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Abstract: We demonstrate a basic technique for simplifying time-periodic competition models, which
is based on the utilization of periodic delta functions as population growth rates. We show that the
Poincare mapping splits into a sequence of one-dimensional mappings. The study of the correspond-
ing stable equilibria allows us to make conclusions concerning the coexistence and selection of the
family of competitors. In particular, in “all vs. all” systems, for one of the populations to dominate, it
is enough to surpass the others with a certain margin, and the correspondent stock constant does not
depend on the number of competitors. We present paradoxical examples, where (1) a low-productive
population can displace a highly productive one, (2) the displacement is non-transitive, (3) the coexis-
tence is non-transitive. We also show how the delta functions can be utilized for the analysis of a
“predator—prey” system.

Keywords: time-periodic environment; delta functions; competition; selection criteria; universal
stock constant

MSC: 92D40

1. Introduction

Simulation models are widely used in the study of environmental, economic, and
social systems, see, for instance, classical references [1,2]. An important feature of such
objects is the possibility of an ambiguous description: the interaction of their elements can
be represented by many “plausible” nonlinear dependencies. This “uncertainty” (freedom)
allows us in some cases to choose a special structure of the model that allows for a fairly
complete study. To study the population evolution in a periodic environment, in the present
paper, we propose the design of competition models, i.e., §-systems, in which population
growth coefficients are periodic delta functions.

Periodicity often reflects seasonality, which is an important factor affecting population
dynamics [3,4]. More precisely, there are a lot of periodic factors, e.g., temperature, rainfall,
human activity, etc., which can essentially affect evolution [3], species coexistence [5,6],
infectious diseases [7-9], etc. Taking into account seasonality can qualitatively change the
conclusions regarding population dynamics, since parameter periodicity can, in particular,
produce quasi-periodic and chaotic solution behavior [10,11]. Interestingly, seasonality can
have a stabilizing as well as destabilizing effect on dynamics [12-14].

In this paper, we follow the approach which was first used in [15] that can be classified
as semi-discrete modeling [16]. In fact, it utilizes differential equations with impulsive
effects [17-19]. We believe that the form of this approach which we use in the paper has
a certain degree of novelty. Usually, impulses are used to reproduce some biological or
environmental effects such as short-term reproduction processes [15,20], pulsed immigra-
tion [16], impulsive harvesting [21], etc. Our goal is somewhat different: the presented
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approach allows us to simplify the study of large time dynamics in systems with periodi-
cally changing parameters. We show that the study of such systems can be substantially
simplified by the utilization of periodic delta functions as population growth rates. In the
J-system framework, the search for periodic regimes is reduced to the solution of a certain
system of linear algebraic equations. Moreover, the stability of equilibria can be justified by
quite elementary means. In the corresponding J-systems, nonlinear interactions appear
quite rarely; each population has only one growth point during a period. The last circum-
stance allows us to split the Poincaré mapping into a superposition of simple mappings by
changing only one (“its own”) variable. Therefore, a certain “nonlinear skeleton” remains
from a full-fledged nonlinear interaction. This skeleton preserves the competitive essence of
the phenomena, while greatly simplifying the investigation. Therefore, /-systems represent
a kind of “scout model” for obtaining plausible hypotheses related to the general case.

The aim of this paper is to demonstrate the capabilities of this approach using the
Contois-type model [22] as the main example. From the point of view of modeling ecosys-
tems, we demonstrate that some interesting effects can be discovered with the use of the
adopted approach: a low-productive population can displace a highly productive one, the
displacement can be non-transitive, the coexistence can be non-transitive. We also show
how delta functions can be utilized for the analysis of a “predator-prey” system.

The paper is organized as follows. In Section 2, we introduce J-shaped periodic growth
rates using an example of the Contois model for a single population. We derive the jump
condition and carry out a simple study of the correspondent Poincaré mapping. In Section 3,
we generalize the jump condition to the case of two populations, underlying the “splitting
effect” of the Poincaré mapping. We present some examples, demonstrating counter-
intuitive properties of competition outcomes. In Section 4, we present some results related
to the stock constant, which is sufficient for the displacement of competitors. Section 5
concludes the paper.

