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A review of behavioral studies on the roles of ionotropic and metabotropic glutamate receptors
in learning and memory

Toru Yoshihara and Yukio Ichitani (fnstitute of Psychology,
305-8572, Japan)

University of Tsukuba, Tsukuba

Glutamate receptors are known to play essential roles in long-term potentiation (LTP), which is
thought to be the neural base of learning and memory. Physiological and pharmacological studies
have revealed that glutamate receptors perform various roles within the hippocampal LTP, with
these roles being subtype-specific. Based on these findings, many behavioral studies have been
conducted using substances that act on these receptor subtypes as agonists or antagonists. Here,
we mainly review behavioral studies that have investigated the functional roles of NMDA, AMPA
and metabotropic glutamate receptors in memory and learning in rats. Recent developments of

behavioral research using NMDA receptor gene-manipulated mice are also discussed briefly.
Key words: LTE glutamate receptors, learning and memory, hippocampus, rats.

Bliss & Lgmo(1973) 12 & » THE s /- E LR
i# (long term potentiation: LTP) & IEIEH 5 FH G2,
MR T 5 B0 BERN R SEERIE (7
FXARBICE T, ¥ FTRAERIIBITLEE
2 F T ABEMOIREIEAL, ZOHEFEH
Blilohizo THRF s, FREEDELERE TS L
WABBTHDL, ZOLHILHENAL LT, EH<
PO - HEBICEHDYDIEWI EEONTES
EETHEEIIERTAZ NS, LTPIIFY - L1
DEBZEHLEBETHIEEZLRLL )R-
7o, EHIFOBROEBRFNLHEIZL - T, LTP
DRBIZIZTNG I VEBELET Y —HUEOHREF
BoTwaIEHBELMIEN, LTP, ¥V I
BELt7y—, Y- 8LV ) 3FOHEBRIZON
T, & OEEEN, ERZMME, 2L TITEN
WEIPITHONTE TS,

KETIE, STV IVELESY—DO5EE

& A DEREY, BEFNEE BLULTP LD
PE &R, ELETIY—F T84 TTEDE
H - I BT B R E A L TERRTE & B
T5.

1. JWaI BLe748—

L-7 % 3 vBELUL-7T AT F L BITEHE
HWRRZEBEIIHMAL, —a-0 L FEHORER
FlaRoFIEns, BEWRT I /7BEEIFERTY
L.V I UBRIIRIRARRAD FELAEN
HWREEWETHILLEZOLNTEY, BHHERD
TEMIEE, WAEREBBIIBITAEMTR, LU
fli & OFFREIZ BT 5 WM ES T 5 2 LAWK
MahTwa, F7o, Y - NEOEEFNERT
HBHEEZEZLONTVLILTP RO ELEY T
ATWEHIZE->T, BEERRHZHEI LB N
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TWw3,

TV IVBLET S —ldoa— 0 OBRIEH
I A EBMENLEE R, OME L EFRGER
BOBOEDL, OMF - Fr o 2 VERBELT, 3
VBEEOEY FTAEEFEIA T Fr v R
VEIZ LS I VLTS -k, QYT TABED
MERICEETAGCY v EE£BLT, £H >
KAy ey Py —f EOMBAST*RETHIL
T, KB - h &, BENEREELTIR
MBSV I UEELE TS —LIIRBIENS.

11, AF o Fv 2 NVBITNLEIEBLES
42— D8 & Rk

A4 F Yy ANVBILY I BELET Y —
(ionotropic glutamate receptor) {X, 7 T = A b
1234 2 Bt 0@ A 5, NMDA (N-methyl-D-
aspartate) ¥, KA (kainic acid) #!, AMPA ( «-amino-
3-hydroxy-5-methyl-4-isoxazole propionic acid) # @
3ODHT YA TIIRELHETHIENTES.
LA L, KA#IE AMPA BLIZIE, FRFIIZF 512
BROLT L9 T=AMPFRWZERTESY, B
LSRN VEGELH D, Lo TAA
YFX L ANMEIVY I VEEL LT Y —%, NMDA
& nonNMDA (% L < {d KA/AMPA El) & L TK
HTAZLbvdd REIZL->TAMPARIL 7
Y- DRRLEYPREIATED), LTP X4
BREIIB2RENAMPARI L 7Y~ IZRB
LT@HLLNB LI I haTES:

AMPARIL 7% — I Na® 2 MR BB &€ 5
LT, BEOBENRL ST REEICHES LT
5. —HT, NMDAB L 7% —dF v > 2L
BEMCHESATEY, BIF 25884
W, LaL, AMPABRILE 7% — 250+ 72
EROMBIES T B G S B & Mg ¥Rk
SN, BAF L EEBTHIENTESL., FOB
NMDA B Lt 7% —13I Nat D& & 69 Ca2r (23F L
THEVWEBERHEHOD, T Ca* DAL
DITPHFERENALEZLNTWS,

1.2. KBBINEICBLES2—-DO28E
e

KBEIV Y I VB L £ 7 % — (metabotropic
glutamate receptor) {3 LRI BT IZ 7% - THRE &
n BlEFru—=>72kbh, HET T
mGluR1Z & mGIURSE TN § 2 DH 7 ¥ 4 A
ETHIENFAORTVE, KHEIZLY I U EL
T —dAF o F vy ANIEE, B
DA (TN I VBLEE)FEETEIET, M

% 23 &

RO Gy >y EaNEHELSh, vy Favt
P DEECHBARBROEMNELS.
O L9 RRBHREER T A REEOLERE DS,
BTS2 VIIRHRHLU VT IV BEL LTS —
LN TV A, RETIEREUT, {#AE LTy —
EHTA RBUL LTy —DF 75 A FiLrPHE S
BRACLCTFET 2D, TO5HRIAE—TH
5. i B T, CAI#H # T mGluR5,7,1, CA2T
mGluR4,7, CA3T mGluRl,5,7,27%%, F#hENIEIZ
BWEETHHLTWA, 72, WRENCEETO
Y74 A4 THFEA T S (Fotuhi, Standaert, Testa,
Penney & Young, 1994 ; Okamoto, Hori, Akazawa,
Hayashi, Shigemoto, Mizuno & Nakanishi, 199 ;
Saugstad, Kinzie, Mulvihill, Segerson & Westbrook,
1994) .

AL 7y —37 3/ BEFIOEFAEIL -
T, REL32D5M—=7, ThbbsL—71,
V=70, YL—=70I5EENE. FL—F1
(mGluR1, mGluR5)iX, 7+ A7 4 /=¥ C i
BTHGY s BERBELT, 742744/ Y
F ARG HEE L 25, FOEE, WBERO A
S b=N3 ) CEREES LR LT, MK D
Ca* O A KT 5 Z & CHIBLEERISRIFE S 1
5. fl, 77— 71 (mGluR2, mGIuR3) & 7 & —
7' (mGluR4, mGluR6, mGluR7, mGIuR8) {17 7
ZVEEY s F-ErWHILT, ¥4 27Uy 7 AMP
DEEZETSELI LT, MAGEEHENHT LA
FIHERET 5.

