N
N

N

HAL

open science

Tubular biological micro- and nanostructures: Physical
mechanisms of self-assembly and functioning
Ivan Golushko

» To cite this version:

Ivan Golushko. Tubular biological micro- and nanostructures: Physical mechanisms of self-assembly
and functioning. Physics [physics]. Université Montpellier; Rostovskij gosudarstvennyj universitet,

2018. Russian. NNT': 2018MONTS098 . tel-02176889

HAL Id: tel-02176889
https://theses.hal.science/tel-02176889
Submitted on 8 Jul 2019

HAL is a multi-disciplinary open access
archive for the deposit and dissemination of sci-
entific research documents, whether they are pub-
lished or not. The documents may come from
teaching and research institutions in France or
abroad, or from public or private research centers.

L’archive ouverte pluridisciplinaire HAL, est
destinée au dépot et a la diffusion de documents
scientifiques de niveau recherche, publiés ou non,
émanant des établissements d’enseignement et de
recherche francais ou étrangers, des laboratoires
publics ou privés.


https://theses.hal.science/tel-02176889
https://hal.archives-ouvertes.fr

THESE POUR OBTENIR LE GRADE DE DOCTEUR
DE L’'UNIVERSITE DE MONTPELLIER

En Physique
Ecole doctorale Information Structures et systémes (I2S)
Unité de recherche L2C-UMR 5221

En partenariat international avec Southern Federal University, Russie

Micro- et nanostructures biologiques tubulaires:
Mécanismes physiques de l'auto-assemblage
et du fonctionnemen

Présentée par Ivan GOLUSHKO
Le 21 novembre 2018

Sous la direction de Andrea PARMEGGIANI

et Vladimir LORMAN
et Sergei ROCHAL

Devant le jury composé de

Serguei NECHAEYV, Directeur de recherche, Université Paris XI Rapporteur

Eugene POSTNIKOV, Professeur, Kursk State University Rapporteur

Karima KISSA, Chargé de recherhce, Université de Montpellier Examinateur

Olga KONEVTSOVA, Chargé de recherhce, Southern Federal University Examinateur

Andrea PARMEGGIANI, Professeur, Université de Montpellier Directeur de thése
Sergei ROCHAL, Professeur, Southern Federal University Co-directeur de thése
Vladimir LORMAN, Professeur, Université de Montpellier Co-directeur de thése

UNIVERSITE
DE MONTPELLIER




Acknowledgements

This thesis has become a very important part of my life during the last four years.
| was very lucky to meet so many great people who supported and guided me through my
journey to become a doctor. It is difficult to thank every single one of them, but I will try
to do my best.

First of all, I would like to thank my scientific advisors Prof. Sergei Rochal, Prof.
Vladimir Lorman, and Prof. Andrea Parmeggiani. Sergei basically brought me to science,
under his guidance | performed my first real research and published my very first paper.
| really appreciate his support and guidance not only in physics but also in life. VIadimir
encouraged me to pursue a joint Ph.D. program between France and Russia and
introduced me to the Charles Coulomb laboratory team. | really enjoyed discussions we
had, which always motivated me to keep working and become a better scientist. Working
with Vladimir and learning from him was a great pleasure. Vladimir’s death was a big
shock for me and at one point, | started to doubt if | could continue my work at the Charles
Coulomb laboratory. Fortunately, Andrea Parmeggiani kindly agreed to guide me through
the rest of my thesis. Andrea is a great open person and scientist with extensive
knowledge of the field, he always exudes enthusiasm for life and science. Without
Andrea’s help and support my successful defense would not be possible. I feel that I
developed a strong bond with these people and | am very happy to have them in my life.

| would also like to thank all the members of the Charles Coulomb laboratory team,
who were very kind and supportive to me, and especially Gabriel David. Gabriel helped
me a lot with various formalities and documents regarding my living in France. | always
have a lot of fun just discussing things with him.

Furthermore, | would like to thank Dr. Karima Kissa with whom | had a pleasure
to work and discuss the biological aspect of some problems addressed in the thesis.

This thesis would not be possible without the Vernadski scholarship provided by

the French Embassy in Russia. | would like to thank Arielle Michel and Smahane



3

Hadouche, they as representatives of the Campus France Montpellier helped me a lot by
organizing my stay in France and provided me with the necessary information.

| deeply appreciate the support of my colleagues from the Nanotechnology
department. | also want to thank Galina Geguzina, who helped me with proofreading
of the thesis and Prof. Vladimir Chupin, who organized a seminar at Moscow
Institute of Physics and Technology to discuss my work.

| am grateful to the referees Dr. Serguei Nechaev and Prof. Eugene Postnikov,
who read my thesis, provided thoughtful reviews, and participated in the defense in
person, despite their busy schedule. It was a pleasure to meet them.

Finally, I want to thank my parents, Natalia and Yury Golushko, for their limitless

love and support.



4

EXTENDED SUMMARY

Motivation of the thesis

The first images of living cells were obtained by the English natural philosopher,
architect and polymath Robert Hooke. In 1665 a hand drawn sketch of the cork cellular
structure that he observed with a microscope were published in probably the very first
scientific bestseller: “Micrographia: or Some Physiological Descriptions of Minute
Bodies Made by Magnifying Glasses. With Observations and Inquiries Thereupon”. Ever
since scientific community has been actively studying this elementary unit of life.

The membrane is one of the main components of living cell. Cell membranes take
part in a great number of processes that are indispensable for functioning of both
prokaryotic and eukaryotic cells. Despite the crucial role of these systems, first correct
predications about their structure and lipid nature were made only at the turn of the XIX
century.

For a long time in biology in general and in cell investigation, in particular, the main
purpose of physics was to develop new experimental techniques providing scientists with
higher quality data. The development of classical experimental methods of condensed
matter physics such as X-ray diffraction analysis and electron microscopy provided
scientists with the tools to obtain detailed structure of cell membranes and membrane
proteins. Moreover, a growing tendency to apply methods and approaches of theoretical
physics for the description of living organisms allowed for deeper understanding of
various biological processes and gave birth to a new interdisciplinary science known as
biophysics.

Today classical theory of elasticity and its more generalized versions are actively
used for modelling of mechanical properties of various biomimetic and biological objects
such as lipid vesicles , protein microtubules [2], intestine [3] and blood vessels [4]. Viral
capsids and processes of their maturation are described in terms of phase transition theory
in crystals [5]. The mechanistic model of membranes proposed in the pioneer works of

Peter Canham and Wolfgang Helfrich [6,7] and based on the similarities between lipid
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bilayer and liquid crystals provided a backbone of the majority of modern papers that
consider cellular membranes in the framework of continuum approaches. Today, the
development of both theoretical models and biomimetic model systems allows not only
for a better qualitative but also for a quantitative description of cellular processes
involving cell membranes.

We know that both endocytosis and exocytosis fundamental mechanisms are
accompanied by significant modification of cellular membranes’ shape. These shape
changes are driven by specific curvature-generating proteins [8]. One of the most popular
model systems to study properties of the lipid bilayer and mechanisms of its interactions
with proteins are tubular lipid membranes (TLMs), which are usually formed from lipid
vesicles by pulling [9]. Similar structures connect endocytic vesicles and serve as
channels for matter transport in cells. They are observed in a number of organelles such
as mitochondria, Golgi apparatus, and endoplasmic reticulum. Model systems formed in
vitro are usually much more homogeneous than their biological counterparts. Thus model
systems are much easier to describe in terms of classical concepts of condensed matter
physics.

Another crucial process that motivated us to perform present research was the
Endothelio-Haematopoietic Transition (EHT). EHT leads to the extrusion of
haematopoietic stem/progenitor cells (HSPCs) which will later on colonize
haematopoietic organs allowing haematopoiesis throughout adult life. EHT was
discovered with a help of zebrafish (Danio Rerio), however the process seems to be
universal and should apply also for both mammals and birds, which makes its
investigation a fundamental problem of hematopoiesis, embryology and biology [10].
Zebrafish is another type of model system, which is a whole organism. It is a freshwater
fish native to the Himalayan region. This species shares about 70 percent of genes with
humans [11], zebrafish eggs are fertilized and developed outside of mother’s body,
moreover it is highly transparent in the optical spectrum. All these factors make Danio

Rerio extremely popular model system to study.
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An active use of model systems and development of measuring devices, demands
for an appropriate development of theoretical models to provide tools for experimental
data analysis. Thus, in order to understand physical mechanisms underlying the above-
mentioned biological processes, we have developed theoretical models of TLM and
zebrafish’s dorsal aorta and applied the developed theory to the latest experimental data

available,
The main objectives of the study

The main purpose of the first part of the work is to study how curvature-inducing
proteins interact with lipid membranes. In order to perform this, we develop a physical
model of tubular lipid membranewith curvature-inducing proteins adsorbed on its surface
and apply it to the latest generation of in vitro experiments. During the work the following
problems have been solved:

—  Todevelop the TLM model that takes into account the external force applied along
the tube axis, the surface tension and asymmetry of the lipid bilayer (namely
spontaneous curvature), the pressure difference between inner and outer medium
of the membrane, and the fact that the lipid tube is connected to the vesicle from
where the tube is formed.

