N

N

Limiting Feller diffusions for logistic populations with
age-structure
Sylvie Méléard, J.A.J. Metz, Viet Chi Tran

» To cite this version:

Sylvie Méléard, J.A.J. Metz, Viet Chi Tran. Limiting Feller diffusions for logistic populations with
age-structure. ISI2011, Aug 2011, Dublin, Ireland. pp.IPS013.01. hal-00595928v2

HAL Id: hal-00595928
https://hal.science/hal-00595928v2
Submitted on 18 Aug 2011

HAL is a multi-disciplinary open access L’archive ouverte pluridisciplinaire HAL, est
archive for the deposit and dissemination of sci- destinée au dépot et a la diffusion de documents
entific research documents, whether they are pub- scientifiques de niveau recherche, publiés ou non,
lished or not. The documents may come from émanant des établissements d’enseignement et de
teaching and research institutions in France or recherche francais ou étrangers, des laboratoires
abroad, or from public or private research centers. publics ou privés.


https://hal.science/hal-00595928v2
https://hal.archives-ouvertes.fr

Limiting Feller diffusions for logistic populations with age-structure

Méléard, Sylvie

Ecole Polytechnique, Centre de Mathématiques Appliquées, UMR CNRS 7641,
Route de Saclay, 91128 Palaiseau Cedex, France.

E-mail: sylvie.meleard@polytechnique.edu

Metz, J.A.J

Mathematical Institute & Institute of Biology €/ NCB Naturalis, Leiden,
Niels Bohrweg 1, 2333 CA, Leiden, Netherlands.

& EEP, IIASA, Laxenburg, Austria.

E-mail: j.a.j.metz@biology.leidenuniv.nl

Tran, Viet Chi

Université des Sciences et Technologies Lille 1, Laboratoire Paul Painlevé, UMR CNRS 8524,
Cité Scientifiqgue, 59655 Villeneuve d’Ascq Cedex, France.

E-mail: chi.tran@math.univ-lillel. fr

Population dynamics with age structure are very important in demography and ecology since the
demographic parameters of most species change over their life (think of maturation and senescence) and
many phenomena (e.g. evolving life histories or kinship based social interactions such as cooperative
breeding) require the introduction of age for their proper description (e.g. [4]). Evolution in general
structured population is treated on a physical level of rigor in Durinx et al. [6] and Metz [20]. We
consider here a long time scale diffusion limit for the dynamics of a large purely age structured
population with closely matched birth an death rates. To this end we work out the technical details
necessary to apply the general results in Méléard and Tran [19] to this particular case. This way we
derive, starting from a logistic age-structured birth and death process, a Feller diffusion with drift and

diffusion coefficients that are averages over the age distribution.

1 Feller diffusion limit with averages on the age distribution

We assume the population’s initial size to be proportional to a parameter K, to be interpreted as the
area to which the population is confined, that we will let grow to infinity while keeping the density
constant by counting individuals with weight 1/K. The population is assumed to be well mixed and
its density is assumed to be limited by a fixed availability per unit of area of resources. Each individual
is characterized by its physical age and the population at time t is described by the following point
measure on Ry

N
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where A;(t) denotes the age of the i oldest individual at time ¢ and N is the number of individuals
alive at time ¢. The space of finite measures Mp(R) is equipped with the topology of weak conver-
gence. Our processes live in the space of cadlag paths D(R;, Mp(Ry)) equipped with the Skorokhod
topology. We scale time so that the life length and gestation length overall are inversely proportional
to K. To achieve this, we choose the per capita birth and death rates to be of the form:

b (a) = K r(a) + B(a), d"(a,X{") = Kr(a) +n (X 1)



where we denote by (u, f) = [ fdu the integral of a function f with respect to the measure p. The
order K terms in the birth and death rates are the same, to maintain the demographic balance. We
assume that the function r(a) is positive, continuous, bounded and such that

+o0
(2) /0 r(a)da = +oc.