2. JILAIEBLET2—-LBELTP

BELTPIZEG LY I VEEL Y79 —HEEL
BEZHED ZEHFMONT VLA, FikL7zEh?
NOTVY IVEELET Y =%, LTPORBEIZL -
TERRIRE T Z LALLM 2T WA,

2.1, A1FF v 2 NBINAIVBLES
A—L LTP
A Fx ANV G I EELETY—0rh
Td, NMDA Lt 7% —& AMPA L ¢ 7 % — 351
BLTPILEELRBREXHoTWAZ L HILNT
BY, NMDAV+ 7% -3 ILTPOHESRIZ, F7°,
AMPA Lt 7% — I 3FER SN/ LTP D#EBICE S
HBIUEN, BADODLET S —|IW@T BT ¥ TR
FMEHOWAEFEPSHELMISh TS, DT, #
BITPIIBUAAF v Fy > 2 VE LY 3 VB
L& 7% —DikEl % Bliss & Collingridge (1993) 12 L
7ottt THEEIT 5.
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T ABBEICIENMDA LTy — & AMPA L
LTI —EPRELTWA, BENFVHEICLY
P TARBENOREB SRS SV Y I UE,
AMPA Lt 79 ~IZHELT, 414V Fr 2%
BAMCL, Nat A ZEDIETLF 7 AMBMALC
BB T TABEM(EPSP) 2 £ L EE5, 20
B, NMDA Lt 7% —id Mg l2& )44 Fv >
ADHESNZTETHY, NMDAL TS —%
MLUMEPSPIEAE LRV, LAL, 7% X AHH
(100-200Hz, 1#HE)ERZ6NIFER, ¥+ 7
ABIEFOBIEENIZED LY I VBBIZLY,
AMPA Lt 79 ~% A4 LTy F 7T AZEI TSI
ST 5. FORKE, BEMOEILICL ) NMDA
LE7y—F xR VHICES L TWwz Mg o5
WELT, 44 F v 3 VEELTHENDS Nat
ARAT A, T EFEIINMDA L& 79 —13 Ca?*
L TOEWEBEEEOZ L, S, HlAAIZK
ENOCHMWMALT, VI T ARBEUBRTOEH
B BEIRRE, Tabb TPAFRINL EEZ
LENTwa,

Vo ABEENALTPIEAMPAL 75 —D
BERE L o THHF S ND A, FDADZXLHPNLD
PRIBENTWVE, YT 7ARMRETIE, ¥+ TR
BRI O DMITEREY R (—BRILER, —BbiR
F, TIRFYBEENCEY, Y+ TARBEICHE
WMHEONT, VFTRARED Y F 7T AN
ENTALELTVE, VT 7TARKB T, Kb
ENBEEVEDEIZEML 2D, MEFIZEA
L7z Ca® DUB R B e e, Y F7A%ED
AMPA L7 9—%1) VELL T, ZOBEIS LA
THEERA. $, METRYFTARR, ¥+
TABEOTE DEELPLETH S L) RED
RIBENTVE, FORPD 1 2L LT, FHEE
BEIZL-T, TNEITEHORON o723 F
7" A (“silent synapse”) 7, HEEFIERIT LD
2% 5B &R T W5 (Isaac, Nicoll &
Malenka, 1995 ; Liao, Hessler & Malinow, 1995).
ZOBFIE, YT T ABHOBIREENIIEFELT
WZAMPAL Y77 —9%, L F 7 ABIBICRIALT
BHETRBBRTADIIELRLEILNTY A,

2.2. RBBITILAICELET2—ELTP
EDESIZLTPICIENMDA L 7% —% AL
72 Ca DMBRANDOHANFLETH S, T, &
ZARHE LTy —I3MBBR O Ca 0 iEHEICE
EHriH-oTWBI EFHERS. LT, #ilaA
C"iBEZROAMELHORBEL TS -2,
LTP ISR b2 Z MM SN TE . EE, £

 DFFECHREBER L+ 7' & — R0 2 (USRS M
BRNGFHARENICREZ %, LTP2EBHRTS
EMEE SN TV,

Otani & Ben-Ari(1991) %, ##N7Z1F TIELTP &
FlEEZ & ) 2BEMTOF & X ZFl#L,
RBEL TS —DTN—TIBLITIOTI=A
} ¢ & 4 (1S, 3R) -aminocyclopentane-1, 3-dicarboxy-
late (1S, 3R-ACPD) # #lAaBhE5 T LiZL 5T, LTP
PERTHIEEHRE L. ORI, AHEL
€7 % —HLTP DREFUAT o 2 OFRE & RIZLTW»
BILERBETAELOTHSH., TN1IS,3R-ACPD @
LTP{REERE 7o 57 4 v ¥+ —¥ C(PKC)iZ &
DN SN TS Z L (Anwyl, 1991 ;Otani & Ben-
Ari, 1993), PKC OBiEIC L Y NMDA L7 ¥ —
NTEEORISAER SN SBZ & (BenArl &
Aniksztejn, 1995) DS#RE 3N TV 5,

