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Periodic solutions of travelling-wave type
in circular gene networks

A. Yu. Kolesov, N. Kh. Rozov, and V. A. Sadovnichii

Abstract. We consider circular chains of unidirectionally coupled ordi-
nary differential equations which are mathematical models of artificial gene
networks. We study the problems of the existence and stability of special
periodic solutions, the so-called travelling waves, in these chains. We estab-
lish that the number of such periodic solutions grows unboundedly as the
number of links in the chain grows. However, at most one of these trav-
elling waves can be stable. We give an explicit algorithm for choosing the
stable cycle.

Keywords: chain of unidirectionally coupled equations, artificial gene net-
work, travelling wave, asymptotics, stability.

8§ 1. Description of mathematical models and methods of study

1.1. Artificial gene networks. Artificial gene oscillators are of interest as sim-
plified models of key biological processes such as the cell-division cycle and circa-
dian rhythms. The simplest gene oscillator, which was suggested in [1] and called
a repressilator, consists of at least three elements. Every element unidirectionally
inhibits its neighbour (see Fig. 1, where the element A inhibits synthesis of B, the
element B inhibits synthesis of C, and the third element C' inhibits synthesis of A,
completing the chain).

A S c

Figure 1

A mathematical model of the system shown in Fig. 1 is of the form

a i =e(m; —u;),  j=1,2,3, (1.1)

mj = —mj + ———=—
J J 1+U;71’
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where ug = us. Following [1], we assume that each element of the oscillator con-
sists of mRNA (matrix ribonucleic acid) with concentration m,; and protein with
concentration u;. We further assume that the time evolution of m; is characterized
by the processes of synthesis and degradation. The first process is described by the
function «/(1 —l—u;_l), where u;_; is the protein repressor concentration for the jth
mRNA, v = const > 0 is the coefficient of cooperation, and o = const > 0 is the
transcription rate in the absence of repressors. The second process is described by
the linear term —m;.

In the case of proteins with concentration u; we suppose that their dynamics is
given by linear processes of synthesis (the term em; in the second equation of (1.1))
and degradation (the term —eu; of the same equation). Here ¢ = const > 0 is the
ratio of the degradation rates of the protein and the mRNA.

As a rule, the model (1.1) is studied under the biologically natural assumption
that ¢ is small. In this situation, the time change et — t yields the system

«

eEm; = —m; + ———
J J 1+u;_17

’llj = mj — ’u]‘7 ] = 172,3, (1.2)
which obeys Tikhonov’s well-known reduction principle (see [2]). In accordance
with this principle we put € = 0 in (1.2) and express the variables m; in terms
of u;_1. Thus we arrive at a three-dimensional system

j=1,2,3, (1.3)

. L
Uj Uj 1+ U;'/,l )
where ug = ugz.

The problem of self-oscillations of (1.3) has been studied by many authors (see,
for example, [3]-[5]). They considered the cases when a stable cycle results from
Andronov—Hopf bifurcations and the case when v > 1.

A number of systems more general than (1.3) were suggested for describing
artificial gene networks. For example, four classes of such systems (not necessary
circular) were introduced in [6], [7]. Restricting ourselves to the simplest circular
systems, we have the following typical representatives of these classes:

(%

A R e s s w7 A 4
(T (e T e e M LR
uj = —u; + 1+u;7171u;32...u2187 J=ht.m (1.6)
ujuj+;1+g%, i=1,2,....m. (1.7)

In all the formulae (1.4)—(1.7) we assume that m > s+ 1, u_g = Up—k for k =
0,1,...,s—1, @« =const >0, ag,dk, v =const >0, k=1,...,s.

By travelling waves of the systems (1.4)—(1.7) we mean special periodic solutions
of the form

uj =u(t+ (j — 1)A), j=1,2,...,m, A =const>0. (1.8)
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We shall study the problems of the existence and stability of such solutions for the
systems (1.4), (1.5) under the additional assumptions

Ve = %, 7Y, 01 = const > 0, « = const > 1, 0<ex 1. (1.9)

We mention that the travelling waves (1.8) are the most natural attractors of
circular chains of unidirectionally coupled equations. However, these chains admit
more complicated oscillations. For example, it was shown by numerical analysis
in [8] that a ring of three unidirectionally coupled generators possesses a chaotic
self-induced oscillatory regime. A series of papers (see, for example, [9]-[11]) was
dedicated to the transition to chaos in unidirectionally coupled chains of oscillators
as the number of links increases in an appropriate way.

1.2. General scheme of investigation. Our methods of analyzing travelling
waves are based on the further development of methods suggested in [12]-[14]. Since
they are rather universal, it makes sense to explain them in maximal generality,
that is, for an arbitrary circular system

;= f(zj,xj-1,...,2j—s), j=12,...,m. (1.10)

Here m > s+ 1, z; = z;(t) € R", o_ = Ty, for £ = 0,1,...,5 — 1, and the
vector-valued function f(x,y,...,ys) with values in R" is infinitely differentiable
with respect to all variables x € R", yp € R®, k=1,...,s.

To find cycles of the form (1.8) for the system (1.10), we consider an auxiliary
equation with delay:

i = f(z,z(t — A),z(t —2A),...,z(t — sA)), (1.11)

where z = z(t) € R". We assume that equation (1.11) has a non-trivial (that is,
non-constant) periodic solution x = x,(t, A) of period T, = T, (A) > 0 for all values
of A in some interval (A;, Ay) C (0,+00). Then the following assertion holds.

Lemma 1.1. Suppose that the equation
mA

T.(A) = ’ (1.12)

has a root A = A,y € (A1, Az) for some positive integer p. Then, for every such
root, the system (1.10) possesses a cycle (travelling wave)

Cp:xj=a04)(t+ (G — 1A, i=12,...,m, (1.13)
of period T(,) = mAy,)/p, where x,)(t) = 2. (t, A)|a=a,,-
Proof. Since all the functions

zj(t) =zt + (7 — DAR), j=1,2,...,m, (1.14)
are solutions of the same equation (1.11) for A = Ay, we have

() = fa(t), 25t — Agy), i (t = 28¢)), - -, w5t — 58))),

e (1.15)
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In (1.15), we take into account that the following relations hold by (1.12), (1.14):

xj(t—kA(p)):a:j_k(t), j=k+1,....om, k=1,...,s,
:Ej(tka(p)):l‘j(t+(mfk')A(p)):zm_k+j(t), i=1...k, k=1,...,s.

We thus obtain that the functions (1.14) satisfy the system (1.10). O

The problem of the stability of the cycle (1.13) reduces to studying the disposition
of the multipliers of the linear system

hj = ZAk,p(t + (- DA hj—k,  G=12,....m, (1.16)
k=0

where h; = hj(t) € R™, h_j, = hp—i, k=0,1,...,s — 1, and the matrices Ay ()
are given by the equations

of
Aop(t) = o (2 (1), 20 (= D)y 20 (= 58 ),

_or

Akvp (t) ayk

(Z‘(p) (t),x(p)(t — A(p)), e T(p) (t— SA(p))), k=1,...,s.

