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Mammalian odour communications : attraction and individual recognition

Kazumi OSADA & Hiroshi IZUMI

Division of Physiology, Department of Oral Biology, Health Sciences University of Hokkaido, Hokkaido, Japan

Abstract

Mammalian social organizations rely on signals passed between individuals to convey information about sex, re-

productive status, individual identity, competitive ability and age. It is generally believed that each of these charac-

teristics must be relatively stable over a considerable time period in an individual animal in order to influence body

odors so that the individual can be recognized in multiple behavioral and social contexts. In addition, there is con-

siderable evidence to suggest that short—term fluctuations in body odor can be caused by diet ; however, no previous

studies have demonstrated that specific compounds can directly mask or alter mouse urinary odors when ingested,

and thus been an agent in altering another animal’s behavior. This article aims to review the nature of chemosensory

cues and behavioral experiments including our recent progress with such studies, specifically considering, 1) the

identification of attractive volatiles in aged male mouse urine, 2) the effect of puberty on female attraction in rats, 3)

odour types for major histocompatibility complex as determined by body odour : relationships among mutations of

MHC and chemical composition, and behavior, and 4) alterations of mouse urinary chemosignals as a result of in-

gestion of xenobiotic aromatic compounds.
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T, IV ERBAIPINTNL L) THALH, BEIT—
REEAKINLRERIZH Y, BRI E#ZE S5 2
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o HEH ®  Smell

e Whiff

® Stench
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ETN=Th oD L, Wb bR D 4TE) O I
b, TNRXEHICEMEZFOBRPFUSS PR L, EEH
E ) ) BMARDENE T 5 RE T I BACH & T S
H, FHROBIGEZ RO L FICHFW R BRRET
T) &RV D (Meagher et al., 2000).

FEOMAEE LT & I3k A R RBREEHRE S .
72l TR X B & B & OB 2 T RE O FE
R, 7V IOHFRL FOXRFEE EWRIZ L L1EHD &
A, L2L%GE, 1Z&ACOFFLEY CTIEBREDFE L
LEETH Y, ZOFTEIFABEERIZL > THLING
AL ESICRE (B EN S (Brennan & Ken-
drick 2006) .

WAEWE, 72 BELD L) RERN RIS 7
NRET R &, Bea AL E 2 B st L
TWwa. TNOOFEHPHIFEIFEIED NP+ b Ry+&D
FURTBIIB IO, IR, 3, REOSUWY, AhEdR
FEgl 2 53R 7 Sk 4 e v — P CRUBE NG, TR0
LA SR, Filn, ERIKECIEE 2 S 88 21
WAELZ D, 7oL 2L, 7Y OMEEPICHUWHENDS -
5 -o-androst-16-en- 3 -ol, &
MATEOFFEZ G SR THRW 2 7 20 E & LTH
5% (Brennan & Keverne 2004). Z1L 5D AT W A
MMEEWIIEFRETH D, MIRO EBER IR REIEICE
HL, B F=Y A% EXROMTF2 2T ANLITE % &
% (Dorries et al., 1997). —J, FZHLRRE A EPURE
G (MHC) o705 4 TOENIZE NGS5
WhHW B IZB W (odour type) & P& HIEFE LG
FEDLD THMRIREAEWIZ LY ST WS (Singer
et al., 1997 ; Willse et al., 2005 ; Kwak et al., 2008).

AT, WABWOFaIa=r— 3 v OEf
DHERZHMNTHILEEZHWELT, 1) YT7ADER
EIHE 7 =B DR E FZOEHIZOWT, 2) T
FOBEMICHNS 7 20 E YOI E BT 55
FIEIZDOWT, 3) MHCOZERAER L Z DD ¥
TFIVOEALIZOWT, 4) InSEYOLEY 7

ﬁ?éﬁ%&k%lﬁ®%“%@ﬁﬂ@%@ Iow

IAEDOEA O HEOMFERR b 5 T X TIHREH §
5.

F2E I ERBEPYOGVEMB 7 IOETDIE
EIZDOWT

o-androst-16-en- 3 -one,

i3 2 < O ARHLI - HRg I3 L, BATHIZALZE D
2o 9h, RESZo6IsTIE BV, B MIZBIT S LU
DO TR TOMRILIEH DR & U IFE DAL
DRSS, AT UL, MR OERHEE Sh

7z (Haze et al., 2001). / & F — VIZEREDTHIZE
CEINDLNRNVIPA VA VEREDERINDE L)
(Nazzaro—Porro et al., 1979). ZDHEZ DT HIZE R
51b L DGR (Curran et al., 2005) JZfEFKME 25 1
J A F=VIERWZEE L nwh EOHEDL H D (Gallagher
et al., 2008) NN EDFKIZ DOV TOEBORITEHN T

Ezwv, LA Lol zinictey, SR{LEmZ &
DAEFBERE DT & W3 2 (G 25, EimEi o12s

IR E G2 RIS ICE L b NS,
*ﬁ,%%x:&t®ﬁiﬁ%®ﬁ@$%ﬁﬁuiﬂ
3, MEEEOHET & LAFA TR S 5 it ST
% (Manning 1985 ; Kokko & Lindstrom 1996 ; Brooks
& Kemp 2001). FH#ilEd 5 F CH S IED 7B AW
u,Eﬁ%i%ﬁ(t@@ﬂ%k%ﬁ#%é;t%%ﬁ
LTwa. $2bb, @B BEnz8mroRER
ZOLDTHY), BEFHSOBETENEL KT 2
DIZHOYT AD T 2 BT L LEZLNTWVAD
(Trivers 1972 ; Halliday 1978, 1983 ; Anderson 1994) H
ﬁ®$%%%%TéW’Ebfi FITHERERIC L5
EIHDBREVH, A X I EDWREDE &Lt@%f
&, RIS 5 W IEEWBERORETER E LT

By L)V EELREREZFRD. $42bb, BWIZEZD
BARDEMZ T 5128V H Y, TNEhrE5T5
BENEFF>TwAZ N TFRENSE. # 2 1 Ferkin
(1999) X, BAEOA YA XX (meadow vole) (MEHEIL
CHS B LA, FEOMITDIZBWIZE,PND
EWEL TV, ERBYROT 8y Y —DITB)BIgk
XU, HCHEZEEROM LY Lol LR L
72 h3 B A0 238 % (Muller et al., 2006) .

I (2B 9 R R 2L & IR T B AT B S RS 1m
Z, TOALESHICET 5% S H 5. Robinson H
(1976, 1980) IZSwiss Webster~ ™7 A O R H1 855 D ik
ZALIZOW TR L TB Y, 2 MEHO A ffl Rtk
%, 3 -hydroxy- 3 -methylbutene, trans- 3 -hepten- 2 -
one VN IZHE VIR 2 & iy L T 278, EEICH
THHIMEL DHEIZOWTIRIAWTH S, AR
Muller—Schwarze (1971) (&, 7 04 25 OWE#IR 25
A S B SV EY) DAL A A BT RT & iR TR
%o TWwhZ &, F7-Goodrich & Mykytowycz (1972)
E Y FONLMBRSWH OB EHEE O < P T
LDONG = M EVZLT 5 2 & 2 L Tw
5.

TAIZVENS, oA LR T & OFH L 22 Y BLA R
(Yamazaki et al., 1979 ; Yamaguchi et al., 1981) (2 X % —
DIZBVIERINT T A 2I2E ), ERBWTH 5%
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INA G =L B = AZ23RE K DR IO —FE T DY v v
—ONINIFFRESE S, IZBWHICEED~ T ARY ¥ TV E AN,
FEAMERE L D IZBWES Y X 52 5. 3MHFTOY v v ¥ — %Al
B < &=y RO T & O AT ) A, A IGED & 2
ATICBVWEIRC, BEDIIBVOHNY T ADHEDITKEHM & LT
52, BV ERE EiT 5.

DT T AIBWTYH, FOEEDIEIEWZELL,
FNEITAAYDHEINTESZ L HEBRIICIFW L,

M~ 7 ADITBWEREHO I AP EE R NEZLTw5

DTLUTIZENS O %I T 5 (Osada et al.,
2003).

DY TVIZRE 72, RIZFFIZY Y A0 6, T
B LIRS E L EEICEATEY, &
DIPNARTWERRFLEZ HND. JRIT~ T ADTEES
ERERPICTET L EICL DERIL 72, YRR
i, 23BEMMAK L7z AR W THVWOEE O %
19 2L Yo 2T 2 HETH ), £
VIFZERT O I S 02 X 0 B8 & 117z (Yamazaki et al.,
1979 ; Yamaguchi et al., 1981). ARFERTIL, YFHIEEK
OfATHBE O Jedi & 0, REE, SEEEOR D 5\ T
JRATM 72 EDIZB W ERASHE, DIFICHAT 2128

o= 2, IIBWERRBICERTS (K1).
FFIfE D 1BVt v — < 23230 ik Kk & 6| R

L, BEEED 5 WVIEEREOIRDIZBVD ) L EL L
—HDIZBVO K& EIR LIRS 5B U 2 47
WV, R E LTIFROIT L LD & LTWwAIZB W2 ER
L72a Dk, —HOKEG 25, WKL DA SE

2B 2 EEEFRITHED S S i AN R AREOR
BRaATEE AT . IS~ ADHUREE, @D~ 7 A
DRDIZBWEFHNTE2OTHNL, ¥ T ADITBWV
AL T 5 LV RIS 2 5. I 7 ADSIZB W
ZIEREICRRR TS 2 WIS, <7 ADIZB Wizt
LaWEE) T Eilhb, COEREBINL—=2 7
FEB% (training trial) & X 5.

el b L= =2 FEEDHEOL LB T, AR
72y T EHE Y b O L s 7L & T -
Z, WA OWE %MD LN OEAT (generalization)
I B FEERELT) . ZORBOEHMWIZ, Lz~
7 ADE i EAXBARR R WIBIRO TN 2o TRERI L

FEEREIE, YTRRRBEHONA 2 —< 7 R TWALIREMAHERT L2 THY, IEMISGENT A2
(n=5) £ LT, »BHVIZICBVIREEY ; B (3 EDHERTENTY YT ZADIZBVIIHEEICINEZEIL T 5
—107 A5 3 n=30), miwhE (17—217 Hiin=30) & LERAB.
LTWINHCH7BL, 6J-H- 25+ A& H w7z, I2Bw REEBTIE, YPRRRBIIER2 IR L—HDINT 5

K2 DBLEY T AOWMBIR, HHK, SRS 2IBW & Y7 ADIERE (%)
WAL — o R HALATIERR K FBRAE B O IR
% B Bk BEvs L B HAIFEER L X0 o b OBV ERTE (81~ 6)

1 AL R 82% (n=96; p<0.001) *|HEMLE)R 80% (n=19; p<0.01) |~ ADJREITIMEHZEILT 5.

2 AL R 81% (n=112; p<0.001) |[EHEEL L% 5HEMRL 72K 93% (n=15; p<0.01) |[JREDEHZILL TV D

3 I—F U R 91% (n=73; p<0.001) I— 7 Vi R 84% (n=25; p<0.001) |Z—7 VAMRAICERE G5 H 5.

4 SR 1 91% (n=173; p<0.001) |JR43H 1 82% (n=33; p<0.001) |JR5 M1 DIZBVIIHELT 5. **

5 |JRSTI 2 46% (n=106 ; n.s.) PR53 T 2 n.t FRAME 2 D12 B IS L 2\,

6 PR 431 3 74% (n=241; p<0.001) |hR%Hi 3 88% (n=32; p<0.001) |JR7%H 3 DIZBVIIIMHELT 5. ***

7 JR%3 1 3 78% (n=180; p<0.001) |FR45Mi 3 (BefkHEvsBAHE +Ph&l) 88% (n=24 ; p<0.001) |[Ph&NIERDOIFKE S TH 5.

8 | R5m3 80% (n=135; p<<0.001) |JR4W 3 (HAKBEvsHARBE+B)  50% (n=18; n.s.) BIEHELICIZBIR .

*H E AN [ dFisher’s Bxact testlZ & D),
L 7> LIS (A 54> 9 % methylbutyric acidsA¥ 8 F LT 7z,
FhCwi nt, EiEed,;
Ph, 2 -phenylacetamide ; I, indole ; B, benzoic acid.

5TIED< T AD T — ¥ DI

L TATo 7.
FEEHTEEROMER, N
AN L= = 2 TS L R WA IR IR AT ERR I T D e o 72 s,

FEOMIEBROFER, RO 1 E R EAAEL B o 7‘
GICEECEINS 2 2 A OLEY (Ph, BXUD 2745
I IEE (=50%) b:ﬂtfﬁ%“%& l, ;
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2-Phenylacetamide

Formula C8HONO, MW 135.0,

Indole
Formula C8H7N,MW 117.15,

Phenol
Formula C6H60, MW 94.0,

a-Cedrene
Formula C15H24,MW204.35

R2 : R oe SN REHWE. MEh oIk, Ke=kE, Ae=KkE, =% Ma=8% tThzth&kl
T\ 4. Phenol & a—CedreneldHPLCM M [, MIZIZEEFNT, ZORBEIREN DO THLLEZLNS.

A LZDOWTERL, UTORKEEZE. $4abb, E
Bl —208REY, 7 ARG ) IREDH
2L ZH#I L TWE Z EDE &N, 22T
DAL FER T2 HWTELEDO T AR T OERZY Y
DFIER KMz, ~ 7 ARISRIVEERE, 598050
T L, T—7 VAR 2Rk L7z, 2oz — 7 )il
HIRHIZIEMHCN 70 8 4 7 OEWIC L ) B85 512
BUWIENEREEINTWDLZENMON TS (Singer
et al., 1997 ; Willse et al., 2005 ; Kwak et al., 2008). %+ Z
T, INHOGHHICERYES HEN TV L AHEMEE
MGEES 5 72O 1Y FRIR IR EER 21T o 72, §5 L EH/D
I—7 VIR IGFERTRECH ), BEWEDSZ ZIEH
FNTWE I LATRIE SN (£2 ; FEER3I).