2. Single Population Dynamics in a Model with §-Shaped Growth Rates

Formally, the dynamics of a single population are represented in the form [23]:
T =xg(x,r(t)) ©)

where x is the population biomass; ¢ is a smooth function, which decreases in the first argu-
ment; 7(t) is the growth rate, depending on changing environmental factors (temperature,
etc.). For example, the Contois model [22] uses the dependence

r(t)

THk+x’ ?

p(x,r(t) = -1+
where k is the biomass of competitors at time moment ¢, and r(t) > 0 for all ¢. If the
environment is periodic, then r is a periodic function, r(t +mT) = r(t),m € N:={1,2,...},
for some T > 0. Growth rate functions are usually non-negative and may have one or
several maxima on [0, T]. Some biologists suggest that for evolutionary mature communities
of similar species, within common ecological niches, the areas under these graphs are
approximately the same (over the same time period) [24]. Without loss of generality, we
assume that they are equal to 1.
The usage of /-shaped growth rate functions can be rationalized as follows. Consider
the Laplace-like transform

T
p(s) = Lr(s) := /0 e Str(t)dt, s>0.

The function p is completely monotone: (—1)"p((s) > 0, n € Z, := {0,1,...}, and
p(0) = 1. Let E be the locally compact space of infinitely differentiable functions on (0, c0),
endowed with the topology of uniform convergence of functions and all their derivatives
on compact subsets of (0, 00). As is mentioned in [25], the set K of all completely monotone



Mathematics 2024, 12,125

30f12

functions such that f(0+) < 1is compact in E, and the exponents s — e~ *°, & € [0, co] are
precisely its extreme points. Any function in K can be represented as

ps) = [ nan)

with some non-negative Borel measure on [0, o] (the Bernstein theorem [25]). Since e~ ™ =
Lé(t — 1), from a heuristic point of view, delta functions turn out to be a kind of “basis” in
the family of growth functions.

Let us construct the Poincaré mapping (the first recurrence mapping) for the following
single population model with a J-shaped growth rate:

1
{=x|-14+A6(t —T7)———|. 3
X=x +AS(t—1) T kT« ©)
where T € (0,T), A > 0 is a population productivity parameter, and k is the biomass
of competitors. From now on, we assume that all delta functions § are T-periodic. Roughly
speaking, the solution of (3) on (0, T) is a decreasing exponent, except of one point t = T,

where there is a positive jump from x_ = x(7 — 0) to x1 = x(7 + 0), see Figure 1a.

(a)

T t
Figure 1. (a) Behavior of a solution of Equation (3); (b) Poincaré mapping.

To deduce the formula for this jump, we follow a well-known scheme [26,27]. Assume
that the solution x of Equation (3) is a pointwise limit of the solutions x;, correspond-
ing to the growth rates Ah,, where h;, is a smooth function concentrated in the interval
I, = [t —aTt+by], and

ha(t)dt =1, 0<ayb, -0, n— oo
I
We also assume that x(0) = x,(0) > 0. Such a definition of x is correct if the limit
does not depend on the sequence. For r(t) = hy(t), from (1), (2) we obtain

(1+k)%+5Cn+xn+1+k:Ahn-

n

Integrating over [0, T], we see that for n — oo

/I (1 +k)x—"dt =(1+k)(Inx,(T+by) —Inxp(t—a,)) - (1+k)(Inxy —Inx_),

Xn

/ tndt— x4 —x_, / (Alty —1— k) dt = A.
Finally, since
X < Axyhy
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it follows that x;, is uniformly bounded:

0 < x,(t) < x,(0) exp (/\ /Ot hy(s) ds) < x,(0)e",

and [ 1, (xn(s) + 14 k) ds — 0, n — oo. Collecting these assertions, we obtain the relation
for the left and right limits x_, x. at the jump point T:

p(x4) =¢(x-)+A, where ¢(x)=(1+k)Inx+x. (4)

Importantly, the values x_, x; do not depend on the sequence. Note also that the
nonlinearity in (3) is related only to the jump at t = 7. In particular,

x() =x(t+0)e 7, te(r,T+T).
Hence,
P(X(T+7+0)) = @(x(T+7—0)) +A=g(x(t+0)e 1))+ A
=p(x(T+0)+A—(14+KT—-(1—e Hx(T+7-0). (5)