—  To obtain the energy of the system in the linear approximation and establish the
stability region of the cylindrical membrane.

—  To describe the critical behavior of the axially compressed TLM in the framework
of the Landau phase transition theory.

— To develop an approach for the description of the interactions between proteins
induced by the membrane’s deformation.

—  To analyze experimental data on the interactions of TLMs with curvature-inducing
proteins in the framework of our model in order to understand mechanisms
regulating behavior of these systems.

The second part of the work focuses on Endothelio-Haematopoietic Transition
(EHT), which is responsible for haematopoietic stem/progenitor cells (HSPCs)

production. In order to rationalize the process from the physics perspective, we generalize
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the developed TLM model for the case of the elastic dorsal aorta with nonzero shear
modulus and apply it to the time-lapse observation of zebrafish embryo development.
During the work, the following problems have been solved:

—  To develop the DA model that takes into account longitudinal stress, hydrostatic
blood pressure and influence of the tissues surrounding the aorta.

—  To obtain the linearized expression for the free energy of the DA and establish
stability domain of the system in the parameter space <hydrostatic pressure,
longitudinal stress>

— To analyze experimental data obtained by time-lapse imaging of the growing
zebrafish embryo and associate certain steps of the EHT with theoretically

predicted mechanical instabilities of the DA.
Content of the manuscript

The first chapter of the thesis is devoted to the literature review and covers topics
such as composition, structure and functions of cell membranes as well as their
interactions with proteins. A special emphasis is put on spontaneous curvature, which is
a parameter determining equilibrium shape of the free lipid membrane. We discuss
Canham-Helfrich Hamiltonian commonly used to describe lipid membranes’ bending
energy and introduce a principle scheme of a TLM pulling experiment (fig. 1). This type
of experimental setup is commonly used to study properties of lipid membranes and how
they interact with curvature inducing proteins.

In the second chapter we have develop a model of tubular lipid membrane pulled
out of a vesicle and established conditions for the joint equilibrium of the composite
system TLM-vesicle. In order to do this, we first studied the stability of the individual
TLM.

We use the following expression for the energy of the lipid tube with nonzero

spontaneous curvature and pressure difference:

d)zgj(K—2C0)2dS+o-de—AdeV—FL. (1)
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In eq. (1) the first term is the Canham—Helfrich free energy, where x is the bending
rigidity of the membrane [6,7], K =1/R, +1/R, is the mean curvature of the TLM

surface, C, is the spontaneous curvature of the lipid bilayer. The second and third terms

represent the contributions of the surface tension ¢ and pressure difference AP =P, -P ,

in the media inside and outside of the TLM, where L is the TLM length, F is the tensile
(for F > 0) force acting along the TLM axis. dV and dS are the volume and surface
differentials, and the integration is performed over the whole tube surface and volume
respectively. Assuming that equilibrium TLM has a shape of the right circular cylinder
of length L and radius r we minimize its energy (1) with respect to r and L and thus obtain
to generalized Laplace equations:
k(L—4C.r?)

2

, 2rm(L-2G,1) )
r

o =TrAP + F = ar’AP

2r

Figure 1. Schematic diagram of TLM pulling experiment: (1) micropipette; (2) vesicle;
(3) TLM; (4) glass or polymer ball; (5) polymer molecules incorporated into lipid
bilayer; P, pressure in micropipette; P;, pressure inside vesicle; P, pressure of liquid
outside.

Even though equations (2) establish relations between parameters of the system they
do not ensure that this shape corresponds to the minimum energy of TLM. Thus, we study
stability of the individual TLM with respect to thermal fluctuations. We parametrize

surface of the deformed membrane as ([u,(¢,z) +r]cosg,[u,(4,z) +rlsing,z), where

u (¢,z) — radial displacement field of the TLM’s surface. Then we expand the
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displacement field as u, (¢,z) =37, . A . exp(i(ng+k_ z)), and obtain the following

expansion of the free energy of the TLM under periodic boundary conditions:

RS M ALAL. @)

r3 n,m=-o0

® =

In eq. (3) coefficients M, , are given by the following expression:
M, . =(r’k2+n°-1)°+(2a. —2)(n* -1 + o, (r’k: + n* -1). (4)
We reduce the number of system’s control parameters down to two, namely:
normalized axial force a. = Fr/(7k) and normalized spontaneous curvature ¢, = 2C,r.

Highly symmetric cylindrical phase of the TLM is stable when matrix My, is positively

determined. Using this condition, we establish the stability domain of the individual TLM

and show that depending on the values of control parameters <aF ,ac> instability can be

associated with two types of modes.

aCZ.O-
1.5
éé: mO:I()
1.0 —
m,=14
m0=l3
0.57 AP=0
a) b o) 4 e

| 50 7 [ 7 O
|
INNY. i

Figure 2. Possible soft TLM modes: a) n=0, m=0 (radial breathing mode); b) n=1, m=1
(buckling mode); c) n=0, m=4 (corrugation mode); (d) »=0, m=8 (corrugation mode). €
Stability domain of TLMs with L/r=100: red lines are set by equations M, »=0 and
correspond to possible soft deformation modes; bold dashed line indicates the boundary

of TLM stability domain; black solid line is set by equation ¢, =1-«, /2 and

corresponds to zero pressure difference (AP = 0). Red circle highlights complex
instability point.
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The first mode type is two-fold degenerate mode with n=0 and m=+mg, where
Me=0,1,2...Mpnax and mpa=round(L/(2zr)) (fig. 2 a,c,d), where the function round(x)
rounds the value of x to the nearest integer.

The second mode type is four-fold degenerate buckling modes with n=+1 and m=+1
(fig. 2 b). Let us note that in the case of periodic boundary conditions modes with n=+1

and m=0 are translational and do not influence the stability of the system.

The stability domain of the individual TLM in the parameter space (c,,a. ) on the
left is bounded by the vertical line . =—(27r/L)*, and on the top right is bounded by

the polygon formed by a straight segments set by equations My ,=0 where m goes from 0

to mpax=round(L/(2zr)), which can be also approximated as:
a. <3-2a.,ifag 22 and o, <1-¢? /8, if ap <2. (5)
The origin of the bottom boundary o, =0 is related to the fact that in the systems under

consideration [A1,9,12,13] the protein solution is introduced from the outside leading to
the generation of positive spontaneous curvature.

After that we performed an analogous analysis for the spherical vesicle with
constant volume and zero spontaneous curvature of the lipid bilayer (according to
experimental data at low concentrations, curvature inducing proteins primarily affect
spontaneous curvature of the TLM, whereas spontaneous curvature of the vesicle remains
unchanged [Al]). We show that stability of the equilibrium vesicle described by the

classic Laplace law (o =1/2RAP) can be estimated as:

ves 12K
AI:)ins - R3 ' (6)

Having stability domains and Laplace equation for both vesicle and individual TLM
we assume that pressure difference AP and surface tension o are equilibrated over the
whole system and obtain the following equations describing composite system TLM-
vesicle:

N 2kt(l—a.) iy kr(l—a?)
r r

F

— 2 2
o~ K(lrzo‘c) (1+2y),AP z’f(lrz—sc)(u 27).  (7)
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In egs. (7) » =r /R is asmall parameter characterizing the relation between tube and
vesicle radii. Equations (7) account for the influence of the vesicle on the TLM and reduce
its stability domain to a single curve in the <aF : ac> space:
ap ~2-2a. +y(l-al). (8)

Curve (8) slightly deviates from the straight line «. =1-«. /2, which characterizes
system with zero pressure difference. Contributions to the free energy of the TLM-vesicle
system given by the pressure difference and surface tension relate as r/R, and thus
pressure difference plays a minor role. Basing on this result we omit the pressure
difference and estimate value of the mean-square fluctuations of the TLM radius at the
point . =0, which corresponds to the absence of the axial pulling force. For TLM with
L/r=100 and bending rigidity x~12k.,T [9] this value is about 700-800% of the
equilibrium radius. Moreover the main contribution to the standard deviation is given by
the four-fold degenerate mode with n=+1 and m==+1 (about 600%) whereas contribution
of the corrugation mode does not exceed that of all other modes. Softness of the buckling
modes of such TLM could explain irregular shapes of the membranes observed both in
vivo and in vitro.