Along with (1.16) we shall use the following auxiliary linear equation with delay:
h = Z %kAk’p(t)h(t - ]{ZA(p)), (1.17)
k=0

where h(t) € C", s is an arbitrary complex parameter. More precisely, we are
interested in the multipliers v;(5), | = 1,2,..., indexed in such a way that their
absolute values decrease.

To clarify the meaning of the term ‘multiplier’ for the delay equation (1.17), we
consider the Banach space E' = C([—sA(;),0];C") of all vector-valued functions
hO(t) = (hQ(t),...,hS(t)) that are continuous for —sA(,) <t < 0, with the norm

hlle = ha(t)].
IR0l = jmax - max, 1 (t)]

By the monodromy operator of equation (1.17) we mean a bounded linear operator
¥: E — E acting on an arbitrary function h%(t) € E by the rule

A
VO = h(t + mp“‘”), —sAq <t <0, (1.18)

where h(t) is a solution of (1.17) on the time interval 0 <t < mA, /p with initial
function h°(t), —sA(p) <t < 0. Note that the spectrum of this operator is certainly
discrete since some power of it is compact (if m/p > s, then ¥ itself is compact).
As in the case of ordinary differential equations, we call the eigenvalues of the
operator (1.18) multipliers of the equation (1.17).
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The problem of the connection between the multipliers of the systems (1.16)
and (1.17) was solved (in the case when s = 1) in [12] by the method of tuning
with respect to the parameter . We shall see that this method is also applicable
when s > 1, but first we explain its essence.

Choose any multiplier v(s) in the countable set of multipliers of (1.17) and
consider the corresponding equation (v(»))? = »™. It will be shown that for
every root s = s # 0 of this equation there is a multiplier of (1.16) given by the
equality v = v(5¢). The converse is also true: one can ‘tune’ to a multiplier v of
the cycle (1.13) by selecting an appropriate parameter ». In other words, every
multiplier v of this cycle admits a representation v = v(5¢), where v () is one of
the multipliers of the auxiliary system (1.17) and 3¢ is a root of the corresponding
equation (v(»))P = »™.

It was mentioned in [13], [14] that the tuning method is analogous to the pro-
cess of tuning a radio receiver to a chosen station. Indeed, the set of all non-zero
roots of the equations in question may be regarded as a set of broadcast ‘frequen-
cies’, and the act of ‘tuning to a station’ corresponds to a concrete choice of one of
these roots, which results in getting the corresponding multiplier v = v(5¢) of the
system (1.16).

To make the tuning method rigorous, we consider the family of equations

()P =™,  leN. (1.19)

Lemma 1.2. For every multiplier v of the system (1.16) one can find a positive
integer lg such that
v =1,(), (1.20)

where 3¢y is one of the roots of the equation (1.19) for 1 = ly. Conversely, if the
equation (1.19) has a root » = 3¢ for some | = ly, then the system (1.16) has
a multiplier of the form (1.20).

Proof. Fix any multiplier v = pgexp(ipg) of the system (1.16), where py > 0,
0 < ¢ < 27, and assume that it is simple. Then there is a unique (up to a factor)
Lyapunov—Floquet solution, that is, a solution of the form

mA
hj = eXp(Mot)h*’j(t), h*’j(t) S Cn, h*yj <t + (p)) = *’j(t),

) P (1.21)
J=12,...,m, Ho = (lnpo+“ﬂ0)
mAp)
We note that the system (1.16) is invariant under changes of the form
t—A(p) —>t, hj,1 —>hj, j:172,...7m, (122)

and the solution (1.21), because of its uniqueness, is transformed by such a change
into a solution

hj = Xexp(po(t + Apy))ha i (1), ji=12,...,m,
where A # 0 is a complex constant. Thus we have

Ah,(t+ A(p)) = Ah.(¢), (1.23)
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where h.(t) =: (he1(t), ..., him(t)), and the entries of the nm-dimensional square
matrix
0 0 0o ... O I
I 0 0 0 0
A 0 1 0 0 0
0 0 0 I 0

are the zero and identity matrices of order n.
It follows from (1.23) that

Bam—j(t) = N h (bt — G+ 1DAR),  5=01,....m—2, N"=1 (1.24)

By (1.16), the component h, 1(t) is a solution of the linear inhomogeneous equation

h=—poh+ Agp(Oh+ > Ag p()ham—rs1 ().
k=1

Since the functions h. m_r+1(t) are expressed in terms of h, 1(t) by the following
equalities (see (1.24)):

Pom—k+1(t) = Noho 1 (t — kA (), k=1,...,s,

the component h, 1(t) also satisfies a delay equation

h=—poh+ > N A p(0)h(t — kA(,)). (1.25)
k=0

Our construction shows that the equation (1.25) certainly has multiplier 1. We
make the change exp(uot)h — h in this equation. Then the multiplier 1 is trans-
formed to a multiplier exp(muoA,y/p), and the equation (1.25) to the equation
(1.17) with s = X - exp(poA(py). Thus there necessarily exists a number [y such

that A
Mo A (p)
Vi (%)‘”:’\'GXP(“OA@)) = exp — 1%

The desired relations (1.19), (1.20) follow from this and the obvious equality
VP = 3™,

The arguments are similar in the case when the multiplier v is multiple. Indeed,
suppose that for a given multiplier there are exactly kg linearly independent
Lyapunov—Floquet solutions. Then these solutions can be written in the matrix
form exp(pot)H (t), where the columns of the mn X ko matrix H(t) are linearly
independent 7{,)-periodic vector-valued functions. Furthermore, since the system
(1.16) is invariant under the changes (1.22), the following equality holds instead
of (1.23):

AH(t+ Ay) = H(t)D (1.26)

for some non-degenerate constant kg X kg matrix D.
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The property (1.26) enables us to reduce the justification of the formulae (1.19),
(1.20) to the previous case. To do this, we fix an eigenvalue A of the matrix D and
denote the corresponding eigenvector by e. Then we easily see that (1.23) holds for
the vector-valued function h.(t) = H(t)e. Subsequent arguments are as above.

Thus we have established that every multiplier v of the system (1.16) can be
written in the form (1.20), where 3¢ satisfies the equation (1.19) with number .
We now prove the converse. Suppose that the equation (1.19) with number I = [
admits a root s = s # 0. Then the equation

h= —poh + Z %g exp(—uokA(p))Ak’p(t)h(t — kA(p)) (1.27)
k=0
with
1o = z (Inpo +igo),  po>0, 0< o< 2m, (1.28)
ma(p)

where po exp(ipo) = v, (50), admits a non-trivial T\,)-periodic solution h = i~L(t)
Furthermore, we put

A = 59 exp(— o)) (1.29)

and note that this value of X satisfies the requirement \™ = 1 (see (1.24)) because
of (1.28) and the formula " = [, (5%)]P. It follows that the equations (1.27) and
(1.25) coincide for this choice of A.