Put y™ = x(mT + T +0). Then,

A 1
o) = oM+ T\ 1=yt |, mELs, ©

where 1/q = (1 —e~T)/T. Indeed, for m = 0, this relation coincides with (5). In the general
case, (6) follows from the periodicity argument.
The relation (6) implicitly determines the Poincaré mapping

Y =g (y™, k) )

where the function g is monotone increasing and concave in the first argument (see

Appendix A). Note that functions of this kind constitute the simplest class of nonlinear de-

pendencies. They are widely used in applied research in economics and ecology (see, e.g., [28]).
Assume that A > (14 k)T; then, there exists a unique equilibrium point

Y L
yq<T 1 k)

. 08 . 08
ylgﬂo @(%k) >1, yglfoo @(y,k) <1, 8)

of (7). From the properties

(see Appendix B) and Figure 1b, it follows that y* is globally stable in R .
To show that the proposed approach is of general nature, consider the non-autonomous
Volterra model [29]:
x=x-(1—-Aé(t)x),

where, as defined above, J is the T-periodic delta function, which is zero everywhere except
the points t = mT, m € N. Clearly, the solution of this equation on the interval (0, T) is an
increasing exponent. At the point t = T, there is a downward jump. Put Y = x(mT + 0).
Then, x(T — 0) = Y%. To find x(T + 0), rewrite the Volterra equation as follows

x 1

= —AS(t).
23 (£)
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Integrating this over a small interval (T — ¢, T + ¢) and passing to the limitase — 0, we
getl/ (YOeT) —1/Y! = —A. These related calculations are quite similar to those considered
above. In general, the recursion takes the form [30]:

1 -T

e
yort = At v

3. Paradoxes in a J-System of Two Competitors

If there are several populations with T-periodic growth rates §(t — T;), then to avoid the
ambiguity in the jump outcomes, we always assume that all 7; are different. Furthermore,
we consider the model of “similar” competitors:

%= @i(x1+ -t ag t)x, i=1,..,m

Here, other competitors exert equal pressure on the growth rate of the i-th population.
Sometimes, such competition is called neutral.
Consider a Contois-type model with two competitors and T-periodic J-growth rates:

. 1
X1 = X1 |:_1+/\15(t_Tl)1—|—x1—|—x2:|’ (9)
. 1
Xy = Xp |:1+/\25(tT2)]W:|, (10)

where0 <71 <7 <T,A/T >1and Ap/T > 1. Puty" = x;(mT+ 1, +0), m € Z,
bu = exp(Tz — T — T), b21 = exp(Tl — Tz).

Using the “jump conditions” (4), after a few calculations (see Appendix C), we con-
clude that the Poincare mapping is implicitly determined by the equations

A 1
PO E) = o) + T T 1 b -, an
A 1
P20y ) = g2y ) + T [TZ —1— by - qu], (12)

wherem > 1,

P1(y1,y2) = (1 +boy2) Inyg + 4,
P2(y1,v2) = (1 +bay1) Inyz + vo.

Furthermore, the Poincaré mapping ¢ : RZ2 — R2 admits a decomposition g = g 0 g1
into two simple mappings

& 8
Wy =5 (s, Ly <SS Ly,

7

Each simple mapping is a monotone concave function, and it changes only “its own’
coordinate. This gives rise to a “stepwise” movement of the state point, resembling the
movement of a rook on a chessboard, see Figure 2a. Without splitting, the movement of the
state point resembles the “oblique” movement of the chess bishop, see Figure 2b.

A key role in the study of the dynamics of the system (11), (12) is played by two isoclines

E={Y=(yp) Rl :q1(Y) =Y}, E2={Y=(y12) €RE :g(Y) =Y}

It is remarkable that each isocline is a straight line segment which gently attracts
the state point along its own coordinate. If E; is above E; (see Figure 2a), then the first
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population displaces the second one. If the isoclines intersect inside R?, then a positive
equilibrium (y7, y3) arises:

Ao

7L (13)

1 M 1
L% b e S | * Tor
qyl thoyy=— -1 bayy + qy2

Note that the determinant A = g=2 — e~ of the system of linear Equations (13) is
strictly positive for all T > 0. In this case, it is easy to see that the positive equilibrium is
asymptotically stable, see Figure 2b.