In the third chapter we perform a detailed analysis of the critical instabilities
arising in a TLM which is connected to a vesicle and subjected to a compressive axial
force. Fig. 2d shows that in the vicinity of the point «_. =0 two types of modes become
soft simultaneously, namely radial corrugation and long-wave buckling. In order to study
the behavior of the system in the case of small negative «. values we omit pressure
difference in the system and apply Landau phase transition theory. According to it, in the
vicinity of the phase transition point the free energy of the system is mainly determined
by the critical modes. So instead of the full free energy of the system we utilize Landau-
type energy expansions with a single control parameter o, with amplitudes of

corrugation (n=0,k’r? ~1) and buckling modes (n=+1,m=+1) playing the role of order

parameters (they vanish in the highly symmetrical cylindrical phase whereas their



12

fluctuations diverge in the vicinity of the critical point). Comparison of the expansions of

the 4™ 6" and higher orders shows that minimal critical displacement field can be written

as [A2]
27m, 2
u(g,z) = {acos{ 3 zj+bcos(¢—TzH, (9)

where a and b are dimensionless real amplitudes. Corresponding minimal Landau-type

expansion describing the instability has the following form [A2]:

F(4) :g(:LGFZ'OaZ + 64F0'2b2 +4F2’2a2b2 + F4,0a4 + F0‘4b4) (10)
v

where coefficients F;;j are functions of o, (normalized axial force applied to TLM):
Fo=a +a:0+5%,
F,, = 722, +47%%),
F,, =35 -5 — 20, (1+ 8)+ 47%y*[3— (1+ 555 + 4az +207%5 )| -1, (11)
F,,=11-105 -195° — 4 (1+ 5 ),
F,. = [+ 47%° i1 - 42%y%(407%) + 4are +9)|.
In expressions (10) and (11), » =r/R and s=k’r? -1 are small expansion parameters.
The expansion (10) describes two consecutive second order phase transitions. Fzg
is the first coefficient to change its sign when o, decreases (which corresponds to the
increase of the TLM axial compression). F, vanishes at the point . =-5?/(5 +1) where
the first second-order phase transition occurs, leading to the TLM corrugation with the
period equal to the TLM cross-section perimeter (see fig. 3). Since F,, is negative, the
nonlinear biquadratic coupling term decreases the free energy of the system and thus the
second second-order phase transition leading to the spontaneous symmetry breaking
occurs almost simultaneously with the first one. TLM develops chiral buckling with
period equal to the tube length, at the point:
ar =a, =—6>+06°—(88x'y* —222°y*5% +5*), (12)
where expression in the brackets corresponds to the additional compression required to
bend the TLM.
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Figure 3. Complex instability in TLM. Increase of the axial compressing load leads to
the corrugation and then to the chiral buckling. Free energy of the system is
approximated by the Landau potential with amplitudes of critical corrugation a and
buckling b being two critical order parameters.

In the fourth chapter of the manuscript, we develop ideas introduced in [14] and
propose a model of the lipid tube with curvature-generating proteins adsorbed on its
surface, which utilizes a novel multipole approach.

It is well known that even individual molecules of curvature-inducing proteins can
locally deform lipid membrane. However, the induced deformation cannot be strongly
localized, since this would lead to the emergence of regions with extremely high curvature
and thus high energy [15-17]. Due to this fact long range forces between proteins at the
TLM surface should exist. The way proteins interact with a membrane depends on various
factors [A1,9,12,13,18], and building a microscopic model of such complex system is a
very difficult problem. Thus, in order to describe an action of proteins on a TLM we

introduced a phenomenological field of radial forces Il(¢,z), which deforms the

membrane in a similar manner to the modeled protein molecule. In the present work we
do not consider electrostatic interactions between proteins and use expression (13) for the
free energy of the coupled system TLM-proteins [14].
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D, =D~ [u (4, 2)1(¢,2)dS + AD (13)

chem *
In eq. (13) term @ represents energy (1), u, (¢4,z) — is the radial displacement field
of the TLM surface, A® .. is the energy of chemical interaction between proteins and

membrane, which depends exclusively on the number of adsorbed molecules. It is
important to note that, since adsorption of proteins is an energetically favorable process,
Ad,. should be greater by absolute value than membranes bending energy induced by
the field I1(¢, z) . We neglect the pressure difference and study the behavior of the system
in the stability domain of the TLM cylindrical phase «; €[~0..2]. Assuming that

membrane deformation is small, we use the following expansions for the deformation and

force fields:
u.(¢,2) =2 A exp(i(ng + Kk, 2)),
(14)
(¢, 2) = X511, exp(i(ng + Kk, 7)),
and obtain the free energy of the system in linear approximation:
LS Y ‘2wl Y IT 15
ACD = ?n,rgfco n,mAw,mALm - ﬂr n,mZ:;ooHn'mALm + AcI)chem’ ( )
where matrix My, has a simplified form:
M, . =(r’k:+n®-1)*+a.r’k’. (16)

By minimizing eq. (15) we establish relations between coefficients A,m and Iy m

and thus relate the deformation of the TLM to the perturbation induced by proteins:

_ " Do 17
Ah,m - k Mn,m ' ( )
which allows to write down the deformation energy as a function of I1(¢,z) :
ar® & 11, 1T,
Ed — z nm-=~nm (18)

k n,m=—w0 M

n,m

After that, we introduce several assumptions in order to simplify the use of eq. (18).
— interactions between N adsorbed proteins are additive and a perturbation

induced by proteins is just an ordinary sum of force fields produced by each
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curvature-generating molecule (generally speaking this assumption is
automatically fulfilled since our theory is harmonic).

— adsorbed proteins maintain their orientation on the TLM surface (according
to the known experimental data on structure of N-BAR proteins, and their
orientation on the TLM surface [19-23], as well as MD simulations [24], these
proteins align themselves perpendicularly to the TLM axis)

Having these in mind, we can write down interaction energy of a pair of proteins as:

21T, (Hﬂm)*(cos(nAgb + ZMIT_]AZJ + 1}

ar’ e (19)
E, = ,
d K n,mZ::—oo M

n,m

Ineq. (19) Ap=4¢, —¢; is an angular distance between multipoles’ centers, Az=z, —z; IS
a distance between their centers along the TLM axis, 11°_is a perturbation induced by

the multipole located in the origin point.

The simplest way to introduce a force field that approximates the action of
curvature-generating protein is to construct a superposition of forces F; normal to the
TLM surface, localized in the area occupied by the modeled protein molecule. These
forces should satisfy conditions of mechanical equilibrium: their sum and also the sum of
their moments should be equal to zero. We analyze three types of such multipoles: dipole,
tripole and quadrupole. The structure of multipoles, the deformations that they induce and
the energy of their pairwise interaction are depicted in fig. 4.

Based on the obtained results we conclude that the equilibrium distance between
two interacting multipoles is mainly regulated by their geometry i.e. relative position of
forces within the multipole. In all considered cases, the behavior of the system is
qualitatively independent on the value of the axial force applied to TLM in the range

ar €[0.5..2]. The variation of the o influences the amplitude of the TLM deformation
and depth of the energetic minima (both increase with the decrease of «, ) whereas their
positions remain practically unchanged. However, when o, approaches to zero (and thus

the critical instability point) protein interaction radius drastically increases. Detailed

analysis of this case is out of the scope of the manuscript, since in the vicinity of the
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critical point linear model can no longer describe adequately the system. As it is shown
in the fig. 5 obtained distribution of quadrupoles is reminiscent of that of F-BAR Toca

family proteins in regular structures that they form on the surface of lipid tubes [19].

a) b) I c)
| d

8 1.5 1.5

2 | |

2 0.5 0.5

0 0 0

-2 0.5 0.5

-4

-6 -1 -1

-8 -1.5 -1.5

min -7 _ T m m - _ T m T —_ _ T m s

d 2 0 2 2 0 2 2 0 2
) €) f)

Figure 4. TLM deformation induced by force multipoles and energy of their coupling.
The TLM shape under the action of multipoles (which model the interaction of the
protein molecule with the lipid bilayer) is shown in the top panels. Green and red
vectors depict radial forces of different sign forming the multipoles. The bottom panels
show the coupling energy E between two multipoles as a function of the distance (Ag,
Az) between them. Green and red circles depict the radial force sign. The distance (Az)
along the TLM axis is measured in TLM radius unit. Energy minima are shown with
white circles. The following multipoles are represented: (a,d): dipole composed of a
pair of diametrically opposite forces, min(E/E?) = 0.86, max(E/EJ) ~ 2.03; (d,e): tripole
formed by three forces situated in the TLM cross section perpendicular to its axis, the
angular separation between forces is Ag, =z /15 min(E/EJ) ~ 0.66, max(E/E2) = 2; (C,f) :
symmetrical quadrupole with the forces applied at the points (+7/15,0) and (0,+xr /15),
min(E/EJ) ~ 0.88, max(E/E?) ~ 2). All plots are given for the TLM with L/r=100 and « =1.
EJ is the energy of the TLM strain which is induced by two uncoupled multipoles

(located far from one another).
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~220A

™

-~ 0 =
2 2

Figure 5. Similarities in arrangement of quadrupoles and real proteins. a) minimal
energy configuration of the system consisting of two quadrupoles represented by yellow
squares; b) single particle helical reconstruction of a CIP4 F-BAR domain-induced
67nm membrane tubule at 17 A resolution [19]. The protein coat is colored blue-gray,
and the underlying membrane is green.

