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Abstract Recent environmental disturbances arising from local and global changes can be viewed as
alternations of the absolute and relative inputs of light, nutrients and CO,, which are the energy and material
basics for sustaining ecosystems. How changes in the balance of these inputs affect trophic interactions is,
however, poorly understood. With some examples in lake ecosystems, I demonstrate that trophic interactions
sometime behave in paradoxical ways, but such outcomes are easily understood if considered in a stoichio-
metric context. The “paradox of energy enrichment” is one example. Ecological common sense says that
decreased solar energy should reduce herbivore production because of reduced energy flow through primary
producers. However, in a nutrient limited lake, a paradoxical increase in production of herbivorous plankton
occurs by shading. This is caused by improving the of plant nutritional quality (C: N : P ratios) by shading,
which outweighs the decrease in primary production. Another example is “CO; effect under dim light.”
Traditionally, aquatic plants (algae) are believed to be less affected by changes in CO, concentrations due,
primarily, to their ability to utilize the rich bicarbonate ions found in natural waters. However, active uptake
of bicarbonate ions by algae accompanies energetic costs. Therefore, under suboptimal light conditions,
increases in aqueous CO; concentration stimulates algal growth but reduces algal nutrient : carbon ratio, which
in turn acts to decrease carbon use efficiency of aquatic herbivores. Thus, to understand ecosystem responses
to environmental disturbances, we need to take into account interplays of multiple environmental factors.
Ecological stoichiometry is a key in analyzing and predicting such effects on trophic dynamics in ecosystems.

Key words: stoichiometry, ecological transfer efficiency, lake ecosystems, light, carbon dioxide
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HREERIEA T A VFE—JHE L, RBERLMENESL L
THRVLTW3, EEFEES TV 3 HUsR « HERREE ORISR
R, CoOxRV¥— LYH O - XS ARG R LI
ERTBEERBIEMTES, ThiT, BRERcd 34
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HEEHIRIC L DIRE B8, COERSROTEERICH>WT
R OBTHHIS AR L s, HiR - BRSO BIEE b
SRR - EXOE « BEHOTFRich > T, FAikcbD
MR RIENEFTH 5.

Ty b vENRE LR, EREOBEREECZO
BIEO A5 58, BRIEHESRICOI » TRELKELELH
LT/, Hum - HER L N Lo BREEEIc 4 2 EERIGED
HEOMRIE, Y57 b ENRE LML LIRS DE
BOWEAS, CITHE, BMBOTS v 7 b v EWMRIIT-TE
e AR GuLT, TR VE = OF) EMHE GREIE < COp ot
BENS v 20T R E, WY Y772 FY) OEK
SED AL S FLEROEEN L THARE @Y T5 7 ¢+
V) NELRFBROEEEBEDENRECENT 2L 28N
L, HBE{t¥ & (Ecological Stoichiometry) 2 A & Lk
RAEEZHEO—>DHEMZR LI,

2. HERE{tERH

{t2 B (Stoichiometry) 3B OYFRNIEE & Z DRI
EONTFRELZBEBMICHEUD I 2ERTH Y, (LEREEE
3 RIGHI % OYE OIRE L B EROBHIBIGRETLET 5%
AHETHB, FZIEYOERIE, CeH 206+ 60,—~6H0+
6CO, Lidihd 3 T LT, MRERDOIKELEILOKBNIRIR
ERBLEMNTED, ERLFEERE, O QNEHLRD
BHBGRS &, FEAYEAMK A OB BIER 2K 2
¥ TH 5 (Sterner & Elser 2002).

Fle LT, WRELHAERTZAThEBKT 3 >0
#X Y A2EZLLE ToOERNMERE,

(Xa, Yolwaz T+ (Xa, Ye)masQ(Xa, Yo)mas T (Xa, Yo )me

L BT M TE B (Elser et al. 1996). Q 3B HEOHE
e (RER) T, atA=QA+a’,b+B=QB~+b’ KT 3.
ZOREN S, REHCHES X PR TR, HARFEOEINE
i a/b<A/BDEEIIXIT, a/b>A/BDE X3 Y o
NBTEBNh5E, ELEREOEL SHEMICFIRTE 215GFRE
DEBIETH B S, FREICL - THFEENEKEE (BlZ
F#EX) Rk, UBMHEOEARIL I TR HAECEE
nafhoEk GiRY) QEEGLHEFEORZLRITHT 5K
BHIERET A Lic 5, —H, BEOZIPRROETH
DHWARELHAHEOLEBUMSKRE REL15, MAEEO(L
FRUASHATHHAICHBE I EET iR, KAL
EDIEE, BROTMEZRE L GERMICEEB» SBEINS
XA,

