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Mathematical study of matrix models for fish population dynamics in
random environments

Tatsuro AKAMINE!

Leslie matrix model and Lefkovitch matrix model are applied for fish population dynamics in random environments.
Simple quadric matrices are used in this paper because it is easy to understand. Tuljapurkar theorem is analyzed by
using an arithmetic mean of the maximum eigenvalues of matrices for all permutations. This arithmetic mean converges
to the maximum eigenvalue of the mean matrix. The distribution of the maximum eigenvalues of matrices for all per-
mutations is not a lognormal distribution. Therefore, it is difficult to estimate the growth rate by using computer’s simu-
lation. It is adequate to define the growth rate be the maximum eigenvalue of the mean matrix which is the expected
matrix for all permutations. Three numerical examples and important characters of eigenvalues are also presented for

good understanding.
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LAY =RV 7 a3y FAAD LS SITHET VTR
FRAERPETIASHOSON TS (M, 1990 ; PHEIE
A, 1992). IS DEFILTIRLANZEROM % [HE L
TR ETABIEEALETH 720, Fak TIXEROME %
Wmé&fmﬁgﬁw VB AT 5 ET LA TET
W5, Db I W Tk E O4RERIEL
D ETANEH TN TS (Caswell, 2001).,

KPEE I TIE VPA (Virtual Population Analysis) YA <
WS TV A, SRR E WG E T LA ERT,
HAEEET L EMAAGDE TR THAEITS ZENRE 0.
LA LB 2 W2 iU VPA & L 2 ) — 70 E T L
LIFLALHE—EFTLAEDT GREE, 2007), ST
FIET L EHO 2 TPHITFES A T el Eh 5.

Z O/ CIEREHMZ 2 RATHIE T A DWW TGN 5.
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WL L RER TR TRETH 5 (L, 1976). Eik
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_of A 0] 2
L S(O AQ)S 2)
ExtffbTE 34 61F,

n_— M 0 -1

L S[O Ag)s 3)

L%, ZZTMIREAM, SEEANRY bL (R b
L) EHNRETHTH S, ZORITENTr=A/A4[<1D
EE, noelTRIEVS0ERENE,

10

-1 n—1 4
0 OJS AL @

anm[
THhHd. Lk T KREAMAZEMEE 3T 5.
F 2RISR & r=InA, & EFKT D (PRI A,
1992). 75 ¥ 2 XATH O WA i [ A 5 Fiak
x*—(a+d)x+(ad—bc)=0
D2RTH 5. [THIOMEOFFIIMIETH 528, KithH Y
7 F OMLAABIE A HOCINIES TH 5.
ZOHARETIL () IZBWTUTDO KL S % [Tuljapurkar
DG RSN Tnw3 (A - B, 1993 5 #H,
2000, 2004). 2ODL 73Ky FA%E

P:(o 2} Q:(o o) )
02 08 02 0.8

T 5. MAEREEISREOVELR T LB §TLLE5XT,

ROBRBETTRPTEHL, BOEREFTIZoTEHT 5
EIRET S, ZDOLE

PPPPPOOQOOO
D &S ICBRIREHT 5 & BFERIIWA L,
POPQPOPOPQ
D &S ICRIRER T 5 L EFRERIIHMT 5. 6127
7401
" R_P;Q_ﬁi JJ ©)

EHWS LG HRERE EEIZNFET 2. 20 &5 ICHH
BIERET LRSS, RT3 8%
%) % Tuljapurkar D FH & 53,

LA L—J5C, Tuljapurkar (1989) i& (4.5.1) A& L CTHK
=R %

rcggﬂ@%ﬁ@iu=mm+Mm (7

EEFRLTCWD, ZIZTEC) BHEHETSH 5. MEI3E
WOV Iab—Vv 3 VICk-> CZOWIFHEAIE L < #iE T
EENEINTHS. F7=Caswell (2001) 1F (14.125) X &
L <

U(1)=U(0)exp(tIn A, +1.96+ 16? ) (8)

EPURL TS, 22 ThnA EHEEIIER O piEEME < &
5. ZTHIEEER A2 I B EIHEED 95% X & HEE T 5
RThH 22, HEPITHEEIMELER AT 5 Z & %2R
EL TS, #HHLZE)% T 55 ET IO LS &R
EDRNT B DD TH 5.