In this model, the individuals compete for resources, which is described by the logistic death term
n (X[, 1) where n > 0. The term B(a), which is assumed positive, continuous and bounded, can be
viewed as the growth rate of the population in absence of interaction. Finally, by choice of the time
scale, the scale for age-structure corresponds to an aging velocity equal to K, so that the physical age
of an individual born at time c is here a = K x (t — ¢). We shall refer to this combined scaling as
‘allometric’ after the alternative interpretation of the individual level relations as an inverse relation
between birth rate, and mean lifetime and weight.

The chosen scaling of the population process leads to a diffusion limit. For populations with
age structure, such limits have already been studied by various authors, but always for cases without
interaction and with techniques based on Laplace characterizations that can no longer be used in the
presence of a competition term (see e.g. [1, 2, 5, 7, 9, 16, 23]). Our results generalize [1, 2], where
averaging results are proved for the case where birth and death rates do not depend on age: in the
limit, these authors show that the age structure stabilizes to an exponential distribution. For cases
with both age and interactions, the literature has mainly focused on the case without our allometric
demography, proving convergence to a partial differential equation (PDE) (see e.g. [14, 21, 22]). In
particular, if the birth and death rates are both equal to r(a) we recover the classical McKendrick-von
Foerster PDE of demography [18, 10]:

+o0
(3)  9Owm(a,t) + dgm(a,t) = —r(a)m(a,t), m(0,t) = /0 r(a)m(a,t)da.

Let (2,.A,P) be a probability space on which is defined a Poisson point measure Q(ds, di, d)
with intensity measure ¢(ds, di,df) = ds n(di) df, where ds and df are Lebesgue measures on R and
where n(di) is the counting measure on N. Following [22], we can use the measure Q(ds, di,df) to
define a stochastic differential equation (SDE) describing the evolution of the process (X[, f) for a
bounded and boundedly differentiable test function f(a) € C} (R4, R):

¢
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= LR (A (52 )L B(As (5-))<O<2Kr(As (5 )48 A (s ))+n(x K 1 f(Ai(s-)) }Q(ds, di, df).

In the sequel, we denote by (F):er. the canonical filtration associated with @ and the initial conditions
(XI)k>1. When K tends to infinity, the aging velocity tends to infinity and simplification of the
allometric birth and death rates Kr(a) is not direct since births are nonlocal (age is reset to 0). The
idea is based on the observation that all terms of order K can be simplified when we compute the size
of the population. However, since the rates depend on age, we have to account for the limiting age
distribution.

Theorem 1.1. Assume that the following limit in probability holds:

(5) lim X{(da) = mo(a)da, with  sup E((X{,1)?) < +oc.
K—+o0 KeN*

Then:
(i) the sequence of processes ((X5,1))k>1 converges in distribution to the Feller diffusion:

t ~ t _
6) X;= mo(a)da—l—/ (ﬁXs—nXSQ)ds—{—/ V 2rX dBs
0 0

Ry



where B is a standard real Brownian motion, B = fR+ Bla)m(a)da and ¥ = fR+ r(a)m(a)da with:

7). m(a) = eXp_foa
0 o) = e e

(ii) for every t > 0, the sequence of measures (X[ (da))>1 converges in distribution to X;m(a)da.

The proof of Theorem 1.1 is detailed in the next section. The theorem states that the age
distribution, as the fast component, stabilizes to a non-trivial equilibrium m(a) of the PDE (3), with
only the order K in (4) as birth and death rates. The slow component, the size of the population, is
then described by a Feller diffusion in which coefficients are averaged over m(a). The latter limit is
similar to the limit that was already derived for the case without age-structure by [3].

One use of the result is for the approximate calculation of extinction probabilities:

Proposition 1.2. For the diffusion (6):
(i) when n > 0, we have almost sure extinction in ﬁm’te time
(ii) whenn =0, P(Ft € Ry, X; =0) =exp( — ﬁf (a)da/T).