ZF T, BEORES & KFERAF AR — T A
ra~ 2777 (FID-GC) THHT S LWL DhDf
AL DI W L L7, s ofbdE A
AU NI FTH—AANRY hT AP — (GC-

MS) %\ THEEIRNT L7455, BRIcA v F—v k7
VTR T IR (B2) I3IE IR i D BERE (2
mu, —7%, AFOVESERIZINES AV IRA T 5 2 & AT
S olz (3). HWT, ¥~ ADR % &l ik
su~< 2757 (HPLC) THH L, BREG* &5
B 2 YRR Z W THREL2E 2 A, 5H 1 &5
3DIBVDIGELS 22 Edbrorz (E2 ; £
4—6). HE3ICIFA Y =Tz VTEFT 3
FAEIZEFNTWD Z & AGC-MS DM 2 & B &5 2
L) (M3), A F=bk7xz=)V7E b7 3I KN
LEWETHD LA T R o7 —
Ji, ELIZIEAFIVEEBRSEENTBY, 28wty
Y=< AL ZOYWE DL P E G T2 EAURIE
AN AV FE—=VETIZ VTR NT I NASEEYE
ThbIEZHAWT LD, TNEOWE % Bk~
ZRAWIIMZ B L, IZBWEr—<w R EEGEED
XTADIIBWER—DfTEIEZ IR L7z (F2 ; ER
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T3 EAT T ARAD ST S N3O ATt AFID-GCHHT ¥ — 7 8 D [Lik.
Adult Aged
Peak Peak Interquartile Interquartile ~ Mann—Whitney P -level ¥
Number* Identity Median’ range Median range Adult vs Aged
1 0.43 0.17-1.38 0.42 0.27-0.69
2 0.75 0.37-1.37 0.47 0.21-0.77 P=0.002
3 o—Cedrene 0.23 0.16-0.42 0.48 0.40-0.81 P=0.0004
4 0.43 0.10-1.32 0.40 0.11-1.71
5 0.68 0.40-2.61 0.74 0.54-1.47
6 Methyl Butyric acids 8.23 3.09-10.8 3.44 1.79-8.38 P=0.006
7 1.21 0.62-2.13 1.52 0.95-2.38
8 1.36 0.73-2.05 1.16 0.33-1.60
9 2.31 1.57-3.99 2.33 1.46-4.62
10 Dimethyl Sulfone 2.74 1.34-5.80 3.32 2.04-7.09
11 1.00 0.38-2.05 0.71 0.02-1.29
12 0.29 0.02-0.86 0.33 0.02-0.92
13 Phenol 0.63 0.54-0.86 0.86 0.64-1.19 P=0.0005
14 1.00 0.62-1.27 0.98 0.70-1.43
15 p—Cresol 1.78 0.60-2.94 1.93 0.97-5.06
16 3.29 2.66-4.62 3.14 2.41-4.31
17 0.34 0.01-0.66 0.40 0.02-0.76
18 0.40 0.15-3.38 0.42 0.20-1.10
19 4—Ethylphenol 0.85 0.73-1.71 0.73 0.64-1.29
20 0.96 0.18-1.81 1.16 0.10-1.93
21 0.99 0.73-1.62 1.18 0.80-2.14
22 1.60 0.61-14.2 1.16 0.64-17.6
23 2.86 1.90-3.85 2.68 2.10-4.82
24 Benzoic acid 13.4 6.42-16.4 13.1 7.99-15.4 P=0.0005
25 Indole 0.66 0.50-0.86 0.86 0.63-1.50 P=0.0004
26 1.79 0.99-2.43 271 1.55-4.89
27 291 2.01-4.97 2.68 0.92-3.73
28 0.80 0.43-1.34 0.58 0.32-1.07
29 Phenylacetic acid 24.7 15.9-41.5 29.0 17.4-41.0
30 1.65 0.68-1.91 1.49 0.80-1.96
31 4.32 1.71-7.89 1.79 0.93-3.73 P=0.00004
32 2.53 1.20-3.12 1.93 1.55-3.10
33 1.60 0.76-2.12 1.93 1.62-2.50
34 2-Phenylacetamide 1.70 0.77-2.29 2.79 1.83-3.40 P=0.00002
35 0.66 0.17-1.00 0.67 0.30-1.18
36 0.18 0.01-0.33 0.20 0.09-0.29
37 0.82 0.21-1.25 0.82 0.40-1.28
38 3.11 1.71-4.35 3.24 1.47-5.37
THRHEIISSTEHO ¥ — 7 SO HFHETRL, BEKIST Y TV a5 L7,
EP-level |2 TH#fF X OLEPIIMERICHECERICHEML, TROZVIDIFEIET L.
42.47 100 D09,
55—! 38.93 o
- T . 97 ' 39.86 80 E | 92.0
70
T|C MS as | 35.93 e “:352‘ eo—i =
Fractionll] @ « 2 \Cf"‘ saor 4100 5 |V e j\/ ] NH,
% 35 - :: Be \J w \':\%::\J W:’f;i‘:w / \J \_‘/\ 403 65.0
b 4 135.0
-g mo‘ Q‘?sz = 630 8 -
920 4244 10 -
S o] - —H’ A T 1901 218,
.Q 70 é - 50 160 150 20
134.5-135.5 @ o
50
MS g N . 117.0
.; = 36.97 90
© 5. = L e | 5™ .
- /LJ o syer  seer  PR%gees msp w200 /V \ww N\ ) .
%0 o — -
80 | ————— -
2 ————— = a0 90.0
116.5-117.5 <«-- i B
s =
40 | !
b 3833 %% 3765 38.85 3895  39.85 4085 4215 :2‘3 4349 4393 1o r:d {7e ‘ fog s 1180 1550 181 C
2 2 P R 2 B R SRS TV ot WA
34 35 36 37 38 39 40 41 42 43
Time(min)
3 I %Y AJRHPLC/WIIADGC-MS 7 U X + 7 F L.
V7 vy ay s 4 435, 5minB & M2, 5minlC ENENE — 7 PERTE L (—FLOR). IR60E—2i3zhzhA v K= (574
FrE—2117; 3EH) 2—=7x= VTR T IF (51442 E—=2135; 2BH) THHIENGC-MSL ViR &N, 7927 3

V1, ITIR IS 0WEIE

1ZEACHER T E Loz,
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7). =7, ALFEGHTOKERINE D 2R 5 e
Mo T2 B & AR~ 7 ZPRIZEIN L 72 b O THALSE
Biaedr) &, 50%DIEMETH -7z (K2 ; FEERY).
DEDOFERPS, AV =L 72207273 NI
s IR O~ 7 ZDJRAPIZHINL, EREBT O
CLL—EBE LTI RSN TS Z L HNEH S
nr.

AV F=ViE~ 7 ADMENTITAEEGR SN WS
(Kanehisa & Goto 2000), & 4 FEOHLENMAEY Tl
M) T b T7 0% R=NVICHHTHILE2MONT
BY, INPMENICEEL, FFIRCRE#L ENah o7
SOVEBEHICHTELZDDEHEM SIS (Marklova
1999 ; Gillam et al., 2000). — /7 = =)V 7+ h7 I F
i, RV TIVBO—HETHET VT TR,
TRER 7 E12H BN F = BIZ L > THBEL LB
REEEND ZLICX VEOBRNTER SN LEZD
NTw5 (Olsen & Little 1983 ; Putter & Becher 1983 ;
Mohacsi et al., 1996 ; Matsumoto et al., 1998 ; O’Keefe et
al., 1999 ; Kanehisa & Goto 2000). T DT L iF7 = =)
T N7 3 FOFENGIERO IR RN ORI
A b L ADIREZE KL 5 Wb IEEROZILEE RS
KBWWETHLZEDER LN, SHOMIEHRED O
EOTHA.

BT, £ DAY TLY) EMOBY IS RMELT]
EoFBp ) ZEPMLENTEY, ThEEELE
B CIIL)EFLBETEREOILEERL TS L
WR7z, LALA Y F= R 7 2=V T7 2 b7 I MR
PHEGIEDITHIZBVDIERTHL LER D EFIENE
L%, $hbbRiERnk &OEEREN L ) ALT L@
hhs, BUEFIEOTD V) ZEIChbE, FRIEE
ERBILTRREANERRIERAT AL EIRL, &
DEFIZZLLAIFELEZONLI DL THL. EBEO
EZh, IRPhE MK~ Y ARFITHEML THHE~ 7 A
P EDTAEH IR SN T w (REELT —
7).

FITRAFBEEZFIEDT 50D [ 7 2 aE
YLERNCAETE S B i L, & 5 ICHgE & fkde L 72
(Osada et al., 2008b). Ph=Tid T — 7 )Ly HiEE PR AR h 12
BWZ2 L7225, 4EIELDTF OB TLH oo Tz A
v FANR—ZA@EM~ A 7 affitiE (HS-SPME) (2258
L7- (IX14) (Osada 2006).

FEHRBEPIICBVEDNH L L &, 20 EEZER %~
v FAR=Z (HS) &\WwI). TOHE, Ny FAXR—
AZIZBWIE (IR, 18, BMREns0nas b 00
AbND) NOFELEEEWE (N FAX=27

‘9

T30 %—
SIEE:
EErL
ZEDRITE
FILDBMOEER

T7AN—EREFTESR
BR A/

]

]
H
|
| -
1

|

-

S OLIN-¢-1::F
RERE A —mEst
YTV RITAI1N—

4 TR E LT A SPMEZEE DX,

A) DTS LB TH L EER D, —T, WHEILER
PALFERE L b Vbh, ICBWIED S5 5 N5 5
B % WA B 2 L ICX VA SN L EHETH
L. ZOEIIIEAIZIZBVERCEIZIZBWIEDO AN Y
FAR—ZAFAZE L TNWELEFE o> THHFTTIEZ .
HS-SPMEZETIE T SI2Ay F A= ZH A9 5 EHH
FEVERLY & i L, GC-MS7: & CTHMi§ 4 T, (2
BUVESEHEICEHEECL2S FF 2 I Ve ThH
MidsZentiks, Zokike e TEEDRF RS
DT EATo 72 (K5). il I21EDVD/PDMS/Carboxen
M L7, K7 7 A = 3R ORI %
TrOEYEEOKRBIZEICHVSENRTWS (Osada
2006). AEERTIIRY > 7 NVIS0ULE A ¥ —F — /83—
THAEL, 38C T30 MICB W E ZHE Lz, 724
FEMER S & SA T OB S 5 H 19 TNaCl % 150mgis N
L7

L2455 H11EGC-MS  (QP5000, Shimadzu) % HIV> T4
ML7z. 7 21EF¥E¥F) =4 F 24 (Stabilwax : 30m
X0.32mm X 0.5mm) Z@FH L7, ELR5HE—2713,
NISTT £ 75 1) & CHE & DY AARY RV IEEIZ
L) ZofErfiEl, 209 b ATURR{ILEWIZO
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774 \—EE &t

INT )L

TS LEBA

TR L

YT RI7A 18—

HoT)L
V& e VAT

7IiLIJaOvoe—a—

X5 : HS—SPMEIZ & % (2B W ol

R4 AGTHEFEIZL Y RENTEHHE — 7 OO 4E D 2:1E.

Adult Aged Friedman nonparametric
Peak Peak Interquartile Interquartile ANOVA
Number Identity Median range Median range Adult vs Aged

1 trimethylamine * 0.83 0.16-4.14 0.48 0.07-1.97

2 methyl mercaptan * 0.07 0.05-0.50 0.10 0.07-0.41

3 acetone * 0.43 0.24-1.76 0.85 0.19-2.70

4 6H-6M-3H derivative * 475 39.1-52.2 37.9 32.4-41.8 p<0.001

6 6H-6M-3H derivative * 154 12.7-16.9 12.0 10.4-13.4 p<0.001

10 2, 4—dimethylcyclopentanone 0.06 0.05-0.19 0.08 0.06-0.35

12 p—xylene * 0.12 0.05-0.72 0.17 0.06-0.52

13 6H-6M-3H derivative * 6.19 5.14-6.83 4.78 4.14-5.37 p<0.001

14 nitromethane * 0.19 0.09-0.59 0.10 0.07-0.30 p<0.01

16 2-heptanone * 0.16 0.05-0.45 0.09 0.07-0.16

18 2-penten—1-ol acetate ” 0.15 0.09-0.35 0.10 0.06-0.20 p<0.05

20 5—hepten—2—one * 0.16 0.07-0.34 0.08 0.06-0.11

21 4—hepten—2-one * 0.55 0.26-1.24 0.31 0.23-0.56 p<0.05

23 4-methyl-6-hepten—3-one ’ 0.11 0.05-0.28 0.37 0.10-0.48 p<0.01

24 3-hepten—2—one * 0.44 0.08-0.55 0.34 0.12-0.53

26 6-methyl-5-hepten—3—one ” 0.42 0.31-0.94 0.34 0.18-0.41

28 2—-isopropyl—4, 5—dihydrothiazole * 0.32 0.21-0.47 0.59 0.44-0.67 p<0.001

29 3, 4—dehydro—exo—brevicomin * 6.05 3.57-8.94 10.4 7.68-14.0 p<0.001

30 2—sec—butyl-4, 5—dihydrothiazole * 11.0 9.20-13.1 20.7 18.4-24.7 p<0.001

32 benzaldehyde * 0.27 0.14-1.03 0.30 0.23-0.50

33 B-farnesene * 0.84 0.53-3.37 0.72 0.19-1.15

36 o—toluidine * 1.58 0.93-2.55 1.17 0.78-2.69

38 dimethyl sulfone * 0.21 0.07-0.64 0.22 0.06-0.61

=2 FFM6 P ToFTEdIEL TV,

O i & e

W RIS THE IR A —3d 2 2 & 2Rl L, M
gL, FOfESE, 3, 4 -dehydro—exo—brevicomin
(DB), 2 -sec—butyl- 4, 5 -dihydrothiazole (BT), 2 -
isopropyl- 4 , 5 -dihydrothiazole (IT) 7 & 2SJIs 12 ff v
HEIZHIL, —J5 6 -hydroxy- 6 -methyl- 3 -heptanone
(HMH) (3 ET L2 (84, M6, 7).

Y— 27 F528—300 3 HEOLAW I ICEVWAEIC LA LTWwE (p<
0.001). ¥ 7VEIZEA & B IC12BIT D, a, BHEWE Z AV CRINEEHR & X A ART PV O—F % iR,

b, YAANZ FL»

INSDMEWITMTRIAFTE AWV, Z0XH %
BEHMeFEWE 2 6L 2T 59, BYLSIrgRRT
OFHG, BCHEWIZE R O ) % 5 T LReE sy
B % 4 L 72 (Tashiro & Mori 1999 ; Tashiro et al.,
2008). CHHDEKRMEREREMEL Y ARE M
v, 1) My AR Y 2 &0 iR~ Y AR
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OEMMA ' L»MLM Lo 7_,;\J\,*J o Jkﬁu MLJJL«MW\Miﬁ—W——L

J\MA/LLLM,M. b

Y ~ ! '
8 6 g3 4 30
: ! S ; 29 F

Peak intensity pA(X 10)

3

n

i

;__

E

i

P

|

=

E 13 29 E

E ! | ] 13

e ' 33 138 3

5 ] |

LTI TR Y T N B v o BIL DT

0 10 20 0 10 20
(min) (min)

6 : HS-SPME & FID-GCIZ & % #£#5~ 7 AR5 s 05501, 4 — 8 7 Al (A-C), 15—20~ Al (D-F) Zh-Zhuilfy 7
% 3R ORT.