To complete the proof, we consider the function h. 1(t) = h(t) and define the
remaining components h, ;(t), j = 2,...,m, by the equalities (1.24), (1.29). Using
the relation (established above) between the equations (1.27) and (1.25), we obtain
a Lyapunov-Floquet solution (1.21) of the original system (1.16) corresponding
to the multiplier

A
vV = exp NS w) _ Vi, (50)- O
p

The lemmas established above give a general approach to the study of peri-
odic solutions of travelling-wave type in the circular systems (1.10). Indeed, the
problem of the existence of cycles of the form (1.13) reduces to finding a cycle
x4(t, A) of the auxiliary delay equation (1.11) and searching for roots of the equa-
tions (1.12). The problem of the stability of travelling waves is studied sepa-
rately and, by Lemma 1.2, consists in analyzing the disposition of the roots of
the equations (1.19). Although the system (1.19) generally contains a countable
number of equations, the set of their non-zero roots is certainly finite (otherwise
the finite-dimensional system (1.16) would have a countable number of distinct
multipliers, which is impossible).

The analysis of the auxiliary equations (1.11), (1.17), which are basic in our
approach, generally leads to non-local problems. But they are tractable in some
cases of applicability of certain asymptotic methods. This happens in the case of
the systems (1.4), (1.5) under conditions (1.9).
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§ 2. Investigation of auxiliary equations

2.1. Analysis of an auxiliary non-linear equation. Consider the system (1.4)
and make the change of variables

uj = expx;, i=12...,m. (2.1)

On account of (1.9), this system takes the form

. aexp(—z;) .
i=—1 =1,2,... 2.2
i +Q(J}j_1,...,l'j_s,5)7 J B 1 ( )
where x_j, = T,—k, Kk =0,1,...,s—1, and the function €2 is defined by the formula
s 0
Qy1,- - Ys,8) =14+ Grexp 7’“;”“. (2:3)

k=1
We now pass from (2.2) to the corresponding auxiliary delay equation

aexp(—z)
Qz(t — A),...,(t—sA),e)

i=—1+ (2.4)

Our aim is to prove that this equation has a non-trivial periodic solution for every
fixed value of the parameter A > 0 and for all ¢, 0 < ¢ < 1.
The study of (2.4) simplifies since it admits a limit object as ¢ — 0. Indeed,
using the obvious equality
1

lim — = R(y), 2.5

e—0 Q(yl,...,ys75) (y) ( )
where y,, = const #0, k=1,...,s,
0 fory >0,

(2.6)
1 fory <0,

y:max{ylay27"'ays}7 R(y): {

we see that the equation (2.4) passes to the following delay relay equation as e — 0:
& =—1+aexp(—z)R(y), y = max{z(t—A),z(t—2A),...,z(t—sA)}. (2.7)

As in [15]-[17], we define the notion of a solution of (2.7) constructively. Fix
a number

1
00:O<00<1n<1—|—ﬁ>, (2.8)

where 8 =a —1 > 0 (see (1.9)), put

0(t) = In[1 + B(1 — exp(—1))], te <—ln(1 + ;) : +oo>, (2.9)

and consider the set of functions
gO(t) S C[—SA—O'(),—O'Q], gﬁ(t) <0 Vte [—SA—O'(),—O'()],
¢(—09) = 0(—00).

We stress that the family (2.10) is well defined since, by (2.8), the point ¢t = —oy
belongs to the domain of the function (2.9) and 6(—0gq) < 0.

(2.10)
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We write z,(t), t > —oo, for a solution of the equation (2.7) with an arbitrary
initial function (2.10), and we shall construct this solution by the method of steps,
successively considering time intervals of length A.

Consider the interval t € [—0(, A — 0] and note that p(t—kA) <0, k=1,...,s,
for these values of t. Therefore, in accordance with (2.6), (2.7), the function x,(t)
is a solution on this interval of the Cauchy problem & = —14 aexp(—2x), T|t=—0, =
6(—op) and, therefore,

z,(t) = 0(1). (2.11)
Moving forward with step A, we can ‘extend’ the formula (2.11) in ¢ as soon as we

have
z,(t —kA) <0, kE=1,2,...,s. (2.12)

Thus this formula holds on the half-open interval —og <t < A.

When ¢t = A, one of the conditions (2.12) fails for the first time, and a switching
occurs. Namely, for A < ¢t < 2A the solution xw(t) is defined from the Cauchy
problem & = —1, x|;=a = 6(A), that is, by the equality

zT,(t) =0(A) + A —t. (2.13)
The formula (2.13) holds as soon as we have
Yo (t) = max{w,(t — A),z,(t — 2A),...,z,(t — sA)} > 0. (2.14)

It follows from (2.11), (2.13) that the condition (2.14) holds on the interval
A <t < sA+tg, where

to=0(A)+A > A, (2.15)
Indeed, if we assume a priori that (2.14) holds, then (2.11), (2.13) imply that the
domains of positivity of the functions z,(t — kA), k = 1,...,s, are the intervals

(kA, kA+tg). Since the union of these intervals is equal to the interval (sA, sA+tg),
we see that (2.14) does indeed hold on this interval.

As t passes through the value t = sA + tg, the function (2.14) changes sign and
the next switching occurs. In this case by (2.7), (2.13), (2.15) we have the Cauchy
problem & = —1 4 aexp(—z), z|i=satt, = —sA, whose solution is given by the
formulae

mlP(t) = 9(t - T0)7

Ty = (s + 1A + [l + B(1 - exp(=A))] + 1n[1 + %(1 - eXp(_sA))} - (216)

We discuss separately the domains of validity of the formulae (2.16). First we
specify the choice of the parameter g in (2.10). In addition to (2.8), we adopt the
requirement

1
op < In [1 + 5(1 — eXp(—sA))]7 (2.17)
which means that o9 < Tp — sA —to. Recall that the relations (2.16) were obtained
under the a priori hypothesis y,(t) < 0. By the equalities (2.13)-(2.16) and the
condition (2.17), this hypothesis certainly holds on the time interval sA + t; <
t S T() — 0Q.
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*SA*O'O *0’0} 0 A to SA+150 TO t

o(t — Tp)

Figure 2

To conclude our construction of the solution z,(t), we note that the condition
(2.17) on o implies that the function z,(t + Tp), —sA — 0¢ < t < —0p, belongs
to the initial set of functions (2.10). This means that the whole process repeats
when ¢t > Ty — 0p. Moreover, it follows from (2.11), (2.13), (2.16) that every
solution z(t) with initial condition (2.10) coincides for all ¢ > —oy with the same
To-periodic function (see Fig. 2)

0(t) for 0 <t <A,
zo(t) = qto—t for A <t < sA+to, zo(t +To) = wo(t). (2.18)
e(t—To) for SA-I—tO gthQ,

We now discuss the connection between periodic solutions of the equations (2.4)
and (2.7). The following assertion is deduced from the general results in [15] on the
C'-closeness of the trajectories of the relay system and the relaxation system and
from analogous results contained in [12]-[14], [16], [17].

Lemma 2.1. Suppose that the parameter oy satisfies the conditions (2.8), (2.17)
and the other parameters satisfy (1.9). Then there is a sufficiently small €9 > 0
such that for all e, 0 < ¢ < €q, the equation (2.4) has an exponentially orbitally
stable cycle x = x4(t,€), x(—00,) = 0(—00) of period Ti(g), satisfying the limit
equalities
glii% Oéréaﬁ((s) |z (t,€) — zo(t)| = 0, EILHB T.(e) = Tp. (2.19)

This lemma is proved (and similar assertions are thoroughly justified) in [12]-[17].
We restrict ourselves to the minimal results on the asymptotic behaviour of the cycle
x4(t,€). Besides the general properties (2.19) we need the following facts.

