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“The paradox of the plankton” and species diversity
in plankton communities: a review'

ATSUSHI TsuDA

Ocean Research Institute, University of Tokyo
1-15-1, Minamidai, Nakano, Tokyo 164

Abstract

"The paradox of the plankton” involves questions about the coexistence of multi-
ple species in aquatic ecosystems that exist under a physically homogeneous and
stable environment. Some plausible hypotheses have been proposed for the mecha-
nism of coexistence, mainly from observations of terrestrial and benthic communi-
ties. However, the species diversity of pelagic organisms, especially of oceanic
zooplankton, can not be explained fully by these hypotheses.

In this paper some representative hypotheses, disequilibrium, niche segregation,
patchiness, predation and micro-habitats are overviewed and the problems in adopt-
ing them as proposed maintenance mechanisms of zooplankton species-diversity
are discussed.
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LAWK TIRIEWES S, TR ODEIC, KbhiT<EY, BB AP0 ER e
W BEERBEE DT TEREW, KbhooH 450 sF#L LS T332 NEK
BRI LEEEZ LY, TORFETCHE, BEMEEVIBEICKD, WSV by
EVO YIRS, hOEBRICA SN v = — 7 BYBRED RIS L Tw 5 2 &2 RS
BT NENSTH B,

FTEMORERAZEZ TH L, WERFER 2y =L L HYL S HULT, Bz 7 — LTl
W0km P TFo#flicBne, BIFEWIRELEZ 513 (Stommel diagram ], #% ¥ Haury
et al. 1978). I3, FlAIE 7 v o7 VEMEREEICEMT 2 sk, #FEmcsL
Thd, BAODNMKITH 2 Lo bEBRNICTMTE 2, £/, WETERTHESZOY M XD
— 3FCIHIT B (HAKE M7 » ORI TARILH T4 1 XITKfE L 75V) &0 9 Equal Volume
Hypothesis 235%85kAl & L THISNTW 3B (Sheldon et al. 1972). @YW EVWE L TEL WA B
L, ZoRNE, 29 7—HomKkohicEET 2MROAME & fEE Lo
TOhD 7 P SsOEYRRSGEVEDL STV EAEKT S, i, KEICAHBEOEINE S £
MR - TE A, RESE TP A>TV EEREBLTWS (b2t
Yins 2 fEDERICHE T 2 BNC A I35 5), EFRELBVT, 2 EH0BHERE,
ZDEYD I D 5 AMEPNCEECBUR L85 2 — s TIRES T A, BlAE, SHEYMORED
kinetics 2@ Y 27 4 v 7, fiBHFEOZN AWM T BBBEO S 2K EE LN, HHEOE
HEIZ DU LOREREHEEE L THRESN, TNICEHBRED2OD/5 x4 -4 LHAED 2
DDNF A= BB LTS (BIZIE, B 1990 1, 2 &, Steele & Henderson 1981). - T
EDNRT A=y BRKELFE ST a3 EVHREIES B ICL A, B S EWK T O bottom up % top
down BRPEHOTICH 2HAMOBERICBRNBHEALARL, 2, BH>FLALNIFINE
TE, bUKIZ, MIREH2BORMEMYOL S, HADEY 7S v 7 b v OAMHSIEE I
L7z bD0THD, W DbDMY L ABYEISTRIMCELT NEE OB ILETE 208
B, TN HFEDBEENTIEE WV,

77 vy by Ok ERTA S E, thoEYEITZ S TH B LS IC (Kunin & Gaston 1993),
PEOBLEEZCORBLEL SHKRE NS (B Z 13 Barnett 1983, Hayward & McGowan
1979, Longhurst 1985, Venrick 1982). #if » TY/EER 2 L EROKIEEE 2 2150, BL5EO
5 A= s RO AYREEE F LT —REME LTHRBEY 20 bHNE V. £ 12T,
HEEYOREE EGRBZOFMES O LD BEOHA ICKEKIFTE I EMS, v XhF T
D —MlF #EEAD YA F 3 7 2ELTEZADBYELBOLSHINE W (Platt & Denman
1978, Pope et al. 1994, Steele & Frost 1977). /KEE & FFICBLETECH 2L LONENSE S
NAEEOREMET AL THA L, WEME B ECOBE L ITBELEMKEE LS 24T
5. TON-oTHER B EMEEMRMEOMTE, BAEOAR Y A4 FOERK (FAERKMETH S L
BENELARE CEE, BPMEARTPTEDbITREESZSTH L. ERICIIEELSED
BRI EAEMBE > TV RLOT, INSORMBICE > TEEMLEIDIZOFERTEI.
REECHA XA 7 TY —%2RTOBOREREREF VG, PEBEREELZRLEIICEBVET L
DAV, HEOREFLFEHNTVE, EYBESEYRES Lo RZ OJEEHESE
GATVEMLLTHS. Lhrl, EOX> AR THBFEEMOZHEESRALESN, Lok H
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BTEZNDBHEFSNBREL TV 2003, BRANBHTH2ICbhrboFREREEEETVLR
W, Vb 2 IET A AYREME A A RERORGREE I NE, oM IMRTH Y, EYTED
T|EL (D EbERENICR) fHTHEEEZTVAS.