T/, RBBL LTS —T Yy TR b ERWLH
#ETIL, a-methyl-3-carboxyphenylglycine (MCPG) %%
CALEHD LTP DR L HET S &) HiEPVH 5
(Bashir, Bortolotto, Davies, Berretta, Irving, Seal,
Henley, Jane, Watkins & Collingridge, 1993). &6
{2, Bortolotto, Bashir, Davies & Collingridge (1994)
&, in vitro DHEE CAISHBUC BT B, 77 X AHK
BIC X 28E D LTP #F5IE MCPG I2 L » THE X
WBH, $TILTPEFRLAERTCo2@ED
LTP #%# & MCPG #"HEL 2w Z b2 @ELTW
B, HHRIOFERED LI, LTPIZH T A{LHHE
L7 5 —D%EIINMDA L1 7% —DkE & it
Bebe LT, fBBLET Y —OHFAL v Fil
ERIBLTVE. ZORHETIE, LIPBFERET L
ETRBBL LSy —KEMNLMBRO [5FF2
1y F| PRFEENZ., ZORAL v FIEEERICH
o CTHRET ALY, TOBROLTP 2 FRT A7
DI HEB L Ty~ BGOEE SRR W, L
Mo T2EBELEDLTP %X, MCPGIZL o
THEZNZVWE V)., ZORHEZ LTy —
AR DHHEEE L 7 9 BV DIT B REH T
H2H, 2EEMENOLTP DFRES MCPGIZ & Y [E
EENBEVIEELRY, CORFEEIEITFETLHR
#3510 d B (Aiba, Chen, Herrup, Rosenmund,
Stevens & Tonegawa, 1994 ; Thomas & O’Dell,
1995).

T, EECAVORE TS X AREIC & A LTP
WEMCPGiZk WBES N VDD, /=R b
EXIEN S BB, R EEEREIC S DT A
ZE&NAHLTPIE, MCPGIZL WHEEN L Z LT
& 2T % (Brown, Rabe & Reymann, 1994 ;
Selig, Lee, Bear & Malenka, 1995). Z D#E&IL,
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+ TR E SRR & B LTP T3, MRREM Cat
HE5 L Tv7% > (Behnisch & Reymann, 1995) 7%,
g 3= A M2 & BLTPIZ BRI Rk & - Ca®r
HES LTV b L\ BHE (Harvey & Collingridge,
1992) kKL Twb,
BERTE, RHFRL TS -2 EHEHIZLTP
DERIZEELTWEENI LD, ZOoVET
y— IR RN O3, L Dbl Ca Ik
ARBB/OMIEA, LTPIZL - TEHELRBRERT &
BoTWwheEILND,

3. UNEFILVEBLET - EFE - B

FROBEITPE /LY I VEELE T —ICH
T HAEEY, EEFNMRETRTC, YT
L7y —IEB+TAT7 I, TYIITZR
FERGEE L OFE - BREMENfTPR TV,
DTFTIFIZm<EWERY, T v M EEBREE L2
TR % B 5.

3.1, AFF v 2 NBTLAI UBLES
H—-E5F - FE

3.1.1. NMDA L& 74— %8 - 5t

Morris, Anderson, Lynch & Baudry(1986)¢%, b,L-
2-5-aminophosphonopentanoic acid(p,.-AP5) # # &
LTP # HET % A& (40mM) TREAIZEERS T
5L, Morris BIKRBBRENEBIFEEINL
EEWEL. IOHREESLITELT, X0
MuEFTHLTEY, BEMNMDA L & 7
¥ — Kk IR (Morris, 1989 ; Morris, Halliwell
& Bowery, 1989), MgtiR3EEREERE (Kawabe, Ichitani
& Iwasaki, 1998 ; Ward, Mason & Abraham, 1990),
ZEHAYE B X SR (Jerusalinsky, Ferreira, Walz,
da Silva, Bianchin, Ruschel, Zanatta, Medina &
Izquierdo, 1992) % & OBERFENLZE - LB
LoT, BERBEEFH-TVAIEIFRESNT
Wh. i, BEETIEHRHE, B BELV-o71E
EBBIEE LR fTbh T, DFTiHS
NODOFEEBRLEFENNMDA L 75— LD
EERE LAMEEI) FF5. B, F0off
FWZOoWTIENE - BIEQ995) DL ¥ o —It8EL
W,