Proof. Notice that 0 is an absorbing point. When n > 0, we can prove almost sure extinction by
exhibiting a Lyapounov function (see [13, p.235] or [19]). For n = 0, we can then adapt the computation
of [13, p.236] and obtain that:

&Pt er )da>‘
R(eft —1)/8

Letting t — 400, we obtain the announced result. |

P(X; =0) = exp (

2 Proof of Theorem 1.1

The proof is divided into several steps. From (4) we see that for a test function f € C}(Ry,R) the
process:

®) MY =X (X&) - /O (X, Kf'()+ (Kr() + B()) F(0) — (Kr() +0(XE 1)) £())ds,

which can be written as an integral with respect to the compensated Poisson point measure of
Q(ds,di,df), is a local martingale started at 0. If we introduce 7, = inf{t > 0, (X%, 1) > n},
then the process M. LK A, Is a square integrable martingale with predictable quadratic variation:

P BOL0) + X5 1) 12()
M), = [ (OO + 020 + 4 ))ds

As noticed before, the aging speed tends to infinity and it is difficult to keep track of the individual.
Moreover, births are non-local since the age of a new individual is always reset to 0, inducing an
asymmetry between an individual and its parent. If we consider the test function f = 1, the derivative
with respect to age disappears and the allometric birth and death terms compensate each other. Thus:

(9 MM = (X0 = (1) = [ (K, 8) = n(xE 1)) s

defines a local martingale started at 0. The stopped process M /\ has predictable quadratic variation:

gy = [ (200 4 DI
0

K



As seen below, checking the tightness of the total mass processes ((X® 1)) x> is classical as soon as
moment estimates are proved. However, for the identification of the martingale problem satisfied by
the limiting values, we still need to tackle the age distribution as the rate §(a) depends on age.

1: Moment estimates. Under Assumptions (5), we will show by following [3] that

(10) sup supIE((XtK,l)?’) <400 and  sup E(sup(XtK,l)Q) < +o0.
KeN* t<T KeN* t<T

Indeed:

(X[ 1) < (X5, 1)°

t 1 3
+/ / Lick(xk 1) 19§K7~(Ai(s,))+ﬁ(Ai(s,))(((Xsli,1> +=) - (Xsli,1>3)
0 JNxRy K

1.3

K K

TR (Ai(s2)+B(Ai(s-))<I<2Kr(Ai(s-))+B(Ai (s—)+n(X K 1) ((<Xs_, - 4) = (X, 1>3)]dQ-
Using that 23 — ¢® = (z — y)(2? + xy + y?), taking the expectation and using Gronwall’s lemma:

E({(X{xn.1)?) =E(X{,1)°)
(XK 1) 1

HE(/O ™ s 5 XE (da) [6r(a) (X 1) + la) (32 12 4 2Rl Ly

n(XE, 1) (3(xE,1)? <X;; -1 +%)D

t
<E((X{5,1)%) +/ CE(1+(XE, . 1)*)ds < <E(<X§<,1>3)+CT>eCT
0

which is finite thanks to (5) and where C' is a constant that does not depend on K nor on n. The
upper bound being independent of n, we necessarily have that lim, ,,. 7 = +0o a.s. By using
Fatou’s lemma we can get rid of the stopping time 7, in the Lh.s. This proves the first part of (10).
For the second part, using (9) and Cauchy-Schwarz’ inequality:

sup(XL, 17 <3O + 3sup P47 [ 1512 sup (X 1) .
u<t u<t

Taking the expectation and using Doob’s inequality, Gronwall’s lemma and the first estimate of (10)

completes the proof of (10). As a consequence, we can show that the martingales (8) and (9) are

square integrable martingales.

2: Tightness of the mass process. Thanks to (10), the family of marginal laws ({X/<, 1)K >1,e0,7]
form a tight family of real random variables. Then, Aldous-Rebolledo criterion (see e.g. [15]) can be
checked for the predictable finite variation part of the semi-martingale (X 1) and for (M%), Let
(Sk,Tr) K be a sequence of stopping times such that for every K, Sx < Tx < T A (Sk + d). Since

]P’(‘ /STK (XX, 8) —77<X5,K,1>2)ds‘ > 5) SS(’WHOOE(?;IQQ(X&{(’U) +77E(Sup(XsK,1>2)>,

t<T
which can be made smaller than ¢ by (10) and for ¢ small enough. A similar estimate is derived for

(MYE)Y. Thus, the sequence ((XX 1)) k> is tight in D([0, 7], R).