2. TS5V bUOSHN

75 v N OB TIEE < 5 the paradox of the plankton (Hutchinson 1961) & FEIE 1 5
MR H o fctcdd, 7507 b vEHREIEBCESRECECEME cH 5 LE L TE LM, LD
Angel (1993) ORREFHA TZ S THH W I &% H -7, Hutchinson & MacArthur (1959) @
FHE O EYWOREESERED — 2 BICHAITNIE, 75 v 7 b VIdEARNIICRBUNIEY TS %
SERBENVTHEVLWOREY, EBICE 75y s hvEvd 7032 b voBichbshE 11—
10cm LHEHE O -7 8b0, zhlEToE N TTOEH KL T 5 (Fenchel 1993).
Sournia et al. (1991) I X NIEHEORY 75 » 2 + v OREHIE 3500-4500 FET& 248, Thid
b LBAEMI @ 25 FREICbRTiE 20w, BEEoBFRH oK S BARRICE » Tt
NTCHBBEGIIWEA S, AR, BB X 2BELHMBEA % v Mc X BEEICK » THEEL
L& DRICEENEFER AN >o>4%H % (Harbison 1986, Bottger-Schnack 1994), L » LAFEH )
SHRNE, COMBNEZONAIEREVWEEZ L, EEAYORBBIz > L TIRREIC L - THEA
T, #wE (BEEEYEE0) WhERT 2EMOBEIEEE FOEROB X REL S FaEZ 5 &V
S HEE Th Y (Lambshead 1993, May 1994), DD ICHEBEL OIS D E T A EYM-
DIV, ECANERNERAEEZ D L, WIETIR 3 OFYFAON 28 EE L TE D 13DHE T
H% (May 1988). L»L, IhsRBERICBVLTEERSEEICE VT HIEEEYBAET, ~
59y 7 EMTHEREELS T 2RO FHIC I PYTHEA P2V [ Angel (1993) & h
7 v SEHHIEETY &Y SIEAVED Spadella BEBRTEBEETH 2 EXTWVWAEH, WL
SHDIEETHNTHA B & Platyctenea H 7 & 7 5 ¥ HHILIEAEM:, [EEM, SEMESEHSATHR].
COHTERE LIRS 2EIMOBICELL, 3V VBREIAERT A ELEACKRETH
ZENES. LbEo k75 v b vEER, MR TEZ R ER RISV T HEROHE
BicbBWTh, ZhIEESHEEDIITERY. ZNTRT I V7 b v EEICEBEIE SN & 3]
MEFDE, TNl local diversity DEITH A, FIZR 7527 b vk oy MRELET 100
UL FOWRBRESERES NI, 10ml OWATHETHEOWY 75 v 7 b vISEEI NS ETH
5. Angel (1993) OHEZE1F L, FHEENTEH IR 160 EAGTEHI N TH A, 1 HSORET
80 i & OIRHEAEEE L, global diversity (239 2 local diversity D& & %2 L T\ 3. The
paradox of the plankton & (¥ &2 2 @ local diversity D& S ot 288 TH 5. T 3.2,
i bE—BRBICIOE S IREBL DTS v 7 b vESHELTVADNR? EEHDM5 Ky
P ATHD, HEPICBREERE EICHNL S 32— RHETH 55, £ 0, BYHE
AR fFL TV s, H2RE N TE OB 2 0 &R0 Fio C & T, W
DYHESZELB VD, ERIoBREHEETHWPL LD T2 L RELNBHELTOTH S, &
501, HUXOBEPHHbOFEME WS DN, D L LERETIBHICIFTE 2 KE &
LTHH, PHEIRBICBVWTEEEN 25 2 BEBEOBMEIZOEFE OB L VL 0T E0GE
HanTeH (Levin 1970), it T3 2 0BEM bRE STV E (FlA 1 Brooks &
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Dodson 1965), §it > T, BIAIELPL ) v E V- KEONKEEITIKEST 28 75 v 7 b v
RS IC A S AL HE S 3 TR0, KEBICEBTEOEYS T L T 501 ARE
WOTH A, FBEMIEOHI A 7 =X L0WFRIE, ®Bibd 2L IWREERDO S 2HESTTH
D, WSHOLDOENRBFHIBRINTVE, UL, Zhoidb HEERRLANEEWEHES OB
DPOEREINZWEHTHY, BETS v by, FICEHY TS v 7 b vBRICE, BEDLIAD
FLHTREST, XTI Py 7 RFF Ky 2 2THOKREITWE, UTTR, 87507+ v
BEA SR BWT, REMNKHE 2 ORESEZI EFTiITE 0.