3. ISV PUOILFEREREER

W7 s vs b v REBEOKRE  EF ) v (C:N:P

¥ 50% 325 (2003)

H) 3, P AEERME TR 106:16:1 (BVH), $HbS

Ly K7 4= K (Redfield ratio) iZdt W A2 & 5. LasL,
MARFBEYOLFEL LR ZBRIVRRIEE, REEMHA
BIX->TARELSEINT S (Goldman et al. 1979, Sterner &
Elser 2002, Urabe et al. 2003). oMMl - T, fE4IdK
BREERIITOWIREZEET 545, EXRP ) v OH#EHDG
W&, F Ny BRMBROESKRS T TEL VOISR
BEHETT 5. 2oRKE, EYORBRE (SFEY TIIE
WL, BETIEMRE RFAL LG, EYHAD C:N,C:P
HRARELCDE, —7, KBEHEHIDLCTHRENMDEL
LNERIEELHS DT, BEO C:N,C:PHLIEVEE LS
(Goldman 1986, Urabe & Sterner 1996). #¥H® C:N:P It
i3, BPKBEOMB NS v 2K DETIEE DI, KE
HEE MY 5, DT &, Droop ®XICH S &5, Y
75 v o v OREERESHANCERS WK B LRI RI
XOREZLENOHHSHTH S (Sommer 1989, Sterner
& Elser 2002).

WATRBAY E R0, EELES—MERTE, EBRELE
PIORFE (C): EHRN) . Y v (P) L ofbFREEE, Fhuvl
SERTRIZ 00, KEFHPPDLTRE—ET [ME
HHI] TH 3 (Andersen & Hessen 1991, Sterner & Elser
2002). ok, FIATHEFZESS v 7 b v TiEEEL A
W7o b v ON:PHEMPEHSON:PIL&D b&E<25 L,

TR TRLA LD IT, Pt N oREENEhE et
H/EARR) 75 < 15 (Elser & Urabe 1999). Urabe & Wat-
anabe (1992) 13 ¥ ¥ aHOHEEL NV TOYEINE &4EEK
C:PHh 5, KEENY vicEESNZR/NOHED C:P I,
THROLEERE C: P (Threshold elemental ratio) %K%
fo. Thuc ki, # 7+ 3 ¥ v 3 (Daphnia galeata) TIi3fH &
BABHEO C:PLA300%2EB2 3 LRERELS T X L& —
(BB TREL, VvicBR#ESR S LV, BIOHFETR,
VyIOERMC:PHLIIISOBETHE, LORHELHD
(Hessen & Faafeng 2000). WghicL T, killLizLSic
BEOECELIRERGIC L > TRELSEHTEI100, B
75V b vDIEENBERER N D C:P A 300 2L 5
BB T3 (Urabe & Wantanabe 1992, Elser & Hasset
1994). EEEz o X > RiATE, HELIEHTS v by
DPEETHE-ELTD, VY IEROREEE K MA
5N TW5 (Elseretal. 1999). £7z, fHOREZEENSF LTS Y

VEERMENT 3 LERBRERENET T A L, EEKEE
Ed (Nakano 1994), 44 7 v¥f (Villar-Argaize & Sterner
2002), 7 & v¥ (Rothhaupt 1992) THHEINTW S, Th
ORI, kL iRXok o, EBRBEEYOMHOHA
DR ERED, H (RE) OWDIAS - [Eft « RBEEE DA
Bod, HEESDLFRIICGBKELTVE I EARL
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TW3, Lid-1T, SHERBZMEY 75 7 b voo#kiig,
752k vOfEE L COBMEM AT S IEEO—o & 15
5. 72121, BHO C:PHP C:NLIMFVWE LTS, 87>

VI VORESSEETLLY Y RERICERERINTVD LR

SV, REOHEETHLAES), BoEAKRTELVWELY DGR
Y1 CREIRHEGIER 72 &) ORHE-SkE S, MBL B 2Hh5TH
% (Sterner & Shulz 1998).