Jerusalinsky et al.(1992) (2 B9 @R RE % v
T, EGEDORR A 2RI APS(5. 0 ug) % IEB IR
S LTHHET-27. FOEER, JEERIC APSE
BELLBET, 4RRBOREET A b COEITHE
BMyBESN DL, FHEO0SE, 1805%ICHES L
HER, F0L)REERRLN R, o,

#2235

¥ - FE(1999) T, 8 iRk EkREOH
o4 ERBIRECL, BEE 5 EERUEORIC2
MR O BAERE IR F4E A T 5, IRUESR ABSTIRKER R
HEx Bz BTREORITISAE, MFORTEE,
B L UBREORTISTRIOVET L ORI APS
(20-40nmol) # HEEMES LT, ZORBETLEL
BN A EENERICETAEERLED, EDRE
BETHENNMDA L7 % —SBEELTWAED
PHE L7z, EOHE, WEOETEN, BLUR
EOFITEAICEYRG2ITH) LT, BEDEX
IEVEEIETL, RiEoERTERZICRS LGS
ICIETHEOBTER N o 2. ORI,
RN EEECIE O, RFE AR IZIERN NMDA
Ve 7y —DBEREEHEESTWADIIKL, #
BRI IR 2S5 L TR WI LEREL
T b, ko Jerusalinsky et al. (1992) & &h+T
x5k, BEMNNMDA Lt 74~ 3 ERRN
e R Be R (RRSE /R, ZOFROFA
(BE/BHFE)ICBREELIES TV, Wolth
B S N RIEORFERICIIREN A kEz o
TWEWZ EDNRIEBEING.

175, Steele & Morris(1999) b Morris Bl 7k %k B
BEEHCTERORE LT T 5, LR
DETEIZEBETT v PR—LDONEFREDLS LW
AHFET, LEARITEIHMLE., &IOS
BATD 7T 9 MR— ADMBIZOVWTDERE, —
EDEERMEORE 2 HTURT TREL TS
LT, ER IR T & AR GBS R
REbERE)ZERL TERETo 2. TOHE
DBIERERIZ15%, T3 2BMTHY, FhEn
D1 RATEF I APS(30mM) 2 EERIRS L.
ZOFER, 15HOBIERE T APSIC X 5 BRERIT
BEIRONLVA, 2EEOBERE T, BE
BOE 2T BRORTEESET T2 L, T4
D HIBERKFEN L APSOYEIH L, E k-
o, COFREL L, BENNMDAL YT Y —
PN ERM ORI L > TETETH S
2, 2EEMICBLIE, KBNERMORECEEL
CHREEZH T2 EELIZEE L. CO#KR
&, FB)EEHRERE L HATIRERRRE T i
PHORBEEIIMBHTH), HEBRTEINL)
ZAVEVWYPED L LERICL SO0 L R
ThV., HBERANMDA VL7 — L REEBRELD
BEBEIZOWTIHE, $BELLARFEVVLETHA

~

7.

3.1.2. AMPA L& 7/4— %8 - 18
2T . EEICBITAAMPA L 7Y —OREIZD
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VT, IRETTHRLREDITbRTI 2oz,
Zhid, ERVWSHNTE/-AMPAL 7% —~7
¥ % TR b T& 5 b-cyano-7-nitroquinoxaline-2, 3-
dione (CNQX) %, 6, 7-dinitroquinoxaline-2, 3-dione
(DNQX) %%, FIRFICKA L7y — 2Bl LTL
FHO, THCBEENCERLEEA bd o7
2k, 7, INLOEIIAKBEITE, EFA
DE & N7 RATRS ERICIIER LI o7
CCEDOHBIZLEIAZLDERDRA, LAL,
= 2 ¥ & 2, 3-dihydroxy-6-nitro-7-sulfamoyl-benzo
(F) quinoxaline (NBQX), 6-(1-imidazolyl)-7-
nitroquinoxaline-2, 3- (1H, 4H) -dione (YMS0K), (3S,
4aR, 6R, 8aR) -6-{2- (1(2) H-tetrazole-5-yl) ethyl ]
decahydroisoquinoline-3-carboxylic acid (LY293558) 7
&, AMPA Lt 7% — I3 L CEREDE C, v
RTWT Uy T A MFREE R, HAHFEE AMPA
Le7s—ICRB LT, 2% - BRAOMEAH L
LbNTETWAS.