3. SHRMEOHIEAH=XA
3—1 Ve

Hutchinson 3 2O AREHEDZE & LT, BPEERIT TS, §4bL, KRATEFE (b2
DBHIEE) ICET BHICIBILLS 3D A D EEZ .. FD#EZ IF Richerson et al. (1970) i
SlEfkosn, BRICB T 280y FIRGH S, EIRFCZERINICE S OIEEDBHFAEST 2 &%
Z % contemporaneous disequilibrium 12 £ %, EBELIZBE A BEERICB O THESEELHRT
LHEL L TAENTH S T EMfERE N T3 (Connell 1978). B IZ BT REIRIC L b2
EZAR—ZANTEBEIETH 7120, INKFICL > TREPYAN—RENEIETH-1D L,
MR OB CIERAEAY OB A IHAPYENRBAINICL > TEEAR-ANTEEZIELETH-
72093 (HlAlE, Chesson & Warner 1981, 272 1990, Paine & Levin 1981), #EELA2 % -8
FIZH LWH 7o 27 ADEREN, YTV XA FLDEFAS 7IROMABOLETH BV A T7 ALK
BEMESECRIeN G, BIE, BIL—IREEIIIHEA BABR TR OB EN TV EHO—D
EEAN, Y752~ vIBL Tz McGowan & Walker (1985) OBEESRELIC L » HE &
nNTW3, EE50FEEHIICB VT, FLIHERCHERTHEINZ LS BEHEEOR
f (B2 i3 Sutherland 1981) ASERERIHICEE T 313724, BRE Y + A 7OH 4 7 YEIZH L
T, WM E L O 5 10F0 Ry — T, ERINICEEE A — s » S8H+ o oHH il
WL ELTVBE I EERLT VWA, WRO I ELHME, TRTOWMKTE S THBEHIFMNEL,
FUCEHESKA Y 7 2 V=7 BRETEIHEMPYEEHAKOLHAZHEL TWVW5E L, Star &
Mullin (1981) RFEHKOEY, THOLBREED A A 7T VD vy F 5 UBEBED/ Sy FLD b
N5 %KL, FAbHEEIRTH A 7 % Neocalanus 2 ¥, Metridia 1 FED K4y
MCBVTHEKOHEREZEG TV S (R KRR, BREANCESEOLRRELTE, Bwayr—
VTRHBMEREICL 2 b0, FEEH, RPX7r - VTR RVEEDO <4 7 v EROEH LI
B S =y v LB D4 E) (Aebischer et al. 1990, Steele 1991), English Channel 12 % i3
5% Russell cycle (Russell 1973, Southward 1980) MEEFon s, 75 v 2 b VERIC I O
EHEINT 5 EREZ DGR, BILEWS) bODRAIT SBH LM, TNRAR-ZACAYEE
WED TS v N v ORBEEKcEB TR W EIciERT 5. McGowan & Walker (1985)
i, KBOT /<) —0RBEMEOEFHEZBILO—> & LTHEELTVAD, INLDbLD0F
MO B 3L EEETHEPICODVLWTRERTAMLESSH L LI ICEY. LLHIDRBIR
Bablick 2 s, WETRKOERBMDES» SEMBOLE IS B r — Lol LIy
BORECHY, L<fHLNBENNT 2RI P FATBVWTEHATAOOEREL S (BHAYHH
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W A7cofth/ 4 XEMENZ), TOL D BABEKE, Sy W, M7y o~ vBlE
mREICHEDONS, ChC L THELOSUEIE T HEL N2 S 10FELLEORFR 2 7 — Lich iz -
T/ 4 X% (Steele 1985), 455, FELTREHMO > bic KEsuRELH L RERT
A, WIETHEHMOZEIINS S PRIGEETH 5. O LI RFHRM 7 A 7OLEHSHEMNRIT BT
HEIAPHEIETIC BT A EEYORE ERETH B EFLAT 0, KB, McGowan & Walker
(1985) 13 ENSO ICiNG 2 KIRD 7 / = ) — 3 EEELVED B 4 7 VHfER 2 2 B -
I EERRELTOE, Fi, AV I XLITLBZREEOMNER S 2 fTbN TV A, #
KOEM 75 v b R TE, IS OBILOMRA~OE B NS h oo EBHES TV S
(Hall et al. 1970, Neill & Peacock 1980). L#» L, Steele & Henderson (1981) &4 vV 2 X &N
TR RRICHAHER N S ET BT 5 709, D1 & REBRBMAS bifurcation 2 2 3 C
EERELTOE, =7, ErFR7 VY RBEEHONEHEEAT S L) BHBICL BT
(Caswell 1978) &, MO~ A1 v YD LI TI v b Vv EBAEVPEAT INFTHIHRETE 3
D, AETRIDOL I BIHBALZEEL S50 (McGowan & Walker 1985).