In the fourth chapter we also study the behavior of the system in the case of pinned
TLM. First, we examine TLM with no proteins on its surface. In order to do that we

expand displacement field of the TLM surface in a new set of orthonormal eigenfunctions

compatible with the pinned boundary conditions u, (¢,2)=>" >'" A exp(ing)sin(k,z)

and obtain the following expression for the free energy of the TLM:

1k = = . - .
q) pinned =x 3 Z Z M n,m A-\,mAmm + k7Z-aF 2 A\),mkm (1_ (_1) )
2 r n=—o m=1 m=1 (20)

M, . =(r’k2+n*-1)°+a.rk:

Our analysis shows that shape of the pinned TLM slightly differs from the right
circular cylinder (see fig. 6). As a matter of fact, unlike eq. (3), eg. (20) contains linear
terms in displacement amplitudes.

We then analyzed how new boundary conditions affect the way proteins interact
with membrane and between each other. By taking the deformed cylinder minimizing
energy (20) as reference state and expanding the perturbation field as

(g,2)=>" > M, exp(ing)sin(k,z) we obtain the deformation energy of the pinned

TLM with a protein molecule adsorbed at its surface (21).
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cos(k Azo)—COS(nA%)]
_Rr e ( ! cos(Ady) ) . (21)
Ry Zwmzl M sin’(ks2),

n,m

In eq. (21), the protein action on the membrane is approximated by a quadrupole.
When the forces comprising multipole are strongly localized, its characteristic size can
be estimated as a half of the TLM radius (this estimation is in good agreement with the
known size relations in living systems [19,20,25,26]). In this case the membrane
deformation energy as a function of the z coordinate of the multipole center rapidly decays
to zero in the regions about 2 tube radii in size at the tube’s ends (see fig. 7). Everywhere
but in the above mentioned regions, dependence on the z coordinate of eq. (21) is

negligibly weak, and thus positions of proteins do not influence the way they interact with
membrane and each other.

rtu,
¥

0.95
0.90
0.851
0.801

0.751

0o 5 10 15 20 25
2) L/r b)
Figure 6. Shape of the pinned TLM with L/r=100. a) Generatrix of the TLM at different
spontaneous curvature values: «. =1 (red line), a.=0.9 (green line), a. =0.7 (blue line),
a.=0.4 (purple line), «. =0 black line. b) TLM with zero spontaneous curvature of the

lipid bilayer (proportions of the tube have been changed).
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Figure 7. High affinity of curvature-mediating proteins to TLM ends. Deformation

energy E, induced by binding of a single quadrupole. E; is the energy of the TLM

deformation which is induced by a single quadrupole located in the middle of the tube.

Insert: scaffolding by endophilin A2. Endophilin A2 N-BAR domain (endo) binds to the

tube’s ends and forms a scaffold that continuously grows along the tube. t=0 marks the
time when protein was detected on the tube, scale bar 2 xm [Al].

In the fifth chapter we generalize the developed TLM model for the case of the
zebrafish dorsal aorta which has nonzero shear modulus. We model DA as a thin
cylindrical shell of isotropic elastic material subjected to the pressure difference and
external elastic forces applied by the tissue matrix surrounding the DA.

Since deformation energy of the DA depends on all three components of the
displacement field (unlike in the case of TLM, whose deformation energy is determined
exclusively by its geometrical shape) we parametrize surface of the aorta as follows:

x'=[(R+u, ) cos p-u, sing|
v=[(R+u, )sing +u, cos ] (22)
z=z+u,
where R is the tube’s radius in the relaxed state and u=[u, ,u,, ,u. ]isafield characterizing

displacements of the DA surface in cylindrical coordinates.
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Assuming that DA is subjected to the homogeneous longitudinal stress o,,, due to
the growth rate difference between surrounding tissues and aorta itself, we write the DA

energy as follows:
A 2 A N2
@ = fs [5 (e: ) +u (g,.k )+§(AH) —UZZ@ZuZ] dS—APV, (23)

where ¢g; is a two-dimensional nonlinear deformation tensor, 4 and u are two-
dimensional analogs of Lame coefficients, x is a bending rigidity, AH'=(6,u,+R’%u,-
d,u,y/R’ is a renormalized average curvature variation, which does not account for
homogeneous radius variation. Integration is performed over the DA surface. V stands for
the DA volume and AP stands for the pressure difference in the system.

Homogeneous mechanical stress induced by the external tissues and hydrostatic
pressure (terms o, -0,u, and APV) leads to a homogeneous deformation of the cylindrical
shell, maintaining its symmetry, thus we represent total displacement field (caused by
both thermal fluctuations and external forces) of the DA surface as:

u=uy+u' (24)

Providing that both control parameters APR and o,, are significantly smaller (in
absolute value) than any of the Lame coefficients and deformations are small, we can find
the free energy of the system A®(«), as a function of the additional virtual displacements
u', taking stressed cylinder with energy ®(u,) as a reference state:

AD (1) =D (1)-D(up) (25)
We expand the displacement field of thermal fluctuations as:

v Y Y U (26)

n=-00 m=-0

where L is the length of the DA, kmzz%m, n and m are wave numbers and A%, ., (i = 1..3)

are complex amplitudes of the field harmonics. After performing all the substations in eq.
(25) and retaining only members not higher than the second order in the components of
the displacement field u’ and their spatial derivatives, we integrate the expression and
obtain the harmonic energy of the system eq. (27).



21

AD=27RL z M A AL (27)

N=-00,/m=-00

where the matrix M has the following form (28)

(A+2u  k(R?k2, +n*)* AP(R%kZ, + 2n% —2) (k(R?*k2,+n?) A+2u (A —APR
+ 0,,k2, —i n —i k,
R? R* 2R R* R?
0,
(K(R?*kZ +1n%) A+ 2u R*(A+2uw)+x ,  (3APR+8u+20,,\ , (l+#—%) 3AP
: R gz )" R¥ nt ( 8 )km R ~g |
a,
A — APR (/1 tu- f) 3AP 3APR + 8y + 20,
] A S S AN 2 - T  Trzz 2
l( R )km < R 3 nk, (/1+2u)km+( 8R2 )n

The matrix M defines conditions of the possible coexistence of phases. In high
symmetry phase matrix M should satisfy the inequality Det(M)>0. Thus the points of the
parameter space (APR,c.. ) which violate this inequality for the specific n and m wave
numbers correspond to the adjacent low-symmetry phase.

In the sixth chapter we establish stability domain of the highly symmetrical
cylindrical phase of the DA and discuss critical modes existing in the system, we also
apply results of our theoretical analysis to the time-lapse imaging of zebrafish embryo
development. Since matrix M is quite complex straightforward analytical analysis of the
equation Det(M)=0 is extremely difficult. Thus we introduce a number of assumptions
which allow us to simplify the matrix and at the same time do not violate self-consistency
of the developed theory.

First, we consider modes with rotational symmetry and assume that n=0, which
reduces equation Det(M)=0 down to:

My M3s—M,3 M5, =0 (29)
By solving this equation with respect to longitudinal stress component o,,, and then
minimizing it with respect to the wave vector k,,, we obtain ¢, which corresponds to

the development of the corrugation mode (similar to that depicted in the fig. 2). After

using the relations (o,, ,APR<A,u) we can write down:

APR K 2./ kE>p
00 =-——| 14+2(2v,p-1 / - 30
P ( ( 2D ) EzDR2> R ( )

. . . A .
is a two-dimensional Young modulus and v,p = Tezn is a two-

Ap(r+
where E,p= i izu“ )

dimensional Poission’s ratio. Expression (30) shows that longitudinal compression,




22

which can be generated by the growth rate difference between the aorta and surrounding
tissues, leads to the destabilization of the system and appearance of the corrugation
pattern, on contrary positive blood pressure increases stability of the system.