PIED &S mBURER E 2T, JR% (2010) 1 (6) D

W nFe LT, WAORAMAEOMEAEIKLZZ. ZDL
EREE RN .
R :?(P +0)" ©

2BV, 3P QOARNEF| O & 25> T3,
D F DA IBILEADOZNEFOBFHETH 5. nH
KEL &5 NI R KEREIZHE > TS 5. G40
FEFNEZ NI 720 WA L7220 F 52, ZDFTNX
TOMBOMMFENI AL —3T 53¢ TH 5. 175
ET () IZDOWTCEHE L MR, 280 KA E & 15
AR HDO R KEAEOMMES O T n=4D & &, 144
72D BEMIERITHRE L T0.02% Th > 72, L7zh-> TEWLT
HI| R D s K EAE T R NEF| O REM=R O & —d 5 &
TREIND, RETHOEHFE EDTIhEHHRE L TA
5.

KIEEtH
WHNZ 2 RITH PEQIZHEWT, [EAMOME %#5iLd %
&
(1) PO L OPOREIATEIE—3kT 5.
(ME2) PrOMEHEEIZP OEAEDO T TH 5.
(ME3) P+QD L &, PODEHEIXPE QD EAD
RCiEmun,
Ehb. (MED 1220 TEMUTO LS IS HIZEEN T
%5, PO DIEFEAE A, HAERY FMLExET S L,

POx=Ax
ThHHH, ZOMNIEIS QENTS L,
(OP)Ox=AQx

LEBDT, MITHIoPDREAE, OxhZ DA~ b
N b, PEQERHRT UL G KT 50 T T
TH5. (PHE3) 2o TIEMmIE AR & U TR (2010)
PR L7z 2L A 4 DFHETIL

B_F q’c_p ﬂ (10)
0 0 c 0
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L30T, AW HBENS,

Lo (EE1) 2HW3 &, n=4D & % PPQO,
OPPQ, QOPP¥ KU POQPZ9 XTCIH CHEAM%E DA,
POPQ ¥ KU QPOP & I HE AL 2 Z L nh 5. b
FEOMWE1~3 2 HNTTHIETIL (5) D (P+Q) 12K 5
BMEF D s KA O FIIT-35 % n=1, -, 6 12DV TRKD
THhB L, Table 1OKD BHiREKLD, —T7, FHITHIR
DOEAMEIZA=1,L 1,=—02, LN >Tv=02Td%.
TR TONEF D i KEAAEORMPEEE, SIS F41751
ROBRBEAE 1SR L T3,

KL 2 — {0 2 DO WTRBEICE B LT A S,
O & D13 Tuljapurkar (1989) D p. 26412 & % 15T,

p(l/4 3-x _(15/16-0.1 1/16+0.09
/4 o ) 1 0

2BV Tx=1/7=0.142857 L 728D Th 5. L7zh->T

p(025 28571) (08375 0.1525 an
025 0 1 0

EHRTHDL., ZOFHTHNZ

ro P10 _(0.54375 1.5048)

2 0.625 0

BOT, EAEMIZA=1.27906 & 1,=—0.73531Tdh 5 (v=
0.575). n=6D & & 142472 D BEINRIZIREL L T 0.6% D7
F CINHE LTy 5 (Table 1).

& 512 Caswell (2001) D example 13.2 (B KU 14.1) 12H
% [ cautionary example |

Pz(o.l 3} Qz(o.z o.z) (12)
02 0 10
ERELTAS. ZOWIITHNE

:P+Q: 0.15 1.6
2 06 0

R

DT, FEAMIEA=1.05766 £ 1,=—0.90766 T » %
(v=0.858). ZOBAZIRENIEL | n=47 5 n=512»1F
TEBARIEL 2> T B D, A BB & MBS & 12571 T
APUSNMEFNCPR L TH D, n=6D & = 14472 D By
IZHE L C5.7% D2 F TPR L Ty 3 (Table 1).

