplel, Aot w3y F
el uisfdds Fehe 7S o]TeWrt
(van Gisbergen, 1981: Scudder, 1988). zz#]}
Cullen & Guitton(1997)> A4 Hdwde
3oz E Al 2 3ol 714 (system
identification technique)& ol-&3] ¥4 ZHx}
chd s Ayt Ahds A Aol -9
n|gk Afeo| 2 wbAslx]

2) HX|F&#(Omnipause neuron)

F27H& on-direction®] EoF -5 7|
Al 15~35msAHE] =of eb-g-Fo] AdEE F
oF whalE WPy %A o4& dole e 9
¢} FHaA 2 50~150 spiked] LAI vlE
2 3ljkck(Strassman 5. 1987). FAlFH e
A7l AL = HE MAE A A
Aghzal xof b EL FAItHKeller &
Edelman, 1994: Fuchs %, 1985). Fx|wal&
PPRF¢} riMLF %4 Awywsl, A4 A%
A JAld AFE 3 AeE dEid
(Strassman §. 1987). °ol¥ AMMEZRE FA

EQI

*‘re\i—'ﬂ' riMLFOﬂ U
3 &%, C #
& ululsh %EH

Tale] whdd AwtRalE JAsy gl dAd¥
Aubrdde] dEkely] flsiMe FARlwRe &%
Fie] AdsElejop Zohe Mol =EESIC
{Robinson, 1975: Scudder. 1988).

®=g FAFAL A RA,
@i (Keller & Edelman. 1994). Ab7-29] A3 <
Aol = FAFAH vh7IA R o] A=l )
& o W3sta Eof oh-% FotddlE FA5h=
¥, A% (fixation neuron)Sol &a)st=d),
o] wHld FAFHH FEAHl A4S ol &
tHMunoz & Wurtz, 1993). #<el Gandhiet
Keller(1997)+= FAlwddde 317 A5 §
Ao o] ApFellA vl EH APAEY BE5AE
EA8 Ao & Aoy HE ddoE Zg
Aol FAlwRe 94 HES Ay 1ug)

A4 AAE

L

3) AW-X&M F#(Burst tonic neuron)

4173 AHAb7|(neural integrator)i= 5% A3 &
NA AzR AEee AERA M $Fo2 I
oA B A IFE nAHATE ASA
(tonic) A& 5 Eql % Alxz Addic A4
A7) w3 Zofeht % A 2ddoA &)
ol HAE deEde =599l AsE B TE
TEZA A== (24 #Ha), o|#’t AlA
Hir|7} By FE2EE FEREA 9 o9
g 3ol Augrd  AHuskes

nucleus
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prepositus hypoglossi(NPH)&} =3u}3F #Hutgd

%& A4lE  interstitial  nucleus  of
Cajal(NIC)e] slch(otehel] Az]).
NPH® A2 odgexy: uljEo e $9%

oF b5l el #H3sluw mof QhEelF
7 AER Ao A e T ASHA
(tonic) 58 Ho|vd -9 (off-direction)?] &
2ol daje 5 FAss A-AEA 7
o] lcka deihdet. ALY FFL =oF oHF
+E9 =7l vlE@THEscudero 5. 1996).
Kaneko(1997)+= €4o]9] NPHe el ibotenic
acid® T, SR Ao AAF F3 A9
F3oll mx= sdskS WAYel 2 A Aol
& £49 NPHe} ze & %z $x]d o4&
A7 sl AZEHA EAEAG. oA
TAA wkeg iz} o] Fdl=(drift back) &
el AZr A Aake] Aol wis) oF 1/10 &
Fo2 ztasle Ao E}‘ﬂ%f)r. W £ofF gk
T 2% AAe A ke WA wsith el¥
3 As}=, Cannon® Robinson{(1987)2] <i-¢}
A, NPHel| 4734 7]5¢] sl&-& Boly o]
FE27F S yueke] okt mA o] AHAbH
272 o|Rojx|A| ¢g-& Halrlh NPHO| #4A4,
k-2 &4 FEl S e B[R H7E gges
413 & B licHDelago-Garcia %, 1989).

NPHe AY-A&4 wid3b 2Fe] $A717 &
Qrell obte] $)xlef wls] H3sh= Falel NIC
ol A AEA} 53] o] 4] Ak Ak-A&
A wRle ust vlgH spiked] F FE A W
o] wof ob-Eel Zrleh Al Axkg Bl
o} o] RIS oA-ubskel] dhajA] W3} wlge]
A3FA AABHA &Fo] FAEE AL oY

(Fukushima %, 1990). NICE &A4A17] 319fe]
2} fpole o] o]} Aok STl & wAEA|

E3cHFuchs 5. 1985). Moskovakis 5(1991)
<2 riMLF¢] wAl3) Z!”‘L§.°] NICZ F4€}
AL i olEgt A HAAEE NIC/ A7 A
Ab7}(neural integrator)eil 3 HD‘??}E}“ ZZx0 7}

o ek

ojxd

2. DHHQ £ HTRE MY DUS

(1) Robinson 2g

197549 Robinsona &ldt4el A3 AuE
of 7]&3ted Zof bE-E A RS a
(Robinson, 1975). o] Zulelx& FZkAdelA] 3%
o] 9% (target position in space)s} 7RA] 4l
% (trigger signal)7t ¥eo= Ao (¥
5). Ao 92 AzE N HA A A wt
L5l b A A3} dejA Aak) o] Al
3= 5 WA b, FRA Adbwilez A
Hu o)l vt HEEHE O 5 L5
FaiRch B2 93] Alasl TEA AR
Ads s A A7t FRlaslel] As]es
A4 AxbrRle] A7} A =% (disinhibit)
7b AlAE e, A A FRE
2] A A AAL FAlw wlolox 5
22 AAA Ao %ol A&He B F
Al 858 st 9EE 3ok FEA
Al Alie e wioE A gz
(pulse A1%), A A& Fooz AEI)
A& 7L JdEHE AZE AR " 7
2= AZE 7o step AZ
2R AL, FRA Ay Hdse] w4
ol 9x)¢} wlarEe] % L/HE T A @
ot &oF ool Z3gd el ] 9%
7F A2 Ao HIE &5 2F/7} 0o Ha
A AERRe o ol wWElslx| e 1
A A Adbge #Fe] PaEd Fxwd
& opA] #EElr) AARe