Second, we examine stability of the system with respect to long wave buckling and
solve the equation Det(M)=0 taking the wave number n=1. Following work [27] we use
approximation of the long tube (L>>R) and assume that the wave vector k,,, has small
but finite value and obtain the expression for the critical load leading to the aorta buckling.

(AR e

Gbuck:_z
(2 R+

zz

(ki R) (31)

Finally yet importantly, we examine the stability of the DA cross-section with

respect to pressure difference. We assume that tube preserves its translational symmetry

along the main axis and set the wave vector k,, to be zero, which greatly simplifies
equation Det(M)=0:

My My—M,M,,=0 (32)

Taking into account that k¥ << AR?, uR? we obtain expression for the ciritcal value

of the pressure difference:
3k
V3
with corresponding critical mode being two-fold degenerate transversal buckling

(33)

n[=2,k_=0. This result shows that external hydrostatic compression makes tube’s cross-

section take an oval shape.
After that, we compare stability of the DA with respect to all three of these modes.

To do that we introduce two small dimensionless parameters: the normalized pressure
p=APR/E,, and the normalized bending rigidity y= /# and obtain stability domain of
2D

the DA in the space of these parameters (fig. 8).

In the sixth chapter, we also use results of our theoretical study to explain
experimental data on EHT in zebrafish obtained by the means of 4D-fluorescence
microscopy [10]. We propose that modulation of the aorta radius appearing in the system

during the EHT is a result of mechanical instability rather than specific genetic control of
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the process. It is shown that compressing longitudinal stress originating from the growth
rate difference between aorta and tissues around it can lead to the DA corrugation. We
also suggest that deformation of individual cells occurring prior to their exit from aorta is

associated with another type of mechanical instability.
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Figure 8. Stability domain of the incompressible tube with radius to length ratio
R/L=1/50. Non-shaded area corresponds to the high-symmetry cylindrical phase. Red
line corresponds to the critical values of the axial stress o,, leading to the Euler
instability. Green vertical line corresponds to the critical value of pressure leading to the
transversal buckling with wave numbers |n|=2, m=0 of tube with bending rigidity
v=1/25. Set of blue lines corresponds to the critical values of stress o,, leading to the
corrugation instability of tubes with various normalized bending rigidities: solid line
v=1/25, dashed line y=1/250, dotted line y=0.

Finally, we compare results of our analysis to the results obtained for analogous

system and discuss how properties of the surrounding tissues affect stability of the DA.

In order to do that we introduce member fs %urzdS to the free energy of the system,

where C is a radial pinning coefficient (see papers [27,28]). This leads to the emergence

of the single additional term C in the element My, of the matrix M. Analysis shows that



24

estimation that was previously made for critical value of the longitudinal stress o,,

leading to the DA corrugation holds, however in that case effective 2D Young modulus

should be used E'sp=E,p+CR.
The major results of the work

1. We have developed a model of the TLM connected to a vesicle, which takes
into account spontaneous curvature of the lipid bilayer, surface tension, pressure
difference and applied longitudinal force.

2. We have shown that joint equilibrium of the system TLM-vesicle is
described by a well-defined curve in the space of control parameters, i.e. the normalized
spontaneous curvature and the normalized longitudinal force. The curve terminates at the
instability point of Euler type and corresponds to low values of pressure difference.

3. With the help of the Landau phase transition theory we have built a theory
that describes critical and supercritical behavior of a TLM. We have shown that a lipid
tube subjected to an axial compression develops corrugation and then unconventional
chiral buckling.

4.  We have developed a novel multipole approach for the description of
anisotropic interactions between proteins adsorbed at the membrane’s surface. Our
approach models the action of curvature-generating proteins via force multipoles, sets of
forces satisfying mechanical equilibrium conditions and organizing themselves into
patterns similar to the ones observed experimentally.

5. By imposing for the first time pinned boundary conditions for the system,
we have described high affinity of the curvature-generating proteins to the TLM ends as
experimentally observed.

6.  We have shown that even in the simplest case with zero pressure difference
and spontaneous curvature the equilibrium shape of the pinned TLM differs from the
simple circular cylinder.

7. We have generalized the TLM model for the case of the elastic tube with

nonzero shear modulus, which is embedded in a tissue matrix and subjected to the
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pressure difference and axial tension, and use it in the novel context of the endothelio-
hematopoietic transition in the dorsal aorta zebrafish embryo.

8. We have established stability domain of the dorsal aorta in the parameter
space <normalized pressure, normalized axial stress> and showed that it is confined by
three types of modes, namely: corrugation, transversal buckling and classical long-wave
Euler buckling.

9. By comparing results of our theoretical analysis to experimental data we
were able to rationalize such aspects of the EHT as large scale shape changes of the dorsal
aorta and initiation of the exit of single cells, and suggest that these events are a result of
instabilities arising in the system due to the mechanical stress and not necessarily genetic
regulation.
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BBEJAEHHUE

AKTYaJIbHOCTb TEMBbI

OAHUM W3 OCHOBHBIX KOMIIOHEHTOB KJIETKH SIBIII€TCA €€ JHUMHUAHAs MeMOpaHa,
KOTOpasi BBIMIOJNHSET MHOXECTBO (QYHKIUH, OOECHEUMBAIOIINX KHUIHEACITEILHOCTD
NPOKAPUOTUYECKUX U OYKAPUOTHYECKHX, PACTUTEIbHBIX W JKUBOTHBIX KIIETOK.
CoBepHIUTh KauE€CTBEHHBIM CKAaYOK B M3YUYEHUU CTPOCHHUS MEeMOpaH U BXOJMSIIUX B €€
COCTaB KOMIIOHEHT (TPEUMYIIECTBEHHO OEJIKOB) TMO3BOJHJIO pPa3BUTHUE TaKHUX
KJIACCUYECKUX Uil  (U3MKKM  KOHJEHCHUPOBAHHOTO  COCTOSIHUS  METOJIOB
HKCIEPUMEHTAIBHOIO UCCIIEI0BAaHUS, KAK PEHTT€HOCTPYKTYPHBII aHaJIN3 U 3JIEKTPOHHAsS
MUKpocKkomnusa. bomee Toro, ¢ cepeauHbl NOPOLUIOrO BeKa METOAbl (PU3UKHU
KOHJCHCUPOBAHHOTO COCTOSIHUSL AaKTHUBHO MCIIOJNB3YIOTCS JJII  MaT€MaTU4eCcKOro
omucaHusi OOBEKTOB JKMBOM Tpupoasl. Kiaccudeckass Teopusi YOpyrocTd W €€
00O0OIIeHHS] TIPUMEHSIIOTCS JIJIsl MOJAEIMPOBAHUS MEXaHWYECKUX CBOMCTB pa3iIMUHBIX
OMOMUMETHYECKHX M OHMOJIOTMYCCKUX OOBEKTOB, TAKUX KakK Be3WKYJbl [1], OemkoBbie
HaHOTPYOKH (MukporpyOoukm) [2], kmmeunuk [3] m KpoBeHocHble cocyabl [4].
W3MeHeHus: CTPYKTYp KalCUA0B BUPYCOB IPU UX CO3PEBAHUU UCCIEAYIOTCS C IOMOILBIO
METOIOB TEOPUH CTPYKTYPHBIX (ha30BBIX MEpeXxo0B B kpucTtaiuiax [5]. [Ipemioxennas B
nuoHepckux padorax [Iurepa Kanama u Bonbgprana Xendpuka [6, 7] u ocHOBaHHas Ha
CXOJICTBE JIMIMHJHBIX MeMOpaH C HEMAaTUYECKHMMHU JSKUJIKHUMH  KpHUCTAJIaMU
MEXaHUCTUYECKast MOAEIb JTUMHUIHOTO OMCIIOS 0 CUX MOP JIS)KHUT B OCHOBE OOJIBIITMTHCTBA
COBpEMEHHBIX paboT, paccMaTPUBAIOIIMX KJIETOYHbIE MeMOpaHbl B  paMKax
KOHTHHYaJIbHOT'O IOJIX0/1a.