3—2 =y FOLNE

BEL I LR L OB S S W ERER T O T H 20, BEINLE L TV BiGE, W
k2= FOREBEIDEL OFMNEFTEE0IEZL, VICBIRENID & 2 EWE MR &
LTh 3., HEMnciztl, 1, B 3 20ocicd 258 Thd 50, My XL, OA&
Zf, micro-habitat & macro-habitat IcHisMba N3 2 & 620 (B2 13 Toft 1985). KFEM
LT, F—9 1 v 70 vFE L THISNS Geospizinae 34 55T REEBIcOAEREL, 14
B QT TIcfE) pashtnsg, Iho0BizZe (BRURE, SEv- | o
il - At EOET, KohVLET, B E) OMTTE 3 2R ZhE TNV T TV S
(Lack 1947), fHOEWIMFICE L CRBOEHTENS, WEFEEYMNFICB VT, = v F O4E]
BRECEBOIRAAYDPES FEOHEMMAG LTV T EMHRA SN (Hessler & Sanders
1967), % O#ffFi» # =X & U TIEE -7 (Sanders 1968). £/ % 0% oW T, HEL LR
Brthicers o~y b 208D 4 A v ORI ED 3 7 o gkl S5y FIRO
KEFOUAS PIZZBOENEL T %) PRI BIVEETHL I M EN L &
51Tt - 1o (Etter & Grassle 1992, Grassle & Morse-Porteous 1987, Grassle & Sanders 1973,
Jumars 1976). T8 b b EGOEANMOREEIEZLE LIZEREIT TO = » F 04 T g
KEZEZOoNTORD, KFECEILOFEEISEHRIN > DH 5.

RSV JREEAEZ G, Yo niklL A o LA EEEEEZ ISV, Ly
L, BHECBVTT S v 7 b3 1206 20 TIREL, MBI SKRPECE PO HE -
AR LT 0A, KT, REES SOBMELHENNA S D, T ORIEIc L DR -
Tw3 (Longhurst & Harrison 1989). Z OABUECHIYI 75 v 7 b v O ELT 2 (F)
Z13 Venrick 1982). /4875 v 7 b VITBOLWTHFIZIS U ABEIMFD /Yy — v 2FF->TW
% (F1Z 13 Longhurst 1985). Y, SYMKME L SICMHENEYN & 5729, T Old LU
I - 7oy BN BRI A RETH », BIETE, EiST, FE FRD, S0 3Ron%
e 18FO#Y 77 v 7 b w35l L T BHIHRE & TV S (Makarewicz & Linkens 1975,
Lane 1978 DR & B M), LH LEIETE, BA30ICHEEBEZVICEL2b 5 F, HEGE APE
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BT AT 5 v 7 b v OBIFET Venrick (1982) 1, H It RERAEOREHBMIE S
MEBONFHBED 2 52D~ DAHTH S (Furuya & Marumo 1983 & BH). E¥ 5
7 b Tl McGowan 53, [MRTHEMMGITT DD — v 2B D1, H200EOH 17
VHEBEET R ICEAR IS EEZ TV S (Hayward & McGowan 1979, McGowan & Walker 19
79). L L, Longhurst (1985) &, LHPR {REDMIMIT 2TV, REREE F10EE 0L
ELTOVAENENI ERENS, BEBICB T ALE L PEMNERRERCHY 75 v 7~ vBIEE
DEEHZ K DFEDIAFEZAREIC L TV B EEZEL TV S,

Z ZTHH ML Id sympatric (MUEERYEIAE) A8 LTI L TV 555, B3 sympatric
TH - Td syntopic GEfHEEFTH) TRIEOVEAMEZ V. Longhurst (1985) D HFZE 1L kM 72
MR- EEZ D EHBTE LN, BN IBEELFLEOLMEL S, IR DTS
NTVROLIEGERZ O, T, @BFCEVTHEEY IV ERNTRA D, AFICE T 2 HERE
r—FEOWEE LS XD, BRHEO Y X165 &0k oEY Bk & Sl s /g s L
TELHABIENTES (Hamner et al. 1975). Bl AL Sapphrina &4 1 7 v $H & V¥, =
axHE Y 57 S8, HAEOEREPRHONEE, KENGRLR SV 2hoHERSZ (F
Z (% Sewell 1947, Harbison, 1986, Harbison et al. 1977, 1978, Heron 1973, Threlkeld et al. 1993).
REM 7S ATLBERL T h 2RO Ny R IHE L CEEFRERE LIRS TE D,
FTOHICERENBH O EE2RTEN S L EAME SN TS (Ohtsuka et al. 1993,
Steinberg et al. 1994), —f& iz Poecilostomatoida HA 4 7 V313, OB OEM, /&M
HEINDTOLBAIERERS, F¥HEAEMF LB MAEEE - AEFEBEASHES N TE /W,
KIZZ DREIHS TRV (Wickstead 1962). #xit, Bottger-Schnack (1994) W #HHHSG
VOB R v b TT S ETEEIE L, 40FELED Oncaea J& 77 1 7 v ¥ (Poecilostomatoida)
ARICEHZELEUR P OME L T0E, —RfS MWL ICRAZEETH 205, EYORN N
MUNTH B10, HoHWE > THEHIFIBEMICEALRETH 200 HNEW,