Sparks -5-(Sparks, Mays & Porter, 1987)-2
AlZpFo] AlgtA] i o} mefgh - /‘l’—]rilxl
o3& =7kl A PPRFe) =4I A7 23
- 1}?-%_'— AZE HHZ o) F A7 APE ‘ZE
o FHol> =of 52 o] g k9
$ 7"] H3LE BAEe] 3EAe] AAH fAE xdd
e ZAolArH2d 6). o7 E2 % 4357}
Zof obF A AlaEle] 9l Alsgs A
ol =3 FRA Al A3 % oF

uks}
Alo]

o)

53 o]7e

N

P 0



Eof AITSER WA

2} 21 van Gisbergen 2 A3 Axke} §4}
sltt. #A]gF van  Gisbergen $-& 4-ulsf
(on-direction)®} ZF¥A Awywyuizr oQ-uksk

(off-direction)®] HAl4d ZAuwale] FE9 o)
% %5 o5 AHE ¥ gEol o] 2
ol AF A3} AL ohir)

W Robinson =dlo] AE 4 ¢l ‘?‘i*
= A= d=d Jurgens 5(1981)9) o)F
A4 (double-step experiment)e] 1 % 7}1101
ot olRL o} F FE At Fde) F BA AF
< w3 og AAske Ayl o o AL
F A5 7hdl A 2® olE3jl Robinson
2S5 24 25 F 3 29 3HZ AAde)
ol F3AY ME AFOoZ o) %I X b
9 Azl =5 Wslg QA& didsx ¢ A
= 9d AFeol AAEGE o Bojwd xof ok
e UE Sx2 F A5 Aoz AR es
o] 5% o h-EFoldivh =3 13 A
(burst generator)ell 1% A% E A|Fdh= AL
2 Role AT AFLFH(FEF)e] ojv] 8¢
He e B3R E5H$(desired  eye
displacement), & &% {5 FArsla qlote
AME =oF o A Ala”le) glEAlz R
A oke] A xR ko] £ o
AHES AAt. 2 #olE Robinson =92
Al Zef ¢ $-%(oblique saccade)elA %3,
G upspe] AR F 2R Ao &} 7has)

3 A% o) Mo EH EoF 75 4

J,?, m\n

= AAE fAEEE sl AR AR
(component stretching) #AH-E =3} Zate=
A 2w glr)

o] ¥ Robinson®d-g FAF ZAFo] o
AAN=ED e 2 F 7% Jurgens 59
(Jurgens 5. 1981)e}c}. o] o] B2 g1
Az ke ER $F HHE ol4iite
a2, 2713 7V5 AAb7](resettable integrator,
RDE 53 4 =9 Alsr) Adgioes Aol
(¥ 7). RIS &84 Adwile AZE AH¥
o g wof el YW o ¥F 4
o] 0o wWojzlch & RI ME: £ b7g

710]

L«

N

b =7k A

el Y 83

Fo) 343)7] A Aoz Frkshe we ¥l
% Molth} %o} QbFeFel A9 HEH
oz uE wgs Eob IPLENA oW Az
2o\skate ARG BT 2 olew ¥E
HRe Mol FAL obd MAA whn Uk

(s}

&

-

Eye Position
— +
Target
Position
EBN > TN >
* To Motor
= Neuron
+
Trigger
—| OPN |— IBN
T+
Bias

2% 5. Robinson(1975) 29, v2l& o & 'EHe ¢
A%yt £24 AY Fale Yol Bz o] UL 'R
Hel iz AseXe ol 9x'9 =Yy AxE 7
Ashedl, olZle) % 277 =ul &% 277} 00)
o oizbx gl R4 A9 wale] AdeE 2S5
A frdoll A HAEo] ole] VA A¥s} “Fel HA A
2o} sk A4 A FH2 A e g5 o
qatel Trigger: M4l AL

A B
200 200
(] [}
104 1045,
} | . —
-10° 10° -10° 10°
.10°J— -IO"J-

18] 6. Sparks §(1987)9) Ad sejciy). EHe 12° Yo
AR} AE B4 22604 g e AH A
4). B PPRFol Fol7 vl A7 23] antg B

A = LR



84 &0l - olxd

+
Desired - +
Displacement +
T EBN N D—v
+ To Motor
b Neuron
+
Trigger
~ OPN e IBN
]‘+
Bias

8 7. Jurgens $(1981)9) ==l £84 A wiiez {1y
& AEyE 4ot FEFOlA vl£= k7o) 27 &%
Wololn sHg Az 2713 7Hs HAVI(RDeIA
A5t RiE 84 24 wily 498 AH4askedl
olRol HF 5 % a4F A3 gle=g Rie
HolE E3geiv} RIyE EokhF %0 A7 A
ol 09} gtog 7%=

(2) Scudder 28

198813 2 E¥l Scudder ¥ (Scudder, 1988)
< ATERE e EX $F ¥y A3E 9
3 gre2 wkow R tiAl A Adwdg A
¥712 713 che Aell4 Robinson, Jurgens &
d3} zjo]z} gleh(z# 8). AW AdwHE A
TZHE FEHQ E gA Aoy
B dAAqQ =AY 43 (feedback)E WHerh, A
T 7Y EREFHEY AEE ADEy o] Al
FE ATl FReR 84 =5 AR A
& ZAwneldAe spiked & 2 XAHtw
7Rt ol dt WL A w9 Alzel o
o st WAL Z7)dd viHEg H 7 Fol
Ae wrleg shssicty AEiie, olAde ¥
oA Aol A Al Alelo] Mz opE
#7119l 9442 FA s th Scuddere ol
W yhale] ZAZ vl& A [Rle] A&
Auct oA FHoz o g d48 e Sy
A spde Eci(Edwards & Henkel, 1978:
Scudder, 1988). Abe ZAY Zibwa # of

-

vt FAwRE JAd ez dFse] 9l
Robinson E@zh= de] o] o3 442 7z
7t ofalA] AR R R Abywilel ¢
& WAE & gk ATFREER] Az FAW
g Agkste Al FAY Adyds A
] o] F 7}A] Ahgo] F¥A A wilo] s}
EE gt} oojof uiel JAA AW FS FAW
HE FAZT AIA Qe ol A F
A A wEle] FAZ #3 UL oprlshed
AA Zof bEolA FHEA S0t S8t
= BgT fARIeh 2o dbREEe] AgEeE
A A 1o st v]g-E (22 T}
A5 zof o2 FEH

of wlolM= % ko] Wl et 3
bapol sty Ad7|7b FAFRE Rk JHA
o o]2% A% 24 (component stretching)
FEE 5 i P AE B 4
LAY 20 F M AA = b
Zgell w3 Ay A e AFRN
o E d¥e perng Ay AU 7y F
A &xrl wpEy aep FEA AL wiie] &
TE AR F ode A WA el FA
& shsiA "o} of +3 +3 F#A A
W FYHE #3E Aabsbed 5 %o oY AR
713l =of k59 A$-ef wasld TE
W RS obE] BF HAlo o]l2A Y} 4