B E MA~DTzOEAEH oz
A5~ DYEF TEI~NDIEH

I :> { T4 B A D [RI 3 * i DEES| ¥R+ B
PEREA D IR T =]

2-sec-butyl-4,5-dihydrothiazole (BT)

1 1 0 IR N
% 'tiﬁk%ﬂ@{ﬂﬁf EDEES 1R iEEé 7][]

3,4-dehydro-exo-brevicomin (DB)

I}b{ ? ? I

2-isopropyl-4,5-dihydrothiazole (IT)

r&“\f& PR R ? 5

6-hydroxy-6-methyl-3-heptanone (HMH)

~
\S

S ‘C *Jemiolo B et al. (1986) Proc Natl Acad Sci., vol 83, p4576
@®o **Jemiolo B et al. (1985) Anim Behav., vol 33, p1114
ON +Novotny M et al. (1999) Proc R Soc Lond B., vol 266, p2107

10sada K, Izumi H et al. (2008) Chem Senses, 33,815-823
7 USRI L L 2ol AR OFESEVEY E .
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EER1
(p<0.0001; 62%)
z25 (NS; 50%)
Py H o
E
it
c
.0
®
2
Ll
7]
)
>
=0
Adult Aged Adult Aged
Whole Urine Urineultrafiltrate
EER 2 EER3
o 01: 59% 0 (NS; 52%)
=25 (P<0.01; 59%) ;25
E €
- =
c
m o
) i
o ]
£ g
0 AdultAdult 0 AgedAged
+DB,BT,IT +HMH
8 [~ Y AD 2 O IZ BRI T 2 F5 IR0k, SFH oI
BOWIRXTEHE ESETE Y. 1) B~ Y AR EBEHE~ Y AR & DL
KHFMOIE: (n=31). ZEI3E% DR, A7 IZRIMEBRE TR & >3
AR BRnR. 2) Bk~ AR LG 7 2 €~ (DB, BT,

IT) Z#RML72R (n=25). 3) ki~ 7 AR &L Ek~ 7 AR +HMHD
g (n=25). fEHLP X wilcoxon testZ IV 72, FEIMN O %10 &
2 60 2 BN —TH LM EHEE O E4.

DIZBVISHF L TL ) RABREZFFOO), 2) £O
%, DB, BT, ITAME~ 7 ZDfTEjICHE 252 Twhb
WEIH, wWSPITT L7720 T DI B W IEFEE
A o7z, ICBWIRXFEBOY SIS EREE, R

o1

&k

-_—

o

w
!

N

£

=N
. 1

Peak area ( pA X 10-4)
()]
Peak area ( pA X 10-4)

DIRTH 5. IZBVTEFERIE, KV —Fr— 17—

v (27cm><l7cm) EWEIZLTAE =T AR b LDIRE
, oI IZE S 3em, EAE1emD R % BT,
ﬁwwgﬁ&m<~—b>%wmbf r—=YDTFIZ

AR F U eHE, BB AL IR L
oo XU AE =T — Y OHgsz A3 G EPIE S
2. FORIZICBWH Y TVIE—UHRR L h o 7295,
T AEIDTRRS LR MIBZT, ICBWRELF
a7z fmnT kwﬁkbf%t%7ﬁxwﬁéE
HOR=F2o8 1leomf L THEE, vy 2ADIZBW
WEEATEE 2 3 L7e. E7o, BRAMEELEE 24T
S 7ZFRIZOWT H [FARIHEIE L7z, EBEE, 1280w
YINVORRETRCTTIA v RTiro7z. F72, RiR
RIZH D0 h S FTIZB WL v —< 7 ZDFTEE AN
Lao7z% 7 A (ICBWIREEE M A I b
D) 3T—F X VBEA L7,

ZORER, FEBRERE T OEISRICBWT O~ Y Ak
INERHTHLHET T ADIZBWI|IHWER 2R3 2 &
DL Ro7 (M8, FEBrl). 72, B~ 7 X
JREFERS, Befk~ ™ AJRIZDB, BT, IT%RNL 725
B~ 7 ARIZBWTOHEREICEVICB VIR ETH) &
fTo727%%, (M8, FEE2) HRBFEORBIZEZCETN
TW/eHMHZ Efi~ 7 ARIZHEML TS, #F5lEd =
BEED SN ho (M8, FEB3). £51IDB
BT, ITiZ~ 7 AR D major urinary proteins (MUPs) &
E8 L CAES A 728 (Hurst et al., 2001 ; Sharrow et al.,
2002), FRAVIEBLEIZ XD <7 AR L ) MUPs % [

= 1l a

o
o

Whole Filtered

HMH

Whole Filtered Whole Filtered \Whole Filtered

I T DB BT

B9 AT AR (n=5) \Zx§ HRANERLE (MWI10.000 cutoff) DFZE.
open barld AT, filled barld B4 £ 3. IT, DB, BTIZW 9 b RAMEBLITIC X o TEHF LB EZR L, B, BUAHEROGEEIHELL

. —7J5, HMH (E—=2%F54) G&bOTh T PR L1 v,

T ) DA R LB | — JC S i 43 §153 T [ Upost hoc test (HSD) %47 o 7z,
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10 R % S MILEY ORI X A MR & FTIRRICOWT

9% LDB, BT, ITHEIRICRE»EHRESNS (K
9). MFRL L TER~ Y AREDFE> TRV EET
HAEE L7 (M8, FEER1). ThoofRERA
%L, GC-MSTIHE L7z 3HED 7 = 1 ¥ 25N 12
PECEEINL, M~y AZZOY 7 FNIcE Y, ZEHET
DR E P EFITTVWALIEEZRLTVAS, Lad, &
o OALEW O 2L S Wz oW i< menT
BHT, RMEIZL > THO TMERIZ WIS 2 it~
T ADFEL T 20 Y OFIED MR S 72 (Osada et
al., 2008a) .

DB, BTIZ7 ¥ Fu Y = YWD~ T XA 7 =0 E ¥
ELTURIE D SN TEY, M~ 7 216 LCTEEY
BEEHSLHERM O —{EHZEPMOENTW S
(Jemiolo et al., 1986). F 72RO IS %2 FERET
LubiREE 7 s uEyE L TCOMHERIET 255, M
WZxt L CEEs | 72 u® sy LTEHT A (Jemiolo et
al., 1985 ; Novotny et al., 1985) Z & & 285 LT W
b, —Ji, ITE~ Y7 A RFPTOHFIEZH S N TW7zAs
(Liebich et al., 1977), DB, BTIZILEZT % & Z o134
e, BEF1I/I0BETH L. L L (Kwak et al.,
2005) DEETIX, ITIZ~ Y AP TR D BADRVIE
GD1IOTHY, Bt FWE L L ToRREL o6
PEEE V. 20 X9 ICITIZDB, BTE & b IZE ik~
ADMEZxTS BFEF 7 20 F v & LTIV TV B EEE
W, L72iio TARERITO 72 0E> & LTOM
BaRBg L7200 ToORELESR 5.

—7Ji, HMHI3DB, BTIEEET A b XA 7 1 X HAEED 7
THESTHY, MK 2 EEHEEMEH WS S
Tw: % (Novotny et al., 1999a). ARZFEETIZHMHIZ LD
HEME7 c0® EIZRLD, MEICECERICEKTL
7. HMHIIDB, BT 3R, JRY 237 121Z3 L A
EHAELTELTY, RAMNEBLTHITE A SIBETICRE
Lz (M6). TOZ LR >822 L OBHED S
W7 O VPEIRIESI R L, R 0ME T
T5HELMMNTEL. SHRITMHEILIrE ) BRI L
MOAS=ZALZDVTHHLPIZL TR L LEDRD
5.

FIRIBRFEHIHVENS Sy MEMT O
ELICOVT

T oD RIZIFR ICEE LA ERME & E 1T
W5, H2ETIRFICTY AOERYE B X UG 7 «
OE 2DV THlRAR7Z2S, 2RSS 2 P LA, fifk
WA, AN ARG D IZBVWOZEIICE T 1T
B FHHREDN % ST\ b  (Yamaguchi et al., 1981 ;

Yamazaki et al., 1994, 2002 ; Gutierrez— Garcia et al.,
2007). FHUISMA, 7 Aoz, BEHOF R
VPE D PERCER, PEREBRO A 72 & D b R OFESE M
DALFEL T FNIZE o THhEFITAHZ ENM KL
(Jemiolo et al., 1985 ; Novotny et al., 1986 ; Yamazaki et
al., 1989 ; Beauchamp et al., 1994).
TSRz (7 o] 1%, i~y 20”8
FMCEHN L VbW L7 s 0 ey O—HTHDH, <
7 AOHEYE 7 £ B Y 1EDB, BT, HMH®D (2 % farne-
sene (Harvey et al., 1989), Methylthio—methanethiol (Lin
etal, 2005) %= EVMLENTBY, MICHT2HF MY
BT L5 DA% 59 (Jemiolo et al., 1985 ; Lin et al.,
2005), HAMEHE L CTIIEAEEANVE S DIED 7 4
— My 2 2RI LEEFEHREZ L7257 (Vanden-
bergh 1967). T 5 DI G IIDB, BT, HMH% & ORE
HMOMME7 c 0BV ICE > THERIEND EF ) WG
»% 5 (Novotny et al., 1999b). —J5, FEFEIHM D MEIZ
LTI TRAERVE S OSUMET 23X, BAD 71
— NNy ZhRER S, WIS IAE L TR AR L
729 (Whitten et al., 1968), =45 L CTH b W TEh
HHE ZAUEERDW T S A, M~ T A DMEHRASHIE S
% (Bruce 1960 ; Bruce & Parrott 1960). L2>L Z# 5 D
HE x5SR = 0F X DIFERIZEKE LTAH
THbH. —F, MORPIZHE 7 cuxe AEHPmMLENT
BY, MEAPOEESLHENORLER &2 I3 (Van
Der Lee & Boot 1955, 1956). Z OFEH X 2, 5 -di-
methylpyrazine %> 2 -heptanone (Novotny et al., 1986) 7
EDOTAEYHRYPEGLTVWE, TDX)IITTADR
7 rHEYEZOAEBERIIZIEICDIzoTWRE LD
D, INHLITADRT OE D% LIE, BENRZ,
MEREL & L QIZHET A 2 D b5 NTWwA (Brown
1985 ; Schaefer et al., 2010).

7w MEI= 7 A LERRICHF R ORIEE THE S,
HWHN TV EHGEREMTH Y, FIELRD S
Wiizu—ArFau=—-nJ v MMtFEIIa=F—2
I YORMEASPIZT B DICELEH SN TE
(Brown 1985). 7 v MIBWTH, ML MDORK R
HINZRET) D @ % 1t &SI D 2 WHED RN IR DIZ B3
bbb EDHMENTWD, 72821F, MoT v i
MEDPRE L) S HEDIRENZIRNBRZFFOZ LA L B
THEY, FEHBELZRELZEORRE L) S IER 2D
IZBWEHFE (Brown 1977 ; Lucas et al., 1982).
FRAZHZ, T2 MEA L ALV REEOR %
REDKRTHAZ ESHSNITHR > TWwWA (Brown et
al., 1989 ; Kiyokawa et al., 2005 ; Kiyokawa et al., 2006 ;
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Inagaki et al., 2008). L72*L72A 5~ 7 ADFIEIZ LK
ToHE, R7xuEVOREICHTZHEEEDO T
7\, Bl%%ﬁ%uﬁﬁﬁvbkﬁﬁﬁybfﬁﬁ%

TR > TWnb &) iy = (Holland et al.,
1983), 7D#%ykﬁ’;é%ﬁﬁ®%ﬁu&m,4

¥ F—=VOREDE < 72 % (Rhodes et al., 1982) 72 &0
I FEN G EH L5 OD, WMEeETIT L1M7 ©
O Y OFEEB AR, T v MRV OEEMR % 54T
LRI 2 IZ LA N T WA, ME— I
SM7zZhangH (2008) 1F, HET v b OAEHE R ILELC
X Y IRH @ 2 -heptanoneX® 4 -ethylphenol % £ & 12§
LI lEHELTWS, LarL, ook zr £
HeZ v MRRAZHEMLTY, MziFs 3 2 1EHIZEE IS
v MRICHELTRWEETH 5.

ZIT, FEHEHIE Ty MRPIIZEZRFEROFR 7
TUEYHPHFAEL, TNOEMERE EDIIRETLO

TR WAL § BIRFEOF PR (5 Bl 0 8

W) OHEZ v b (Donryu ; DN) OJRIZBUT A ISV
W DG %477 o7z, 70T v b ORI PEREER

L¥EENH H Z L LD (Yamaguchi et al., 2000 ; Kashi-
wayanagi 2005), [F4EHG (11 & 148%) OBk Z
v M ORPERZEER T 2 L, hb Ty MRPD T
T 0E Y HPUREROEEE T 59 E ) PIZOWTRE
L7z (Osada et al., 2009).