(a) (b)

6 5
— El El
5- EZ 4' E2
4
l 3
N3' " o~
EN S5 ™ ~
2 _j
1
1 I / N
0 -— — - 0 Y
0 1 2 3 4 5 6 0 1 2 3 4 5 6
Y1 ya

Figure 2. Competition outcomes for different locations of isoclines: (a) competitive displacement,
(b) sustainable coexistence.

If one of the components, say v}, is negative, then the correspondent component x; of
the solution of (9), (10) tends to zero. Put 4; = A;/T — 1. The analysis of (13) with T = 3
reveals the following “paradoxical” phenomena.

1. A low-productive population can displace a highly productive one. Puty =0, 7 = 2.99,
w1 =3, po = 2.9. From (13), we get y; < 0,y; > 0.

2. Thedisplacement can be non-transitive. Consider a set of three populations with parameters
T1:1/2, T223/2, T3:5/2, ;Ll1:]/12:]/l3:6.

Applying (13) to any pair of these populations, we see that in a two-species community,
one of the populations displaces the other. Formally,

X1 > Xp, Xp > X3, X3~ Xq,

where x; > x; is the binary relation, meaning that the i-th population displaces the j-th one.
Iterations of the split Poincaré mapping are shown in Figure 3.

In the three-dimensional Contois system, a stable periodic regime was discovered.
However, in some other models, non-transitivity gives rise to a complex regime consisting
of a cyclical change of dominant forms, see [30].

3. Coexistence can be non-transitive. Denote by x;~x; the coexistence relation. It appears
that this relation need not be transitive. For

11=0, »=4/3, B=8/3 p=p=p3=06
from the analysis of (13), we get

X1~ Xp, Xp~X3, X3 Xq.
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X1> X2 X3 > X1 X2 > X3
51 5 ]
17.51
4+ 4+
15.01
3 3
o~ m 125' ™m
x X x
21 10.0- 2
14 7.5 11
0 1 5.0 0
16 18 0 5 10 16 18
X1 X1 X2

Figure 3. An illustration of an example with non-transitive displacement.

Note that in a constant environment, the neutral competition is quite tough. In par-
ticular, it is not difficult to show that only one (the most productive) population survives
in such a situation. The changing environment turns out to be less rigid, and here the
coexistence of several competitors is possible, as mentioned above. It is natural to ask how
many competitors can contain their community for a given period T, reflecting the time
capacity of the environment. This problem was investigated in [31] for piecewise constant
growth rates. After some quite cumbersome calculations, the authors deduced that the
coexistence of any finite number of competitors is possible.

It turns out that this conclusion can be easily achieved for a J-system with 7 simi-
lar competitors:

1
X = <_1+A5(t_71)1+x1+--~+xn>xl
for A/T > 1,and 7; = iT/n,i = 1,...,n. PutY]" = x;(mT + 7; + 0) and construct
the Poincaré mapping, similarly to the two-dimensional case. Its equilibrium points
(Yf,...,Y;;) are determined by a system of linear equations. When a positive solution
exists, its components are equal due to symmetry. Finally (see [30]), this solution is globally
asymptotically stable in R} .

Note that even in simple oscillatory systems, periodic deformations of their param-
eters often lead to unexpected effects. For instance, at a certain frequency of oscillations
of the suspension of a pendulum, the lower equilibrium becomes unstable (parametric
resonance), and a “strange” stabilization of the upper equilibrium occurs at sufficiently
high frequencies [26]. Therefore, it is natural, for example, to investigate the influence of pa-
rameter periodicity on the oscillatory dynamics of the “predator-prey” system. To do this,
we carry out a modification of the non-autonomous Volterra “predator—prey” model [29]:

¥=—-x+d6t—m)xy, y=y—o(t—m)xy,
where 0 < 7y < 1p < T. Put
X" =exp(ty —2)x(mT+14+0), Y"=exp(T+71 —n)y(mT+ 1 +0).
By the argument given above, we obtain the relations
InX" =InX" - T+Y", InY" =InY" +T—X"*1.

Here, the equilibrium X* = Y* = T is unstable for all T > 0. In particular, for T =1, a
locally stable cycle of length 6 arises. So, the oscillatory process becomes more complex.