1) The equation z,(t,e) = 0 has exactly two simple roots 7; = 7;(¢), j = 1,2,
on the interval —og < t < Tp — 0¢/2. They satisfy the asymptotic formulae

71 =0(e), 7T =to+ O(e), e — 0. (2.20)
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2) We have
a «(t,e) —zo(t)| = O(e), ax |T4(t,€) — xo(t)| = O(e),
B b ) 0] =00, gl (1) — a0 =0

T.(e) =To + O(e), e — 0,

where the set ¥ is the closed interval [—og, Ty — 0¢/2] with the following open
intervals deleted:

(A+7i(e)—VE, A+Ti(e)+VE),  (sA+ma(e)—VE, sA+m(e)+VE),  j=1,2

2.2. Analysis of the auxiliary linear equation. In this subsection we study
the asymptotic behaviour of the multipliers of the following linear equation analo-
gous to (1.17):

h=Agu(t,e)h+ Y 3 Ap.(te)h(t — kA). (2.22)
k=1
Here the coefficients are given by the formulae

_aexp(—.(t,2))

Ao L(t,e) = , 2.2
0, ( 5) Q*(t,ﬁ) ( 3)
aexp(—x.(t,€)) o9 Or.(t — kA, e
Ak,*(tag):_ Igl(Q(t 5() )) kgk expf}/k ( c )a k:17~-~787
o 2.24)
S 0 _ A (
Q(te) =1+ dexp LIRS,
1=1

where s is an arbitrary complex parameter.
The following assertion describes some properties of the coefficients (2.23), (2.24)
which will be used later.

Lemma 2.2. For all sufficiently small € > 0 we have bounds of the form

—q1
Ag . (t <M Aq L (t < M —_—
pciax Moste)l <My max[Aue(t )] < Mpexp =,

max 4 t 5 < ]\1 ex
) | 17"( ’ )| ~N 3 I:

—q2
\/g 9

—dk+1
Ap(t,e)] < M — k=2...,s—1; 2.26
_Uogg%f(s)_aJ ket €)| < Misz exp ———, os—1 (2.26)

L dmax |As ()] < Mo exqp %’ (2.27)
?61%>2<|AS,*(1€,5)\ < Mgysexp \/ngv
where
1 = [=00, Tu(z) —o0] \ (A +71(e) = Ve, A+ 7i(e) +VE), (2.28)

Sp = [~00, Ti(e) — 00] \ (sA +72(e) — Ve, sA + 7a(e) +VE)
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and the constants My > 0, k = 1,...,8s+3, qo > 0, £k = 1,...,8s 4+ 2, are
independent of €. Moreover, we have the following asymptotic formulae as € — O:

At+mi(e)+VeE 141
/ Ay (te) dt = — B o,
Atri(e)—vE 1+ 5(1 —exp(=A)) (2.29)
A+47i(e)+VeE A 14 1/5 ; .
«(t,e)|dt = + O(g),
/A+n(a>—¢5 st 1+ B(1 — exp(-4)) “
sA+T2(e)+E
/ Agi(te)dt = —(B + 1) exp(sA) 4+ O(e),
sA+T2(e)—+/2
sA+To(e)+/E (2.30)
/ |As «(t,€)| dt = (B + 1) exp(sA) 4+ O(e).
sA+T2(e)—+/E

Proof. First, note that the first bound in (2.25) is an obvious corollary of (2.23)
and the general asymptotic properties (2.19) of the periodic solution z.(t,¢). Fur-
thermore, by (2.19), (2.24) the coefficient Ay, .(¢,€) admits the following estimate
for all t € [—09, Ti(g) — 00| satisfying zo(t — kA) # 0 (that is, outside some fixed
neighbourhoods of the points t = kA and ¢t = kA + tg):

Ao (t,e)] < Mexp—2,  M,q=const > 0. (2.31)
13

This estimate remains valid in a neighbourhood of the point t = kA provided
that zo(kA — lpA) > 0 for some Iy # k, 1 < lp < s. Moreover, (2.31) holds in
a neighbourhood of t = kA + tg if there is a number Iy # k, 1 < lp < s, such that
xo(kA + 10— loA) > 0.

Combining these observations, we conclude that the bound (2.31) when k=1 and
$>2 holds in a neighbourhood of the point t=A +1ty since zo(A+1t9—IA)>0
when [ = 2. Furthermore, when 2 < k < s — 1, this bound holds on the whole
closed interval [—og, Ti(g) — 0¢] since zog(kA —IA) > 0 when [ = k — 1 and
xo(kA + tg — IA) > 0 when [ = k + 1. Finally, when £k = s and s > 2, the
bound holds in a neighbourhood of ¢t = sA since zg(sA —IA) > 0 for [ = s — 1.
This automatically yields the second inequality in (2.25), the bounds (2.26), and
the first inequality in (2.27).

To obtain the bounds in (2.25), (2.27) on the sets (2.28), we recall that the
inequalities (2.31) with & = 1 and k = s can be violated only in the neighbourhoods
of the points t = A and t = sA + tg respectively. Thus it suffices to consider only
the suspicious sets 1 N[A — o1, A+01] and Lo N[sA 4ty — o1, A +tg+01], where
o1 is any fixed number in the interval (0, min(tg, To —to)). We now recall the finer
asymptotic properties (2.20), (2.21) of the function x,(¢,¢) and use them in (2.24).
As a result, we see that

M —~0 t—A
[Ara(t.e)l < = exp M teSiN[A -0, A+ ol;
M —9 |z (t — sA
|AS,*(t,5)|<?exp s |$0(€ i )‘7 teXyN[sA+ty— o1, sSA+tg+ o],

where M = const > 0. Since x0(0) = 0, @(0) > 0, zo(tg) =0, @o(to) = —1 (see
(2.18)), the desired inequalities in (2.25), (2.27) follow in an obvious way.
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We now pass to the asymptotic formulae (2.29), (2.30). For example, let us prove
(2.29) (the case (2.30) is treated similarly). To do this, we introduce a new variable
7 on the interval A+7 — /e <t < A+7 ++/€ by the formula 7 = (t — 7, — A) /e.
Then z,(t—A, €) /¢ takes the form x, (1 +¢7,€)/e. Since x.(11,€) = 0, this function
can be written as

(T +eT,¢€)
€
where 7 is such that [7] < |7|. Using in (2.32) the asymptotic formulae (2.20),
(2.21) and the obvious bound |[7| < 1/4/¢, we conclude that

=& (T + €T, €)T, (2.32)

T +eT, €
% = B(1 + (7] + DO, (2.33)
where the remainder term is uniform with respect to 7.