Reffl oD oy &S, IR PR L SR RENC I - YA H O b plE T ERETE, EBK
ZHIWHE & L THE SN TV 30, YEKNICLE R EBIER TRBHN B OZH /s v s &
nTw3 (Longhurst 1985, McGowan & Walker 1985, Venrick 1982). HJE L Xz B 3%
BEOW 0 A BRI O E & E R TdH 545 Venrick (1982) BEENTH L. W77 7 b
v, BHCHIBEDOEIN Y R A FEEEREDOERICL - T WA I N4 TH 3. Boyd et al.
(1980) F <N —HOHEAIRTH A 7 H 3 WABENMEBH Y XL THEADZT TV E I EER
ELTWAED, —HICRER F 2 03K, BHERCEEFEE S < (B 21 Hayward 1980,
Simard et al. 1985), i< X 2FIHKBONENZHS A TIRAE W (FlEdZ0L S BHMTR SN
TV,

3-3 Ny FRR

IITEDINy FRRAEE, EMNRHHORO TH 5. WBHEEMNHETE Ny 7759 v P&
D& ELLT BB E/ Ny FEMESD, £F L s TGRS FiE O Tldt E <~
R Ay FEFEIT ENEZ W (HZ 1T Paine & Levin 1981). ZE[i% o < B 5okl 1ope bk fE
REEYOBTRVFE THEMED C BHBENTNEEML BV (FREBETERV) 5V
I HEBROEWB AP I CREINT VS, /Yy FRRABBRBO &S ICEHREHFFO 2 7 = X b &
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75 5—7Jj, contemporaneous disequilibrium 7% & OJE Ny, MuNEREs, fiAOME L LTHEHN
B, LWONIZLTH %y F 2 RIS OHE EEEICERE >N A2 5> (Levin 1994),
BAEI75 Sy F 2 I L THAR L 7248, &5 —2 DA TH BKEHGIIB VLT A — i
& - TRIEMRE %, Global scalelcB W TR, 3 v by, w47 0x7 b vyEERONTIZK
BICREIG L T8 D AYIERY & L TR S T /o, ABETETER AN L TwabiF Tidn <,
B, LG BRKBE, AkBLE Lo HETHEMEMBR LA TV R, ORI OES R
@ 505 (Angel 1993, Ottens & Nederbragt 1992), & < F TR SN 4. Global scale
PFDR7r =Mt T 3 KENHOHROER T ZNEEREL TWE YL (Mackas et al. 1985).
T NITERRIKESS, R, BERE EMSREATSEC EMEREEZ SN S, b L contempora-
neous disequilibrium K = LTV, FERIVESEHKORY BH 2 13FThs. E¥ED
2y F R A FEEEICERAICER SN IBHRTH 205, BHEKOBRY & LTo/vy F % R1d Star
& Mullin (1981) 338» TV 355 Haury & Wiebe (1982), McGowan & Walker (1979, 1985)
BEHONEP - EMELTVWE, CNODORMBOEVIEROEL S BD, WEFENLr—
WEF 4 A VY a VEDOHTRAETRBOVILOERNLTVWEEEZ SND. BF, BkiEEE
EoTTFI v b rvoEFEEEVELSRERENZD (Alldredge et al. 1984), SCUBA #i%ic & -
TR R 7 -~ vpEE ) (Hamner & Carleton 1979, Omori & Hamner 1982), &
SICRBMREFAE Y RF AL > TWINR = VD8 FHBIEESNZY LTHEY (Davis et
al. 1992), %4V A — VLI R D5y F 3 ABRBEREMOHEF ICR 2 THRERRBEINGKEA S,
ISICEMY 7S 2 b v ld contemporaneous disequilibrium ICFE S THH S DITH THD
BNOL D BEBRNS Sy FEEK TS LPTEETH 5. EBEERREE LTEDONIER
BiT& 0 (Cohen 1994, Mullin & Brooks 1976), % < OEYIOHETF, i LAHAZ Yy F1IC
KELTEY, ZOWAEIABRES ESB I > TEDEYOEEHRE L IEEEEOANLNS
(BB THHT S : Steele 1980) T L ENFT Y ALTVWALSICBASL. WM T 527 b v
Doy FAEFRIIC BT 2N ETa Yy to—LanTWEDIw LT (Okubo 1978), A
HAaE WA 7 8B wiohd vy 713, 2ot S EZ THS itk L T
W5, fafTEE A F T I PHEOREL CHBRE TSN TS (Hamner et al. 1983, Omori
& Hamner 1982), F7:, WL 7 0 v b & W - 2WEREE & BT, BkEER STy o7
5 %= 5 DAGDLETEHYREDS 20T el EZ 515 (Kamykowski 1974, Zeldis
& Jillett 1982). D XS BHEBIFNIC DL SNy FRRE, = v FONEEINE DT HE
I, SHMEOHERNC & - TIHEO RSN 5.