4. A Sufficient Condition for Competitive Displacement—Universal Stock Constant

Let us analyze paradox 1 from Section 3 more carefully. Namely, we will find a
sufficient condition for the displacement of the second population. Within the framework
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of system (13), this is a constraint on A, Ay, ensuring the inequalities y; > 0 and y; < 0 for
all0 < 1 < 7 < T. The most severe option occurs when the parameters 71 and 1 are very
close to each other. Put formally, 70 = 9. Then, b1, = 1, b1y = eT. We will call

el —1
T

KZ = >1

the stock constant. Under the condition

M A
(T - 1> > (:r - 1)1<z (14)

we have y7 > 0 and y5 < 0. This conclusion holds true for all other 71 < 7, and implies the
following result.

Theorem 1 ([30]). Under condition (14), the first population displaces the second one within a
community of two competitors.

Sometimes, a cruder sufficient condition for competitive dominance is used [30]:
A1 > AKZ. For n competitors, the Contois J-system takes the form

1
;= | -1+ A6(t—T i, i=1,...,n, 15
Xi ( + Aid( Tl)1+x1+-~~+xn>xl ! n (15)
where 0 < 79 < -+ < T,,. Surprisingly, the stock constant for a two-dimensional system
remains valid in the general case as well.

Theorem 2 ([30]). Under the stock condition
AM>A-KZ, i=1,...,n (16)
the first population displaces the others in system (15).

The justification of this result is based on simple geometric considerations similar
to Figure2a: For each variable in (15), it is possible to construct a Poincaré mapping
(see (11), (12) for its two-dimensional analogue), from which isoclines Ej, ..., E, can be
found explicitly. All isoclines are hyperplanes. It turns out that under the stock condition
(16), the isocline E; is located above the others. This implies the result of Theorem 2.

One can say that (15) describes all vs. all competition. Here, for the dominance of
the first population, the stock constant need not depend on the number of competitors.
This universality is due to the fact that populations interfere with each other, and therefore
cannot fully unite against the first one.

Let us consider an analogue of system (15) with smooth growth coefficients:

1
(: — —1 t iy ’:1,..., 7 17
fi= (O e = e 17
where each r;(t) is a non-negative T-periodic function. It appears that here, the inequali-

ties (16) with A; = fOT ri(t) dt still imply that the the first population displaces the others.
The proof of this rather complex result is based of the principle of inheritance of local
properties by the global Poincaré mapping [32].

For comparison, consider Volterra’s competitive scheme:

xi=0=-Ao(t—T1)(x1 4+ +x))x;, i=1,...,n, (18)

It is natural to call 1/A; the value of individual productivity of the i-th population.
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Theorem 3 ([30]). Assume that the stock condition

1 1
— > —KZ, i>1
A > Al 1>

is satisfied. Then, in the Volterra system, the first population displaces the others.

This means that system (18) also has a universal stock constant. Of course, the
coincidence of the stock constants in the models (9) and (12) is accidental. Again, we stress
that the existence of universal stock constants is due to the “all vs. all” competition scheme.
It is expected that in “all vs. one” models, the stock constants depend on 7.

5. Conclusions

We showed that the usage of periodic delta functions can largely clarify the dynamics
of competitors in a periodic environment. Some paradoxes and sufficient evolutionary
selection conditions were discovered.

The developed approach can be generalized. For instance, in non-autonomous models,
attention should be paid to the geometric properties of an admissible family of coefficients.
If this family is convex, then it is at first useful to use models that involve its extreme points.
Such systems allow for a simple investigation, and the results obtained can be surprisingly
general and typical.

In mathematical ecology, the reaction—diffusion equations are traditionally used to
describe spatio-temporal effects [33-36]. These are quite complex mathematical objects. It
is tempting to invent a model structure in which the diffusion manifests itself “rarely”. This
can probably be achieved by using certain delta-shaped (both in time and space) factors in
front of diffusion terms.
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Appendix A

To show that the Poincaré mapping y — g(y, k), defined in (7), is increasing and
concave, consider the equation

x = F(x,t), x(0) = xo. (A1)

Assume that (A1) has a unique solution on R. In particular, this is true for the Contois
model (1), (2). Denote by xt = P(xg) the corresponding Poincaré mapping.

Property Al. The function P is increasing.