Morris BIKABSRRE % Bl WV 72 8F %8 T, NBQX
rRBIHERORET A PEATICEERNES T4
&, BEETVPEZ SN AT, JIHEBHE I
NBQX#5%17-Ch, BHRABUIEEIRGNL
LWz EHDHRE SN Twv 5 (Filliat, Pernot-Marino,
Baubichon & Lallement, 1998). 72, #BEHRIZ
LY293558 % 1@k 5 & % W X &PEd% 5 L /- Riedel,
Micheau, Lam, Roloff, Martin, Bridge, de Hoz,
Poeschel, McCulloch & Morris (1999) D EF3E Tid,
FAREA B AR > LY29355818 % 512 & ) B AEIE
L, t0BHOEWERSKETORET A MW
T, BEET LA, ZoEE D &I, HoidE
EMNAMPA Lt 7 ¥ —H 8/ FaEEe, B
BORE/BHESLARIIRETIHS> TV LR
L7z, 7, IR, REFTAMETO2HEOR
FHEOS boRyo 1AM, &L UdhfHo 18
RIZLY293558 % R AT S T L, AR
BFAFOBBENET T2 L00, HEEOER
DEELL, EEMEABROERFIZOAMPAL LT
g —DRE - TR EER .

SEHROMBEREIC X 2HFAE TIZ, KA/AMPA L+
TIY—-T 4T A+ THADNQX T L I IWE
RICEETALBEFANOEBIEES LS Z
& (Flood, Baker & Davis, 1990), KA/AMPA L &
TE—-T 8T TH5BHCNQX %, AHE0D>
BLUIBOFICHERENIRE T4 &, 4RFEGEORE
FAMNEESNDDS, RIEHFEE - EBELOME
ATRE SN TV ERNEEICEROFRE TEYER
BTy, BEFA MOBITEEIZDONE
WXL LI E T B (Jerusalinsky et al.,

1992}, Zh o R, REOEZE./RIFAEIC
AMPA Lt 7% —2HME5LTEBY, ZOHRTHHEFI
BEICHFETDIOVEELEEzH-TWE I E
wRIET 5.

TR E V-t Cld, 8BIRARIC L 518
R RE, BLUOE3BROBRICITOBEYFE
AT HHEE FOIIEL 2T v Mo, YMO0K 2
FERF S L COBREFTHFEE SNV 2 L RE
SBT3 (Li, Matsumoto, Yamamoto & Watanabe,
1997). L#L, Yoshihara & Ichitani(2000) Ci%, -+
F2T v PRI LBOEY T A T, BB
5 L7-NBQX(2.5-10.0nmol) 2%, HEMKFEFEHIZHET
RREREOBRITEEELL. IN6D2O0%
FROVEWE, RERSICLDERSTIE, i
A, HICEBICEETIEYORENTIIE R
Wiz, [TENCEEE2L /-6 TIIEDOR/ENRIEL
BV LT, EARSOEEIE, BEICRE
LTCTAMPA L &7 % —DiERET T REVIBEE L 22
CIZEERTAEDO2 D LNd v, F 7 Yoshihara &
Ichitani (2000) T, FIR(1999) & 7 UE EE AR
SHREIEREE Y AT, BERTORA LIFHIIC
NBQX(2.5-5.0nmol) 2 #BHE RN IZ&KE L. Z0#
B WTFho#H5EHHETH NBQX DHEKRFMIC
BEOEFTHVEE N/, T ORI Riedel et al.
(1999) & kI, EEANAMPA Lt 7% — 258086/
HE, BE/REE, BER/BEFEE V- RRE
BROLEICOZ > THELTWAZ EERET
5.