At the final step, we substitute in (2.24) for £ = 1 the relation (2.33) along with

the formulae

O, (t—IA e
p’Yz (E )

ex :O(exp_q>7 g=const >0, [=2 ... s,
€

which hold for the values of ¢ in question. As a result, we see that
ad1yy exp(—0(A)) exp(1?47)
(1481 exp(7757))?
1 < 1
—— <7< —.
Ve Ve

We use the bound (2.34) directly to calculate the integrals in (2.29). Thus we get
the required asymptotic formulae

A1 (11 +A+ere)+

N

< Me(|7] 4 1)* exp(—7Bl71), (2.34)

dr + O(e)

/AJFTI(EH\/EA (t,e)dt = _/INE adiyy exp(=0(A)) exp(177)
1,x(t, e (1 + 61 exp(r?¥p7))2

1+1/8

AtTi(e)—VE
_aexp(=0(A))

=—— 5 OO g epray 0
A+7i(e)+V/E 1/ve aéw? eXp(—H(A))eXPW?ﬁT)
A (t,e)| dt = dr+0
/A+n<e)—¢5 ()] df /_1/¢5 (1401 exp(7{B7))? THow
1+1/8

+ O(e). O

T 1+ 31— exp(—A))

_ Another auxiliary assertion concerns the asymptotic behaviour of the solution
h(t,s,¢e) of the equation (2.22) with an arbitrary s-independent initial function
ho(t) in the space (over the field of complex numbers)

Co = {ho(t) S C[—SA — 09, —0'0]2 ho(—O’o) = 0} (235)
The norm in (2.35) is given by the formula
lholl = __ max_—[ho(t)].

sA—oo<t<—op
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Lemma 2.3. For every r > 0 one can find positive constants M = M(r), ey =
eo(r), q = q(r) such that the following bound holds for all €, 0 < & < g9, ho(t) € Cy
and » € B(r), where B(r) := {3 € C: |»| < r}:

—0o<t<Tx(e)—00

max (|ht%5)+’8h(t%5)
0

) <Mexp Lol (230)

Proof. We first consider the interval —og < t < A — 0g, on which the solution
h(t, s, ) is given by the explicit formula

h(t, ,¢) = /_:O exp (/Tt Ao« (o,€) do) [; 5" A (1, €)ho (T — kA) | dr, (2.37)

—og <t < A= o

This formula yields that 7?,(?5, »,€) is analytic in s € B(r). Furthermore, by
(2.25)—(2.27), the coeflicient Ay . (¢,¢) is bounded on this time interval and all the
coefficients Ay, .(t,€), k = 1,...,s, are exponentially small (they admit bounds of
the form (2.31)). Therefore we conclude that

max<|ﬁ| + ’ahD < M exp _—q||h0||, (2.38)
t O 5

where the maximum is taken over ¢t € [—og, A — o¢], and M,q > 0 are certain
universal constants.

We use the method of steps to extend the bound (2.38) to the interval [A — oy,
SA — gg] of the variable ¢t. Divide it into the intervals [IA — oq, (I + 1)A — oy],
l=1,...,s—1, and assume that the required inequality holds for ¢ € [—og,lA—0y].
Then on the ith interval [A—oy, (I4+1)A—0¢] we have the following explicit formula
for h(t, s, ¢) in analogy with (2.37):

t
h(t,s,e) = h(IA — 0g, 5,€) exp </ Ap +(o,¢€) da)

IA— (o7)
t
+/ exp(/ Ap (o, ¢€) da){Z%Ak*Ts) (1 — kA, 5,¢)
lA*O’() k=1

+ Z 3P Ay o (7, €)ho(T — kA)] dr, te[lA —og, I+ 1A —0ag]. (2.39)
k=1+1

To analyze the right-hand side of (2.39), we take into account that the functions
E(t—kA, n,€), k=1,...,1, and their derivatives with respect to s are exponentially
small on the interval t € [—op, A — 0¢] by our assumption (see (2.38)). Combining
all the properties (2.25)—(2.30), we obtain that the coefficients of the equation (2.22)
are integrally bounded:

S

T*(E)—O'o
/ (Z |Ak,*(t,g)|>dt <M, M = const > 0. (2.40)

—90 k=0
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The group of coefficients Ay, .(t,¢), k =1+ 1,...,s, satisfies bounds of the form
(2.31) for t € [IA — g9, (I + 1)A — 0p]. Combining all the facts listed above, we see
that the required inequality (2.38) holds at the next step.

For t € [sA — 09, Ti(€) — 09] we consider the equation (2.22) with the completely
recycled initial condition iNL(t,%, ), —og < t < sA — 09, satisfying the required
estimate (2.38). We use the method of steps to obtain this estimate on the remaining
interval of the variable ¢t. To do this, we divide this interval into pieces of the form
[SA —O'0+]€A7SA—O'0 + (k-l— ].)A], k= 0,1,...,k0, and [SA—UO + (ko + 1)A,
T.(e) — 00|, where kg = |T(¢)/A —s—1] and | - | is the integer part. Furthermore,
writing the analogue of (2.39) at the kth step, we first establish the analyticity
of E(t, »,€). Then, using the integral boundedness property (2.40), we extend the
required estimate (2.38) one step further. OJ

We now proceed directly to the asymptotic calculation of multipliers of the equa-
tion (2.22). Consider the monodromy operator U(s, <) of this equation. It acts on
the space C[—sA — g9, —0y)] (over the field of complex numbers) by the rule

U(s,€) hg = h(t + Ti(e), 5,¢), —sA —0g < t < —oy, (2.41)

where h(t, s, ¢€), —o9 < t < Ti(e) — 09, is a solution of (2.22) with initial func-
tion ho(t), —sA — o9 < t < —og. Let v(5e,¢), | € N, be the eigenvalues of the
operator (2.41) indexed in decreasing order of absolute value.

Lemma 2.4. For every r > 0 there are constants g = €o(r) > 0, M = M(r) > 0,
q=q(r) > 0, such that for all e, 0 < & < &g, and » € B(r) we have
sup |y (5, e)| < M exp -1 (2.42)
122 €
As € — 0, the multiplier v1(s¢,¢) admits the following asymptotic representation
uniformly in s € B(r):

v1(se,e) = [(w1 + 1) —wi][(wa + 1)2° — ws] + O(e), (2.43)
where

_ Bexp(—A) o = CXD(=84)
1+ B(1 — exp(=A))’ 27 B+ 1—exp(—sA)

w1 (2.44)

Proof. We fix any positive r and assume that the parameter > in (2.22) belongs
to the set B(r). Consider the finite-dimensional operator

V(%,é’) ho :ho(fJo)h*(tﬁ’T*(é‘),%,é‘), 78A700 <t< —00, (245)

where h.(t, s, ) is a solution of (2.22) on the interval —og < ¢t < Ti(g) — op with
the initial function hy, =1, —sA — 0g <t < —0y.