TEBRBEEH b ZEROL MRS, EICHROR
THRELTVWS, —F, EEHEEREBEYOY v EROED
13, EiY RV~ L4 RNA GROEVICERY 5 C & EES
M- T X/ (Sterner & Elser 2002), ) £V — L RNA &% v
NROBOEERDOETH Y, RNA SBEOSVEY I EKEE
B & (Sutcliffe 1970). LA~ T, ERBRoFHVEYIR
LKHEKFROFEVEY, Y yEROSVEDIIREDE
BHRABERLEMEFLATE 2 b LN (Sterner & El-
ser 2002). AA T VEHIZI Vv otk ERECHTH S
B, BEISERLEILY A X0 3 Vv aiclkRTRICHBESh
W, Z0TER, FYIYvryanaxEF ey FONP
s Daphnia \ICHANTERB3PICEVW & EELFET 3 (An-
dersen & Hessen 1991). Checkley (1985) 27 v 3 v v ad
DU EEIREE DS, fHHABZ O b0 TR, HREINIER
SRIKETAZEAHEL TS, Lhl, rvivvalg
Tb/ =7 Y9 RPEOEKREY ) ORE#EEZE <, N:P
H3 Daphnia BB ICE W (Villar-Argaiz 2002). h 5 OHIR

15

10

93

i3, ACETORERBICI DRBERSELD, 478
DWW TRZOKE « ARSYERICHESHO) v aBICHE
CHEBINBH T EERELTWS (Villar-Argaiz & Sterner
2002).
INFTOWRTR—oORICHE L THRBREEOE
RV PR~ OB 5250 U T & 7208, ISERICEE)
9% HARATEEERE MR O EIER~ O F 5% SiEHIc i
MR LEHI S 2 729 icid, BB KEE 3 2o cHKic blEFC
FHT 2 0ESH 5. EABEYOILHRLIE, BEirv Lo
HTRZLIMPWRIE, REO [HEEH] 0156 FHEREEE
EORMTE 74 v H—F) Y bERBIENTE S,

4, ITRIVE—ONRSKIX

KEEUEOD B OGS, KoMMEEED C: P i #m
SHBZERBiTN, b LIEHERAHRED C.P AKE
DM - T 300 #8BZ 5 © TH L, Daphnia KD
RBETT2ETFHEaNE. 22T, ZOFPERERIFT 2ER
%{T -tz (Urabe & Sterner 1996). EBRiZ, € I/%y FERT
fHE 1554 5 4% (Scenedesmus acutus) ZIEHEL, FOHEE
PERNCE L RIS, WA TN I U a2 EBRRBICBRALG
BB T, IREEE M L /2 (Fig. 1). FBEH#HBEISZVE
&, KESBT 3Coh4 B S EOREHEESHML, #7
MY vafEOREEEENLL. Ll b5 -EONK
BLIEICHBEH TN Yy afIEKOREEE ITHTBIC -
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Fig. 1.

Response of algae and Daphnia to varying light intensity under conditions with high (left) and low

phosphorus supplies (light). Algal biomass (@) and P:C atomic ratio (O) are mean values during the incubation of
Daphnia. Daphnia growth is given as body mass at age 6 days. Modified from Urabe and Sterner (1996).
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7o, CHEIBRELEC L 2BRROHBc LD THE. —
H, KBEEHBESEVIEA, REERICEROEMICED A
T IV aEROREZEML D, RnE SiciE B
L, HREETHBIbLbOT, BT Yy afEOR
FERBDOLE, oL xHERn4 05 TOMIEYy PEE
FEL C:PHIE 300 2ATWS, ZOXSHERETTY

VERIMTA2EAT P I VY a0EIRREIET 5 (Urabe et
al. 1997). L7cdi->T, REEHAMELS ABOZVWEHTT
DAHT IV Y IEEROBEVEEE, HOorKEIREENSY
VEBOE NIk bDTH B, —#kiz, FoOMINIEY o4
EAXBL THAEORELZMME L ELEANETHE, L
L, KBEEHESEVEES, AROMAREOEOEFEZEL
T, BLAWBEOREZE NSRS EE2RLTVE, 0
F% %, Loladzeetal (2000) 3 [ R LF—DNF5 Ko X ] &
BEA P2,

HEEF VI BRITIC LN, L KBIEOMB T v 2
$HH & 73 B 4P LA S EEREOMICER O V&SR EY, K
BT RS HE  FAZFODIE WRETES L, Wnbi
CHBENEZ VEETHS ISP RS, ZOERERIE O
LERLOEBBLHEAZEO LRERILICL - TREZ LV
(Loladze et al. 2000). D& S BN EFKBEDOMHB T v R
ik BHEY S BEOEYRO TR, Yy o EEE e
ST L o B KB S BNER A S bR I M TW3 (Ura-
be et al. 2002a).