3—4  BUNRER

WECERT A 75 v 2 + v ORA, BBV T, KEEISHT 2HRNH 2000 E
WO (B1Z12 Hulburt 1970) I AR TREET 5. & UBEFIE T LIS MM oM ic 338
AL BE V- LR BEEH NS, T, BTYHI2EA0Y TS v 7 b v OZ MR
Bic>WTid, Tilman (1982) OF)1753ini% 5. Tilman i3, 2 MOREE FlAIEELY
V) OFALIAERHL, WS o ORBEGAL FTHRKEROr £ 2 5 o MEEETO VKR
2B SR E I~/ (Tilman 1981). Z OFSR, KEHAAILIC L > THBHER 2 BEISRE
&h, gEFrE 0 (Tilman 1980) TYHEESNHRELIC B L £-T, KRBV TEMK
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INTS R =V TRER IS E DA DE bO%#%étb ZLOEMILFETES L L1
Tilman & 2 ERBEOEALA = » F EEZZ L, AHSBENKHITHT 2=y FOREEEZ
52EbTES. IOEZERICHBENNS L, REEBEORVAETREZEESE, &
KEAHOEED WD 2 S LR EFRBCHMT 5. LA LFEEICE Tilman (1981) 128
2 Tabellaria ® £ 5 58P EF LV CRAIBABVEHNGAETIOEL S, IOETFALTET
DR U 72D TR L,

BT S0 N VICCOBZEZIGHTERBOWER S, 875 v 7 vicEBEYX S D, Tl
Wraa, WERE, BN IraEEsEcadonds, InsORICEERSENEVEGHE L,
CNSORMBEORICEYICE > TOERE ) v E VS X I BMIBRENENS 2T TRV
D, TERLUBRAMEICE U BRI LB R o h 2100, 4, ) it d s 60 & L TEBET
YIPE ARl F 2o IR T A ME S 2 C S R alEEb BEIN SV, U UK X S RIE ST Y O BEFE A
HoHRI Tl 2o LT, BottfisfaE<, 2 ddsdGor A 7 v HE2EET 2 L6
BRIFER &7 p (McLaren 1978), < @iz — V% Stommel diagram TR ZERT X r —

KRBT EMFobh o+ ot s, $4bE, Thi/hNaBar—LvToORERNS -
THA4 7 VoMM L 0 Faskd shilBBHfFcaELwn, 4, COZERR T —Liddide
MNBREE TR, BEETRER K& & Th Y, McGowan & Walker (1985) T DR 7 — L TD
FEHR DR O 30 E M LT 5,

3—5 iR

FEARNCAPERE UREDICAER L, EBAEAY, (PE4EY, sEETERIND ) 7 v— FDBRRED
BWTT 7 P icd->T, HaxDHTERDRIKIE, ZOAEYORAEIRERICKRESEEL L
59, #LT, WEROPBDOWMMRHIRICLEEEZONTV S, fiANEEEIcbLT
B IHEr o TS ARSNTED, top predator TH B E b 2w =2 HRT 3 & £5%
DS L 7o 0 IO 2 BT 2 S SN TE Y (2905 BULEA £V Pimm
1980 B &), THEBFICBLTERALAYLHAEVERL TEEXAR—2%2E- 72D
J72I—bE2F T3k Th b EMERlsN T3 (Menge & Sutherland 1976, Paine
1966), L2 L, W& EESCHAEALLOTRIOLI BRI E D HEETES, BY
T550ERMIEAE LD EERE), MRZan 2YHRME (refuge) »d 5 &K
3ic¢d % (Grassle & Sanders 1973, Roughgarden & Feldman 1975, Menge & Sutherland 1976).
i P RE AR, S, M, W REN TEBESEEE L TE D, refuge BET
3. gk, HEYKFEHBOW L ONTEY, COFHMEEL TR, HELIEERED vy FIR
iz LTHEO, HEFEN Y Fr ooy FALMERD BN, HEEOmW Yy FTE L O
ZE( ORI URDR Ty F 0 5%y FAOB SR (transit time) PR A 709, fEHE

THEST MBI SN2 EEL S50 T05 (Oaten 1977).