A At FHe| uhA v]ge] Jdong
A At 75y e Nxg whalsly uleba
sgubake] 4w} zdagthe zlo|nh, a8 o)
S A 1o U3} vge] &5 2
Fob 2 ARHE 2l van Gisbergen 5
(1981)9] Ags FAFHE viA 7] AFHE
o zof obt-% Ao Wste P}

Zev A A Rle] ARy 9L 3
o= 247} ¢l (Raybourn & Keller, 1977)
el FAwEL A J94-8 dhe (Gandhi
& Keller, 1997) 15 ° o|49] xof bFg-Foll=
A wkx] ob=vh(Scudder, 1988)y AHEol o] »
d o] ghAojr},

ok

ﬂo{_n‘

oft Mz ox rir

lo ot

}

oMo ok o
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oX
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To} APRES MMEHE K2 AHs|Re} 29 85

Bias
Topogm‘ph]ca" .............. l
Weighted - : * To Tonic neuron
;  &nd Motoneuron
5C EBN [——
+
OPN _L IBN
Weak Tngger  —
+
Bias

18] 8. Scudder (1988) =, 479 £83 4lus} o
A4 AL wel AAMF s 43 Ko}
AHAslol £84 A o UskE =248
Aol Ay A i Aol F77 g 94
& AgHez JHEd dHE Suistn 473t
FA 77l Aole] AL okt RA] AXE el

el o7lells 7HEXI7E ol A ghgket.

3. H§29 ZHS

(1) Gancarz® Grossberg® 28I(1998)

o] me I EAlsh Al s ojZo) ¥
& 2718 b5 Aab] Sell o e WA
AR AL vl SR g A

5 A A T, FA
-e ol gs) AR
AT, FEF, &¥ 23
A135 Adub=c} EH
Frlol ola) Z7)sksle H4b

(o) mael @yAq pae 2

v

cycle)oltt, ?FZ] ’“EH"‘]H -?’rzl

pny 1
e g5s s e A

4

Bt} o] <A A
(charge) ‘ﬂ'ﬂ]ﬂ‘ﬁ st chA|e| HeiEH %ﬁ’-"ﬁr
He| Fed HAE Fosy T AW 7o
A A e JHel| ol Y3 “.—-}34
ek %‘—-«:”‘é 2 el 8 Alse 2
AR FA "41111"* A &t

“d*ﬂ Adb 7o 855 dAFeR
Adb el ke A 451?{}5}
Fao] o] ol &E3kA] o FAw
37} AviEle FEA AR F2 oA
FA TR A7 gA sl FolA Hclh o] ©A
£ Z7(shutdown) WAz} dhc}.

o] 2dl2 o} xdfe| Mdwsx] F*
L FAAEL dY9E F ole AR -’F"JE]S’J
o FAHOR o] mdg ATl AEHAH 25
o] ZhzhA wl wv]&3F =7)9] dEe] xoF
Fo] wbAlsb= AldAb(staircase, Gancarz &
Grossberg, 1998)% Fd¥ < gl vt
Robinson® @2 X429 9jx Alsel 244 7w
A} e o A Alssh XA ==
o ojake] Eof %S WA 4 it
Jurgens® 92 RIE X7i3lshe dAUSS 74
el ggronz QA olF AWE 4 rh
Scudder ®®& A&Aql o sl wbEsE=
Zof ob7-ES FHIIA YL oli= AA dleoleie}
we 2olE M]ldd zElm ®oF HEF 2]
o wrste)l =zl 9 A&7 %ﬁl(van
Gisbergen 5, 1981)% o] =®-& Mdwgct =3t
+9, A Wggogo 3Fg Aojdte gi A
A7 FAFHE TS o2 AA =
ofF Qb -8-%-% 78z, ¥k (high frequency)
9] 2ol s ToF ohrEe A7), Hx9 £
A2z ol2r ZoF trgFe 2o
A& 7)17ke] Axabgo g wof k-5 AE
o] 5bAl §-%18 Stanford 5(1996)9 Al A
e} AdxEe Al EHelAdE drh I ok =
of g% =% FARHE AVAS drizie
EoF b rEES AFHoE mAY(Keller 5.
1994) Aol x&H o2 g AE 71 o A
b zrashe 2ok AEAE Bole 7

A

ro,

o
2
:1r
i
.-&
_L.
_L4
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& o o I
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o o
xﬁ
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i) Nﬁ
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86 &0l - ojzd

— lBN'—T

+

Desired -
Displacement
LLBN EBN N
+ + +
- To Motoneuron
L

OPN

13 9. Gancarz® Grossberg(1998)8] £+, A48 24 5
2e A9} FEFRRE ke a7 &5 49 &g
A, o] AdyE AMY AW &l HA W, ¥
24 9 A4 A el Aele] 73 F)(reset
cvcle)E A A&A el &5 iz g,

(Breznen 5. 1996)% o] xdo] 73l #H9
o &8s ot

olzjgt AHlx B3l o] RdL EF tio]
ojaee o83 oz AlAW ndRe] HAo]
L7EITh 44 ool dis tHEAct

(2) 479 A=y AilE 7188 2UE

7R 2YTE 479 U A wA
g 2 g =0 TeEY avlsh By A
Fohe Aoz AT 29 we wdES
477k B ATEEE 9FHeR FAPrhn

7 Ast=d olely FARE WA= Aol
Waitzman 5(1991)3} Keller 5(1994)2] 439]
123

24 Waitzman $(1991)& rhesus #%°]9
Ao ¥ %S 2of o-F FEA B
o 7}A] ERZ FEIAG = HeF £
3 FAO wRo w3y} dEe FHE FE A
Z(clipped cell), o] wiol] &5o] =2A zHA43HA|
T o]F 30~50ms E3t HIHE A&dle FHE
»H-Zob A Z(partially clipped cell), =2 b
F53 WA TR B3l g 2oF
of wshgo] Az Frlslchrt =of <
F+EZ74 100msolAde] Aol B5-& FA3=