Proof. Let x¢, y; be the trajectories corresponding to the initial conditions x, vg. If Prop-
erty Al does not hold, then there exist xg < yo such that xy > yr. In this case, the
trajectories x;, y; intersect at some point in contradiction with the solution uniqueness

property. [

Property A2. If F is strictly concave in x, then P is concave.
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Proof. Let « € (0,1). Consider the initial points xg, yo, zo = axp + (1 — a)yo and the
corresponding trajectories x;, y;, z;. Put

L(t) = z¢ — (ax; + (1 — a)ys).

By the initial conditions, L(0) = 0. It is enough to prove that L is non-negative,
since then

zr = P(axo + (1 —a)yo) = axr + (1 —a)yr = aP(x0) + (1 — a)P(yo). (A2)
Note that
T2(0) = F(z0,0) ~ (@F(x0,0) + (1~ a)E(y0,0)) > 0

by the concavity of the mapping x — F(x,t), since zy = axo + (1 — a)yo. Thus, L is non-
negative in the right neighborhood of ¢ = 0. Furthermore, if L(s) =0, at some point s > 0;
then, by the same argument, we conclude that L is non-negative in the right neighborhood
of s. It follows that L(t) > 0,t > 0. O

The Poincaré mapping y — g(y, k) inherits the mentioned properties of P.

Appendix B

In this Appendix, we prove (8). For notational simplicity, let us omit parameter k and
write g as a function of a single argument. This function is determined by Equation (6):

A 1—e T
(1+k)lng(y)+g(y):(l+k)lny+y+T[T—1—k— Te y
=(1+k)Iny+e Ty+a, (A3)
where &« = A — (14 k)T > 0. Taking the derivatives, we get
1+k ) p 1+k _r
| =" 4T (Ad)
(g(y) gW ="y

The function y — ¢(y) is non-increasing by the concavity of ¢. If ¢'(y) > 1,y > 0,
then lim,_, 1 g(y) = +o0, and (A4) gives a contradiction: lim,—, e §'(y) = ¢~ T < 1. Thus,
the second inequality (8) is proven.

Furthermore, from (A3), we get

_ ) e Ty +a e Ty +a
&) —yeXP< 1+k> eXP(Hk ) SyeXP(1+k : (A5)

since g is non-negative. From the inequality (A5), it follows that lim, 19 g(y) = 0. Now,
the equality (A5) implies

0) = lim SW) _ L
g(0) = lim = _EXp(1+k)>1'

Appendix C
To obtain (11), (12), let us first substitute

xp=x(m+1D)T+71+0) =y, x_=x((m+1)T+1 -0),
and k = xp((m +1)T + 77) in the jump condition (4). Before doing so, note that

X1:—x1, tE (mT+T]/(m+1)T+Tl)/ mZL
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and thus

x_=x((m+1)T+1 —0) =x;(mT + 1 +0)e t="T-7) =ylre T,
t=(m+1)T+m

Furthermore, since
=-x, temT+n m+1)T+7), m>1,
we have

k= T = xo(mT 0)e(t-mT)
((m+1)T+ 1) = x2(mT + 12+ 0)e t=(m+1)T+7

-1 -T _ bl2yg1-

=yae
Now, using (4), we get
(1+ b2y ) Inyd™ 7™ = (14 byl In(y'e ™) +yf'e ™" + A, m>1,
which is equivalent to (11). Equality (12) is obtained in a similar way by considering

e =x(m+)T+0+0) =", 2 =x(m+1)T+n-0),

andk = x1(m+1)T + ).

References

1. Roberts, F. Discrete Mathematical Models with Applications to Social, Biological, and Environmental Problems; Prentice-Hall: Englewood
Cliffs, NJ, USA, 1976.

2. Moiseev, N.N. Matematicheskie Metody Sistemnogo Analiza [Mathematical Methods of System Analysis]; Nauka: Moscow, Russia, 1981.
(In Russian)

3.  Williams, C.M.; Ragl, G.J.; Betini, G.; Buckley, L.B.; Cheviron, Z.A.; Donohue, K.; Hereford, J.; Humphries, M.M.; Lisovski, S.;
Marshall, K.E.; et al. Understanding evolutionary impacts of seasonality: An introduction to the symposium. Integr. Comp. Biol.
2017, 57,921-933. [CrossRef] [PubMed]

4. White, E.R.; Hastings, A. Seasonality in ecology: Progress and prospects in theory. Ecol. Complex. 2020, 44, 100867. [CrossRef]