Tenepb, KOrma cocTaB M CTPOEHHE KJIETOYHBIX MEMOpaH XOpOIIO H3YYEHHI,
BHHUMaHHUE HCCIEIoBaTeNled COCPEJOTOUYEHO Ha HM3YUYEHUU aKTUBHBIX IIPOIIECCOB C
ydacTHEM KJIETOYHBIX MeMOpaH. B HacTosimuii MOMEHT HW3BECTHO, UYTO MPOIIECCHI
DHIOIUTO3a W SK30IMTO3a COMPOBOXKIAIOTCA 3HAYUTEIHLHBIMH W3MEHEHUSMHU (POPMBI
KJIETOYHBIX ~ MEMOpaH, OCYIIECTBIIIEMbIMH  CHEIHAIU3UPOBAHHBIMUA  OeJKaMH,

VHIYIHPYIOMUME KPUBU3HY JUMHIHOTO Oncios [8]. OnHuM u3 Hanbosiee COBpeMEHHbBIX
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WHCTPYMEHTOB ISl MCCJIEIOBAaHUS OCOOCHHOCTEH B3aMMOJCUCTBHUS JITHX OEIKOB C
MeMOpaHoOii M Apyr C JIpYroMm SBISIOTCS SKCIEPUMEHTHI C y4acTHEM TpyOdaThIx
munuaHex MeMOpaH (TJIM), B KoTopbIX mocnenane GopMUPYIOTCS IyTEM BBITSTHBAHUS
u3 Besukyndsl [9]. [lomoOHBIE CTPYKTYpbl BO3HHUKAIOT TIpU  OOpa3oBaHHH
HHAOLIUTOTUYECKUX IMY3bIPHKOB (KaBEOJ), a TaKXKe CIy)KaT B KauyeCTBE KaHAJOB JJIs
nepeHoca BemiectB B kierke. ChopmupoBanHble iN VILr0 cuctembl BBHIY CBOECH
MPOCTOTHI M BBICOKOW OJHOPOAHOCTH II0 CPAaBHEHUIO C PEAIBHBIMU KJIETOYHBIMHU
CTPYKTYpaMHu C XOpOIIEeH TOYHOCTHIO MOTYT OBITh OMHCAHBI MOJOOHO KIACCHYECKUM
00BEKTaM pacCMOTPEHUSI MEXaHUKU U (PU3HUKH TBEPAOTO Tea.

Eme oauH BaxkHBI mpoliecc, KOTOpPBIM UCCIENyeTcss B JIaHHOW paborte, —
AHAO0TENNO-rTeMonodTudeckuii nepexon (DI'TI). DToT mporecc BeaeT K MOSBICHUIO
reMONO3TUYECKUX CTBOJIOBBIX KJIETOK W3 JOPCAJIbHON aOPThl, KOTOPBIE B MOCJIEACTBUU
3aCeIIAI0T KPOBETBOPHBIE OpPraHbl, Jieiasi BO3MOKHBIM remornod3. DTl ObuT OTKpHIT B
MPOIIECCE UCCIIEA0BAHUS YMOPUOHOB PHIOBI JAHUO PEPUO, OJHAKO ITOT MPOIIECC, IO BCEH
BUJIMMOCTH, SIBJISICTCS OOUIUM JJiA PBIO, MIIEKONMTAIOMIMX W NTHI], YTO JIETAET €ro
U3ydeHue PyHIaMEeHTAIbHON Npo0iieMoi 5MOpronoruu. [Jlanno pepro — 310 MoJienbHas
cucrema, orimuHoro ot TJIM Tuna, npeacrapstomas coooi 1eblii opranu3M. Ee renHom
Ha 70% UAEHTUYEH TEHOMY YEJIOBEKA, a TEJIO MPO3PAYHO B ONITUYECKOM Jihana3oHe. Aina
JTAaHWO PEPHUO OIJIOAOTBOPSIOTCA U PA3BUBAIOTCS BHE MATEPUHCKOTO opranusMa. Bee atu
(bakTOpBI IeNat0T 3TY PHIOKY YPE3BBIYANHO MOMYSPHON MOJEIBLHOM CUCTEMOM.

Hecmotrpss Ha uCnoib30BaHME HOBBIX  MOJCIBHBIX CHUCTEM, a TaKxke
YCOBEPIICHCTBOBAHUE W3MEPUTEIIBHBIX MPUOOPOB, TPHU HUCCICIOBAHUU KJIETOUYHBIX
MeMOpaH /10 CUX IMOpP YacTO MCIHOJB3YIOTCS TEOPETUUECKHUE MOJENH, pa3paboTaHHbIE B
KOHIIE MPOLIJIOTO BE€KAa W HE BCErJa COOTBETCTBYIOIIME YCIIOBHUSIM JKCIIEPUMEHTA.
Co3nmanve aJeKBAaTHBIX OKCIEPUMEHTY (U3MUECKHX MOjeNed OHOJOTUYECKUX
MOJICJIBHBIX CUCTEM SIBJISIETCSI BAXKHOM 3a/1aueii PU3UKN KOHIEHCUPOBAHHOTO COCTOSIHHUS,
MOCKOJIbKY WX HCIOJB30BAaHUE TIO3BOJISICT TIJIYOKE TMOHATH MHOTHE IPOIIECCHI

IMPOTCKAOIINE B JKUBBIX OpPTraHU3Max Ha KIICTOYHOM U TKAHCBOM YPOBHC.
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Heau n 3axa4u padoThI

OCHOBHO¥ 11€J1bI0 MEPBOIi YacTH pabOTHI SBJISIETCS TOCTPOECHUE MOICTH TPYOUaToit
JUTUAHOU MEMOPAHBI € aJICOPOMPOBAHHBIMU HA €€ IIOBEPXHOCTH MOJIEKYyJIaMu Oelka s
OMHCAaHUS MEXaHU3MOB B3aMMOJCHCTBHUS WHAYLUUPYIOUIMX KPHUBH3HY OCIKOB C
KJIETOYHBIMA MeMOpaHamu. JlJis JOCTMKEHHS] TOCTaBJICHHOM IEJIM  PEIIajkCh
CIEAYIOIINE 3a4A4H:

— paspabotatb Monaenb  TpyoOuaroit  gunuaHOW — mMeMmOpanel  (TJIM),
YUYUTBHIBAIOIIYIO IPWIOKEHHYIO BJIOJb €€ TJABHOW OCH CHUIy, SHEPTHIO
MOBEPXHOCTHOIO HATSHKEHMSI M ACUMMETPHIO JIMIUAHOIO OWCIos, mepenaj
JABJICHUS MEKTy BHYTPEHHUM ITPOCTPAHCTBOM MEMOpPaHbI U BHELIHEN CPEOH,
a Takxe cBsa3b TJIM ¢ Be3ukymou;

— TIOCTPOUTH KBAJPATUUYHYIO BSHEPIUI0 CHUCTEMBl U OIpPENeIuTh 00JacTb
YCTOMYMBOCTH, OITMCHIBAEMOM €10 paBHOBECHOM LMIMHApHUecKo passl TJIM;

— omnucaTh Kputnueckoe nosenaenue TJIM Ha rpaHune o0yacTu yCTOMYHMBOCTH
LWIMHAPUYECKOH (a3bl, BBI3bIBAEMOE PUIIOKEHUEM CKMMAIOILEH CUJIbI, IPU
oMoy ¢popmanuzMa Teopun PpazoBbix nepexo10B Jlanaay;

— pa3paboTarh MOJXOJ CHUJIOBBIX MYJBTUIIOJNEH, MO3BOJSIONIUN OMUCHIBATH
B3aMMOZCHCTBUSL MeXay OenkaMu, aJcopOUpPOBaHHBIMU Ha IMOBEPXHOCTH
TJIM, BbI3BaHHBIE €€ nedopmaluei;

— cpaBHUTh mnoBedeHne wmozenu TJIM ¢ mnepuoguyeckumMu TIpaHUYHBIMU
YCIIOBHSIMH U C IIAPHUPHO 3aKPETUIEHHBIMU KOHLIAMU;

— TMPUMEHUTh  paszpaboTtanHyro wmoxaens T[JIM s uHTepnperanuu
HKCIIEPUMEHTAJIbHBIX JaHHBIX O B3aUMOACHCTBUM TPYOUaTBIX JIUIHJIHBIX
MeMOpaH ¢ MHIYITUPYIOIUMH KPUBU3HY O€lIKamMu.