To describe the relation between the operators (2.41) and (2.45), we consider the
function

h(t,»,e) = h(t, »,€) — ho(—o0)h.(t, 5, €) (2.46)

and note that for ¢ € [—og,Ti(e) — 0] it is also a solution of (2.22). Since we
obviously have h(t, s, &) = ho(t) — ho(—o9g) € Cp for —sA — o9 < t < —09, where
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Cy is the space (2.35), we can apply the bound (2.36) to (2.46). It follows from this
bound that the operator W (s,e) = U(s,e) — V(5¢,¢) satisfies the inequality

”W(%a 5) ||C[—SA—O'07—U'0]—)C[—SA—0'0,_0-0]

< Mexp _?q, (2.47)

+ W (5¢,¢)

’ 0
0x Cl—sA—ocg,—00]—C[—sA—ocg,—00]
where the universal constants M, ¢ > 0 depend only on the choice of 7.

At the next step of the proof we study the spectral properties of the operator
(2.45). Note that its spectrum consists of two points: an eigenvalue v = v, (s, ¢),
where v, (5, €) = hy(Ti(e)—00, »,€), and an eigenvalue v = 0 of infinite multiplicity.
Below we shall prove the following asymptotic equalities (which hold uniformly
in s € B(r)) for v, (s,¢) ase — 0:

nl2) = [+ D —nlllon + )" =l +0E) 00
é;i; (3,€) = (w1 + D[(wa + 1)2¢% — wo] 4 (w2 + 1)s25 (w1 + 1)3¢ — wi] + O(e),

where w1, wy are the constants in (2.44).

To justify the relations (2.48), we must know the asymptotic behaviour of the
solution h,(t, s, e). Therefore we consider the equation (2.22) with initial condition
h =1 —sA -0y <t < —0og, and integrate it over the time interval —og <
t < Tu(e) — 0¢ by the method of steps, taking into account that the coefficients
A1 (t,€), As «(t, €) form families of d-function type (see (2.25)—(2.30), (2.34)) while
the coefficients Ay .(t,¢), k =2,...,s — 1, are exponentially small (see (2.26)) and
Ap«(t,€) satisfies the following asymptotic formula (uniformly in ¢t € 31 N Xg)
because of (2.21), (2.23):

AO,*(t7€) = AO(t) + 0(6), E— 07

where
—aexp(—xo(t)) for t € [—0gg,A)U (SA + to, To — % ,
0 for t € (A, sA +t).

Ao(t) =

As a result we obtain, first,

Oh.
max (h*(t7%,5)|+ ‘(t, %,€)

) < M, M = const >0, (2.49)

—0o<t<T(e)—00 Ox
and second, uniformly in t € X1 N Xy and » € B(r),
Oh. oh
*\ s ’ = ’ 9 9 ’ = 5 \0 5 2
ha(t,5c,€) = h(t, ) + O(e) P (t,5,¢) 8%(t ») + O(e) (2.50)

where 31, ¥y are the sets (2.28) and h(t, ), t > —oyq, is a solution of the impulsive
Cauchy problem

h=Ao(t)h,  hlim—gy =1, (2.51)
B 1+1/8
MA+0) = (A =0) = = g oAy MO (2.52)

h(sA 4ty +0) — h(sA+1tg—0)=—3°(8+ 1) exp(sA)h(to).
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The properties (2.48) obviously follow from (2.50) and the equality h(Ty — o9, ») =
[(w1 + 1)s¢ — wi][(w2 + 1)3¢® — wy], which is verified by integration of the system
(2.51), (2.52) (we omit the corresponding obvious calculations).

‘We now consider the initial operator U and note from the equalities U = V + W
and (W —U)™t = (I —(wI—-V)'W) vl —V)~! that every v € C satisfying the
inequality

(vl — V)*lw||C[_SA_007_00]_,0[_5A_007_UO] <1 (2.53)

belongs to its resolvent set. We recall that W admits the bound (2.47). Concerning
the operator (v — V)™, we deduce from the equalities

(VI - V)_lho =

ho(t
M+c*h*(t4—T*(5),%,<€), —sA — 09 <t < —0y,
v

and the bound (2.49) that

M1+ |v])
SWv-vGadl (s
Vv eC, v #0,v.(5,¢),

H (VI - V)_1 HC[—sA—Uo,—Uo]ﬁc[—SA—on—Uo]

where M = const > 0.

At the last step of the proof of Lemma 2.4 we combine the bounds (2.47), (2.54)
with the asymptotic representations (2.48). As a result, we see that every point
v € C in the set

C\ {0, UO,}, (2.55)

where
4 42
01{1/: |V|<€Xp€}, 02{1/: |1/V*(%,6)<exp5} (2.56)

and the constants ¢; > 0, 7 = 1,2, are appropriately small, satisfies the condi-
tion (2.53) and, therefore, is regular for the operator U(s¢,¢). Hence the spectrum
of this operator lies in the complement of (2.55), that is, in the discs (2.56). The
required relations (2.42) and (2.43) follow from this and (2.48) in an obvious way. [J

We make another useful observation. Let s, kK =0,1,...,s, be the roots of the
equation

[(w1 + 1) —wi][(wa + 1)3¢° —ws] =0 (2.57)

and suppose that the parameter s varies over the set

Bs(r) = B(r)\ | J{ € C: |5 — 3| < 5}, (2.58)
k=0
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where 6 > 0. Then the multiplier v (s, ) of the equation (2.22) is simple. More-
over, it depends analytically on > and, besides (2.43), admits the following asymp-
totic representation as ¢ — 0:

%(%, €)
= (w1 + D[(wz + 1)3¢% — wo] + (wa + 1)s3¢* H(wy + 1)3¢ — wy] + O(¢)
(2.59)
uniformly with respect to s € Bs(r).

Indeed, when s € Bs(r) the left-hand side of (2.57) is non-zero and, therefore
(see (2.48)), the eigenvalue v = v, (s,e) of the operator (2.45) is simple. Under
the perturbation of V' by the term W (which is analytic in 3) of order exp(—q/e),
q = const > 0, the eigenvalue v = v, (3¢, €) becomes a simple eigenvalue v = v4 (3, €)
which depends analytically on » and satisfies

V(€)= va(2) + O(exp j),

81/1 8V*

9% 79 = 5

(%,5)+O(exp_€q>, e — 0.

The required asymptotic equality (2.59) follows from this and (2.48).

To complete our preparatory constructions, we state another assertion. Taking
into account (2.43) and a further analysis of equations of the form (1.19), we shall
use the following lemma.

Lemma 2.5. For every positive integer p satisfying the requirement

p< 1 (2.60)
and for all values of the parameters
Wi wet w; >0, j=1,2, w1+sw2<%—s—1, (2.61)
the equation
P(¢) = (@1 + 1)se —wnP(wn + 1)oe® —wf — ™ =0 (2.62)

has a simple root 1, and its other roots split into two sets: T'y C {sc € C: |»| < 1}
and Ty C {3 € C: || > 1}. The set 'y contains p(s + 1) elements. The set T's
consists of m — p(s+ 1) — 1 roots and is empty when m = p(s+1) + 1.

Proof. Fix an arbitrary positive integer p and real numbers w;, wo satisfying the
requirements (2.60), (2.61). Consider the polynomial

Pu(50) = [(por + 1) 3¢ = poon [P[(pewn + 1)3¢° — puwa]? — 5™, (2.63)

where p € (0,1]. Tt is clear from the explicit formula for this polynomial that
P,(1) = 0. Moreover, by (2.60), (2.61) we have

d
T P,(») = p(pwr + 1) + ps(puws + 1) —m < plw + 1) + ps(wa +1) —m < 0.