RO % Fig. 11289, 36 & P75 R D i Kl
ARIMEFNZINR LT b, £72Fig. 2~412n=6D L XD
& KEHEO S MmERT. [THETIL (1) & (12) TiE2D
DNEF] (PQY" & (OPY'IZB W THIRIZKE sfid L 52 &
NG AT

EZE
ZZTLDH 3Bl T e v<I Th D, LNEF| D ht

KEGMEOFME & n 23K E < 7 B2 DN TIEFIZ
ITHIR DI RFEAMIZIR L7z, 27 Ly kEL £ B1E
ENORIZELS £ o572, LAY — 75D 26IE AL 2 4 A D
FIHE T (10) EFHPLL T3, Z D474

B+C
D= _[ 0 b/2 (13)
2 c/2 0

ERDBE, A =Vbc2& 2,=—Abc2EDT, v=1Tdh 5.
DMz 2HT % &,

, BC+CB
b=y

LB H, KERIT

[bc/4 0 J_l[(bc 0}{0 OH

0 bc/4) 4100 O 0 bc
EhoTwad, EMICHRKIEEESR2DH 5720, nh K
% < I > T A D KEAE MO FEIIE 13458 O i Kl
e 3L 0,

PLED X5 i2v<1 OBAIZIE, 2NES O R KEAEOH
HIEE1E 0 A3k & < 7 B2 DN CEBTH R O i KA il
KR 3 & Bbhs., ZhaBATRTEXRAD &SI
%%, AT ADRKEAIEAA) &, P& ODAF i
5 BNES DO & D% Perm(P,Q.n,i) L KT L, n—sodD & &

Y AlPerm(P.Q.n.1)]

h(R)=F——— (14)

MRV T 5 LW E b, 22T XIIRNEH| ORI % ik
LTWa., —JF, §flig 128 ET I Nn+1)=ALONE) T
=

N()=2A0) A1)~ A(n—1)N(0)

75 B b BHIER ORI YAOAN)- An—1) % FAnT
YERBORIRA FET 5 L & 10, [N » 451
HAEIZRES | LARES BBANEH -7, FRICHNE
FIUIZBWTEFHEE LT

r(0)+r()+---+r(n—1) _

n

EHEEL T eh 5, i KIEA I DV T BUE R 3 A
IZHES TR EL T2 Z &tk s, SHOERIZZED
KO BIREBHI L AW L 2R L T\ 5. Figure 20D
XOBT = ZTRWRDIENPRLT D LIICEHRAS
2, Fig. 3,4D &5 &7 — 2 TIEM S 2T LTk,
HWH D 2B A

I=(p+q)" =§n:(n)pxq”
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{3 2,0V, 1) (1)

EREIN, nooD LB EMGMTEMTE S, ZThidp
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Table 1. Maximum eigenvalues of matrices for permutations.