3: Tightness of the family of marginal laws (XtK)KZLte[O,T} in Mp(R;). Modifying the
indicators in (4), it is possible to couple for each K the process X K with a process Y without



competition where individuals give birth at rate K r(a) + S(a) and die with rate K r(a). All the
individuals in X* are present in Y¥ with independent and longer lifelengths. The lifelength of the it
individual living at time ¢ and born after time 0 is hence smaller than a random variable DX (¢) whose
distribution is characterized by its survival function S¥(¢) = exp ( f(f Kr(K u)du) Since the aging
velocity is K the probability that an individual lives until age o is S¥(a/K) = exp( fo )
For an individual ¢ alive at time 0, the remaining time it has to live can be dominated by a random
variable AiK such that conditionally to the state at time 0:

IP’(AZ-K > f) = exp ( - /05 Kr(A;(0) + Ku)du)

Then for a, € and n > 0:

N
P(X/([0,0]) > ¢) S]P’(Z La,(t)>a > Ke, NF < nK> +P(NS > nK)
=1

ok K E((XX 1 & K
) <P( ooz > 1) + 2O (D Lugeaze > )
i=1 =1

The second term is upper bounded by £/3 for sufficiently large n thanks to (10). For the first term,
using Bernstein’s inequality (see e.g. [12, p.241]):

(ZlD oot > 5) =B (3 (s S5 ()} > K5 - n" ()

=1

“ e (_ K2(e/2 — nSK (a/K))? )
2

n —nSK(a
(2K IG5 ] K))

Choosing o = a(n) sufficiently large implies that (¢/2 — nS¥(a/K)) > /4. Then, it is possible to
choose Ky = Ky(a,n) sufficiently large, so that the r.h.s. is upper bounded by ¢/3 for all K > Kj.
For the third term of (11)

N
Ke
(12) P(Z Lao+KaK>a > 5 |X§>
p
NK

<Z{1A JHKAK>q —1A€ Jao r(edey K{g _/ LA e Jartde X (da)} | Xé()
Ry

Let ¢(a) < a be such that ¢(a) and f¢> a)da tend to infinity when a — +o00. Since we have the
following limit in probability
lim 1Ae Ja rwdu XE(da) :/ 1A e Ja rwdu mo(a)da
K—+4o00 Ry Ry

< / <1[¢(a),+oo)(a) +e f4>(a) r(u)du) mo(a)da
R4

where the rhs tends to 0 when o« — +o00, then for a and for K > K; = Kj(«) sufficiently large, we
can upper bound the rhs of (12) by £/3 thanks to Bernstein’s inequality and by proceeding as for the
previous term.

Note also that since the upper bound does not depend on ¢ € [0,7] the choices of a and Ky are
independent of ¢ € [0, T]. This provides the expected tightness.



4: Tightness of the family of measures (I'(dt,da) = X[ (da)dt)>1. We follow the approach
of Kurtz [17]. Since we have to deal with the fast component in D([0, 7], Mr(R,)), we forget that
we deal with processes and rather consider the measures (I') x> in Mp([0,7] x R;). We have for
a > 0:

TE((0,7] x Ry)\ ([0,T] x / XK ([0, a]° )
< /0 (aP(Xqu,a] ) < &)+ B(OXE 1)L oagyo) )
<Te+ /TIE((XtK, 12)PP(XE([0,0]%) > €)?dt < Te + C(T)VE.
0
This proves the tightness of (I') g1 in Mp([0,T] x Ry).

5: Identification of the limiting values of (I'*)x>1. The sequence (I', (X5 1)) ey« is tight in
Mp([0,T] x Ry) x D([0,T],R4) as each of its components are. By Prohorov’s theorem (see e.g. [8])
we can extract a subsequence that converges in distribution to a limiting value (T, X) which belongs
to Mp([0,T] x R4) x C([0, T],R). Our purpose is now to characterize the latter.