T A4 A

H|ZohA Z (unclipped cell)7} Aol oj&FS
Zob Alxel HE-Fu AX o whAdEld &5
279 WAE 2ANY $F 27t Aol o
2} Axe wx zAIvhe Ze gy o]
g ujeto 2 A5 2of beE A S H
w9} 3% (saccade generation local feedback
loop)ell EFAZ 2dd-g A}, of el
At Eof oMY A7](amplitude)E EA
e g8 gz 1§ B yorHeR xof ¢
T59 Frox g5 AAE Hevln ¥
o},

Keller?} Edelman(1994)& #=]5F=doo] A
7] g Fo] ABFA 2oF HFS
3 2 =2] SRBNS &% d9e] wHzs 71839
o FAF- 2Fe] F3 AF e $3
AL AR FLEE T} o] ApFe] HIFH ot
Al FFol7] Alztsl L FAC] A&
o ehe) A9 FA18lA, SRBNS &5
FAw Al o8] A=A} oAl E3}
gl o2 F WA £of ohF-%Fo] AlAtE 4
SRBN 4] w3lg A7)l 2AS A7 =9F
QPFEFE FAEE ¥ =YY 2 Wl &4
Prhe FAZ 23 Uok Bel’t AL T A
Eof ohreEe Ao siDdEle +EHE 7HA
SRBNS A& w3}3lx] dstrhe ZAdH ol of
2] "&Ao)E(moving-hill)” 7Hd-& WHEse A
o]t}

Munoz5(1991) 2okl A9 tectoretic-
ulospinal neuron(TRSN)® 5A7 xeoF -
S AA775E 2AkE A0l E M-S AV
At Waitzman Fo] 477 ToF b55 A
A8 EAsle Aog B ouiw o] L
742 BAE ZlzEle Aoty of e F8
ASE F 7HA & = ded A WREe o] 7
g8 59 KAz ddoke A
(open-ended movement field). & & uhsk&
w2} 214 =7](optimal amplitude)s} 2} &
Al (gaze, MElE F2o8 & T fx9)
%02 3 ejele] 9JA 9] §) o]Fo) s’
Ziole} F WAy #a wabe] wbA A7)o]

g
-

ok

it

<0l o]

T

fe o rin

L oda g



£ot ITRER

arzle} #3 glrke et o]
& el B4 =e] gle Aol &
A1) olFo] AlatEEm
e EEAAH ) (desired gaze displacem-

F Zd3ske 99y wilol ¥AsHI AA
o] o]53l= FF EIh= N4t 4 AEs)
AXG HEFo g olFirhz "BAlolE sHdE Al
Algich =3 TRSN-2 A4 AW wyleg §
Al A EL FAFRoR Ad" zolgt MAYE
ol ol "gAelF T g4 AT dFH %
A =P = % A IRE AT
=3

1994 Wurtze} Optican& A9 A7, &
7 ok obpgF FAE 2% X A 7R
At 7Y & $A] AlE, U3t M E(burst cell),
Z2 *ﬂi(bulld up cell) & o]Fial A wd
& ek U3 AEZze 2F beF FAe
b o g WhEsly] F3 M Es B4 2Fo] A
AlF o zek qbtg-Fo] AlatEr] A Fqt A%H
22 wEigt aejm 43 AExe A W
(optimal vector)ell AR &3 EFAL 71xH
2 ‘ﬂii 48 55 ZHohe AdM
"o} =3k 33 X 23 AXel vl Ao
Al Zof] 4 “‘—-_}73_%4. ey 43t HEs obA 7R
Fofololr FHaldl vl it} o]Feo] A zdd
g ATFe 24 7FER FAEY o] 7FlE
Wl Ao} FA Az £ Fo) gl ok g
F-g-Fo] 9L d A Axy oA eie of

Jiﬂ

o) 9308 nsebe dUT PHE wu 4T
o] 715529 At %ok QrRe-%o) Alatyy)

A e sjAde A AEe] xoF bE AEE
At o} Ase Ex #HAE WAt 33

AEe] BFS B8 Azel AL o] FEA
Aol 44 AES AAA QAL ¥l £2

off W3 AEr} wEdc oF hFE Fahol
&5 A3/t 22 AT EHsEd o)zl
AZ odgo HE FF& olFARh

a2} Anderson % 1998 g4 olF 714
B dAEA ¢ A7 ANE LR} o)EL
20° olsl A& M =oF bt &% Bk %

Mafste =7) MY

Bi2et 2 87

olo] AT MEFY 2 AY ¥F FTE A ¥
4=(radial basis function)& ol&8 FAFYch
Munoz §°] ¥4 iAoz & 7z 7EL°] 7 A
F7Y g% REE ATY vlEn AEe &
(rostrocaudal direction)g wet (& 14%3_94 *ﬂ
I3 85 2 HEe d, g43= *ﬂi—'&«)

o] 7o AFow o]Fdh= MY Byl 2
vt BAA B A3 o)ejt o)Fo] mlZeA
H&o 2 FaAl Aol ope} FAlAolzl:= o
7Wde] NAEA . w3 F2 Az %
TEE 22Hd Aol ZAEE o, wE-AHS

Zurl £A-9]2 vl (mediolateral direction)
< wel AEFel g% g st & 7o) #

A A

4. JR2E o 7PEE M4 REOI
=2l sl sHdsior & 2XE

(1) & IY(population coding)

Zok gbre-E Aol A At 1/3 ¢ o2
€ AlEEe] FACl U3sh=dl(Mcllwain,1982),
o|F A ZotslA X% (broadly tuning) 47 Al
FFo2HE Hx 5 o7 WeHE HUst
A FE2H e WHeE 75 Hd(weighted
average)lAHUELZ  deA  glcHlee %
1988). ol% =z Fdsr] ke O 7HE
HEE 7FsEA s Al ek 2 Az} b
Aot 31, @ AAY 2Y& 8¢ nudo] Ho
o} & Aojc},

Lee 5(1988)% Tofeht-g-53 #alsle] ¥A
el AR AE Auke] JRE REH o nin|
A7z sl br-Ee] WEkE Jlesisle
g, A3 o] o8 £2F fAs g
T-&Fell gaA olFeA gl o] FHih=
G50 wbskal =)o A AE FEL ok
59 Fxol AR Alze}l NS Hehdoh
% ARG AT AETFY 2 S 90t 3
Z9] &5 o7 HeE AXse AEFY 8F
FFo] Hee] £g AP m ol
Sparks®2} Mays(1990)+= olej¥t Ab-2] o5 X