Ty MREPT 2OE Y OGHILE 1 3 L [AEEICHS-
SPME% Fl\ CHEFEMERC &2 flih L 72 sl Sk 012
FECH DB, ¥~ ARE D SMELRBT V% & iﬂ
THY, HMHEEE %2605 L7z, 5HFIEFID-GCIZ X -
TER L, GC-MSTHEEIE L7z, s &kifid~w A
ROGHT M L RERICAT - 72, HET v PIRFEST OFID

CHNThl &L TR 25K 4 B LOKIOIIRT. 221

Lfkkb DN v MO K HIZE Y, 4 -meth-
ylphenol (4 -MP), 4 -ethylphenol (4 -EP) B X2 -
heptanone (2 -HP) 23FRZLICHMT 545, oL O

R IR AT R TIEE AR L 2o
7o. =7, INSOLEWITEREBROF RIS X - TIEE
RO NRro7z (H11). DL EogH b iR &
D, 4-MP, 4-EP, 2-HPIZ7 v MRPITEBILIE

Lo THEREIND 720 EVPHEET H I LEERET o> THNLHEM T = 0 E > DOWREMEATRIZ S 7.
30r 30
A o1 A2 | .
: |
2 i ,
o ‘ 0
1 | |
X | Y , !
- tl B I
H 20 wef 5P N °, "l" L
> ‘} £ \ ! ‘J‘ “«,,h A l}\/\J )»»J\ w w ,M \H ;k Vhrdf
e || e D——— e — 0r —
g 0 10 20(min) 0 1 20
..g 29 (4-MP) 0
= 30r 30
— B 01 B2 ! H
© ' 11 [
o | |
ﬂ. | [
I
| 0 20 ||
i »W'I"
30 (4- h‘ 5%," Hmkitr
EP ‘ 1 I 1AL )
L J W KV\WJU}W kwu “ M ALN H'l*'.yul” i
00 10 20(m|n) 0 10 20 (min)

WOHH%M@&K&%(A)%ﬁﬁ;S@ﬁ&U(B)ﬁﬁﬁ 8D Donryu7 v b S ORI > TN OGHHI. v —2 L72320 ¥ — 7 12D

WO CTHE Lz, ZLOMMEE—2 ZRT 720
05, MWOBMZEE — 271313 L ALZLL &\,
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2 * S
L
P 5 3
1
3 2
1
0 I T | x 0
5W 8w 11W 14W
80 80
*
60 60
3 3
540 340
o o
201 1 20
o r 0
5W 8w 11W 14W
8 *
I 15
6
3 % 10
3* 3
12 h & a 5
ol— .
5W 8w 11W 14W
K11 : Donryulft 7 v bR#H D 2 -HP (A, D), 4-MP (B, E), 4 -EP

(C, F) MEFEOVEBIRIPE S 24k, JRY > Tk 5, 8, 11, 148kD
BRI TR 72 (8L dn=12). #HEEIZHILEY E— 7 Wik %
YO Y — 7R CHRLCE LA, 1AL 14 TIEREZ 6 I8 DM
FREENE (9 MRS | filled bar) B X OJERRERTE (open bar) TFKL 7.
FratALEL I3 wilcoxon test (%P <0.01) & % \»{ZMann—Whitney U —test%
HHu a7z,

INFTETONGET, MT v MIHET v PDIZBWIC X
DERVILIR Z DO L W) HEDNH L D DD (Brown

1977), BEWFHZOMET v FOREOWMES v MK
LFFMEICOWTHBEL TWwWhiEidw, 22T, &

Uit CTHET v MREICHEINEDOEDND L0, £
PERLFIZAE - TN L 72 3 TEHOW A ATEL | OJEK TH
B RHERT H72012, LTD X9 RICBWIEHFERT
f1o72.

MEDNZ v & (5 — 6 7 Hikn, MiERa h) 480tz H
Wz, 7y MI2IETOoEMsr - THE L. IZBw
MEIF SR I 45em X 35emD B H DO R H1 — KA — b D
Ny Fa—bOLETRIEEEE TR P ALV ADIKET
B, BRAROFEBMOHPYIZERE S emD &8 # O
FEX, FHETIAY— Ay aZiEol, T4 — 2
v 2@ FI2I30.5mD 7 v FRE AN R )% &
&, IZBWEE LA (KM12). 1ol T v & A/
R —FKA—= FDOFHIZ, IZBWEEZ AN WIREETSE
BOfEE AN, 3oMAMEIEH L, KHEIZBWEE

BEOFIZAN, ZNENDITB VI X 20 L,
WZBWIEOZFHES [ ZEIE L7z, ICBWATENCN§ 558
DAL % PERT A72012, M7 v NI 1 RIOADEH &
L, WTOEHETERHLIT- 72

FEE1 I HEDN T v b OREIIVER A CFHT 1D
EELDEYPEWS LI L7012, 5k E 8BGO
DNMZ v FORZIZBWIEE LTIRI/RL7ZZ. IZBWE
ELTOT vy MRIEZZFNENIOLT ODOMEDNT v MR
EEbETIIBWF YL E L. MDNT v b 8 H
W57 v RIS AR XL, 8 MiEmHET v b
PRI EEER LD 5T v MRRERHZMTs 2 s
WCEDEH LA (X12) (n=16). %8B, LMEEHET v b
R 2 PR L CHIRERE/SIZLE AL —ThbH I L
LREFEL7: (n=6).

EER 2 MEEBEORET v P TRONDLFEFINED A A
ZALFEFHOPICT AL, 5T v NRE

2ORLTYH (12O LAY OBETH 5~ F4
ORI BEEEEANIZE A EF—TH D & DR
L7z (n=16). XIZ, S5BioOHET v FRIZ2-HP, 4
EPB L4 -MPOTRTH LWV ITWTFIrZimL,
ZNENOALEWRMR O IR TR 2 J L, 5
Bl L FARICIEER L7 (0=10). &LEWORMEILS
HGHEZ v MRBPOEFE=LYVETL, 2-HP, 4 -EP

I$ZFNEN10ppm, 4 -MPIZ40ppm% NFH U EH E L
THImL 7.

FEREMIRT. £ 1T, SHilET v MNRO
M BIZBWIR EEEMIZ B L Z11.20C, 5T v b
PROAZF IR ZHER (0.7Fp) L HBL THRICE D -
= (13a). Z o5 1RO T D@ IZ X 5 7%
BiEEAER N 2572, —F, %%%2?‘ %2 -
HPzim%;U4h@¢«f%ﬁMLf HiEZ v b
JRC, S8BT v MREIZIZFRAMOAEIZE WHXTHIC
bwﬁgwﬁ%nﬂﬂt(IBB.b;%gsb,«#ﬁ
YORBIMBETIEB L Z0.58). 2 -HP, 4 -EP#EMN
T, 4 -MPIINEE Tl V3 1 b WL EHE R AN 4 E 1)
BHDLDOD, NFHORFEIMEL OMICHEET S
noiz.

IO L) IIARIZEE, T v MREGTERERIC RN
ftL, M7 v M a5l E20 EHPH Y, ZOFHTIEH
DAL EL —FIITHEEMEWEICEISbDTHL I L%
ﬁ%Lt(IBw.it%%ﬁﬁwﬁ%,ﬁmﬁuﬁw
2 -HP, 4 -EPB XU 4 -MP75, DNiET v b IRAIZEN
TAHEI LR TE (ES5, KMI0). 251
HP, 4 -EPB LU 4 -MP%ARKIMET v FRISEMNT 5
&, BT v MREZIZFASOFE R EET LI LD
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P22t

®S5 T v MRAPEZEEYE O ERRE L mSilnTE T O LR

13

Peak Peak T 5 W Urine Interquartile 8 W Urine Interquartile Mann-Whitney p value
Number Identity R.T. Median Range Median Range SW vs 8W &
1 Acetone 1.8 878 525 - 1870 354 72 - 748 p<0.001
2 Butanone 2.5 608 286 — 1755 174 97 - 794 p<0.01

3 6H6M3H (lactole) 3.0 23 11 - 180 107 10 - 285

4 Pentanone 3.7 614 368 - 1976 710 421 - 1911

5  2-Hexanone 6.4 29 10 - 89 32 27 - 82

6 4-Heptanone 7.5 12 10 - 21 21 10 - 66

7  2-Ethyl-2—pentenal 7.7 55 10 - 93 62 37 - 87 p<0.0001
8  2-Heptanone 8.8 450 303 - 938 1819 1404 — 4946

9  5-hepten—2-one* 10.3 41 18 — 142 55 24 - 133

10 Octanal 11.1 81 10 - 146 36 13 - 80 p<0.001
11 3-hepten—2-one 11.8 24 16 - 69 80 49 - 261

12 Nonanal 12.6 51 21 - 176 30 17 - 127

13 5-Methyl-2—hexenal 13.6 34 11 - 57 33 10 - 50

14 Acetic 13.7 73 26 - 173 116 77 - 264

15 2-Ethyl-hexanol 14.3 87 46 — 151 23 10 - 165

16  Decanal 14.4 53 38 - 253 41 23 - 56

17 Benzaldehyde 14.8 48 20 - 82 74 39 - 144

18  Butanol 16.1 97 46 - 203 69 20 - 90

19 Acetophenone 16.5 29 15 - 69 36 18 - 60

20  Methyl-butyric 16.6 84 51 - 230 82 72 - 150

21 Benzyl methyl ketone 17.5 32 10 = 128 33 11 - 85

22 Hexanol 17.6 197 140 - 380 81 10 - 149 p<0.01

23 Capronic 18.7 74 12 - 297 51 35 - 161

24 2-Methoxy—phenol 19.0 77 59 - 241 86 53 - 162

25  Dimethyl sulfone 19.6 37 27 - 72 24 11 - 83

26  2-Methyl-hexanoic 19.9 82 15 - 263 71 21 - 363

27  Heptanoic 20.1 31 10 - 66 36 22 - 147

28  Phenol 20.5 194 83 — 475 327 158 - 1154

29  4-Methylphenol 21.4 16049 4204 - 38078 96983 48210 - 145260 p<0.0001
30  4-Ethylphenol 22.4 2117 780 — 4108 9732 4730 - 20336 p<0.0001
31 2, 6-di-tert—Butyl-phenol * 243 36 19 - 68 17 10 — 27

32 Indole 25.0 61 29 — 628 122 69 - 277

% C OALEYIIGC-MSIZ & 5 M5 & i iR 2 SRHe B & i L, ke L7z,

7z.

HERSVRDINIE
(34D

Relatlve sniffing time
(HEE GL X HR)

THEEE 100~ ST o0 L7z,

[CHENEEIFTAE
(353

IZBLRO.5mI SUbR) X TS RAF9H
ya—LITRE. EREDOAY A RE

SN — (IS dem, R Scm)ITiRA
L. BLRFREREREL .

E12 : B iEEE T A b OFIE

T RIA & KA INEG ARV,

REEIES 2
IR S EZHEE L 0RO EWICIE k2Dl

€ RRO) >

Test Urine sample
—TAMLT

4

\

— OAEFR

(161)

SW Urine (+hexane)

__5WitS5vkR(+hexane)
GRS ) ORERR
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i
]

>
W

-
N
I
-
N
[]

Relatlve snlffing time (sec)
o £

Relatlve sniffing time (sec)
F -9

A

-4

5Wu swu
Test samples

+hexane

+HP,EP +MP
Test samples

+HP,MP,EP

B3 T v MBI BBVIEFFEROKER. a; Mann—-Whitney U-test (% P<0.01) b ; Kruskal-Wallis test with a post hoc test (Steel-Dwass) &7 -

TXTFHTHEEAS D (P<0.05).

AL7z (K13b). TS O#EHIE 2 -HP, 4 -EPB LD
4-MPST v b7 O E L ORKETH A Z & %ol
CRELTBY, FRADMBIRY, ZET v MO
BIPEWIESEOZFET | 7 s OBy OREZHL NI, #
DELEFEFEE LD TOHRETH S (Osada et
al., 2009).

DHIOWL D oMEIZE L, 4-MPE 4 -EPIE~
7 APRHIZE BS54 (Singer et al., 1997 ; Osada et al.,
2003). F722-HPIIMi~ Y ADR 7 =z 0E & LTH
SNTEY, MEMOERLEENORIER: &4k ¢
(Novotny et al., 1986 ; Jemiolo et al., 1989). L 2L % %%
5, Ihb IMHOEFEMALEW A MO TS 12 55§
LWV WEIET T A EL WL AHALEWIZB VT
bED RV, Lzhs > TIN S 3HEOMHESMLEY
ET Y FOBEICEEED 72 aE S THAEEZONS.

KA OHAEIZHAT L, Zhangd (2008) 1ESDT v b
BWT2-HP, 4-EP, squarene’s EAVEHIEERIZL - T
ARICHA T2 LEE2MELTWE. KA 0
(Osada et al., 2009) ZHZEHFHIZFFT LD TH 5
5, Zhang® (2008) DIZBWIEFEEROER T 4
DG LENT S 7 2 0E MEHPBES ATV
W, k524 -MPE RVEE L72HEBIZENTIE R W28,
SD7 v F T34 -MPOEH=EADDNT v b L) b kw
(Zhang et al., 2008 ; Osada et al., 2009) Z & 25Bf% L T
WAHDNH LN,

DRiomETIE, 7 v PORFITIIERRIC L > TH

NDRMOWED D V), MREEHHET v MREMET v M
ATV —=FTDEMIIMRICEAAER T L2FKELY A
&, FIWRERIZc—fos B EMIIL S8 C BIZE S LB L)
(Kashiwayanagi 2005). Z 7-[R/VIEELEIC X D) 75 T&
500LL E 43 EB00LL T D o3+F-12531F 5 L\ g i b Bl
Tlde—foskp MEMIBL 2 2§, S5 TWHE L5 T
BOWMGBLETHLZ EPbh>Twab (Yamaguchi
et al., 2000 ; Kashiwayanagi 2005). 4 2SRt L 72 3 ff
HoME7 cux, Wb 2-HP, 4-MP, 4 -EPlZw
FTNOUEREFIC L > TIEF L 2h o7 (K1), F72
NS OWE R ERAROMET v FRIZHNZ T b EIsER
TDc—fosPEMIILIZIEIN L 2o 72 (REERT— ).
INLORERLY, 2-HP, 4-EP, \TEIMERIC/EMH T
BAEE 7 £, BICERBERINMEHTS2720ETH
HEEZONDL., 7272, MREBOSHLHET v MROES
TGO IERDPUIRGKICL TN TBY, TS MERERIC
L oTHNAE T TDO 720 E oA B HE SN
SHHHOEHM 7 20 Y ORIFIZL VIET » b O
AL SN A TREEIEBETE V. 41, 3674
BIFFTLETH S ).

EAE I MHCORARZERICLBICHEVWEDZEIE
EXTDERMEDY TFIVPEICOWT

MHC (FE ZEAHLE S MR A ) (SR 24

CAETEL, WIBFMTA Ty T AT 4 % BEL WAL
[FIRE LM ANFE ORR RS 58T CTh Y, AJEAT
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B (e hOBKA
(Yamazaki et al.,

FREERR) RBEHEITVWS
1976, 1979, 1983, 1988 ; Wedekind et al.,
1995 ; Ober et al., 1997 ; Jacob et al., 2002 ; Chaix et al.,
2008). MHC & < (Zclass 1 DR IZxE$ % 52877 1308
, BBHRDA YTV 2=y JXTATIELBEAADT
&,%*%mvﬁx%4ﬁﬁmiAb&,Mmmmn
DANDELR Ny 7 7T v FERIZIZEEDT V5 LI
L T HMHC class 11225 < | hz‘ob‘ﬂODi%bwi@%L:?
%éhé(hmmhﬁﬂl%@ ¥ 72MHC class 113 7"
J LERD0.2% I E VA, IZBWEIDE0% % 5o
T\Ww% (Beauchamp et al., 1990).