[ZALF=D/*5 F7 2] BARRTHRI TR0
A507 BEBTE, BT by, BRI Yy ol
OEYEIEZ, 75 v vARRELEOWREICLLS Ny T
5o R HRWEELZ 5 (Kerfoot & Sih 1987, TEH
1998). C ok, ARADEEN TS V7 b v ARIMEOEIKE
HEEANLTEM TS v 2 b v Oy A4 JHEPEYR, 5
i, EHENBHEY TS Vo b v OBEBEICEEERES, O
DWW BEBERMEA X — PRI D24 (Carpenter & Kit-
chel 1993). LinL, A+ 4% « % v 5 ) 4 INOERMBE < H
3T, ARBROBRBRREERELTCTS v 7+ v RAN
ZEELTS, KEOI Yy aEREEINLEL-mEWVD
(Elser et al. 1998). £0D & 51 TiR ) v H#HaMnDE L, £
FY@DCPHIZ300ZEEMICEATVS, TXLFE—-D/3
TR ZABPHOTOEOMd LB, ThEHELD LD,
[ UEBRBIEER I 2 AR EY (Lake 239) icH WL THREEEKR
FEER% 1T - 72 (Urabe et al. 2002b). FEERICIZHEZR 1 m « FX
dm Oz vsu—-YrE 12ERAY, EEROREE (Y /8B
) V) RILEET - CEREY 75 v 7 b v OEB RBHL
fo. ZORER, RBEEOBRMLEN biTbh-tez vy 70—
Yy T, BEYTS v vEYRRBIKE OB TAREIRE
Snd, By rs vt vEYBOEMER - &

F50% 2% (2003)

100 —
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= P Enclosure
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£ (]
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=
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Seston abundance[ mgC /L ]
Fig. 2. Results of the enclosure experiments
conducted at Lake 239, Ontario, Canada. Mean
zooplankton abundance for the final three sampling
date is plotted against mean seston abundance during
the 4.5-week experimental run in control, P-enriched
and shaded enclosures. Mean zooplankton and seston
abundance in the lake during the experiments are
also shown. Modified from Urabe et al. (2002).
(Fig.2). #ici3 75 v 7 b YAREEMERLTVEY, V7
o=V li@AREEATVEYL, LA -T, Lake 239 i
BO2EBMTS v/ vORVEYRE, by 75 R
TREFATERV, —H, VvyERRNLicz vy o0—- Y% THE,
2P VORRBIZAKRELEMRROATVH OD, 20
C:PLEERLLEM TS v 7 b vEBEIRE ML .
T OICESER T L MBEX T, EREEOKT IR L N7
57 bR LI, C:PHA 150 & TRAL, B
vy b vEMEIMALL Thozvyso—Yr THEL
e, KB Y v 3% (Daphnia) TH 5. THbb, KE
WAERMUZ CHEH LI THLELZ2EX YO C:P
Bsw L, 8757 b v BERLEDOTH S, TORR
i¥, Lake 239 TREELLZHEM TS5 v 7 P& TH, H
BEOLDCBY TS vy by BENTERVEVLS TR
F—DNS K7 2D, BRATHH VW TWEIEERLTVS
(Urabe et al. 2002b).
KAOEMBEEEXZLE, by M5y vHIREIB LR
2HEMEBRETSHE. LhL, TOLS I EAEBEREL SO
RO R I N D DR NKRBERE D O ORIn/NE & &
THH, by T UHRER  L-T oy THHROMEMNEE
HORBEREA 2y — FOERIEA OEELR TR N, @&
%15 - T &7 (Strong 1992, Poliset al. 2000 15 &), T T
RUIEDOR, + o757 v HRER L LT v THROEEM
HEWHTENL, WOEDEIREZICL Y 75y VRS
ZVEEL LTy THROPEEICL LI ERITTEIILTH
% (Poliset al. 2000). + v 7=%9 YZHRE K b 2-7 o 7HE
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OFEHIEEM L, BREONTEECHREOFIEICKTL T
WBEEAHD, BELRYBEOYE - (LFRECLAEEEND
1255, HEROKREBEE NS v 20, 4 DERERICEWVWT
BEYIBRE ORI ETEM: =k 5 BRHBATRED—D T
b5,