88 &0} - o|x4

4 7Fs A& AN

van Opstal®} van Gisbergen(1989)-2 715
o] Aelzhd AAE AL Axske 334,
He] "ozl AlEeh= gAAH A4z 2HE4-g e
Zolet 7R gt zeln ApFo] FolR= HA 2
Fee) Al P HE T $F £S5
AR Y} olYF whew Hz o2 A7) 9
2ol FAlell FoARl A7) ATl Wi sHF HE
Aol oddts AR fARE Tof e Eg O
o Bk ey A2 AT AEEe] o
oA ZHAg WAl 2 Agatg dl=Ad o
g A 3717} &3t

7V B dAUSAA gAdss 23 JY 7t
AEEL 2718 85 +534 o8 w7t 94
73y o8 mof HF e & AAsl=d o
TS wAd) ol EII] YdMe BE o)
ojziwc) A n¥o] uiHAY Ao} )&
o B fF-E EF o]l o] 43 A
ol o] A% AlA Axs FH EAL sl
AR Yehte2 Tof qbgF A AlxH
o] A YFg ZhdslA 2IE S gley 2
A Aol vlxA golsich Wb A WM A
F7F AR 2EE AWzx] 2 b AlEe g
A Azl=eAed dajA obE ¢ o gy F
A 7dE I T hFEeE Uy vde
Aejgd FAel AlAY 2ol 7|kl Zeoleiok
&t

7V B dAUES AR FH sof & =
WA olfpm Azt % Aladle) on o
AdA &5 430 HERoZ rEFtse
FAHle]cHGroh, 1998). o] ¥4 A& ol
FE2 AT, FEFY F 945 SA 27] =153
€ AYol} o]lF ZoRbr % AYE vEF
P =oF HrEF Theirlele o] 43 PEdT
7} Asizic. o] A5 HFFI} AMT oA, A
T olF, Ao A A F oit)e] &slestE
7353?}‘4 A ol s1d'(He & Kowler, 1987)

< XoF 59 Hiel A old F FEFY
—7—~r76‘°3°1|/‘1 AR Ao g5 ZJSB% =
oF ob-2-%-2] wEje] o] Hsjxlctm P} A

247

T ol¥ 7Md'(Edelman & Keller, 1998)°ll4 =
oF 59 LF2 259 Yeol o=l
T =oF -5 AT ol Aol AA
3 gk AT M-S HEsE o] Al o
ojuie] ateby AT EFY U3 e 259
HefellA ok b5 HEe] e E wEs v
For WH¥ 7olgt= 7Mdelth. van Opstal®
van Gisbergen(1990)2 °)%F XoRM-&-% =i}
thdelld HFE 2o g% E U] AT
MEe) 85L& FAHYY <] 4o AE FF2 &
e zAv)e} whekg x|k il Algez fouy
ZoF 852 A9 FAAHA Aozl (i)
°o|F TAE olEX AT olF g s
Glimcher®} Sparks(1993)& FAlell A% F
A1zb Al A HEd 2o e Jdd
A5l i =oF FREFel dE Aol
SRBN®| 54-& ZAHch ek A o)Ad] 3
TEL dohdoid sl A xFle] g A
olm2 wrel Aol iyt SRBNS| w3} drix
Fe g, AT olFel FFE xof qhe-%e] 4
A 5 A ETo] 5 Zoluz $FA
ZAAZE 839 AL ddd 2 An F 244
A1 SRBN®| $-FAo] Z& 7102 #3=Uc} 2
2yt Edelman$®] 9F A= o]9} uiglg
T Eof HE A 5] o=
wrsle] FbHQl ARl F A1) YHefol o 9
Zeg vy Bt} ol HiFs}
AT DAl A=A 2 A RIS Aol
3}1]‘4 olfd A7 whye] 7kF A¢ =AYUZY
HA45 3= B elr] faMde F A
ANAGE z2d0] ke A5 A 279 o
d A 5 <d F3Y Hasel F Al o
T3t 2L vAUE &t Aot A
7F desdic vE gHEskd xof ghbe-gvke
A o2 Aokt €At o] st 9EE
7] A7 = 2F A9 dAUZY A F o9
7VFeAd& s slof & Zolr}.

el AFsldRe], A+ Az &5 55
Zof obE-F wEle] Fxel el gle] xmalr}
(Hikosaka & Wurtz, 1985 Lee, 1988).

EX RS

o.,)"_. NIO .l



Berthoz5(1986)2 w3} sjglo)
£z Aeldzt X3 4T Y S

o} w3 22 9L Ar] A xR A
T AxS BF FFE NS o é‘E‘-f’-:
Aol o & —VE«J ZoF HE-5-8
A& Bugch(Pare %, 1994 Stanford %,
1996). 223y} Waitzman% (1991)-2 SRBN¢
w3t ool ok bt Lol AAE BAH
g A, e S gl ‘H?‘fﬂ % o}t wisl
ol dE=EE 5 F HdS ¥ WA
o wepr] Ao Alsys ToF Qb re-Ee
Rt} 5 2R/ BRI HE Zlo]
o AEe WY glok AT Azer xof
TF-59 ‘%‘E—’] A A iE Ot AAAHQ
wAle obA] vreA] dskel ey} 3] o)y
BaES AT HATE AEI 71EY Al
Al Blolnt 93] B olue} A7 MEL 3 5
wake] A& A17F = xof b Al W
YES olslzlr] A8l medsiol & 24518 A
AlZle},

(2) 47-xzt welo M5 NEE TH
= 28

Zok b 59 WAES 4l FakHe
2, A4z FdelM AH R mAEEd o] ¥
Alole] M ERE Al7E--E7) ‘ﬁ%(s atiotemporal
transformation)’oletx B} @ =f o7
5 A 2y o] AL A7) @Y &

m
W

r
Sy —{>

_\1
ot

=2

T s A 9 A [y
Alele]l  sbE ddE AugEd #Ho)
Moschovakis  5(1998)2  ai9fe]e] Akl
biocyting Fois] Al-F7F W8 7Pd-E 228}