—HMHCIZZ R TH 5 L [AFFIZERER L, <
™7 ZADOMHC class ITTI3H- 2 Kbi{z 25 12 ZE BAL
ZEFMBENT WS, H-2Kbm1 (DL Fbm1) (¥4
BIOH- 2Kb (LLFb) DZEIRZAFRT, C57BL/6H-2b
(LLFB6H-2b) ¥ A &Balb/cH-2d~¥ 7 ADF1 L1
BHELZDDOTHL., ZOL)BF1I YT AIEIBO6H-2b
ER LR A EHNICIT) ZEICEYB6H-2bm ] <
T ADNETE S (Klein 1978). Z DY 7 AIMHCH
ZBRL TV UIMNGEE OB 6 ¥ 7 A L BEEAICH LT
HDH. H- 2KblI356MH D7 3/ f & )RS 599,
bm 1 X T ¥ b — T % eAATrgroove & MHIT I A FETE D
IBoN) v I AEGDOT I N3 rITERL TS
(E152—A, R155—Y, L156—Y :E=7)V% I V[, A
=77=r, R=7VF=r, Y=FUO >, L=01 ¥
YEZNENET). bm1 LA Ebm 3, bm5, bm
7, bm8, bml0Z& EAHY, Wiy 1-3MDT
RS S LT\ A (Yamazaki et al., 1991).

DL CbBIZFOEFRIZE DT »EMEOT I/
ma&##%ofmééwﬁgwﬁ,wmﬁwﬁuﬂ
LCHRAELEEZDLE, 20X RBMEELTY
’io‘b‘ﬁ“”“ﬂ:?“é CENTFREIND., ZOEHEIEHT
%728 m%%ﬁB6H2bm1tB6H2b®772
%ﬁme%ﬂﬁﬁc BV ER 1T - 72
(Yamazaki et al., 1983). Y%ﬂ KPR ONWTIET TS
2 THLLIERTWEDTI I TIEHLIC L 5 72
FIZE ED L. T b b Y TR /A Wi o S
£D, B6H-2bm1 &B6H-2bDJED 5\ IFJR M55 7%

DIZBVWERASYE, EEL0—HDIIBVWEYT A
PSR L )T AT LT ER & L EREZ 17 7%
S572DTH 5.

IS, LIPS HE OLK EgorovA T A L CT\W72B6 H
-2bBLUB6H-2bm 1 DR %EH W TREIIEEZ 17T -
2. FOMEER, B PL - FEESHIETLL (p<
0.0001), #&BIRATERE (p<0.001) bWV L7, 20D

WRIIBO6H- 200 b T D ERTHRENZALT 5 L
T EBGEH L 72RO bDTH 5.,

EHICE Y ELIMGET 720102, BIORHEE & 0 157
B6H-2b&B6H-2bm 1 # W TR LEREZ T2 L
A, WAWEETH LI Eab o7 (P<0.001). 72
EZFA LR T ATH o728 LT R A DB T
BHEINYE, WEICTFH L 2 W R ERS DT, T
EHEN—EDEETREELZ ENTFHENS (Russell
& Russell 1996). L2 L ZOFER» S 2o an =—
FLTOICBOEIICIERALREL G2 Tnend
EERIEHILTEBY, MHCOIZBWEIRG-§ 58121
By NTEHTEA2REDOLDTHL I L2 /R L TW
5.

Ny 77Ty FOMBIETERORE L E2 Y
L, #iskEblbm 1 DADENE T 5 72D IZIEF 2
YTATOIEAESTHSH. B6H-2bEB6H-2bm
1 %2%REE, F27 7 A%ERL, BXRDPB6H-2b
EB6H-2bm1 CRL—=V 7RV L TWEY T A
B OBITER M2 A, BIWTEETH B 2 LANE
sz (p<0.001). Tk ICbBIZT-ObTh 752
RBR DB & 7 o THREDPZILT 5 2 L1320
BIZHOL DI > T 5,

ZOHOWIET, B6H-2bDIZB W Iidbm 1 DA% 5
3, bm8, bmb5, bm7 & EMMDOEE T A LD TDH
HWITELZEHHS DI o 72 (Yamazaki et al.,
1991). & ZAHH—0, BFERFELTIEENTE 2w,
DFEDIZBVOFEVDIET- ED L e v ) —FUR G
BB BB &7 (Yamazaki et al., 1990) . ZE5KZ8 5
WZEDIZBWHEIL Lo THIIL, BERAEKEES Z
FILESZIZBVWERELEILIDOTHE. L LIEE
2IEZEHI TR, B LAB6H- 2bAMFHMBI R IZB W
ZHRLTBY, HEEHRIIBO6H-2b2 3R> T05
LDOD, BEWIEIPZ ) HFo72)DIZBWEioTW5
5L,

H- 2bldFDZERERIZE - T, REZT TR R
NT BT T NORFESZELT A, TUWN— T A0
2% 4 ¥ K®van Bleek & Nathenson (1991) &, b& bm
1, bm8 BENENIIRT 5T F FOT I/ BRI
EIENT L7z, BKT I BO—HThHLTF Y VI,
MHCDgroovellBIJ 57 v # —fHIk L FHEE LT WY
IJBO—FETH DL EDHOENT VDA,
KA L TWEEO T F Fix (RBF%ETIi3105E
), FO Uyl hNVRFIVEMrLHZ T3, 5,
7, 8FEHO 4 rErOVT RN ICEHEETN TV, —)
bm1 £bm8 TIERTF FAIIZF I Y U BiFASI N TV

b® groove
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LEFTEEBIZ3 7L, bICRT— 5 Fil-> Tw
7. E51Zbm1, bm8 TIE8FHIZF O Y VAT A &
NTVWEXRTF I E o2 A6NT, —HTbTIEA
NG -o7-6 FHOMEICF O Y UAEASINT WS
NRTFFEHRESEN, ZDXIIZ, bml, bm8 & & D
ZEIRBERARIZ BT 2 HEERT T PO LA S
5.

CDE)BRTF FOFFEDECIIMHC E RT T K
DFEER, VIFEIREZOLDIZHEEL 5252k
WEZ 5N A, Rudolphs (2001) 1FZ4tHb, bm 1,
bm 8 O AR R S VR & R IR L 7. &
NIZ& 2 &, MHCR 7 F FEAKD3TCIZ BT 2 8%
EVERDIZ AR D & RIRB AR TR B O—h 6+ 5807
D—IZEIMIZIK T 5. L2dbd 7 —THlROL Y ¥4
TANVARLIET VT I AR APUREREREIEE L <
P L, bm]1 T E AL A, F72bm8
b FTATANAE L TIESTRIETL2H0DZFD
RS, JIAT V7 I U TR L2V, 2 OfER
IbIE LT O RIEFIFEAE LRI X > T—RRIHE
BTS2 2EHRLTWD,

bm 8 (LgrooveDIKIZH 72 BB~ — MEFO 7 I/
FEAS 4 7 FTZE 8 L Chm 1 L IIHEREAYICIZ T VR AED
7%, Rudolph!Z X 1LiZbm 1 Z152FHD 7V & 3 Uik k
IS5HFH DT N F =V RRERTERDNR, 2o DT’
WL T\ F VEEED TR e o T2 T DNV ETED B
HZRETICHET > wizEw) . —F, bm8 IOV Tk
WEHDOAFF =AY 0A Y V8D 20l
FTAHB—23Iruarusy v 0Nt EEINICEDE
U7ofb R, R0 BEEs KT Lz Lk _Twn5,

B AR ObBIZ T 13~ 7 A DR WH#EILO#FE T HKE
RENDDTHY, ToihEdngiErEoboL
Ez26N5. —7J, bm1l, bm8 & EDZERI ik 2
L7z R, ZRLZEHTI» 2D 5S, MHCOR
RELCATT & DR EH A U B A REMED V. Z DR 3,
bm1l, bm8 & b5 L Ll T & 3 B M L 7o i REA
bR ETVE. TNWwZMHCOKRE % IR G-3 % BB
b EREFIEC RO 2 L2 2T 72 L IR TE 5.

L2L, ZOMBRICITEGRD H 5. Carolln (2002)
¥ —H L Thabituation—dishabituationi® (Brown 1988) %
HWTMHCOIZBW D@ 2 A TWE, ¥ X2dH
BIBWERRT L E, ZOICBVICEEZHL, 128
WHAETE RIS, ALICBWOT 5% 7 ve
MR LIRT 5 &, BIIZIcB WIS 2 Bk x4
2R, 2BV ETENEAEICA R R b, 2Ok,
EHFHEDIZBWOT A FIVEH5 5L, BOY

TR Z S, (I2BW EFTE)2S5 — 108013 &8
9% (Brown et al., 1987 ; Schellinck et al., 1992 ; Penn &
Potts 1998). Z OO A% L -CEW A3 I B\ % 3k
LTWAE»EHNT 2 HETHS.

W o DEREFHIL, bebm 1 & DIZBWVIFIEA AL
TP END L DODOF2 TEH#NARETHL L LT
LETHA. MATHETTREBNIHEL VW E STV
2R R AL (bm 1 Ebm3 A LT 5) 3—#L
Tkl T&E B &),

Iz & |$ habituation—dishabituationi# (X YR D X 9 75
BIC X BREANE L E Y, [FEEEN] ZhEERL, &
DERICEWEEREOES W HETHL LG L TWwDH. L
L ZOHFIEHRMCT, BOVELIIBVWERFET LS
A4 7O E R S5, EEE, Habituation (BILIZ &
BEIBHEDET) (&b o & b TR RETOEE
ZDHbDTH % (Beauchamp & Yamazaki 2003). L 7z7%
o> CCarrol B 28§ 5 [FEFEI ] L LToRY)
v MIEEMTH 5.

b —DODEMIE, ODORLET—FONETH
B, WHIF IR L2 v TSk 2 EfTE O
IRF ] & R 722 [ FC IR LT % 208, 120F0 [ BEE L T
FTNL1IBUT, $§abbIlBWIRERRIZ1003 )
K OETRERZZ LTS, B2 EHE S 1 EFHRD
EWLDZL, WTFNIZR LI L) bhTrikETid
artifactZe & DB A PR T 5 2 L ITHEL W,

MHCUAf D BIRFE A 7 2SR E DT B VIR 5§
AR ISR B SR A WRMEET5ICH D, FREN
BHLThs., LrLELR, F20O0WTFNRIZBEWTDD
Ebm 1 DIZBVE L 5 2 L AZ204ERTIC T TIZRE
ATHY, TNEFETIIART — 5 1IEIF RIS Z B
AW,

INSDEEMET > X VLT E7012, LLaiic
bitbiid, H- 2 BT ORENPY T ADRREIZS 72
STREIIOWT L) YTFRIREEI X 2178 F 5
IZhNZ, 2) FID-GCIZ & % R LF S 050, B &
O'3) M~y ABERIZH T Be—fos% BNy — v A BLL
7zodor mapDfFAT, 12X 0 FEM MR 24T - 72 (Schae-
fer et al., 2002)

ICBWIEIRIRE Vv, H- 2KBa 7207 R 7% 4
DO~ AB6H-2b, B6H-2bm1, B6H-2bm3§,
BIUH-2bDERERTIE R L THNT Oy £ T4k
R HB6H- 2Kk [H- 2 KEZTOMEAIDTIE % <k
(AE—IVk) L) EB. DIFB6H-2k], @4 O
YT ADRIZOWT, i EiTo72. fila DIZBVOE
Wid 1 — 2 EEHOREDLEW O EIZL D RT DD
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r*EEEEEE
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EE§
OO0 0

H-2k (), H-2bm1 (§), H-2bm8 (F))

OB 6 7 ADIRHALFWEMBE DNy — Vi8R, AU 574 =D =2 (n=

41) ZICICERG O (LR) BX07 725 —

S (FR) 24io7e.

WIENOYA BH- 2

bml, H-2bm8I3H-2bH-2k& MV L7227 FAY — %KL TV 52B6H-2bm1, B6

H- 2bm 8 [ALIEXBIA D 27\,

Tz, ©LAEBOEFEMYE O I X ) gt
HZENFH SIS (Singer et al., 1997 ; Willse et al.,
2005 ; Kwak et al., 2008, 2009, 2010). % ZC, MHCi#f{x
T OECDIRPDILFHL A AL S L D2 HE» O 5 7
I, FNENDIRY >~ 7V EFID-GCIZ & - THHr L
720 U ARGV E#ESE, SHREOSRETIHENL, ©
—F VIR 2B L7z, 2oz —F Vil R Iz
MHCN 7B Y £ 7O L) EBT5ICBWYED
GHEINTBYZ AN TWAS
1997). HIEL7=A A7 0~ k7T L O4VEE O
TEWE DA S H- 2 AR S D & S 5 25
AT L7 (1414).

G T — F T DSy — T, BRSO B £
7 FAY—HFICE D, MHCONT O Y L TiNZ >
CHEIH- 2bEH- 2kAEEITHT L7288 — ¥ &R

(Singer et al.,

L7z, 2T DE oT808 (Yamazaki et al.,
1976, 1979 ; Yamaguchi et al., 1981), 3B X UMRERDHAE
<y ¥ DT —4% (Schaefer et al., 2001) & —3§ 5
CLEFTHERLA. FNIMZ, MHCO B —D#{x
FICDOTDLRERND LT ORKER<T TR, Thb
HBO6H-2bm1 EB6H-2bm8 1, E{mAYREMERAT
R T — 512 i@?méﬂéiOsB6H2kiD%
B6H-2blC &k DirWfIEIZH 72, —F, B6H-2bm
1 B6H-2bm81i%, B6H-2k <°B6H-2b& (I
L7z Vv—T%H L7275, B6H-2bm1 &B6H- 2
bm & [ L2V =TI e o 72, 2
o ofERE, VWX®W¢®ﬁ SVEM) B DAL 131983
FELDCR, YRR VR LT & 7ATE 20 7 —
¥ LMLz (3R6).