UE, AMPA L7y —DF ¥ ToAEHN
TATENERE LR L7225, Thb & 3H)
IZAMPA L £ 7% — DR 2 BB LR S ¥ 5%
WE B/ L THhIL TV A, Staubli, Rogers
& Lynch(1994) i34 + ¥ F & » AL ORMEH T
BEX®AIET, AMPA L Y75 —REMLY T
ATRERD RS % M58 5 % aniracetam 3EUH % BASS
L, ZoOEYxRERFRE, Morrsi BIKKIRIRAE,
B L UHSHRABREOZRTERICZ v MI&E L
7o, FOER, WThOREORITRED RES N,
AMPA L &7 ¥ —RFNER >+ 7 ZRED A 2%
B EEIIE-T, BN LEHEHoTWE I E
DRI N, EHEOREERELDRIL, ampakine
CIEETRAAMPAL T Y —DETF 2L -9 —%
BW/i-fFE T b #HE STy 5 (Hampson, Rogers,
Lynch & Deadwyler, 1998a ; 1998b).

3.2. KBTI HBLES 4% -
ACiE
RBELL 77 —0FE - BEICBT HEENL,
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AF > Fx s ANELET Y —OFEEFERES, T
ToAMRT vy T A MR HAVTRI AT
B, SISV - TR EY £ AV BT
Eholh, SIHETHEIIIN-TLEIV—T
IFNFRICEENEEFRE SN, 770~

TEDBEPHE ENOOH L, LHOLHIZT
V=7 L+ 7 AEBoOMBEEIREL, -
70, MG+ a8iErHE>. ZoTikyv—7
I, BLUZ V=71, MM 2 D5 TTEIRYHET
LEMETS.

3.2.1. J—T7IKBBLES4-L¥E &
-1

TN—FIHE L7y —I3HEE) 7 FT
HBETNLYICEBICE), HREBERIGEEEAH
BER O LA EEY, EEFHNMENLBEL D
ICERTWATD, bo LTy I=A R
PHE SN T E T, BBEMEVWEIETIE, MCPG
B7vyTZAMELTHWZ ODE W, Ll
MCPG (ZABEIZ N — 7 NIz LTH T ¥ T=R
FELTERLCLES 728, BETHE, FV—-71
28 LCERIE D & ) & (S) 4 -carboxyphenylglycine
((S)-4CPG) %, (RS)-1l-aminoindan-1,5-dicarboxylic
acid(AIDA) B RV H TV 5,

Riedel, Wetzel & Reymann(1994) (% MCPG i =
MEEIZED, 7 v PEREICHWTLTP 2% %
Ll bl LR LEL TOBRDITEHERT
i, BERAEHL LT, EEMNEREZLELT I8
RYRBICBTLIREREE AW, ZORED
Bk, B X UHIBEORET A PERNIZ MCPG
EMENEZS L. FOFFE, JIHERIZMCPG %
BE5THL, UBMEORET A M TORERY
WEHEEICEML 28, BET A NERNICMCPG %
ELEEE, BERICETtRR O o7, £
7z, Morris BIKAKBEFRE T H T, BHEABAFK
MCPG # R ZE A+ 5 L 72 fF % (Bordi, Marcon,
Chiamulera & Reggiani, 1996 ; Richter-Levin,
Errington, Maegawa & Bliss, 1994) T, S
OFEFREINSL I L2, BYERSRETO
BETAINPEESRSZ ZEFELPIE Ty
b, EHIEE, L) BFRMEOEW(S)A4CPG ®,
AIDA % f\» 72 B %¢ (Balschun, Manahan-Vaughan,
Wagner, Behnisch, Reymann & Wetzel, 1999 ;
Balschun & Wetzle, 1998 ; Nielsen, Macphail &
Riedel, 1997) T b, /KEBEFEE, BATIRAKEESE
L EOBERFEN L EEORTIBEESINSL Z & A7
s nTsh, ST IRFHL LTy —9,
HERFNLEE - LB > TEERZEEE-

#OW R F LB

2

MR $F235

TWATREESTRENTWS, 1272, =71/
HEL LTy —-OEEY, FE - REEELFEE
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