To study the other roots of (2.63), we begin with the case when p < 1.
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Note that when p < 1 the polynomial P,(s) has exactly p(s + 1) roots tend-
ing to zero as p — 0. The remaining roots (to be denoted by sq(u), I = 1,...
...,m—p(s+1)—1), other than 1, become equal to exp(2mil/(m — p(s + 1))),
l=1,...,m—p(s+1)—1, when u = 0. We easily verify that

i|%( )2 _2p<1_60827rl>w
du tH #:O_mfp(erl) m—p(s+1) !
2p 27ls
+——F——(1—cos ———— Jwy > 0.
m—p(s+1)( m—p(s+1)) ’

This proves the lemma for the roots of (2.63) in the case when 0 < p < 1.
We now suppose that the equation P,,(») = 0 with some p € (0,1] admits
a root s¢n = exp(ithg), Yo = 0. Then we necessarily have

1= |560*™ = |(powr + 1)260 — powr|* | (powz + 1)3¢5 — pows|*
= [1 + 2uowi (pow1 + 1)(1 — cos 1o)]P[1 + 2powa (uows + 1)(1 — cos(sthg))]”.

Clearly, it follows that cosy =1 and 3¢ = 1.

We write m;, j = 1,2, for the number of roots of the equation P,(s) = 0 in the
sets {sr € C: |5| < 1} and {3¢ € C: |5| > 1} respectively. The analysis above shows
that the numbers m; remain the same as y varies. Thus when =1 they remain as
they were in the case 0 < p < 1, that is, m; = p(s+ 1), me =m—p(s+1)—1.0

§ 3. Final results

3.1. The existence and stability theorems for travelling waves. In this
subsection we apply the auxiliary constructions of §2 to study the initial sys-
tem (2.2). We recall that the problem of the existence of its travelling waves (1.13)
reduces to finding periodic solutions (with periods mA/p, p € N) of the auxiliary
equation (2.4). Therefore in what follows we denote the periodic solution of (2.4)
specified in Lemma 2.1 and its period by z.(t,e, A) and T (e, A) respectively, to
stress their dependence on A. We similarly denote the period of the function (2.18)
We first study the problem of the existence of a periodic solution with period
T = mA/p for the relay equation (2.7). To do this, we consider the equation
T(a) = 2 (31)
p
for the seeking the phase shift A > 0, assuming that the positive integers m and p
are related by the conditions

m m

s+1+ﬂ+s/,6<p<s+1' (3:2)

Using the second formula in (2.16), we rewrite (3.1) in the equivalent form

m 1
®(A) = eXp[(p—s—l)A] —[14+8(1 —exp(—A))] l—i-B(l—eXp(—sA)) (Z;)).
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When the inequalities (3.2) hold, the equation (3.3) has the unique solution
A = A(,) on the semi-axis A > 0, and we have

o'(A X 4
()] oz, >0 (3.4)
Indeed, the explicit formula for the function ®(A) shows that it is a solution of
a certain linear homogeneous fifth-order differential equation with constant coeffi-
cients in the variable A € R and the characteristic roots of this equation are real.
Therefore ®(A) admits at most four zeros on the whole axis A € R. Since the

following properties hold by (3.2):

m s
®(0) =0, P0)=—-s-1-p—=<0,
(0) (0) ) f-3
lim ®(A) = +o0, lim ®(A) = —o0,
A—+o0 A——00

we see that the number of zeros is odd and each of the semi-axes A > 0 and A <0
contains at least one of them. Hence the function ®(A) has exactly three zeros,

and the root A = ﬁ(p) > 0 of (3.3) is uniquely determined and automatically
satisfies the required inequality (3.4).

Thus we have established that for A = E(p) the periodic solution (2.18) of the
equation (2.7) has the desired period mﬁ(p) /p. Counsider the periodic solution
x4(t,e,A) of (2.4), along with the corresponding equation

T.(e,A) = mT% (3.5)

We recall from (2.21) that the period Ty (e, A) admits an asymptotic representation
T.(e,A) = To(A) + O(e) uniformly with respect to A in any compact set K C
(0,400). Since the root A = A,y of the equation (3.1) is simple, it follows that
the equation (3.5) has at least one root A = ﬁ(p) (¢) such that

Apy(e) = Ay + O(e). (3.6)
Summarizing the constructions above, we arrive at the following assertion.

Theorem 3.1. Let m, p be positive integers satisfying the conditions (3.2). Then
there is a sufficiently small €9 > 0 such that for all €, 0 < e < €p, the system
(2.2), (2.3) admits a cycle (a travelling wave)

Cp: zj =T+ (G — DA (E)e), 7=1,2...,m, (3.7)
where T (L, €) = x*(t,s,A)|A=£(’ (@) and ﬁ(p)(e) is the root (3.6) of (3.5).

We now pass to the problem of the stability of the cycle (3.7).

Theorem 3.2. Under the hypotheses of the previous theorem, the cycle (3.7) with
a fized number p is exponentially orbitally stable when m = p(s+1)+1 and unstable
otherwise.

Proof. We recall that all the multipliers v of the cycle (3.7) are given by equations
of the form (1.19), (1.20), where v;(5) = v(s¢,¢€), | > 1, are the multipliers of
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the auxiliary linear equation (2.22) for A = 3(,,) (¢). Hence we have the following
bound for the monodromy operator ¥ () of the system (1.16) corresponding to the
cycle (3.7):

17 (e)||lgm —grm < M, M = const > 0. (3.8)

This bound follows from the properties (2.25)—(2.30) of the coefficients (2.23),
(2.24). Therefore in the equation

[V (3¢,€)]P = 2™, leN, (3.9)

using the obvious inequality |v| < ||#(¢)|| and a relation of the form (1.20), we can
restrict ourselves to the values » € C with || < 7, where r = (M 41)?/™, M being
the constant in (3.8).

Thus, under the condition s € B(r), we substitute A = ﬁ(p) (¢) in the equa-
tion (2.22) and use Lemma 2.4. It will be clear from the analysis below that the
complete set of multipliers of the cycle (3.7) can be constructed from the roots
of (3.9) with I = 1. Hence there is no need to consider other values of 1.

Using the asymptotic representation (2.43), we conclude that when | = 1, the
equation in question can be written in the form

(@1 + 1)se — 1 [P[(@2 + 1)3¢° — @a]? = 3™ 4 Oe), (3.10)

where @, Wy are the constants (2.44) for A = A(p). Note that the quantities
m, p, 01, Wa satisfy the requirements (2.60), (2.61) by (3.2), (3.4). Using this and
Lemma 2.5, we conclude that when ¢ = 0 the equation (3.10) has a simple root
» =1, and the other roots (to be denoted by 3;, j = 1,...,m — 1) do not lie on
the unit circle.