—75, odor mapf#MT D 7 — & 1ZXM151277 3. B6H- 2
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KM FI%E % WERLEIY OULE & B AR & FD 5RO WT

F6 IYRIKIZL D DL =Y VR T TIZREE LATEER, RAOLFWED Y I A8 —@ATIC X 5 70— 7/
PHHED KUY, WIRDc—fosFEB/ 8 ¥ — ¥ IEHIRVEAREL D s

H-2" vs H-2" H-2"vs H-2"%  H-2"vs H-2""  H-2"" ysH-2"* H-2"vs H-2"
JREGER) N L — = > 7 OATI %L 150 250 400 ok o
RIS 7 T A5 — T IC BT B 77 v — 7 63.0 50.0 48.5 N.D. N.D.
W ERe-fosTE B/ S & — > O IEFHFIEAR R 0.3191 0.2885 0.1725 0.1638 0.1116

* % =47 [ %% > >5000m]
aINDUIHV. L7z V=T 2Bl L o 7c 2 L 278K 5 (KM 2).
b MEERREMITE EDc—fosZEH /88 — > OMEZ BIIRHT, SCH—2BTEREMEIR 0 &2 VUMl 2 vwE SIZ 1 % b. ZOKKIN

0.17% FEZ L IZBV ORI L 25 2 L2 BRL TV 5.

Dorsal (0°) DORSAL
= 5 m
Oo :‘o g 90 LATERAL
~ (2]
) 2 &
= [ © 1 VENTRAL
3 g o
- -t gzm MEDIAL
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1000 2000
Rostro-caudal distance (um)

3
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16
H-2P '
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180
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360
0

©o
o

N
~
o

Angle (degrees)

w
(o2
o

-

*.

1000 2000 0 1000
Rostro-caudal distance (um)
E15:B6H-2b, H-2bm8, H-2bm1l, H- 2kDHEDRIZ L DD
FME RO RERIC B De—fosFHHI/N S — O ILERN. KT 6 — 8D
< AMERY 2 TV &0 i L7z, BOAH ObarlEiE AL L 725 ER D
HEEFET.

2000

kEB6H-2bl3N70 8 4 70F o7z #) 720, Ih
5DV ADRREE YT & & O~ ABLERKE I I O
c—fosZEID /85 — 13, B6H-2bXB6H-2kTRE L
BeLZ e FHRENS. KI4IERERFK T O c—fosFE T
SR A MIADADKRICERE X VB L, 2 XK/ ¥4 —
YELTHBLZKTH S, ITNIZEINL, H-2kDI
BIZHR UL B A ASRER O GRS M IC, —HH
-2bDIZBWVIZ & o Tii\vie—fos 35 B 3 5 FHITUL 25D

AR ICENLEFNASNL 2 & bHhsb (KIGBB X
OE). —7J7, B6H-2bm1, B6H-2bm8, DRED
R % 1 7o~y AMLERTIE, WMRERO R T IEMIE 12 13B
6H-2KICH OGNS &9 e—fosTHMS T LALR LN
T, BEEAMIE T Oc—fos BIMETHTV 2255 Ao h
o2l kl, EELRLEFRIEB6H-2bD /N — V|
BTz Zerbh»sb (MI5CBLUD). L22L, B6
H- 2bD35E 2R T H c—fosDFEHUIEMATIZTHO T H
D, 72N = OENH RO, TS OR
VL R ERAE T 17D 0D T2 5BME PRI TED L A7 18 9 5 S Bk o LA
&, H-2bFAICALNLHFETH ), MHCOD 07
ZERBERDRIR & 72 o TH- 20D I B VWD (&
b—MEL) ZLEERL TV,

FOIYFRAB COFEEB L EFTICELZ ML —=
> I REATIREL, REPLFEMR D 7 T XY —5Hr, &
N &< AERRE W O c—fos T BN ¥ — » O IR R
ot (& F—%6ICIEEEIZ 0 & 2 ) HPES 2w &
Elx1e%2) OMBEBERERLIELDOTH 275, L
WAL D DN E { R UERER D c—fos/ % — » DI
HRMWERROETL, —F4, Y7 AD ML —=r 7R
T 5 &) BRDSSH S 2 & e o 7z,

D &) ITH- 2biERF DZERAERMRIZH- 2kPH- 2
bEIFMT L7ZIZBWEIE L TWAHDY, H- 2bEETIC
FAEDIZBVWO—HEER, ZORKE, ZRERTDI
BULOKBNIHEE LW LSO TREH S Lz, 41, 2
REFUAENZAL L 72Ab - B ORI E 7 &2 #D T
TCTFETH 5.

FEHE . BYBRICEBZYIZAREDEIZD
WwT

B ORI A LRI EPEINTE D, HF
W o S E O DSE LB TIE, IRITEE R
EBWORHFE 2o Twb. 72 2IE, YT ARED
EEEL, BEFOZRZEY (Yamazaki et al., 1994 ;
Isles et al., 2001), E7, MEE#IOE WV (Novotny et al.,
1985, 1986 ; Swaney et al., 2007 ; Ramm et al., 2008), Bl
F7 E O HE OB (Yamazaki et al., 2000 ; Broad et
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al., 2006), A VARG (Yamazaki et al., 2002), &5
(2R O3\ (Kokko & Lindstrom 1996 ; Ferkin 1999 ;
Osada et al., 2003, 2008b ; Muller et al., 2006) 7 &2 X 1
ZALL, KEATE) : EICMVvigB e 5.2 5. T ok
ROENE, BYWOTHIEREEEEL GRS EHAH
BNTEY, ftEaia=r—2aryOofFomE»HHA
THR L —EHHIIARETHL LEZ NS,

—H, BFEOZLIZE 2HREDOEHIZONWTHEL LD
HiEosd ), BHHOZELTHLLDOD, LROLTEL
THREOZALICILH T 2B S 2 RET LI LD D
(Brown et al., 1996). Beauchamp (1976) 1XHEDE N E
v NORFICEEE T EZ DT BFTIERND S 2 L fE
», ZOFHTWEHIZEEDOZAL D22 H LINIZ 28
ZFAHZ &R L7, Ferkin (1999) XEAED 7Y A
AIxH, &8 N Ee g E OB WITET
BEOHFYDOIZBVE ) QREEZFIEOTMEHPH S Z
EERHAELTWA, F72, Kwakd (2008) X, WO
ZALIZ L BI2BVOEWIE, MHCONT B Y L T D%
IRTAFALDOIZBVOENL D HRKRENELITH S
W, & 5VIEGHLFERIZEER L7z, 15 oL a5t o
HRTIE, AEYWOEVYDL 5 TICBVWOZEIE, &Y
FOIZBWEOMNGIZE BB DTIEAR L, RPOES
MALEMEEOREHFEORBELRZLICLY, HREL
TEBHPERILT S EHmE LD, —F, 433 E
Fr EOAEZERTEZFIERT 5L, /1 F—L7x
VT NT I FOERYEP WA TS L AL
2. L LI EXFHhoEEWEDNIRPICEBITL, hEZ
ZAL & & 7GR HUE L S 7% 22 o 72 (Osada et al., 2008
a). TOX)ITHEDOIFEMRIE, EWEIRZ 52 L1
L0, R ONHEEWE ORA e —E O R Y R
BEOECET 2 HMEIH L b00, AHTOIFEDIC
BRI T ADKHIIAT LIKR 2 2L S5 v
IFEHLEIT E A EROE N TV RV,

FEERHZIE, ARROANRLSMREEIAXF L 7T
RN DH L. 2O EIFRBRICIIESNTB Y, #A
FEDEF2 S EMIEH S TwE Db L., 22
TEHELIL, HFEHO—-HETHLIIMIILZHEENE Y
FEATIVEVIFEEYEIZEAL, Y ORI LEY
7 ZNREOER S, 1) ¥ e T uid~ T ZRPIC
BATTLH, 2) BAT L2 bOATVIET T ARE%
ZALEE B, 3) FRIZL 0TI ADERMIZ L BIR
BOEWEYAT T 5 EPHRDD, 2EDHIZON
THLMCTAZLAHIE L TEREIT- 7.

EBRENIE, YPRRBEBRHOIIBWE =<7
A (&:n=5), ZBWRMEEY (fEsE, 4 -5 A

iy e, 17197 Hif , wihd &) & L TCH7BL
/6 (B6) wHWz, REEM~ Y 238 13KEKE
EHENEEZ., a3 VEEVEWDH LD,
HH ONREW T 2HERIC %7~ T (Epple et al., 2004).
ZITY PEATVOHGIE,1.7% > afiiczneh
0, 10, 50ppm®D ¥ b I A F VxRN L, SEKDOLD
DICHHBBR S S, 2BV Y TIVIEIRE W, R
AT — Y 2 TR BICIRIR L7z, JRISERIUEE, &
BIZ—80CTHAE L7z, JRDIZBWVIEG DHHTIZIEA Y

FAR—ZEM~ A 7 ok (HS-SPME) % fw
7z.

YFRRERE, B—EICEEL WS, EBROHMN LR
IRT B ICBVYEDETE) OTHEHP L2, YT
RUREE O /LA RIREOJei & 0, Bkl SETEORD
AWK R EDICB VR A SE, UTICHTET S
Bt =<7 22 2 FHOIZB VR AR T
B, 2BVl —< 7 2D TIZ23ME AR % HI R
L, FHIELIELTOVDIZBVWEERLZGAEDO M
W e L C—HokELS 25, WHEKE Y HASESIC
B R ELEFRITIED S0 b oA ANV 2 kRO S BR &
EEBATH . RIS T AN b a7 OVIEEE, JEEHL
HEOT Y ARZDRDIZBWEHRNTE 2D THNIZ,
TTADIZBWIEY NI AT VOERTEIT S &0
A B SEIC T ADICB W E EREICEITE 2w
Wi, YUADIZBWIEZ L LaWwEWn) 2 eIl b,
COEBREFIN DL -0 7 e XA RIIFEBRIH L
7-BePET, FFRICH WY L B o Lw oS
VAR C -2, MBI OWE % FED O B 720 OkFI D
BAT EWEN 2 FEBE 1T . ZORBROHIE, L
2RI ANY PR TV E R VEROT) &
ffio TR L TV 2R 2 iR 2 & TH Y, IERE
RS A C E DR T E T T ZADRBI L7z IcBWw»
DFEVITLVEET RN LRBLTHL L2 BEKRT
b, REBRTIIDTO 3ty b OYFRKEKES %17 -
7-.

FEBRO ; YT ADY MR TVIIHT AV EEZ A
% 722K (1000-0. 1ppm) @ ¥ b B & TV KB
EREDFA ML — =7 (FHERET CTV) RO
MOAT AR ERRAFEDOY > TIV) 247 o7z,

FEEQ ; EEBHOOMER L Y~ 7 2R I2120. Ippm L
Foy oI urPhE Sz iU~ 2SN s
HWHREMED B WS EdSbhrodz. T2 T AR LT
50ppm< M O A T VIETE R G- Lo 8A, IRAFI2120.8
ppmll DY P AT UBREEO T FHRES S 2 L
AIGC-MSIZ £ 2 5T EERTH S 227 o 72 (X16,
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25 [m 17). % 2 TARFEBRTIIHITEIUIC X o TRPIZHN 72
RO ATND, REEZEASELENEHLNIIT ST
7 8 »IZ, 50ppm¥ b E A FIVER~ Y AR (12HM) LIk
5 m 10 I ARIZOWTERZ 4T - 7.
T

EBRG ; RPICBAT LY ba AT IUA, HIZJRRE %
6 {10ppm)

6 {Oppm) |

23

TALES L7217 TR <, YT ARPICEONLERZ~

1 AF TSR HE) PEWLRIZT D7

4 ©, 0-50ppm® ¥ b TR T IVECE K & BUKRES X OV

23 78 4 10 WEED~ 7 AITKE L, 2h5DREHWTERET-

i S 2. BBSIEDTTADT =¥ % —HE L L THESER
% (fisher’s exact test) %47 72.

FERELUTICEE Y.

FEEO BN - VT EBROER (T2
), IZBWE =7 230w T 0. lppmD T b1
T IVIKIEHL L RDIZBVOENE G L7z (AT 5%
1350, IEMET70%, P<0.01). L2 LikBIITEBRT
SEELRBINE R SN b -7z (FEfTEA40E, EfFER
50%, NS). ikIBATERO Y > 7V IX[FE LigE Cik
LCTh oA, 2ARMERMAF L2 TV EffioTWna
720, BRICELZEB)PEETHS, ZoZE kD,
< ADY MR T IVEETL O T RE 2 2 120, Ippm
BifACTH LT EDTREINT.

FEEBROQ  KEBRTEIY T ADPROHBTEDLEEZS
1200- + I* N 550ppm> b 1A T IVEIL 7 AR 2 F v CREGI 28R

o otz A, Y MEATIVEBROEEIZL ) JRET
TALT A LSNP R o7: (RS ;@M L—=
7 EER).
. F 7RI RATEBR TR P L — = > 7 FEBRE Rk
L2HM Y PaATIVEERLZDDITMZ 6 B L 24
4 HLTwawd o, &5 WIEIEEREEIZ0. 5ppmD ¥ b
ORI UARFMLET Y TVICBWCH TR (F
8 ;testl —3). L2L, KIZ¥ ha ATV EFEERN

(&7}

Total lon Currents (X 10 7)

™ (50ppm)

6
4 10
[ 7
2 3J 5 8 9

o

12 13 14 15 16

(min)

16 : ¥ P UATVER Y ZARENO Y bR T VOB Fruv
FTAEY PEATVEROppm (A), 10ppm (B), and 50ppm

(C) #FN2N6 HMEZG L~ ADQRPHEEMWEOKTTH
%. 1, 6 -methyl- 5 -heptene- 3 -one' ; 2, 2 -isopropyl- 4, 5 -dihy-
drothiazole ; 3, 2 -nonen- 1 -ol'; 4, 3, 4 -dehydro-exo-brevi-
comin ; 5, acetic acid ; 6,2-sec—butyl- 4, 5 -dihydrothiazole ; 7, 2 -
ethyl- 2 -hexanol ; 8, unknown ; 9, benzaldehyde ; 10, citronellal. a <
AARY VDY — S HEl (M EBGC-MS 3 QP5000, Shi-
madzu) .

B
o
o

Urinary Citronellal Concentration (ppb)

0 10 50 ©0 10 50 O 10 50  Citronellal (ppm)
1 6 12 Days

17 : B 6 &'~ 7 AR Dcitronellalift £ D #ERFIIARAL. R > TV
0.10.50 ppm®citronellal/K &R % H B L 72~ A (£#fn=5) X
D $5-1%1,6, 12H BICERI L 72, #EalL3iE o E 5 oo ir s & O
HSDIZTAT o 72, IR 2 2 ROV IE$E 5011, 5 F1 citronellal i
TOFEEEZRT (%P<0.05 for 0 ppm, **P<0.001 for 0 ppm and 10
ppm, TP<0.05, T 7P<0.01 for day one).