Bropast yacth pabOTHI MOCBSAIICHA UCCIEAOBAHUIO YHIOTETUO-TEMOIIOATHUECKOTO

nepexoia — npouecca o0pa3oBaHUsI KPOBETBOPHBIX CTBOJIOBBIX KJIETOK, & OCHOBHOH €€
LENbIO SIBJSIETCSI PAaCCMOTPEHHE 3TOT0 Mpoliecca ¢ Mo3uuui (Gu3uku. s 3Toro Msl

0000IMIM Pa3BUTYI0 B MEPBOM YacTH JIUCCEpPTAIMM MOJAEIb Ha Clydal JopcalibHOU
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aopThl, OOJaaroniel HEeHYJEBBIM MOJAYJIEM CABUTOBOM YHPYTrOCTH, MOMYTHO PEIIWB
CJIEIYIOLIME 3a/1a4u:

— pa3paboTaTh MOJACIb JOpCalbHON aopThI (J{A), yUUTHIBAIOINIYIO TTPOIOTHHBIC
MEXaHWYECKUE HANPSKEHUS, TUAPOCTATHYECKOE JAAaBJICHUE KPOBU U BIIMSIHUE
OKPYXKaIOLNX aOpTy TKaHEMH;

— TOJyYUTh PHEPTHUIO CUCTEMBI B TAPMOHUYECKOM MPUOIIMKEHUH U OTIPEACIUTh
001acTh yCTOWYMBOCTH, OINKCHIBAEMOW €10 PABHOBECHOM IMIIMHAPUYECKON
da3pl B IPOCTPAHCTBE MApPaMETPOB  <TUAPOCTATUYECKOE JIABIICHHE,
IIPOJIOJIbHASI KOMIIOHEHTA MEXAHUYECKOTO HANPSKEHUS ™,

— TMPOBECTH AHAIIU3 SKCIIEPUMEHTAIBHBIX AAHHBIX, IMOJTYYEHHBIX MPH MOMOIIU
(Gi1yopecueHTHOM MHUKPOCKOIIMU M CBS3aTh BO3HUKAIOIIME B CHCTEME
U3MEeHeHUs: (OpMBI U TEOPETUYECKH OOHAPYKEHHBIMU MEXAHUYECKUMU

HEYCTOMYMBOCTAMU B J[A;

HayuyHnast HOBU3HA

B xoe BbITIOIHEHMS pabOThHI BIIEPBHIE:

— omnpeeneHa 00J1acTh yCTOMYMBOCTH KOMIIO3UTHOM cucteMbl TJIM-Be3ukyna u
nokazano, 4yto TJIM, coOcTBeHHass KpUBHU3HA JUIUIHOTO OHUCIOSI KOTOPOi
COBMIA/ACT ¢ ¢ (DaKTUUECKON KPUBU3HOM, YCTONYMBA U O€3 pacTsIruBaroniei
BHEIITHEH CHJIBI;

— npu nomouu ¢opmanumMa Teopur (azoBbIX NepexooB JlaHmay mokazaHo,
YTO MOJ JAEUCTBUEM OCEBOW Cxxumaromien cuibl TJIM Tepser ycToOM4MBOCTh
CHavajia 1o MOJIe paJuaibHON TOMPUPOBKHU, a 3aTEM MO MOJE XHUPAJIHLHOTO
n3ruda;

— YCTaHOBJICHO, YTO paBHOBeCHas (opMa 3akperuieHHON Ha koHnax TJIM c
HYJIEBOI COOCTBEHHON KPUBU3HOM JTUIUAHOTO OUCIOS HECKOIBKO OTJINYACTCS
OT MPSIMOTO KPYTOBOI'0 HUJIMHAPA OCTOSIHHOTO paanyca;

— DOKCHEPUMEHTAIBHO OOHApY>KEHHasl CKJIOHHOCTh TakKWX OEJKOB, Kak

SHAO(DHMIINH, K OCAXICHHUIO B 00JACTAX BOJIHM3M KOHIIOB JIMIHUIHOW TPYOKH,
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OOBSICHEHa MpU  TOMOIIM  MPEAJIOKEHHBIX  TPaHUYHBIX  YCJIOBHIA,
COOTBETCTBYIOIIUX IIAPHUPHO 3aKPEIVIEHHON HA KOHIax TJIM;

— TMIOKa3aHo, 4YTO TIJ00aJbHbIE W3MEHEHUs (OPMBI JOPCATBHBIA aoOpPTHl B
npouecce OI'TI cBsi3aHbl ¢ pa3BUTHEM HEYCTOMYMBOCTH THUNA pPaJHAaTIbHAS
ropupoBka, BO3HUKAIOUIEH TMOJ JEHCTBUEM CHKUMAIOIIUX MPOJIOJIbHBIX
HAaIllpsDKCHWM, BBI3BAHHBIX PA3JIUYUSAMH B CKOPOCTH pOCTa aOpTBI M

OKPYXAaIOIUX €€ TKaHEeH.

IIpakTH4eckas 3HAYUMOCThH

[Toctpoennas mozeins cucteMsl TJIM-Be3ukysa B COBOKYIHOCTH € pa3pabOTaHHBIM
MOJIXO/IOM CHUJIOBBIX MYJIBTHUIIOJEH MOJIXOIUT ISl aHAJIM3a PE3YJIbTaTOB IKCIIEPUMEHTOB
no BeITAruBanuio TJIM, ucnonp3yembIx [Uisi M3y4€HHUs JIMIUIAHBIX MEMOpaH U HX
B3aUMOJeHCcTBUM ¢ OrononuMepamu. Teopust TO3BOJIET MOAETUPOBATH AHU30TPOITHBIE
B3aMMOJICUCTBUS MEXIY aJcOpOMpPOBAaHHBIMM Ha MOBEPXHOCTH JIMIIHIHON TpPyOKHU
OenkaMmy, BbI3BaHHbBIE JAedopMmanueil nunugHoro Ouciaos. OHa ONUCHIBAeT PAJ
0COOEHHOCTEW HavaJIbHBIX CTaJUi 00pa3oBaHUs OEIKOBBIX KAPKAaCOB HA MOBEPXHOCTH
JUNUAHBIX TPYOOK, OOHApYKEHHBIX OJKCIEPUMEHTAIBHO: XapaKTEepPHBIM MOPSAIOK
pacrojoXKeHUs] U CKIOHHOCTh K OCaXACHHUIO Y KOHIIOB TPYOKH, TakuX OEJIKOB Kak
sHA0(rIMH. KosiekTBHOE IelicTBHE MOJOOHBIX MHAYLHUPYIOIIUX KPUBU3HY JTUITUIHOTO
OMCII0sT MOJIEKYJT UTPAeT BaXXKHEWIIYIO pOJib B MpoIleccax, TPEOYIOUIMX CYIIECTBEHHBIX
U3MEHEHUN (OpMBI KIETOYHBIX MeMOpaH: 3HAO-, HK30LMTO3€, a TAKXKE 3apaKeHUU
KJICTKH BHpYyCaMU C TMoOcCleAyommM (opMupoBaHueM nouepHux BupuoHoB [10].
HccnenoBanre MEXaHU3MOB, JIEKAIIUX B OCHOBE IIOCIEOHErO MPOLECCA, MOXKET
MPUBECTU K pa3pabOTKe MPUHIUIUAIBHO HOBBIX METOJIOB OOpPHOBI C pSAJIOM BUPYCHBIX
3a00s1eBaHUM.

O00061ménHass MOZelb, YUUTHIBAIOUIAsl HATUYUE CABUTOBBIX HAMPSIKEHHUM, MOXKET
OBITh MCIOJIb30BAaHA HE TOJIBKO JIJISl aHAJIM3a YCTOMYUBOCTH A0PThI, HO U APYTHX CUCTEM
CO CXOXeH reoMeTpueil U CBOMCTBaAMM: ypeTphl, BEH HJIM OOBIYHBIX BOJOMPOBOJIHBIX

TpyO. IlpoBeneHHOE Ha OCHOBE pa3pabOTAaHHOW MOJEIHM HCCIEAOBAaHHE Ipollecca
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HHIOTEINO-TEMONIOATHUECKOTO NIEPEeXo/ia B JOPCAIbHON aopTe SMOpHUOHA PHIOBI TaHUO
pepHO MO3BOJISET JIyUIlle TOHATh MEXaHU3M IMPOU3BOJICTBA T€MOIMTOITHYECKUX CTBOJIOBBIX
KJIETOK M pOJIb MEXaHHMYECKUX HamNpsHKEHUH Ha KIETOYHOM W TKaHEBOM YpOBHE.
W3yuenue STOW MOAEIBHONW CHCTEMBI IN VIVO CIOCOOCTBYET pa3BUTHIO METOJIOB

IMPONU3BOACTBA CTBOJIOBBIX KJICTOK in vitro.

HOJIO)KeHI/IH, BBIHOCUMBIC HA 3aIIUTY

CB00OOTHBIN OOMEH BEUIECTBOM MEXTy JIUITUIHOU TPYOKOW M BE3UKYJIOM PUBOIUT
K TOMY, YTO YCTOWYMBOE PAaBHOBECUE CUCTEMbI XapaKTepU3yeTCs MepenasoM JaBiIeHuUs,
JAIOUIUM NPEHEOPEKUMO MaJIblil BKJIaJ B CBOOOAHYIO SHEPTUIO CUCTEMBI.

Jlunuanele TpyOKH, COOCTBEHHAs KpHUBU3HA JIMIHUJHOTO OHUCIOS KOTOPBIX
COBMaJgaeT ¢ (PaKTUUECKONM KPHUBU3HOM MOBEPXHOCTH, CYLIECTBYIOT O€3 BHEIIHEU
pacTArvBalOLIE CUJIbl, @ WX HenpaBwibHass (opma BbI3BaHA JIJIMHHOBOJHOBBIMU
TEPMUYECKUMHU (PITyKTyaIusIMHU.