= A AE AA ) biocytine) F3EH= 9
e A AEZF AT £ b 259

3 AR =ZZ(#09 100709 AR A
(fiber) PPRFA  Alalgd ma33isl o3
(bouton)®] F+(B) Alelolle AldAal A,

B=-0.28 + 9.8 s, (r=0.92)7F st
ol BA mEsel ¥ W A Al Tl
A B4 HE T 9 ¥9E FHE AAE o

She =zt MAsizet od 89

s A wRldAe dizl2E #124
AE dz2Es AZE o7t Zlojtl wealA
2R AAlY dFlZE R AA Aol W
HAo]l Hagd HE AFELS FobE BT
A (Central mesencephalic reticular formation,
c-MRF)ellA] oleigt wigto] dolndtin FA3ir}
(Sparks. 1986. Sparks & Mays. 1990).
¢c-MRF+ oculomotor nuclei®] 9& A& (red
nuclei)®l #ul&d] 9)x3} -MRF9] £&& A
7] ZAFEE w2 Yo BAIle]) wiE 5

o a pE

Yapogo] zhe Eof obf $Eo] WAL A7)
ASs el Aol Wake W wolE 3
Yo ze] 2 mo bt o] AR e

A= Aol FoAx| = H99) el oA AL
e 2718 2o bt %8 Yoy, i
of ol-& A% & Tof ¢k %5-"— do7]= WA
o2 <dg-% v]AcHCohen % 85). ¢-MRF9

Sl E odg& zhrb Abge] ) 2}. A &9 A-n)
% o e B &4 o9x-& = Cohen
& Buttner-Ennever, 1984). 3%+ 19f0]g]
c-MRFell a3l 49 (nucleus cuneiformis)®]

2 PPRFE 4=+ Zol ¥ sy}l ubd
2 ¢c-MRF+ PPRFE%®¥ 7 dx& 293 23

AT B2k AEeR 48 REzE )
{(Waitzman 5, 1996).
Sparks(1986. 1990)& Abgoll4] = A=l AR

Zof 59 43 AFo) -MRFelA FE5+E
AUZFE Ao 2e FUT £ Q¥ 24

shi= 7ol gl

o2 JHg T o) ¥l 3
= Agle] HHe) 43 Axel 201% sl mo
s A Aol HAR u43E Alelgln 32y
o} 2o FPdE 2ok bt Bla e
c-MRF2] w&1&9) W3t 2 7]7ke) A+ Fglo)
A AR AQ 710EG gAY 23(11-19 ms),
e 5l EREHE 2o bt % A =
= Zqte] w3le] o) uligjE o 2o Sy AR )
2719 A W7} glent 4 A ye) alshe
obel AR AR wolx| thzrhs S o
8] A"k Waitzman 5, 1996).

E43F Qo] -MRF 1
A e

i

rlo



90 H&0| -

Sparks?] 7Hdell 7123 Fd =271 FHARE
(iso-horizontal curve), ¥ A& (iso-vertical
curve)S IAdE AL FAoE AT A=
g ZAAAH woich(zy 10). ¥ Av 39Y %
A HA(LF AL A9 2ol RgHe ATeNA
2 91x5 BAZ a®elth(Van Gisbergen %,
1987). 2% B2 W A Role 100 o 4 A%
& e A B 58 fdske 34 SA
7} Ao g FAFEG Bz R 100 o 53]
AEL 7HA e AP Eohe5-2 ] whake] A4l
o2 veh} glrl a#lx o] AAES 2EF 1
Yol FL& FAoT WIS Jje FHL
20° . 307 . 40° o £3 A F)H% 3 AL
(v )& EAsed 53 A8 29 #3444
9], ofe whakel wie} F 4] FAe] sk 7
o] 43 AE FA(iso-horizontal curve)EZ
¢-MRF9 A& & Zeold d&d Helgt 714
o}, AE 5o £, 3 AJ¥e] 107 d A
Zof ok 59 A% ¥ BY ¥ /A &
FAd9] mAY Ao sl= HETY EFel
c-MRFelA 10° o 3j2sl= zelo) A2ES &
AgA 73 o] BEFL 10" o 7HFH7F Fod A
A 7}==2 PPRFS Awdle dd€cia 713
% 4 9JrH{Moschovakis, 1998). e]ai’gk A+ =
29} ¢-MRF9] & A =9F g+ 5 43
£ 4y 54 Aoy Fiste <AS Pt
£ QA e FAO AT AE2NE HY 7
oA 873l HFIZE FF AA Y3t
S % QX A3E 3 232 5 e 5
9] o]Ho] it

o) #HQ3l7) M TUE =271 a9 A
e 7 = ob-Fo Wi A9 c-MRF
9 a4 dARS galshes AYe] glejof & o)

o

o 2 ohe} o MRFel dgsie. & A =
oF 7 £ $A 4XE BASE o] 4

F-9} riMLF Aol Eafst=R]2] oo it 2t
Ex He3} M Waitzman -9
¢c-MRF wdeo =3} ®lxrt % 2xHradial
error)®} ¥ AMHE ¥lg& £ -MRF7} A
£ I o g AA HEY FEAA

= o
R

o|lE

A ool A AZRE HF wRLENE A
T2 Adsl= A 9len dFlZE HE A
AL F3n AR HHse 9gs v =&
grh = o} E AFE -MRFe] H #3 ¥l
ursl 24 7|7 83zl s)7ke] X HF ¥
9] £ AE ¥ opju} A A¥d] T
odarg whe-g ¥ wal=dl(Handel & Glimcher,
1997) ¢l Sparks®} Waitzman® 7}d EFof
B x| 3} Zeolct

A weom)
0% 39

a0
W
20
10
[} a

80 H,t0

2% 10, A EH9] XE uat #AxEe) AT FFR FAYL A
(van Gisbergen %, 1987). B. 1%-2 9 A& (4
2 AR)e] A#77F 10° 2 4R 9 = 4
A £k ot $EES Ve et 3 4 A
(5° , 20° , 30° . 40° off #idsh= 242 b, 2
g2o wu} ¥ AAEE 47 AXE Wzl o
@ 71 Sparks®] 7HAdol ojawl EU% 59 AHE F
Al(iso-horizontal curve)oll 4281 Ue HAELE
c-MRF9] £% Zle|2 Fdgct

riod

Al

a3 Al =& F3 =S d3z AHT
Hell 71} o] AT ¥FHIr|ERe

Y
et Q7 A Algle] AYez ol R Hit)

70
x)



Tt I 7RE

o

A3

aSAnES

Anderson, R.W., Keller, E.L., Gandhi, N.J., &

Das. S.  (1999). Two-dimensional
saccade-related population activity in
superior colliculus in monkey.

J. Neurophysiol, 80. 798-817.
Berthoz, A., Grantyn. A., & Droulez, J. (1986).

Some collicular efferent neurons code
saccadic eye velocity. Neurosci.Lett., 72,
289-294.

Brezen., B.. Lu, S M., & Gnadt, J.W. (1996).
Analysis of the step response of the saccadic
feedback : system behavior. Exp Brain Res,
111, 337-344.