L7z 7V TN TE L o7 (RS jtestd). 2
NHORERIE, ¥ Faf TV~ Y ADREIE, A&
NTORHEZIT TRV PEATVHEDIZBWIZ
FoTEILLZZ EZ/RLTWVA,

R7 A BREDOY P AT IVKERITHT 2 ICBVWIRE < 7 ADIEfEH

test citronellal soln. kgl b L — = JERR AR AT IR
1 1000 ppm 88(136) p<0.001 94 (16) p<0.01

2 100 ppm 84(183) p<0.001 91 (22) p<0.01

3 10 ppm 84(187) p<0.001 88 (24) p<0.01

4 1 ppm 78(133) p<0.001 92 (13) p<0.05

5 0.1 ppm 70(135) p<0.01 50 (14) NS

TUAH L -3EY PORTVEEDIZBVERIR L 2HA1, # 4 — 513KDIZB W3R
L7 B DK OMENE G- 2 72, BEEME (fisher's exact test) (E5EDY T AD T —
L7 ETiio BN ZoY TV HERETH L0 LT, #E
FTEBEOY > T VII2AR R SERRGFE L2 IV Lz, # b L —= > 7ok B
FITHIBATERZ FR AT o 72 b O 2RISR L 72, $_TOX Y RFE#EN L —= 7
TH0% LA LD IEREREZ IR L7z, @HBATERICB VT dtest 5 DAMHIFAETH o 72.
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K8 I VIMEATNOEMIIL LT ZARBITHTAICBVWIRE Y ADIEMERE (EdT1a1%%0)

test Akl N L — = v s AT IR

1 cit-U vs.cont-U (12days) 79 (155) p<0.001 cit-U vs. cont-U (12days) 80 (20) p<0.01
2 cit-U vs.cont-U (12days) 85 (172) p<0.001 cit-U vs. cont-U (6days) 78 (27) p<0.01
3 cit-U vs.cont-U (12days) 87 (190) p<0.001 cont—U+cit vs. cont—U+e 84 (31) p<0.01
4 cit-U vs.cont-U (12days) 83 (180) p<0.001 water+cit vs. water+e 58 (26) NS

AN L= SO E IERERIERE AT ER A AT o 72 b ORISR L2, v A# 1 -3 e AaTL
JRIZZz2V L, #4 -5y bu— VRICH LT A 5 2 72, 128 M50ppm> M Ok T VBRI L 72~ 7 A DR
(cit-U) & ZDHEHMOAEEIL 7277 ADJE  (cont=U) 12392 5EDIZBVILE <7 20NV F I 550% L Lo
EffERZR Uz, PULFEETEestd (0 PO ATVKEBEK) OAPAEEVPRONL o772, HEERE (fisher's
exact test) (I 5EDY T ADTFT— ¥ % —§E L7z ECTHro 7z,

K9 VPO ATIEEEER L 722~ 7 AR T A WIR X< 20 EfE=
PRSI 1

5 fEATBUR 0 ppm 10 ppm 50 ppm

Mouse il b L — = 7 FEER AR RAT RS 1 AR AT FEBR 2 AkBIRATFEER 3
C NC (%) C NC (%) C NC (%) C NC (%)

1 180 51 78 9 3 75 7 4 64 4 8 33

2 97 29 77 4 1 80 6 2 75 2 2 50

3 101 25 80 7 1 88 9 0 100 * 3 2 60

4 114 20 85 8 0 100 * n.t. 7 5 58

5 150 43 78 5 3 63 8 4 67 3 5 38
Total 642 168 79 FxE 33 8 80 ** 30 10 75 * 19 22 46

v A1 —3dEE~ Y ARTHILL, 4 — 53 EHE Y ARTHL L. BAOBITIXL, 3, 2 DNEF T -
7z. C, IEfoul#, NC, NEMONE, <~ X4 3REDOFERPHET T HHNIILA L. ***p<0.001, **p<
0.01, *p<0.05 (JafmEAi50%) Fisher’s Exact Test.

*¥

§1m- (A) 8 I 1 (B)
& 3
§1un- =
B E
;i £
E (7]
: -
g 2
= | =4

. Contrel Clironellal Contrel Clironellal " Control Chronsllal Contrel Chronallal

Adult Aged Adult Aged
15 I * 1

5 1 (D)
o e
S S
x4 1
- E
(1] 2 Q
8 § 9

1
! 2,

Contrel Clironellal Ceontrel Chtrenelial Contrel Clironellal Contrel Clirenellal
Adult Aged Adult Aged

18 : 50 ppm citronellal A& % WV ILFEBED A Z BRI 72B 6 ~ 7 AEHGEE, HAAHEOKT (A) citronellal, (B) HMH, (C) DB, (D) BT D%
1t (%BE; n=5-22). MFHLEIE " TEECE SBT3 & HSDIZ THT - 72, CEFNEE#6HE & BB B o Hlk % P<0. 05, % % P<0.01 : #1% D> > K
)W ikcitronellalf% 5-OF M L A ILE; WFROAESLL.).
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22 EH %

FEBRO R ETRITRT. By —T T AT
v APRE FE~ 7 ARDIZBWIZ OV THIRET
Hotz. TOZEIETT ADREDIGIZENELT S
CLEERL, BEoWREL-HTEHOTHD (E
Dk, ¥ bFua %7V 0ppm, 10
i E 6 HIEEIL 72~ AR CHALE
Brairo7-L 24, 50 ppmiBIUHEEH T O AZ RO A
Wik TE LR o7 (RO test]l —3). ZOREHEIZ
50ppm® ¥ kT A T VER TR~ 7 APARIE L T 5D
ERANPRAF LV TENDL L RRBL TV,

RIFFEDFEFNTREER L 722 PE AT IUAT T AD
RHPIZKZID T FHN, YTV ADRELE(LEE, #
DFER, FICLDREDEVE YAV I/ TLIL %
O L7z, BRI X BREDZEAIILFE 2 5 ik 23
HHLDOD, FEDHFEHWENZDEVEMNGT 52
ETIRBEEZAL S, KRENICT Y ADITHIEELE S
2ABHIEEERWEH LMD TOHRELEZZ bR
B, [FAEIZAT - 72ALEFEBR T, <7 ADONG 7 = 0 E
> (Osada et al., 2008b) &3 kT4 T VG- TEALA R
LNaholzZ L (K1), ¥ hutx I V5 27%
RYVE OWRE * 2 S - RE IR, Y ha kT
BITADERE I AT V7T 5 &) RFgeii R,
LT ADMRGE 21Tl R {, HEaMd 5wtk
BT % WL | ZARAE 5 A o IfFLEN Y ORFZE1Z D 9 K3
BT ENEZLN, & MIWT AHZEIC 0 ET 5
A% % (Osada et al., in press).

9 ! training, 4).
ppm, 50 ppm

References

Anderson M. Sexual serection. Princeton University Press. 1994.

Beauchamp GK. Diet influences attractiveness of urine in guinea pigs.
Nature 263 : 587-588, 1976.

Beauchamp GK & Yamazaki K. Chemical signalling in mice. Bio-
chem Soc Trans 31 : 147-151, 2003.

Beauchamp GK, Yamazaki K, Curran M, Bard J & Boyse EA. Fetal h
—2 odortypes are evident in the urine of pregnant female mice. Im-
munogenetics 39 : 109-113, 1994.

Beauchamp GK, Yamazaki K, Dunkan HJ, Bard J & Boyse EA. Ge-
netic determination of individual mouse odor. vol.5. Oxford Univer-
sity Press. 1990.

Brennan PA & Kendrick KM. Mammalian social odours : Attraction
and individual recognition. Philos Trans R Soc Lond B Biol Sci
361 : 2061-2078, 2006.

Brennan PA & Keverne EB. Something in the air? New insights into
mammalian pheromones. Curr Biol 14 : R81-89, 2004.

Broad KD, Curley JP & Keverne EB. Mother—infant bonding and the
evolution of mammalian social relationships. Philos Trans R Soc
Lond B Biol Sci 361 : 2199-2214, 2006.

Brooks R & Kemp DJ. Can older males deliver the good genes?
Trends Ecol Evol 16 : 308-313, 2001.

S5/ MHFLEN OWLEIZ & A ARSI & 35 Ao » T

Brown RE. Odour preference and urine—marking scales in male and
female rats : Effects of gonadectomy and sexual experience on re-
sponses to conspesific odors. J. comp. physiol. Psychol. 91 : 1190—
1206, 1977.

Brown RE. The rodents. Ii.Suborder myomorpha. In Social odours in
mammals. ed. BROWN R, MACDONALD, DW,, pp.345-417. Claren-
don Press, Oxford. 1985.

Brown RE. Individual odors of rats are discriminable independently of
changes in gonadal hormone levels. Physiol Behav 43 : 359-363,
1988.

Brown RE, Roser B & Singh PB. Class i and class ii regions of the
major histocompatibility complex both contribute to individual
odors in congenic inbred strains of rats. Behav Genet 19 : 659-674,
1989.

Brown RE, Schellinck HM & West AM. The influence of dietary and
genetic cues on the ability of rats to discriminate between the uri-
nary odors of mhc—congenic mice. Physiol Behav 60 : 365-372,
1996.

Brown RE, Singh PB & Roser B. The major histocompatibility com-
plex and the chemosensory recognition of individuality in rats.
Physiol Behav 40 : 65-73, 1987.

Bruce HM. A block to pregnancy in the mouse caused by proximity
of strange males. J Reprod Fertil 1:96-103, 1960.

Bruce HM & Parrott DM. Role of olfactory sense in pregnancy block
by strange males. Science 131 : 1526,1960.

Carroll LS, Penn DJ & Potts WK. Discrimination of mhc—derived
odors by untrained mice is consistent with divergence in peptide—
binding region residues. Proc Natl Acad Sci U S A 99 : 2187-2192,
2002.

Chaix R, Cao C & Donnelly P. Is mate choice in humans mhc—de-
pendent? PLoS Genet 4 : €1000184, 2008.

Curran AM, Rabin SI, Prada PA & Furton KG. Comparison of the
volatile organic compounds present in human odor using spme—gc/
ms. J Chem Ecol 31 :1607-1619, 2005.

Dorries KM, Adkins—Regan E & Halpern BP. Sensitivity and behav-
ioral responses to the pheromone androstenone are not mediated by
the vomeronasal organ in domestic pigs. Brain Behav Evol 49 : 53—
62, 1997.

Epple G, Bryant BP, Mezine I & Lewis S. Zanthoxylum piperitum
(dc), a potential feeding deterrent for mammals : Studies with mi-
crotus ochrogaster (wagner). Pest Manag Sci 60 : 624-630, 2004.

Ferkin MH. Attractiveness of opposite—sex odor and responses to it
vary with age and sex in meadow voles (microtus pennsylvanicus).
J Chem Ecol 25 :757-769, 1999.

Gallagher M, Wysocki CJ, Leyden JJ, Spielman Al, Sun X & Preti G.
Analyses of volatile organic compounds from human skin. Br J
Dermatol 159 : 780-791, 2008.

Gillam EM, Notley LM, Cai H, De Voss JJ & Guengerich FP. Oxida-
tion of indole by cytochrome p450enzymes. Biochemistry 39 :
13817-13824., 2000.

Goodrich BS & Mykytowycz R. Individual and sex differences in the
chemical composition of pheromone—like substances from the skin
glands of the rabbit, oryctolagus cuniculus. J Mammal 53 : 540—
548, 1972.

Gutierrez—Garcia AG, Contreras CM, Mendoza—Lopez MR, Garcia—
Barradas O & Cruz—Sanchez JS. Urine from stressed rats increases
immobility in receptor rats forced to swim : Role of 2—heptanone.
Physiol Behav 91 : 166-172, 2007.

(170)



The Dental Journal of Health Sciences University of Hokkaido 29(2) 2010 23

Halliday TR. Sexual serection and mate choice. Blackwell Scientific,
Oxford. 1978.

Halliday TR. The study of mate choice. Cambridge University Press,
Cambridge. 1983.

Harvey S, Jemiolo B & Novotny M. Pattern of volatile compounds in
dominant and subordinate male mouse urine. J Chem Ecol 15 :
2061-2072, 1989.

Haze S, Gozu Y, Nakamura S, Kohno Y, Sawano K, Ohta H &
Yamazaki K. 2—nonenal newly found in human body odor tends to
increase with aging. J Invest Dermatol 116 : 520-524., 2001.

Holland M, Rhodes G, DalleAve M, Wiesler D & Novotny M. Uri-
nary profiles of volatile and acid metabolites in germfree and con-
ventional rats. Life Sci 32 : 787-794, 1983.

Hurst JL, Payne CE, Nevison CM, Marie AD, Humphries RE, Robert-
son DH, Cavaggioni A & Beynon RJ. Individual recognition in
mice mediated by major urinary proteins. Nature 414 : 631-634,
2001.

Inagaki H, Kiyokawa Y, Kikusui T, Takeuchi Y & Mori Y. Enhance-
ment of the acoustic startle reflex by an alarm pheromone in male
rats. Physiol Behav 93 : 606-611, 2008.

Isles AR, Baum MJ, Ma D, Keverne EB & Allen ND. Urinary odour
preferences in mice. Nature 409 : 783-784, 2001.

Jacob S, McClintock MK, Zelano B & Ober C. Paternally inherited
hla alleles are associated with women’s choice of male odor. Nat
Genet 30 : 175-179, 2002.

Jemiolo B, Alberts J, Sochinski—-Wiggins S, Harvey S & Novotny M.
Behavioral and endocrine responses of female mice to synthetic
analogues of volatile compounds in male urine. Anim. Behav. 33 :
1114-1118, 1985.

Jemiolo B, Andreolini F, Xie TM, Wiesler D & Novotny M. Puberty—
affecting synthetic analogs of urinary chemosignals in the house
mouse, mus domesticus. Physiol Behav 46 : 293-298, 1989.

Jemiolo B, Harvey S & Novotny M. Promotion of the whitten effect
in female mice by synthetic analogs of male urinary constituents.
Proc Natl Acad Sci U S A 83 : 45764579, 1986.

Kanehisa M & Goto S. Kegg : Kyoto encyclopedia of genes and
genomes. Nucleic Acids Res 28 : 27-30., 2000.

Kashiwayanagi M. Augmentation of sensitivity to urinary pheromone
and excreting of urinary pheromone by sexual experiences. Chem
Senses 30 Suppl 1 :1138-139, 2005.

Kiyokawa Y, Kikusui T, Takeuchi Y & Mori Y. Alarm pheromone
that aggravates stress—induced hyperthermia is soluble in water.
Chem Senses 30 : 513-519, 2005.

Kiyokawa Y, Shimozuru M, Kikusui T, Takeuchi Y & Mori Y. Alarm
pheromone increases defensive and risk assessment behaviors in
male rats. Physiol Behav 87 : 383-387, 2006.