5. F-REENS R EEBTRBRNFE

B FARERTIIHRERE ORI 3T TH 2, KFALESR
T4 ETH B E Vb TV 5 (Hairston & Hairston
1994). EHEc RAUE, BELOREBAEREIKAD 45138
2. Llhh-T, BELAEEREKAFERORBEBEHOE
W3, EEAS [AEM ) HTREIATE Y, Hairston &
Hairston (1994) i3, +4 XF¥ v v 7HERIEL, HiHT 3
IO EFH OEVHEE EEKAORBEBEE O W E2AEH
LEDTRELHAEHLITVS, BETREEKEHEFO L
Y, B E O EHOEBNESEGT 2 D KB~ OEKE
DB, TokyELEERRTI/NIIERD S REBARE T
Bk sy A ZOBMEBRSELEL, THRKEGUTHALEY A X
DAL « HAEVELET S, T0LHIBRETE, HAE%
HPUCANZ ZIRHBBEOSLRESRe o v, [k fig
BLRILVA TV BERHAENHFLET 200THS. —
B, KETRAKEVIRERLAAMF -2 EOWEICHS - T
EHNCEMT 2 L RHEHL Y. EEERT DI, HEL
Wk, NULLEEST S LY s > TBEER S,
INSHEMI 7 5 v 7 b v o3 U E BKA R ARERT
i, KEHEBEOUN THEBEEOY A XEMHKRKRELLLI 2%
B, Lid->T4RBEBU LI LW, EEE, 0
HAZXE vy TG, EHEBLOEEITVS, LhL, BEL
EKRARTRN KBNS vAPEGELZEICOER L, B
Fickh~z ERRIZER D, COnPE REYO IR D ARFRE
ZIBOHBETH S, EBE, BELEYTEIRBERETIAKRE
OBBITHNTHRBESEMELS, HIZE C:PLHid 300 LI E
WEFETH 5 (Elser et al. 2000). Tk L, HAHED C:N
o C:PLEELEEARTREZENZEL, LW -T
Bk DEIE S NREL D OFEAE D T 2 V¥ —dgii
B3, RBUORSEEEE B0, EEEERDIZS HEVE
FRah 5.

il Post (2000) 13, B4 AE SOFEFA~N, Mgy 1 X
PRECLBZBERBEBOKSEMTEILE2RVEZLTY
B, BB A AHBKREL LB ERBEBOKSEINT 2 2K
KRS A TRV, Dl L b RBEBER ORI
OHEENE IFASEBFEMRSATVEV D, LirL, HMiBOX
& & LRSI BBARMH B T L ETER L 2. ki
BAT ZLEE, BkhoBEE - REEEORBIKET S
», $HHEST 2BRENZ Y 2 RN AREIBESEOESIC

bIKTFT 5. i/ hsaiiETR, KBEEPEVEE TR
ETALDEABOEA NSV, oy, NaBHORS
BTEENZT ZHOTHER, BEEOEVKRE I~
%< 75 % (Fee et al. 1992). RFEEHE B ITEOL BTN, /)
SHMEEEY TS v b vOBHEN B R YD CIN R
C:Plhia@mc B3 EEx o005, £, EXRBHREIELK
BA, £2 b vo C:PRA/NIVHBRESVES & B EN
2db 3 (Sterner et al. 1997). B 5 v 7 b v LRI
LB ORFE RBEESSVE, MAEEIVELT
BIESMA SN B T &ldseicii~<tz, F#:, Ceberian (1999)
13, KEPPEL EHEL BAEREIKL, RBEEEROEE
BRI % S oEBRECEBEEY L) OEAE I L 3EARE
(URFEMHBEDR) BRELHZEAERVELTO S, HEEN
ELHERBEHNROEVEAS B TREERNICOVLTE, Ih
FTCHRIRRFSh T L -7, L LEEADFELT
b, FREESIESEINE, KBEEEEOREMRS A bD
ITIEBIEA S (FFAR 1997). H-RKEE 5 v 2 1d, EYOLFE
BENM LT R V¥ — RS RE A L, AEROKER
B LR o FREERIELTVWA LD ICRA 3.