5. Rudolf, V.H. The role of seasonal timing and phenological shifts for species coexistence. Ecol. Lett. 2019, 22, 1324-1338. [CrossRef]
[PubMed]

6.  Burkart, T.; Willeke, J.; Frey, E. Periodic temporal environmental variations induce coexistence in resource competition models.
Phys. Rev. E 2023, 108, 034404. [CrossRef] [PubMed]

7. Altizer, S.; Dobson, A.; Hosseini, P.; Hudson, P.; Pascual, M.; Rohani, P. Seasonality and the dynamics of infectious diseases. Ecol.
Lett. 2006, 9, 467—484. [CrossRef] [PubMed]

8. Naik, P.A.; Eskandari, Z.; Madzvamuse, A.; Avazzadeh, Z.; Zu, ]. Complex dynamics of a discrete-time seasonally forced SIR
epidemic model. Math. Methods Appl. Sci. 2023, 46, 7045-7059. [CrossRef]

9.  Ruiz-Herrera, A. Stable and unstable endemic solutions in the seasonally forced SIR epidemic model. Discret. Contin. Dyn.-Syst.
2023, 28, 4898-4909. [CrossRef]

10. Gragnani, A.; Rinaldi, S. A universal bifurcation diagram for seasonally perturbed predator-prey models. Bull. Math. Biol. 1995,
57,701-712. [CrossRef]

11.  Sauve, A.M.; Taylor, R.A.; Barraqu, F. The effect of seasonal strength and abruptness on predator—prey dynamics. J. Theor. Biol.
2020, 491, 110175. [CrossRef]

12.  Kot, M.; Schaffer, WM. The effects of seasonality on discrete models of population growth. Theor. Popul. Biol. 1984, 26, 340-360.
[CrossRef]

13.  Betini, G.S.; Griswold, C.K.; Norris, D.R. Carry-over effects, sequential density dependence and the dynamics of populations in a
seasonal environment. Proc. R. Soc. Biol. Sci. 2013, 280, 20130110. [CrossRef] [PubMed]

14. Bieg, C.; Gellner, G.; McCann, K.S. Stability of consumer—resource interactions in periodic environments. Proc. R. Soc. 2023,
290, 20231636. [CrossRef] [PubMed]

15.  Beverton, RJ.H.; Holt S.]. On the Dynamics of Exploited Fish Populations; Chapman and Hall: London, UK, 1957.

16. Mailleret, L.; Lemesle, V. A note on semi-discrete modelling in the life sciences. Philos. Trans. R. Soc. Math. Phys. Eng. Sci. 2009,
367,4779-4799. [CrossRef] [PubMed]

17. Li, C.; Hui, E; Li, F. Stability of differential systems with impulsive effects. Mathematics 2023, 11, 4382. [CrossRef]

18. Bainov, D.D.; Simeonov, P.S. Systems with Impulsive Effect; Horwood: Chichester, UK, 1989.

19. Church, KE.M,; Liu, X. Bifurcation Theory of Impulsive Dynamical Systems; Springer Nature: Cham, Switzerland, 2021.


http://doi.org/10.1093/icb/icx122
http://www.ncbi.nlm.nih.gov/pubmed/29045649
http://dx.doi.org/10.1016/j.ecocom.2020.100867
http://dx.doi.org/10.1111/ele.13277
http://www.ncbi.nlm.nih.gov/pubmed/31125170
http://dx.doi.org/10.1103/PhysRevE.108.034404
http://www.ncbi.nlm.nih.gov/pubmed/37849086
http://dx.doi.org/10.1111/j.1461-0248.2005.00879.x
http://www.ncbi.nlm.nih.gov/pubmed/16623732
http://dx.doi.org/10.1002/mma.8955
http://dx.doi.org/10.3934/dcdsb.2023046
http://dx.doi.org/10.1016/S0092-8240(05)80769-4
http://dx.doi.org/10.1016/j.jtbi.2020.110175
http://dx.doi.org/10.1016/0040-5809(84)90038-8
http://dx.doi.org/10.1098/rspb.2013.0110
http://www.ncbi.nlm.nih.gov/pubmed/23516241
http://dx.doi.org/10.1098/rspb.2023.1636
http://www.ncbi.nlm.nih.gov/pubmed/37752846
http://dx.doi.org/10.1098/rsta.2009.0153
http://www.ncbi.nlm.nih.gov/pubmed/19884180
http://dx.doi.org/10.3390/math11204382

Mathematics 2024, 12,125 12 of 12

20.