Klein J. H-2mutations : Their genetics and effect on immune func-
tions. Adv Immunol 26 : 55-146, 1978.

Kokko H & Lindstrom J. Evolution of female preference for old
mates. Proc Biol Sci 263 : 1533—1538, 1996.

Kwak J, Jackson M, Preti G, Curran M, Yamazaki K & Beauchamp
GK. (2005). Characteristic odor components in mouse urine. In 37
th Middle Atlantic Regional Meeting of the American Chemical So-
ciety,. American Chemical Society, New Brunswick, NJ, USA,.

Kwak J, Opiekun MC, Matsumura K, Preti G, Yamazaki K &
Beauchamp GK. Major histocompatibility complex — regulated
odortypes : Peptide—free urinary volatile signals. Physiol Behav 96 :
184-188, 2009.

(171)

Kwak J, Willse A, Matsumura K, Curran Opiekun M, Yi W, Preti G,
Yamazaki K & Beauchamp GK. Genetically—based olfactory signa-
tures persist despite dietary variation. PLoS One 3 : e3591, 2008.

Kwak J, Willse A, Preti G, Yamazaki K & Beauchamp GK. In search
of the chemical basis for mhc odourtypes. Proc R. Soc. Lond. B
Biol Sci 277 : 2417-2425, 2010.

Liebich HM, Zlatkis A, Bertsch W, Van Dahm R & Whitten WK.
Identification of dihydrothiazoles in urine of male mice. Biomed
Mass Spectrom 4 : 69-72, 1977.

Lin DY, Zhang SZ, Block E & Katz LC. Encoding social signals in
the mouse main olfactory bulb. Nature 434 : 470-477, 2005.

Lucas PD, Donohoe SM & Thody AJ. The role of estrogen and pro-
gesterone in the control of preputial gland sex attractant odors in
the female rat. Physiol Behav 28 : 601-607, 1982.

Manning JT. Choosy females and correlates of male age. J. Theor.
Biol. 116 :349-354, 1985.

Marklova E. Where does indolylacrylic acid come from? Amino Acids
17 : 401-413, 1999.

Matsumoto S, Okabe Y, Setoyama H, Takayama K, Ohtsuka J, Funa-
hashi H, Imaoka A, Okada Y & Umesaki Y. Inflammatory bowel
disease—like enteritis and caecitis in a senescence accelerated mouse
pl/yit strain. Gut 43 : 71-78., 1998.

Meagher S, Penn DJ & Potts WK. Male—male competition magnifies
inbreeding depression in wild house mice. Proc Natl Acad Sci U S
A 97 : 3324-3329, 2000.

Miyashita K & Robinson AB. Identification of compounds in mouse
urine vapor by gas chromatography and mass spectrometry. Mech
Ageing Dev 13 : 177-184, 1980.

Mohacsi A, Kozlovszky B, Kiss I, Seres I & Fulop T, Jr. Neutrophils
obtained from obliterative atherosclerotic patients exhibit enhanced
resting respiratory burst and increased degranulation in response to
various stimuli. Biochim Biophys Acta 1316 : 210-216., 1996.

Muller MN, Thompson ME & Wrangham RW. Male chimpanzees
prefer mating with old females. Curr Biol 16 : 2234-2238, 2006.

Muller—Schwarze D. Pheromones in black—tailed deer (odocoileus
heminonus columbianus). Anim Behav 19 : 141-152, 1971.

Nazzaro—Porro M, Passi S, Boniforti L & Belsito F. Effects of aging
on fatty acids in skin surface lipids. J Invest Dermatol 73 : 112—
117, 1979.

Novotny M, Harvey S, Jemiolo B & Alberts J. Synthetic pheromones
that promote inter—male aggression in mice. Proc Natl Acad Sci U
S A 82:2059-2061, 1985.

Novotny M, Jemiolo B, Harvey S, Wiesler D & Marchlewska—Koj A.
Adrenal-mediated endogenous metabolites inhibit puberty in female
mice. Science 231 : 722-725, 1986.

Novotny MV, Jemiolo B, Wiesler D, Ma W, Harvey S, Xu F, Xie TM
& Carmack M. A unique urinary constituent, 6—hydroxy—6—methyl
—3—heptanone, is a pheromone that accelerates puberty in female
mice. Chem Biol 6 :377-383, 1999a.

Novotny MV, Ma W, Wiesler D & Zidek L. Positive identification of
the puberty—accelerating pheromone of the house mouse : The vola-
tile ligands associating with the major urinary protein. Proc R Soc
B 266 :2017-2022, 1999b.

Ober C, Weitkamp LR, Cox N, Dytch H, Kostyu D & Elias S. Hla
and mate choice in humans. Am J Hum Genet 61 : 497-504, 1997.
O’Keefe TL, Williams GT, Batista FD & Neuberger MS. Deficiency

in ¢d22, a b cell-specific inhibitory receptor, is sufficient to predis-

pose to development of high affinity autoantibodies. J. Exp. Med.



24 Kazumi OSADA et al. " Mammalian odour communications : attraction and individual recognition

189 : 1307-1313., 1999.

Olsen RL & Little C. Purification and some propaties of myeroperoxi-
dase amd eosinophil peroxidase from human blood. Biochem. J.
209 : 781-787, 1983.

Osada K. HS—SPME : Powerful analytical technique to the chemical
components of body odour. Jpn J Taste Smell Res 13 : 59-66,
2006.

Osada K, Curran M, Kurachi M, Tsunoda K & Yamazaki K. Effect of
an orally ingested mugwort and mushroom extract mixture on urine
odor from aged mice. Biosci Biotechnol Biochem 72 : 1249-1256,
2008a.

Osada K, Hanawa M, Tsunoda K & Izumi H. Alteration of mouse uri-
nary odor by ingestion of the xenobiotic monoterpene citronellal.
Chem Senses, in press.

Osada K, Kashiwayanagi M & Izumi H. Profiles of volatiles in male
rat urine : The effect of puberty on the female attraction. Chem
Senses 34 :713-721, 2009.

Osada K, Tashiro T, Mori K & Izumi H. The identification of attrac-
tive volatiles in aged male mouse urine. Chem Senses 33 : 815-823,
2008b.

Osada K, Yamazaki K, Curran M, Bard J, Smith BP & Beauchamp
GK. The scent of age. Proc R. Soc. Lond. B Biol Sci 270 : 929—
933, 2003.

Penn D & Potts WK. Untrained mice discriminate mhc—determined
odors. Physiol Behav 64 : 235-243, 1998.

Putter J & Becher R. Peroxidases. Methods enzym. anal. 3 : 286—-293,
1983.

Ramm SA, Cheetham SA & Hurst JL. Encoding choosiness : Female
attraction requires prior physical contact with individual male scents
in mice. Proc Biol Sci 275 : 1727-1735, 2008.

Rhodes G, Holland ML, Wiesler D, Novotny M, Moore SA, Peterson
RG & Felten DL. Excretion of urinary volatile metabolites in re-
sponse to alloxan induced diabetes of short duration in rats. J Chro-
matogr 228 : 33-42, 1982.

Robinson AB, Dirren H & Sheets A. Quantitative aging pattern in
mouse urine vapor as measured by gas—liquid chromatography. Exp
Gerontol 11 :11-16, 1976.

Rudolph MG, Speir JA, Brunmark A, Mattsson N, Jackson MR, Pe-
terson PA, Teyton L & Wilson IA. The crystal structures of k (bm
1) and k (bm8) reveal that subtle changes in the peptide environ-
ment impact thermostability and alloreactivity. Immunity 14 : 231—
242, 2001.

Russell LB & Russell WL. Spontaneous mutations recovered as mosa-
ics in the mouse specific—locus test. Proc Natl Acad Sci U S A 93 :
13072-13077, 1996.

Schaefer ML, Wongravee K, Holmboe ME, Heinrich NM, Dixon SJ,
Zeskind JE, Kulaga HM, Brereton RG, Reed RR & Trevejo JM.
Mouse urinary biomarkers provide signatures of maturation, diet,
stress level, and diurnal rhythm. Chem Senses 35 : 459-471, 2010.

Schaefer ML, Yamazaki K, Osada K, Restrepo D & Beauchamp GK.
Olfactory fingerprints for major histocompatibility complex—deter-
mined body odors ii : Relationship among odor maps, genetics, odor
composition, and behavior. J Neurosci 22 : 9513-9521, 2002.

Schaefer ML, Young DA & Restrepo D. Olfactory fingerprints for
major histocompatibility complex—determined body odors. J Neuro-
sci 21 : 2481-2487, 2001.

Schellinck HM, West AM & Brown RE. Rats can discriminate be-

tween the urine odors of genetically identical mice maintained on

(172)

different diets. Physiol Behav 51 : 1079-1082, 1992.

Sharrow SD, Vaughn JL, Zidek L, Novotny MV & Stone MIJ.
Pheromone binding by polymorphic mouse major urinary proteins.
Protein Sci 11 : 2247-2256, 2002.

Singer AG, Beauchamp GK & Yamazaki K. Volatile signals of the
major histocompatibility complex in male mouse urine. Proc Natl
Acad Sci U S A 94 :2210-2214, 1997.

Swaney WT, Curley JP, Champagne FA & Keverne EB. Genomic im-
printing mediates sexual experience—dependent olfactory learning in
male mice. Proc Natl Acad Sci U S A 104 : 6084-6089, 2007.

Tashiro T & Mori K. Pheromone synthesis, cxcvii synthesis of enanti-
omers of 2—sec—butyl-4, 5—dihydrothiazole and (1r, 5s, 7r) -3, 4—
dehydro — exo —brevicomin, pheromone components of the male
mouse, mus musculus. Eur J Org Chem : 2167-2173, 1999.

Tashiro T, Osada K & Mori K. Syntheses of 2—isopropyl-4, 5—dihy-
drothiazole and 6-—hydroxy—6—methyl—3—heptanone, pheromone
components of the male mouse, mus musculus. Biosci Biotechnol
Biochem 72 : 2398-2402, 2008.

Trivers RL. Paternal investment and sexual selection. Aldine Publish-
ing Company, Chicago. 1972.

van Bleek GM & Nathenson SG. The structure of the antigen—binding
groove of major histocompatibility complex class i molecules deter-
mines specific selection of self—peptides. Proc Natl Acad Sci U S A
88 :11032-11036, 1991.

Van Der Lee S & Boot LM. Spontaneous pseudopregnancy in mice.
Acta Physiol Pharmacol Neerl 4 : 442-444, 1955.

Van Der Lee S & Boot LM. Spontaneous pseudopregnancy in mice.
Ii. Acta Physiol Pharmacol Neerl 5 :213-215, 1956.

Vandenbergh JG. Effect of the presence of a male on the sexual matu-
ration of female mice. Endocrinology 81 : 345-349, 1967.

Wedekind C, Seebeck T, Bettens F & Paepke AJ. Mhc—dependent
mate preferences in humans. Proc R Soc Lond B Biol Sci 260 : 245
249, 1995.

Whitten WK, Bronson FH & Greenstein JA. Estrus — inducing
pheromone of male mice : Transport by movement of air. Science
161 : 584-585, 1968.

Willse A, Belcher AM, Preti G, Wahl JH, Thresher M, Yang P,
Yamazaki K & Beauchamp GK. Identification of major histocom-
patibility complex—regulated body odorants by statistical analysis of
a comparative gas chromatography/mass spectrometry experiment.
Anal Chem 77 : 2348-2361, 2005.

Yamaguchi M, Yamazaki K, Beauchamp GK, Bard J, Thomas L &
Boyse EA. Distinctive urinary odors governed by the major histo-
compatibility locus of the mouse. Proc Natl Acad Sci U S A 78 :
5817-5820., 1981.

Yamaguchi T, Inamura K & Kashiwayanagi M. Increases in fos—im-
munoreactivity after exposure to a combination of two male urinary
components in the accessory olfactory bulb of the female rat. Brain
Res 876 :211-214, 2000.

Yamazaki K, Beauchamp GK, Bard J & Boyse EA. Sex-chromoso-
mal odor types influence the maintenance of early pregnancy in
mice. Proc Natl Acad Sci U S A 86 : 9399-9401, 1989.

Yamazaki K, Beauchamp GK, Bard J, Boyse EA & Thomas L. Che-
misensory identity and immune function in mice. Chem Senses 3 :
211-225, 1991.

Yamazaki K, Beauchamp GK, Curran M, Bard J & Boyse EA. Parent
—progeny recognition as a function of mhc odortype identity. Proc
Natl Acad Sci U S A 97 : 10500-10502, 2000.



JeiE R R

Yamazaki K, Beauchamp GK, Kupniewski D, Bard J, Thomas L &
Boyse EA. Familial imprinting determines h—2 selective mating
preferences. Science 240 : 1331-1332, 1988.

Yamazaki K, Beauchamp GK, Shen FW, Bard J & Boyse EA. Dis-
crimination of odortypes determined by the major histocompatibility
complex among outbred mice. Proc Natl Acad Sci U S A 91 : 3735
—3738, 1994.

Yamazaki K, Beauchamp GK, Thomas L, Bard J & Boyse EA. Deter-
mination of distinction odortypes by mutation of class I and class II
MHC genes. Springer—Verlag, Berlin Heidelberg. 1990.

Yamazaki K, Beauchamp GK, Wysocki CJ, Bard J, Thomas L &
Boyse EA. Recognition of h—2types in relation to the blocking of
pregnancy in mice. Science 221 : 186—188, 1983.

Yamazaki K, Boyse EA, Bard J, Curran M, Kim D, Ross SR &
Beauchamp GK. Presence of mouse mammary tumor virus specifi-
cally alters the body odor of mice. Proc Natl Acad Sci U S A 99 :
5612-5615, 2002.

Yamazaki K, Boyse EA, Mike V, Thaler HT, Mathieson BJ, Abbott J,
Boyse J, Zayas ZA & Thomas L. Control of mating preferences in
mice by genes in the major histocompatibility complex. J Exp Med
144 : 1324-1335, 1976.

Yamazaki K, Yamaguchi M, Baranoski L, Bard J, Boyse EA & Tho-
mas L. Recognition among mice. Evidence from the use of a y—
maze differentially scented by congenic mice of different major his-
tocompatibility types. J Exp Med 150 : 755-760, 1979.

Zhang JX, Sun L, Zhang JH & Feng ZY. Sex— and gonad-affecting
scent compounds and 3 male pheromones in the rat. Chem Senses
33:611-621, 2008.

M

[N

(173)

29(2)

F224F

25