BKOEW 75 v 7 b Y BETIE, MRk TR OZ S RNIRBFE DB 4 v 7 X uEER
THEENTWA D (B Z 13 Greene 1983, Hall et al. 1970), #Wi¥D 75 v 7 b v EHETRWED
o, Ty by FNEBEBEI O X S THTHAEZ Y 5 (FIA 1 Glivicz 1986, Ohman
1990) T Ldn[RETH, AERBBEICYBENBEE R Ry BciigicssanhTwd, f/2, #A
T VRS ERRER FARE OB TRES & XEIF L AT AN, M TEL - TV 5 (Harris
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1982, Hayward 1980, Poulet 1978). 370 b, EU LI LffEHN, FETEVWG->THWE EE
Zohbd, oI, &) —2RKEEMEN FOZEHREBOARNFATICSVLTE, INSDEYE
—fIC 13 generalist (M TH X D IFARTEATS) »2O0LHAEMHETHLIEEL SN T
% (Crawford 1987). T X HITR5 Yy 7 ABRICBUAMBOH D S T 2WMEIT 5L, A
BTS00 b VvOEEMEOHHO—IMABDREELVERT EH, FLIHTOVL &, ERE
L HEERFEEOH b WL oG EhTVE, YAVEHEORAREY 75 v 7+ vicBLT
&, fAEYIOITEI BRI L A BRI SEINE S W o Bt & LTV 3 (Spindler et al. 1984,
Stone 1969). ZEMIFHIEIZ—MEMIIC generalist Th 2 Eal~72hs, HEMEBENIC X - THX
BT TS v b v ABHT ZhEBEEMTE, PEOBTORE S, EEEARE,
Pleuromamma [&, Candacia &5 A 7 VB EMBENNCH TS/, A+ 7 IR ET 1 XDOKANE
WREEARIRT 2 & O SRS S0 5 —7, BontigRoh i aiic X 2o
WS TwB I EMEEENTWS (Clarke 1980, Hopkins & Baird 1977, Merrett & Roe,
1974),

R TR 1 7 VEOBIERE R LRSI N B TH B0, HRICHBT 2EHA~D
1#4H (Cowles et al. 1988, Richman & Rogers 1969), B4 % #¥~ D,#IR (peak tracking feed-
ing: Glasser 1978, Richman et al. 1977), & 2 #fH~ D 2% (Huntley et al. 1986, Price et al. 1983)
BEBHONTED, INOOFTEIREE» ORTAENRIEIC T v ra—LvEnTWE EER
5N TWVWA (Poulet & Marsot 1978). # 7z, KRICH T 2 HBRERELEOBHEE N7 7 ) 7
DHTRDIZIF 100 %% LB EEZ SN TWLAY (Sanders et al. 1992), T IRHH PO
SN F )T EERINCEIT A2 EBNS N TWAS (Gonzalez et al. 1993, Sherr et al. 1991). &
N, N2 FY TN L TEFOMIEY 4 XOBAAELEL L, kX il 7 oy
HHEEIC & D, JDEBARINPT KL EELLNT VS (Monger & Landry 1990), & 5
12, Flinkman et al. (1991) &, ¥ 75 v 2 + Y AORKEL, EEWEED SHlE, ol
EHLTORDIIESTE L R ERVICBIET 2 2 &ic kb, EEROSWEYRICHS S
HBEASEDTLAIEERELTVE, LI A4 7 V8, WHEIEE LURBECED SN
HEEGE S Ao 3 A I L Connell (1978) A3 & w7 6 HH D E (compensatory
mortality), % 7-HiiR7E4 13 Pimm (1980) @ donor control i#824 L, SHAEWMIATE D22 EYE
Ay, ZEOMEEZREICTZ AR EEA SN S,

WIECB Y 2 RMEE, ORI N TRBMONNE, BEho 1 >ORBEIZE
FENPBEES LW s EM R TH S (Cohen 1994). L, 735 v 7 b v EHO I generalist T
HBHEBNIH, BHECBIIEY TS v b vBE (A 7S v by, =478 %27 b
v, A2 bV) i, BAKOZICHN, SEECBLCOBENSAIIICBLWTLERTHD
(Greene 1985, Harris 1987, Longhurst 1985), 1 HHIROERNH 5 L IES52 0,

PLEoEZ G, BEAMCHEBEEERELTVSEN, BINE (EHO v -7 -1 7Tk sh
etk HR) AIRET AL, BEIPEHIUCIZIZIRETE S (Caswell 1978). Hi#H D 134
HARCTEDEZIELDEDMICT + — KNy 2B 5010 TH 5, Qaten (1977) Dt
KBV TS, MRFEME <y FF 3RO R O BZERNCBERIIC /0T 5 T EHDRHETH 275,
B bl xIf@D, O XD BRAMEMEHHSDECEENLEFELZ V.
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3—6 thirds ‘