21.

22.

23.
24.
25.
26.
27.

28.
29.
30.
31.

32.
33.
34.
35.

36.

Gyllenberg, M.; Hanski, I.; Lindstrom, T. Continuous versus discrete single species population models with adjustable reproduc-
tive strategies. Bull. Math. Biol. 1997, 59, 679-705. [CrossRef]

Braverman, E.; Mamdani, R. Continuous versus pulse harvesting for population models in constant and variable environment.
J. Math. Biol. 2008 57, 413-434. [CrossRef]

Contois, D.E. Kinetics of bacterial growth: Relationship between population density and specific growth rate of continuous
cultures. Microbiology 1959, 21, 40-50. [CrossRef]

Vance, R.R.; Coddington, E.A. A nonautonomous model of population growth. J. Math. Biol. 1989, 27, 491-506. [CrossRef]
Pianka, E.R. Evolutionary Ecology, 2nd ed.; Harper & Row: New York, NY, USA, 1978.

Phelps, R.R. Lectures on Choquet’s Theorem, 2nd ed.; Lecture Notes in Mathematics 1757; Springer: Berlin, Germany, 2001.
Arnold, V.I. Ordinary Differential Equations; Springer: New York, NY, USA, 1992.

Filippov, A. Differential Equations with Discontinuous Right-Hand Sides; Kluwer Academic Publishers: Dordrecht, The Netherlands,
1988.

II'ichev, V.G.; Rokhlin, D.B. Internal prices and optimal exploitation of natural resources. Mathematics 2022, 10, 1860. [CrossRef]
Volterra, V. Legons sur la Théorie Mathematique de la Lutte Pour la vie; Gauthier-Villars: Paris, France, 1931.

Ilichev, V.G. Stability, Adaptation and Control in Ecological Systems; Fizmatlit: Moscow, Russia, 2009. (In Russian)

Armstrong, R.A.; McGehee, R. Coexistence of species competing for shared resources. Theor. Popul. Biol. 1976, 9, 317-328.
[CrossRef]

IIichev, V.G. Inheritance principle in dynamical systems. Math. Notes 2011, 90, 838-849. [CrossRef]

Svirezhev, YM. Nelineinye Volny, Dissipativnye Struktury i Katastrofy vs. Ekologii; Nauka: Moscow, Russia, 1987. (In Russian)
Cosner, C. Reaction—diffusion equations and ecological modeling. In Tutorials in Mathematical Biosciences IV; Friedman, A., Ed.;
Lecture Notes in Mathematics; Springer: Berlin/Heidelberg, Germany, 2008; Volume 1922.

Tyutyunov, Y.V.; Zagrebneva, A.D.; Azovsky, AL Spatiotemporal pattern formation in a prey-predator system: The case study of
short-term interactions between diatom microalgae and microcrustaceans. Mathematics 2020, 8, 1065. [CrossRef]

Tyutyunov, Y.V. Spatial demo-genetic predator-prey model for studying natural selection of traits enhancing consumer motility.
Mathematics 2023, 11, 3378 . [CrossRef]

Disclaimer/Publisher’s Note: The statements, opinions and data contained in all publications are solely those of the individual
author(s) and contributor(s) and not of MDPI and/or the editor(s). MDPI and/or the editor(s) disclaim responsibility for any injury to
people or property resulting from any ideas, methods, instructions or products referred to in the content.


http://dx.doi.org/10.1007/BF02458425
http://dx.doi.org/10.1007/s00285-008-0169-z
http://dx.doi.org/10.1099/00221287-21-1-40
http://dx.doi.org/10.1007/BF00288430
http://dx.doi.org/10.3390/math10111860
http://dx.doi.org/10.1016/0040-5809(76)90051-4
http://dx.doi.org/10.1134/S000143461111023X
http://dx.doi.org/10.3390/math8071065
http://dx.doi.org/10.3390/math11153378

	Introduction
	Single Population Dynamics in a Model with  -Shaped Growth Rates
	Paradoxes in a  -System of Two Competitors
	A Sufficient Condition for Competitive Displacement—Universal Stock Constant
	Conclusions
	Appendix A
	Appendix B
	Appendix C
	References