Cannon, S.C. & Robinson, D.A. (1987) Loss of
the neural integrator of the oculomotor
system from brain stem lesions in monkey. J.
Neurophysiol. 57 1383-1409.

Cohen, B., & Buttner-Ennever, J.A. (1984).
Projections from the superior colliculus to a
region of the central mesencephalic reticular
formation (¢cMRF) associated with horizontal
saccadic eye movements. Exp Brain Hes,
57(1). 167-176.

Cohen, B., Matsuo, V., Fradin, J.. & Raphan, T.
(1985).  Horizontal saccades induced by
stimulation of the central mesencephalic
reticular formation. FExp Brain Res, 57(3),
605-616.

Crawford, & Vilis. (1992). Symmetry of
oculomotor burst neuron coordinates about

Listing’s plane. J.Neurophysiol, 68(2),
432-448.
Cullen, K.E., & Guitton, D. (1997). Analysis of

primate IBN spike trains using system
identification techniques. III. Relationship To
motor error during head-fixed saccades and
head-free gaze shifts. J. Neurophysiol,
78(6), 3307-3322.

Delgado-Garcia, J. M., Del Pozo, F., Spencer. R.
F., & Baker, R. (1988). Behavior of neurons
in the abducens nucleus of the alert cat. III.
Axotomized motoneurons. Neuroscience,
24(1). 143-160

Edelman, J.A., & E.L.Keller. (1998).
Dependence on Target Configuration of
Express Saccade-Related Activity in the
Primate Superior Colliculus. J Neurophysiol,

He szt

dys|2et 2 91

80, 1407-1426.

Edwards., S.B.. & Henkel, C. (1978). Superior
collicular connections with the extraocular
motor nuclei in the cat. J Comp. Neurol.,
179, 457-467.

Escudero, M., Cheron, G.. & Godaux, E. (1996).
Discharge Properties of Brain Stem Neurons
Projecting to the Flocculus in the Alert
Cat.11.Prepositus Hypoglossal Nucleus.
J.Neurophysiol, 76(3). 1775-1785.

Fuchs, AF., Kaneko, C.R.S.. & Scudder, C.A.
(1985). Brainstem control of saccadic eye
movements. Ann. Rev. Neurosci, 8. 307-337.

Fukushima, K., Fukushima, J., Harada, C..
Ohashi, T., & Kase, M. (1990). Neuronal
activity related to vertical eye movement in
the region of the interstitial nucleus of Cajal
in alert cats. Exp Brain Res, 79. 43-64.

Gancarz, G., & Grossberg, S. (1998). A neural
model of the saccade generator in the
reticular formation. Neura! Network, 11
1159-1174.

Gandhi, N.J.. & Keller, E.L. (1997). Spatial
distribution and discharge characteristics of
superior colliculus neurons antidromically
activated from the omnipause region in
monkey. J. Neurophysiol, 78(4). 2221-2225.

Glimcher, P.W.. & Sparks. D.L. (1993).
Representation of averaging saccades in the
superior colliculus of the monkey. Exp Brain

Res, 95(3), 429-435.
Groh, JM. (1998). Reading  Neural
Representations. Neuron, 21, 661-664.

Handel, A., & Glimcher, P.W. (1997). Response
properties of saccade-related burst neurons

in the «central mesencephalic reticular
formation. J  Neurophysiol, 78(4),
2164-2175.

He, P.Y.. & Kowler, E. (1987). The role of

location probability in the programming of
saccades:implication for ‘center-of-gravity’
tendencies. Vision Res. 29, 1165-1181.
Hepp. K., & Henn, V. (1983). Spatio-temporal
recoding of rapid eve movement signals in
the monkey paramedian pontine reticular

formation (PPRF). Exp Brain Res, 52(1),
105-120.
Hikosaka, ©O.. & Wurtz, R.H.  (1985).

Modification of saccadic eye movements by



92 &0l -

GABA-related substances.l. Effect of musimol
and bicuculine in monkey superior colliculus.
J.Neurophysiol, 53, 266-291.

Igusa, Y., Sasaki, S., & Shimaz, H. (1980).
Excitatory premotor burst neurons in the cat
pontine reticular formation related to the
quick phase of vestibular nystagmus. Brain
FRes, 182 451-456.

Jurgens, R.. Becker, W.. & Kornhuber, H.
(1981). Natural and drug-induced variaticn
of velocity and duration of human saccadic
eye movements: Evidence for control of the
neural pulse generator by local feedback.
Biological Cybernetics, 39, 87-96.

Kaneko. C.R.S., Evinger. C.., & Fuchs, AF.
(1981). Role of Cat Pontine Burst Neurons in
Generation of Saccadic Eye Movement. J
Neurophysiol, 46(3), 387-408.

Kaneko, C.R.S. (1997). Eye movement deficits
after ibotenic acid lesions of the nucleus
prepositus hypoglossi in monkey.l. Saccades
and fixation. J.Neurophysiol, 78 1753-1768.

Keller, E.L., & Edelman. J.A. (1994). Use of
interrupted saccade paradigm to study
spatial and temporal dynamics of saccadic
burst cells in superior colliculus in monkey.
J. Neurophysiol, 72(6), 2754-2770.

Lee, C.., Rohrer, W.H., & Sparks, D.A. (1988).
Population coding of saccadic eye movements
by neurons in the superior colliculus.
Nature, 332(6162), 357-360.

Lee, P.H, Helms, M.C.. Augustine, G.J., & Hall,
W.C. (1997) Role of intrinsic synaptic
circuitry in collicular sensorimotor
integration. Proc Natl Acad Sci U S A.
25:94(24) :113299-304.

Mays, L.E., & Sparks, D.L. (1980). Dissociation
of visual and saccade-related responses in
superior colliculus neurons. J Neurophysiol
43, 207-232.

Mcllwain, J.T. (1982). Lateral spread of neural
excitation  during  microstimulation in
intermediate gray layer of cat’s superior
colliculus. J Neurophysiol, 47 167-178.

Moschovakis, A.M., Scudder, C.A., & Highstein,
S.M. (1991). Structure of the primate burst
generator .I. Medium-lead burst neurons
with upward on-directions. J.Neurophysiol,
65, 203-217.

Moschovakis, A.M., Kitama, T., Dalezios, Y.,
Petit, J.. Brandi, A M., & Grantyn.A. (1998).
An anatomical substrate for the
spatiotemporal transformation. Journal of
neuroscience, 18(10219), 10229

Munoz, D.P., Guitton, D., & Pelisson, D. (1991).
Control of Orienting Gaze Shift by the
Tectoreticulospinal System in the Head-Free
Cat.IIl. Spatiotemporal Characteristics of
Phasic Motor Discharges. J Neurophysiol,
66(5), 1642-1666.