Permutation kD Model (5) Model (11) Model (12)
n=1 P 1 1.1483 0.9793 0.8262
Q 1 0.8 0.9913 0.5583
m? 0.974166 0.9853 0.6922
n=2 PP 1 1.3187 0.9591 0.6826
PQ 2 1.04 3.0692 3.0203
QQ 1 0.64 0.9827 0.3117
m 1.009666 2.02 1.7587
m 1.004822 1.4213 1.3262
n=3 PPP 1 1.5143 0.9393 0.564
PPQ 3 1.152 1.4288 0.5556
PQQ 3 0.832 2.6445 0.6679
QQQ 1 0.512 0.9742 0.174
m 0.997283 1.7667 0.5511
m 0.999094 1.2089 0.8199
n=4 PPPP 1 1.7389 0.9199 0.466
PPPQ 4 1.3376 2.5393 1.8553
PPQQ 4 0.9216 1.3698 0.2748
PQPQ 2 1.0816 9.4197 9.122
PQQQ 4 0.6656 2.6821 0.7318
QQQQ 1 0.4096 0.9658 0.0971
m 1.00068 2.9431 1.8909
Tm 1.00017 1.3098 1.1727
n=>5 PPPPP 1 1.9968 0.9009 0.385
PPPPQ 5 1.5309 1.6461 0.4957
PPPQQ 5 1.0701 22329 0.4319
PPQPQ 5 1.1981 4.2417 1.2982
PQPQQ 5 0.8653 8.0999 19114
PPQQQ 5 0.7373 13654 0.1678
PQQQQ 5 0.5325 2.6495 0.2775
QQQQQ 1 0.3277 0.9574 0.0542
m 0.99984 3.2199 0.7298
Im 0.999968 1.2635 0.9389
n=6 PPPPPP 1 2.293 0.8823 0.3181
PPPPPQ 6 1.7597 2.2222 1.1581
PPPPQQ 6 12247 1.5379 02132
PPPQPQ 6 1.3911 7.7884 5.6024
PPQPPQ 3 13271 2.0416 0.3087
PPPQQQ 6 0.8561 2.2569 0.4543
PPQPQQ 6 0.9585 3.941 0.6313
PQPQPQ 2 1.1249 28.9105 27.551
PPQQPQ 6 0.9585 3.941 0.6313
PQQPQQ 3 0.6922 6.9936 0.461
PQPQQQ 6 0.6922 8.2201 22064
PPQQQQ 6 0.5898 13524 0.0891
PQQQQQ 6 0.426 2.628 0.2015
QQQQQQ 1 0.2621 0.9491 0.0303
m 1.000036 4.5326 1.9506
Sm 1.000006 1.2864 1.1178

1) number of permutations which have same eigenvalues
2) arithmetic mean
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Figure 1. Convergence of arithmetic means of the maximum
eigenvalues of matrices for all permutations to the maximum
eigenvalue of the mean matrix. Relative error is W&l(R).
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Figure 2. Distribution of the maximum eigenvalues of matrices
for all permutations in Model (5) when n=6.
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POMMEEME TS Z LWL Ebh s, FEE, Tul-
japurkar (1989) T3 5000 MO K AHFH R OKER r=0.1954 &
ELTWBEN, Zhrof/{oh s8R =1.21581%, F
PIFT 5 RO B KB A,=1.27906 & D & 5%(1F E /N &,
% 7= Caswell (2001) 2R L7z 8) XD & 5 AN HD
HemRIERoL L v e Bhbh b, B8 LA ARROLA
3y Iab =Y 3 VORER2S EMI2.5% & T 2.5% 5
BLBZETRHIERIS%N XA/ ZLNTEDIN, &
Bl & 5 % 475E 7L TidEe U A &IMES O i K FE A il % ok
W TEREDO I #IERT 5 Z e AEBEE Bbh b, i
n=4fEE T+ A9, RETIEKEZRFDOEHIZE T
& [V ZZFMI] PRI TETHS, Y Z75HlicE
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Figure 3. Distribution of the maximum eigenvalues of matrices
for all permutations in Model (11) when n=6.
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Figure 4. Distribution of the maximum eigenvalues of matrices
for all permutations in Model (12) when n=6.
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R"=E[Perm(P,Q,n,i)] (15)

LN T EEBKRLTOS, DF D FTHNIIHERE T IL
2B 5 [HIRHTRI] THB. Lk TUTHIETLICE
{F 2 BEMIEREFATH R D i KIE A & BT 2 D03 %Y
THhd. ZhIPL OMBTHTIR L THROGE SRIKT
bB. T2 ZE, P=15=3/2, 0=05=120D & =%,

RZZP+Q2:1r>2+2PQ+Q2:32+2><3+1:1
2 4 16

o505, BB — RIS FYTNIZ

R=pP+qQ, p+q=1
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00
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& POPO % & U QPOP D i K& 1t A3, PPOO, OPPQ
QOPP 15 K V' POOP DI KIEHE L D & KE W & KA
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