Ubo#ZZ 3, BiFHbAEHIE LToa b, KEDDICIEEL =y FONEBBETH B &
WHREBAOHFELTVE, L L, BRI ERZLHEROT TR 2BHRTH O, Ei?iiﬁ

KBV TEBPHI S 2BoNAEZMT TR 2PANEZ TH O, NBFEIIC S ERFRIC
WBIBEPHAELTOEIARILBHES NS WS RAVS O, BSPihoFEAlcx LTt ﬁ@lﬁ
MRS TV 3 (Birch 1979, Den Boer 1980). M Iic 75 v 7 b v R REBEEFEOREH D &
S HDTHA. Den Boer (1980) 3ILfFEIC & - TEEED heterogeneity WEHEETH 5 LB T
WBM, BEXHBMBRREFVISEWE DI A 5. Ghilarov (1984) 3y 8AIIC bAEERNIC S
B 72 2 MO ARAGRESZBHNICRI CEB AR LA SHET 2 L0 5, SWhd 5185
LHF O TRENE HIFET oo icflic & O R ICPEL, BFEOT B WAEYIRIET S LE
Ao, IR, AMIRNCEARE, SR, BF, BELICH T 2RI S ORI A T T
% &5 Connell (1978) O & Lic 2 /HOKGIHL T 2. mFsiEzRop TR, Uk
REEEREZET 2403 EE LI bRy, & LEROEYDSIEET Il Ik EEm T &R
R 1256, HAENMMEEBHNT 5 F TR ICROERS» M, B LSRR EETLEL
TR TE LD SN T WA (Hubbell 1979). /2 OMICEZDTHEEPHEONR L SN
PEPRAEICET 2 TOBRMIRES SIKIER SN 7259, BONKHTH 225, Bifdithic L AE
BEfCLAIERMCRRIES B TH 5728, Ghilarov SORBFHRAZHFANLS N
B/ E D DIFEZ TR LS,

4. BhYIC
“The paradox of the plankton” %EIIUL\& LTRAEED TSN, KRN BRHREZHE Lcb
FTREVWOT, IRILEHEZ V. FIZIEKIED X5 /LGSR EREEEX SNS L, I,

BIECOERICHEAT 5 T &b b/Jw‘:t& -72% 1WA (Berghetal 1989) &, N2 F U 7D%
D A3 53% < OEYOERERICBG L TuarbHnEy, EHRICHLTHEZCDLDMREE
LENTHBY, Connell (1978) HBELEEHOLNTOLTHRY LT, FEOBENICHE L TIIBA
(1990) HFEL V., L L2 0% BHEMPCEAAY L S EMEEWES > AYBEARE L L BRT
Y, wEEY, Fers v b vBEBRoHT AERIc LW T RERNER2Z W (Longhurst
1985, Mullin 1993, Steele 1985). #7:, Steele (1991) &, MELARREFHHMITIZ2b0E LT
ZERNC T B g, WIEERERABEA T 200 E L TYEOBESEE ) 27V — b 2 v b AIERE
LTWaD, 75 v b vBRRINSOHBE» S ANTLEL, hlEha=—sRHELSZ
3. %L Tparadox ® A #1 = X & 3h D EMBEDOHFETIEFFIN TV 5 L 512 (Connell 1978,
Toft 1985), HMD 2 7 = XA TEH B EBOERICKLENTVEEEZLDBEUTH A,
FRAZBOCSVEMISHER TRV LB F, BAEAYHECHES W 28, #E
LB E Y v P TELWEE (BIZ 13 Rex et al. 1993, Sanders 1968; Gray 1994 & B D T &)
L, RABREVPREB LRV s HETOME (B1Z 13 Angel 1991, 1993, Grice & Hart 1962,
Ottens & Nederbragt 1992) 23{Pl7- & 9 [0 %2/~ 3 D [ZEEEZE W, “The paradox of the plank-
ton” 31 20RICTES, FRELALUSATALBERRLALHNG L, LirL, ToOE
DREWVWE AL, EMOSf, (T8, HEEREECOMAEIEAUIE, S5ITRT Yy JHEER
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FE—HAEY A 1 CIFFICKE L RIELE L HOMIOAERRRATEEZ SNV = — 7 S EIFE
DEWWKIZL TWA I EABCERSETLNE I EHFEEZD. McGowan 5 D— O WS (31l
BEREEDORF Yy yHERRERE - —DOHOEERTH L EAREBLTOVS. THIEE
MOSHMNTEONBEO TS v F VBER - —OhOBE LS 20 &0, WERIEL,
FL, FERRBIDG > TOBREDICBUCEHREN E S Z I WG » SEINIT WA, RAKISH ks
EHOSHINIIV, ZAhfEh, FLESIP-THOHELBESBOKRENEHEELEZS. HA
DFT 7 YPETE, CRREANBSKELEDTTH I, BELI LOBEAT VML A
Ehn, SoEgEERBRENTELLOICEA S, BT AHENTTH-TH, HE
BEE Vo RBIAOTRMTH > X HICBR L. KRB INSOBERS TS5 vy b vBEAEZ
EIHTOFSPY ERNE LS. AR, BEHMOMF A # = o2 hilicEZ TE 2,
BWIC bl 72@ D, TN biodiversity & WA EEDIZAO—EBIEEX L, F L TBE, B
1L ~LIZ BT S biodiversity 3i8bhoobH B, H AR I L 3 EHIER EoEYRED YK
1$45% 100-300 4L CHEE T 2 2 5 TH 5.

%‘E

£33

M.J. Dagg l8+icid, ToRHAEXEDE X -3 45252 CIHE, CB. Miller L ic i ss
WIS SR 2 TH W o, I sh—18E, PSR, LA 3RS o U TSR
ax v hAEEV.
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