In the case when € > 0 we consider the equation (3.10) for s € Bs(r), where
Bs(r) is the set (2.58) with s, k = 0,1,..., s, being the roots of the equation (2.57)
for w; = @1, we = Wg. The parameter § > 0 is chosen small enough to guarantee
the inclusions » = 3; € Bs(r), j=1,...,m—1, s =1 € Bs(r). We emphasize
that for s = s, k=0,1,...,s, the left-hand side of (3.10) becomes equal to zero
while the right-hand side is certainly non-zero. Hence the equation (3.10) with
sufficiently small 0 has no roots in any of the balls {3 € C: |5r — »| < ¢} and,
therefore, we can discard these balls and consider only the set Bs(r). On this set,
the multiplier v (5, ¢) is simple and depends analytically on » and, besides (2.43),
satisfies the asymptotic equality (2.59).

We note that when € > 0 the equation (3.10) still admits the solution s = 1
since the equation (2.22) certainly has multiplier 1 for » = 1, A = Ag,(e). In
this case it is the linearization of the equation (2.4) at the cycle x = T, (t,€). By
the analyticity (mentioned above) of the function vy (¢, €), the equation (3.10) for
w1 = w1 and we = Wy differs from (2.62) by an analytic term of order & (in the
Cl-metric with respect to »). Hence the number of its roots in Bs(r) is equal to m,
as in the case ¢ = 0, and the root s = 1 is simple. The remaining m — 1 roots of
this equation tend to the roots 3;, j = 1,...,m—1, of the equation (2.62) as ¢ — 0.

Let us summarize. It follows from the analysis above that all the multipliers
vj(e), 5 =1,...,m — 1, of the cycle (3.7), except for the simple multiplier 1, tend

to the limits ™/*

;7 j=1,...,m—1,as ¢ — 0. Therefore (see Lemma 2.5) their
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absolute values are all smaller than 1 in the case when m = p(s + 1) + 1, and
there is at least one multiplier with absolute value larger than 1 in the case when
m#p(s+1)+1.0

3.2. Conclusion. Note that the number of values of p satisfying the inequalities
(3.2) grows unrestrictedly as m — +oo. Hence so does the number of coexisting
cycles (3.7). But they are all unstable in the case when m # po(s+1)+1 Vpy € N.
The only possible stable cycle is that with number p = pg when m = po(s+1) + 1.
This cycle always exists since the requirements (3.2) hold automatically for the pair
of numbers m = po(s +1) + 1, p = po.

Thus the theory developed above does not answer the question of the attractors
of the system (2.2) when m # po(s + 1) +1 Vpo € N. To clarify the situation in
this case, we use the results of a numerical experiment which was carried out for
the system

. 14 aexp(—z;)
Xr; = — 5
! 1+ exp(y12;-1) + exp(y2 Tj—2) + exp(y3 Tj—3) (3.11)
i=1,2,...,m,

where rg = ,,, T_1 = Tym_1, T_2 = Ty,_2, with the values of the parameters
a=05.5, 71 =72 =73 =100 and for 5 < m < 9.

z3

I/ Z2

Figure 3

NN

Figure 4

When m = 5, according to our theory, the cycle (3.7) of the system (3.11) with
number p = 1 is stable. It seems to be the only attractor (we were not able to
find any others). The projection of this cycle to the subspace (x1,z2, z3) is shown
in Fig. 3, and the graph of its component z; as a function on ¢ is shown in Fig. 4.



Travelling waves in circular gene networks 545

When m = 6 the stable cycles are not travelling waves. There are several such
cycles, all obtained from one another by cyclic permutations of the coordinates z;,
j=1,...,6. The projection of one such cycle to the subspace (x1, 22, x3) is shown
in Fig. 5.

\

T2

Figure 5

The most interesting situation is realized for m = 7. Then the system (3.11)
admits a stable cycle which is a travelling wave but not a cycle (3.7). Note that only
the simplest travelling waves of the system (2.2) were constructed above. These
waves correspond to a cycle zo(t) of the relay equation (2.7) such that zo(¢) < 0
on the time interval —sA — oo < ¢ < —og of length sA. However, equation (2.7)
also admits cycles with several sign changes on any interval of length sA. These
cycles generate more complicated travelling waves of the system (2.2). One such
wave was detected numerically for the system (3.11) with m = 7. Its projection to
the subspace (x1, %2, x3) is shown in Fig. 6, and the graph of the component z; is
shown in Fig. 7.

T3

/

T
T2

Figure 6

The situation in the remaining cases m = 8 and m = 9 is as follows. When
m = 8 the attractors of (3.11) turn out to be equilibrium states passing to each
other under cyclic permutations of the coordinates. When m = 9, the cycle (3.7)
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X1

N/\\/\/\/f\t

Figure 7

with number p = 2 is stable. We note that no new phenomena occur under the
further growth of m: all types of attractors described above reappear one by one.
For example, when m = 10, the stable cycles are not travelling waves. When
m = 11, the attractor is a more complicated wave similar to the one shown in
Figs. 6, 7, and so on.

The following system deserves separate study:

aexp(—z;)

_QOPATE) 10 m, w0 = @, 3.12
1+eXp(’7$j71) J 0 m ( )

By =—
It is obtained by the change of variables (2.1) from the multidimensional repressi-

lator
«

S — i=1,2,....m, = Upn,. 3.13
+1+u;¥71 J m, Uy =1u (3.13)

'l.Lj = —’LL]'
Note that the system (1.3) mentioned above is a particular case of (3.13).

It follows from our theoretical constructions that if & > 1, v > 1 and m = 2pg+1,
then the system (3.12) admits a stable travelling wave (3.7) with number p = po.
But if m = 2pg, then numerical analysis shows that its attractors are equilibrium
states.

To conclude, we note that all the results obtained above for the system (1.4)
hold without change for the system (1.5). Indeed, under the conditions (1.9) it is
transformed by the changes (2.1) to a system of the form (2.2), where the function
Qy1,...,ys,€) is given by the following analogue of (2.3):

s 0
Qyr,...,ys, &) = H(l—l—ékexpwc). (3.14)
k=1 €

The relations (2.5), (2.6) are easily seen to hold for (3.14) and, therefore, we are
still dealing with the same relay equation (2.7).

The situation for the system (1.6) is somewhat more complicated. Here, under
the conditions (1.9), (2.1) we obtain a system (2.2) with the function

S A0

k=1
and the corresponding delay relay equation is of the form

&= -1+ aexp(—z)R(y), y = ngx(t — kA), (3.15)
k=1

where R(y) is the function in (2.6).
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We now consider the system (1.7) and note that on account of the relations (1.9),
(2.1) it passes to the system

ay exp(—x;) )
i =—1 =1,2,...
+Z 1+ dpexp(vRaj_i/e)’ I

where x_ = -, kK = 0,1,...,8 — 1. The delay relay equation can now be
written in the form

=1+ Zak eXp(_x)R(yk”yk:z(tka)' (3.16)

The problem of travelling waves for the systems (1.6), (1.7) is related, first of
all, to finding periodic solutions of the relay equations (3.15), (3.16). The study
of these equations is a separate and still-unsolved problem. Another open problem
is to find periodic solutions of (2.7) with several sign changes on any interval of
length sA. We recall that the existence of such solutions is confirmed by numerical
analysis.
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