Let ¢(s) be a continuous bounded function. From the definition of I'® we have for every t € [0, T]:

/Ot/R+ o(s)T (da, ds) :/OtSD(S)<XSK,1>d5,

By letting K tend to infinity, we obtain that the marginal measure of I'(da,ds) is Xds and there
exists a transition probability s(da) such that I'(da, ds) = ~s(da) Xsds. Recall that for a test function
[ € C}(R4,R) we have (8). Let us write:

f,K
MK = AKX + BE
XK (XK, f XK1
Af( < t ’f> 0 / 5 ﬁ;? 77< - >f(a))X§((da)ds

[ ] @)+ @) - pa) XK s

From (10), E(sup;<y 4f*) — 0 when K — +o00. Since Z > fo Jr, (f"(a)+7(a)(f(0) = f(a)))E(da, ds)
is continuous at I', the last term converges in distribution for every t € [0, 7] towards

:/0 /R (f'(a) +7(a)(f(0) = f(a))) Xs7s(da)ds.

Let H, € F, be a bounded random variable. Since M7¥ is a square integrable martingale, we have
uniform integrability of the families (Mtf K JK)g>1 for every t € [0,T]. Hence:

_ Mf7K Mny Mf7 _
E(M! H :E< li t—H): i E< i ): i IE( ):E(MfH).
(M H) =B fim T He) = Jim BT ) = i B (T A s He

This shows that M/ is a martingale, but since (13) gives that it is also continuous with finite variation,
it is indistinguishable from the null process. Hence almost-surely and dt-almost everywhere:

1) [ (7@ + (@) - f(@) Xe(da) =0,



Choosing in (14) a test function of the form f(a) = ¢(0) + [;' ¢(@)da, with continuous and bounded
p, gives that:

+o0
So) = %1 [ pla)([ T rayutda))do.

If X; = 0, then I'(da,ds) = 0. On {X; > 0}, the above equality tells us that v;(da) is absolutely
continuous with respect to the Lebesgue measure with a density my(a) that satisfies for all a € Ry,

=/ ooy (a)dav. Tt results that a — my(a) is infinitely differentiable and solves d,m¢(a) =
—7‘( )mt( ) Whlch characterlzes the stationary solution of the MCKendriCk von Foerster equation (3).
The solution of this equation is of the form M (a) = My (0) exp(— [ ( , and since Y (da) is a

probability measure:

+oo —+o00 .
1= / e (a)da = iy (0) / e~ o r@deg oy (0) =
0 0 * exp(— fo

This provides (7) and all the limiting values of (I'f)g>1 are of the form X;m(a)da where X is a
limiting distribution of (X*) k>1. Our purpose is now to identify X as the unique strong solution
of the diffusion (9) so that the sequence (I') x>1 converges in distribution to its unique limiting value.

6: Identification of X. Let us consider for n € N*, the times t; < ...t, < s < t and the continuous
bounded functions 1, ..., %,. We introduce the following map:

V) = [V Yo [ BV ¥ 2)as]n00) vl

Since the limiting values of ((X,1))x>1 are necessarily continuous, ¥ is continuous at X. We have:
o (XK, 1)) = o (XK 1)) - (X0, 1) [ A, + BE]
AK, = /: (XK g)—fX,)ds,  BE = /:77(<Xg<,1>2 ~ X2)ds.

As f((a) is continuous and as I' converges to m(a)da X, ds, Ast converges to zero. Thanks to
(10), E(JAE]) — 0 when K — +oo. A similar result holds for E(|BL|) since X is a limiting
value of (X% 1). We deduce that for every s and t, E(|¥s,((X¥,1))|) — 0 and for all ¢, M; =
X, — fR+ mo(a)da — fg (B\Xs — nX?)ds is a martingale. To compute its bracket, we first apply Ito’s
formula to M, yielding that

(15) X2 — ([ mo(a)da)® - / 2X,(BX, — nX2)ds — (M),
R 0

is a martingale. Moreover, using It6’s formula with (4), the following process is also a martingale:

¢ 1
ot = o= [ () + @) (20X + )

— (Kr(a) + (X, 1)) (2(XE 1) — =) ) X5 (da)ds.

which, by arguments similar to the ones above, implies that

t o~ = — —
(16) X2 — X2 - / [2)’(5 (BX. —nX2) + Q?X] ds
0



is a martingale. By identification of (15) and (16), (M); = 27 fg Xsds, and it is classical to show that on
an enlarged filtration space, there exists a Brownian motion (Bt)te[o,T] such that M; = fg V27X dB,.
Hence X solves the Feller equation (6), for which strong uniqueness holds. O
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