Munoz. D.P., & Wurtz, R.H. (1993). Fixation
cells in monkey superior colliculus.l.
Characteristics of cell discharge.
J.Neurophysiol, 70, 559-575.

Ozen, G., Helms, M.H., Lee. P.H., Augustine,
G.J., & Hall, W.C. (1998) Local excitatory
interactions in the superficial gray layer of

the  superior  colliculus.  Society  for
Neuroscience Abstract. 24: 419.
Pare, M., Crommelinck, M., & Guitton, D.

(1994). Gaze shifts evoked by stimulation of
the superior colliculus in the head-free cat
conform to the motor map but also depend on
stimulus strength and fixation activity. Exp

Brain Res, 101, 123-139.

Raybourn, M.S., & Keller, E.L. (1977).
Colliculoreticular organization In primate
oculomotor system. J Neurophysiol, 40,
861-878.

Robinson, D.A. (1975). Oculomotor control

signals. In Bach-y-Rita & G. Lennerstrand
(Eds.), Basic mechanisms of ocular motility
and their clinical Implications. (pp. 337-374).
Oxford, UK: Pergamon.

Scudder, C.A. (1988). A new local feedback
model of the saccadic burst generator.
J.Neurophysiol, 59(5), 1455-1475.

Scudder, C.A., Fuchs, AF., & Langer, T.P.
(1988). Characteristics and Functional
[dentification of Saccadic Inhibitory Burst
Neurons in the Alert Monkey.
J Neurophysiol, 59(5), 1430-1454.

Sparks, D.L. (1986). Translation of Sensory
Signals Into Commands for Control of
Saccadic Eye Movements:Role of Primate
Superior Colliculus. Physiological Reviews,
66(1). 118-171.

Sparks, D.L.. Mays, L.E., & Porter, J.D. (1987).



o} oI R2EE MY

Eye Movements Induced by  Potine

Stimulation:Interaction With Visually

Triggered Saccades. J Neurophysiol, 58(2).
300-318.

Sparks, D.L., & Hartwich-Young, R. (1989).

The deep layers of the superior colliculus. In
RHWurtz & M.E.Goldberg (Eds.). The
Neurobiology of Saccadic Eye Movements.
{(pp. 213-256). Amsterdam’ Elsevier.

Sparks. D.L., & Mays, L.E. (1990). Signal
transformations required for the feneration of
saccadic eye movement. Ann, RKev.Neurosci,
13. 309-336.

Stanford, T.R., Freedman, E.G., & Sparks, D.L.
(1996). Site  and  parameters of
microstimulation: evidence for independent
effects on the properties of saccades evoked
from the primate superior colliculus.
J.Neurophysiol, 76(5). 3360-3381.

Strassman, A., Evinger, C., McCrea, R.A.,
Baker, R.G., & Highstein, S.M. (1987).
Anatomy and physiology of intracellularly
labelled omnipause neurons in the cat and
squirrel monkey. FExp Brain Kes, 67,
436-440.

van Gisbergen, J.AM., Robinson, D.A., &
Gielen, S. (1981). A Quantitative Analysis of
Generation of Saccadic Eye Movements by
Burst Neurons.  J Neurophysiol, 45(3),
417-442.

van Gisbergen, J.A.M., van Opstal, A.J., & Tax.
AM. (1987). Collicular emsemble coding of
saccades based on vector summation.
Neuroscience, 21(2). 541-555.

van Opstal, A.J., & van Gisbergen. J.A. (1990).
Role of monkey superior colliculus in saccade
averaging. Exp Brain Res, 7%1), 143-149.

Van Opstal, A. J., & Van Gisbergen. J A M.
(1989). A Nonlinear Model for Collicular
Spatial Interactions Underlying the Metrical
Properties of Electrically Elicited Saccades.
Biol Cybern, 60, 171-183.

Waitzman, D.M., Ma, T.A., Optican, LM., &
Wurtz, R.H. (1991).  Superior colliculus
neurons mediate the dynamic characteristics
of saccades. J.Neurophysiol, 66(5),
1716-1737.

Waitzman., D.M., Silakov, V.L., & Cohen, B.
(1996). Central mesencephalic reticular

te =2t MARze 2 93
formation (cMRF) neurons discharging before
and during eve movements. J Neurophysiol,
75(4). 1546-1572.

Wurtz, R.H.. & Goldberg, M.E. (1971). Superior
colliculus cell responses related to eye
movements in awake monkeys.  Science,
171, 82-84.

Wurtz, R.H., & Optican, L.M. (1994). Superior

colliculus cell types and models of saccade
generation. Curr Opin Neurobiol,  4(6),
857-861.

Yoshida, K., Baker, R., & Berthoz, A. (1981).
Morphological and physiological
characteristics of inhibitory burst neurons
controlling horizontal rapid eye movements
in the alert cat. J.Neurophysiol. 48,
761-784.



RECER@HE: £ W £12
Korean Journal of Biological and Physiological Psychology
1998. Vol.10, No.1, 75-94

Brain stem circuits and models for saccade generation

SongYi Eom & Choongkil Lee
Dept. of Psychology
Seoul National University
Kwanak, Seoul 151-742 Korea

The superior colliculus (SC) has been known as a critical neural structure in controlling
saccadic (rapid) eye movements. The locations of visual stimuli. common targets of saccadic eye
movements, are registered in place code by the retina and by various areas of the visual cortex.
Motor commands to acquire these targets by reorienting the gaze line. on the other hand. are
represented in the temporal pattern of neural discharges. Thus. the neural signal is thought to
undergo a spatial-to-temporal transformation, and the SC is considered to play a critical roles for
this transformation. Despite the intensive neurophysiological and pharmacological studies. roles of
collicular neurons are not fully understood in relation to this transformation, and a few
computational models appeared trying to make sense out of these incomplete biological data. We
reviewed key aspects of the patterns of neural discharges of various saccade-related neurons of the
SC and of brain stem areas that are known to be involved in generation of saccades, focusing on
the spatial-to-temporal transformation. We also reviewed various models of saccade generation,
and proposed further studies to better understand neural mechanisms for saccade generation.

Keywords : saccadic eye movement(X2F H7 %), superior colliculus(27), brain stem(37}),
saccade generation model(x%F 7% A4 =) population coding(xd ZH). spatiotemporal
transformation (A1 2-g7F W)