6. FETICHITS CO DILFERIHE

A% 100 FORMIC KRR CO: IBE R 2~3 LRI 2 L fgif
AN THYH (Houghton & Intergovernmental Panel on Cli-
mate Change 2001), Chick vk YO REBER A
95 EFHENTWS (DeLucia et al. 1999, Hendrey et al.
1999 72 &), F 1z, PELMYIC X 3 RFZEEEOENIL, Y
HEOEREL D P FERILEN LT, TEOYEIEREE O
BEBUBOREIC bERIRERET I EBLEVIESD -
T&7 (HZE, Jonesetal 1998, Agrell et al. 2000). —74,
KRR T, KK CO IBE LRI EMBE~NDER
PRICBAT 2 HREIZIE LA LRV, Thid, L OEENKS
BB ICEET BIRMKEA 4 v 2 BRI H 0 AR, HHRN
T CO, I2ZH#id % f5/1 (Carbon-Concentration Mecha-
nisms: CCMs) #H L TW A 2%, Kb COs FEMERL T
LEFHOBREEREPCLERRISFOEML LBV EEZELSATY
%1% TH 55 (Raven 1997). LH L, CCMs DEREIC 135040
BEDOREM», THENVF—2)E LT 5 (Morel et al. 1994, Bear-
dall et al. 1998). L7t:di~- T, BEOKRPLI/ILFERICHT S
CO, BEDOEALFEL, T2 VF—2EE LI VIPLT T
kT ambLian,

27T, BRARHTRONZE A OKE - CO, BETTA 7
¥ € (Scenedesmus acutus) 3B L, ZOREEE LIRS
% HI%E L 72 (Urabe et al. 2003). £ OR, 1 7 5 E0OkE
BT EEROLETH COAEREEShE VY, FETF
TR CO AEIPE->THIL - (Fig. 3). %7z, U v OHftihE
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Fig. 3. Effects of atmospheric CO; concentration on
(a) saturation level of algal abundance, (b) algal P:C
ratio when algae reached saturation abundance, and
(c) Daphnia growth rate when fed on algae grown
under the same CO; conditions. This experiment was
done under the low light condition (50 gmol m~2 s71).
High CO. concentrations in air were used to set pCOs
in the experimental medium within the range found
in natural lakes. Modified from Urabe et al. (2003)

DI VEEIIE, CO HEDEENMCME - TA 7 EHIfas ik
FWEITID, C:PHM300%2KEL EEEIE b0 -1
ELEFEHT - HCO HETTHEELLI NS EE2HLELT
Bz #2384, 3 Vv a (D pulicaria) DEEEREZEF L. &
ho—@EoRRE, FRFHE2EMIZ0THE. KE K
BEHAHDRE CVRET TR, COp 2L ORI BE O EHIG
BAaML, HEEERDG SHAENT 2 IKEOEHRRERD
SHBILITH B,

Bici Xk Hic, BikdboE7> s v 2 b v ZITELA T
ERBERIAREZVHEERDT 2ERBS B, Lichi->TCO,
NECEDEE L, BEES [HEEV] REAFHERBEKRSE
WEEZLND, FRAEIIV - TR, & 5IHERE<, CCMs
RSN 2 WS L OMBILHE BZ LW (Morel et al. 1994).

EH50% FE 25 (2003)

Lichi-»T, AFTIR CO, HIEDEALIC & 2 AYHEEE~D
{EFEHRE, BEMCREOLLLALL, UL, KRO
CO: AERARTEDHMEMERL I TRELEDTR IV &
OB ETILENS L. ELTEESNEERIOM % »
FERRFE L L CEEE - FBNICKRICHEAT 2729 (Cole &
Caraco 2001, Pacala et al. 2001), %< OB TIE CO iKBHL
THREMTHD, ZOHFEEFKRZAD 105U LIKET 2#E S
& 3 (Cole et al. 1994), T DT &id, KRD COy HHEHSPEE
BOBERIPCERIROBACEBIKEFEL TSI LERLT
B, BB LTI HIF PSRRI & 5 IREBBE
REDBIARD, Rxid 5 0BEHENHEL T, CO,7EE LR
HREREM NS B EERBLTVWS, BB, AEEERICK
9« REIRBZEEO(LFEDEIC OV T, Sterner &
Elser (2002) #&BE i\,

TZTRLECO, DRI, H—opFEEE IV ryatH
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