[Ton nelicTBUEM OCEBOM CXXUMAIOUIEW CHIIBI JIMNUAHAs TpyOka mHpHoOperaeT
dbopMy, COYETAIONIYI0 JJIMHHOBOJHOBBIM  XWUpajdbHbIH WM3rU0 C  paguasbHOU
ropupoBKOM, UMEIOIIEH IEPUO TTOPSIJIKA IEPUMETPA TPYOKH.

[Toaxoa cUNOBBIX MYJIBTUIOJEH, pa3pabOTaHHBIA JUIsl ONMUCAHUS AHU30TPOIHBIX
B3aUMOJICUCTBUI MEXAY HHIYLUPYIOIIUMH KPUBU3HY O€IKaMH, B COBOKYIHOCTH C
MPEIOKEHHOW MOJEIIbI0 MEMOpaHbl OOBICHSIET CKIOHHOCTh TaKMX OEJIKOB, Kak
SHAOPWINH, K OCaXICHHIO y KOHLOB JIMIIUIHON TpyOKH, a Takxke (QopMuUpOBaHUE
OENKOBBIX arperaToB Ha €€ MOBEPXHOCTH, HAOII0AaeMble SKCIIEPUMEHTAIBHO.

Bo3zHukaronias B mporecce 3H10TeTN0-TeMOIIO3TUYECKOTO NIepexoia AedopMarus
JIOPCaJbHOM aOpThl THUIMA TOPPHUPOBKA SBISETCS CIEACTBUEM MOTEPU YCTOWYUBOCTH
CUCTEMbI IMOJ ACHCTBHEM MEXAaHWYECKUX HANPSUKEHUHM, CBSI3aHHBIX C PA3IMUUSIMU B

CKOPOCTHU POCTa a0PThI M OKPYKAIOLIUX €€ TKaHEeH.

JIOCTOBEPHOCTH MOJIyYEHHBIX pe3yibTaTOB

JIOCTOBEpHOCTh TOJYYEHHBIX PE3yJbTaTOB OOECIEYMBAETCA MCIOJIb30BAHUEM

KJIACCUYECKUX, MHOTOKPATHO amnpOOMpPOBAHHBIX METOJAOB U TOJIXOJOB (PU3UKHU
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KOHJEHCHUPOBAHHOT'O COCTOSIHHS B XOJI€ TEOPETUUECKOTO UCCIEA0BaHUS cucTeMbl TJIM-
Be3UKya-Oenku. Pe3ynbTaThl MpPOBENEHHOIO aHajiu3a COIVIACYIOTCS C HM3BECTHBIMU
peIIeHUsIMU U1l KJIACCMYECKHX CHUCTEM, HMEIOIMX OO0IIMe YepThl C CHCTEMOI,
paccMatpuBaeMoit B pabore. Teopernueckue mpeackazaHus pa3pabOTaHHBIX B
U CCePTAIKU MOJIEJIeH MOATBEPKIAI0TCS SKCIIEPUMEHTANIbHBIMU IaHHBIMU, B TOM YHCIIE
MOJyYEHHBIMH HAIIUMU (PaAHIy3CKUMH KOJUIETaMH — HCCIIEA0BATEIbCKOM TPYIIIOi
Hucruryra Kropu (dppanu. Institut Curie) nox pyxoBoactsom [larpuniuu bacpo (dbpani.
Patricia Bassereau) u rpymmoit mpod. Kapumsr Kuccer (¢ppann. Karima Kissa)
yauBepcuteta Monmnenbe (dpani. Université de Montpellier), u omyOiIMKOBaHHBIMH B

BCAYIINX MCKIYHAPOAHBIX JKYpPpHAJIaX.

AnpoOauus padoTbl

OCHOBHBIE  pe€3yJbTaThl  JUCCEPTALMOHHOW  pabOThl  JOKIAJbIBAIUCh U
oOcyxnanuck Ha 64 CTyneHuecKol HaydyHOU KOH(pepeHIH (HU3HYecKoro (akyiabTeTa
IO®Y (PoctoB-Ha-/lony, 2012), PeruoHajabHOH CTYACHYCCKOW KOH(EPEHIUH
«®DectuBanp Henemm vayku FOra Poccuny (Poctos-Ha-/{ony, 2012), 5 MexayHapotHOM
HAyYHO-TIPAKTUYECKON  KOHGEpEeHIIMH  «AKTyalbHble  MpoOJieMbl  OHMOJIOTHH,
HAHOTEXHOJIOTHH W MeaunuHbly (PoctoB-Ha-Ilony, 2012), MexIyHapoaHOH MIKOJe-
KOH(epeHIMH 1Mo cTatucTrueckon gusuke «International Summer School Fundamental
Problems in Statistical Physics Xlll» (JleBen, benbrus, 2013), Xl International
Conference on Nanostructured Materials «NANO 2014» (MockBa, 2014),
MexayHapoqHOW ~ HaydHO-TEXHMYECKOM  KoH(pepeHiuu  «HaHoTexHomorun B
anektponuke u MOMCy (Taranpor, 2014), XI ExerogHoit HaydyHOW KOHGEpEHITUU
CTYJICHTOB U actiupaHToB 0a30BbIX Kadenp KOxuoro Hayunoro neatpa PAH (Poctos-Ha-
Homny, 2015), 26th IUPAP International conference on Statistical Physics «Statphys26y»
(JImon, ®@pannus, 2016), 18th EMBL PhD Symposium «Life by Numbers: Towards
Quantitative  Biology»  (T'eitmensOepr, [I'epmanms, 2016), MexayHapoaHOM
MEXIUCITUTUTMHAPHOM CUMITO3uyMe «Du3HKa MOBEPXHOCTHBIX SIBICHUN, MEX(a3HBIX

rpanull U (azoseie nepexonp» (Tyamnce, noc. FOxubii, 2015), XLIX, L u LI [xone
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[MUAD no ¢pusmke koHAeHcHupoBaHHOTO cocTosiHus, (Cankt-IletepOypr 2015, 2016 u
2017), 2017 Annual Meeting of the International Physics of Living Systems (iPoLS)
(ITapwxk, @panmus, 2017), MexayHaponHoit koHpepeHnu «COBpeMEHHBIE TIPOOIEMBI
MEXaHHMKH CIUIONIHON cpeapl» (Mocksa, 2017), Labex EpiGenMed & Labex Numev &
Grisbi Joint Meeting Biophysics: Today and Beyond. The Physics of Unconventional
Systems (Monnense, @panrus 2018).

Iy6amkanuu aBTopa

OCHOBHBIC Pe3yJbTAThI IUCCEPTALIUH OITyOIIMKOBaHKI B 19 paborax, u3 HUX 4 — B
peLIeH3UPYEeMBIX KypHaax, pekoMeHnoBaHHbIX BAK P® u mHiekcupyembix B 0a3ax
Scopus nu Web of Science, 3 u3 KOTOpbIX — B MEXKIYHApOJIHBIX XypHaJaX, u 1 — B
POCCHIICKOM JKypHaie, a Takke 15 craTedl U Te3HCOB, OMyOIMKOBAHHBIX B COOpHHKAX

TPYJOB BCEPOCCUICKUX M MEXTYHAPOJHBIX KOH(DEpEHIUH.

JIMYHBIA BKJIAJ aBTOPA

[locTaHOBKa TeMBbI, LEM U 3a4a4 pabOThl, a Takke (OpPMYyJIHpPOBKA MOJEIEH U
00CY>KJIeHHE MOIyYEHHBIX PE3YJIbTaTOB U BHIBOJIOB IPOBOAMIUCH aBTOPOM COBMECTHO C
HAyYHBIMU PYKOBOAMUTENSIMU: mpodeccopoM FOxkHOro QenepanbHOro yHUBEpPCUTETA
Pomanem C.b. u mnpodeccopamu VYuupepcurera Monnense Jlopmanom B.JL u
[Tapmemxuanu A. ABTOpP, IPOBEAS AHAIUTHYECKUNA M YUCJIEHHBIN aHAIN3, ONPEACIIHII
obnacTh yctoiunBocTu cuctembl TJIM-Be3ukyna B paMmkax pa3padOTaHHBIX MOJENEH,
IPEIIOKHII MTOAXO0 CWJIOBBIX MYJIBTUIIOJNEH JUJISl OMMCAHUS ACHUCTBUS WHIYLUPYIOLINX
KpUBHM3HY OEJIKOB Ha JIMIHUAHYIO MEMOpaHy, MPUMEHUJ MOJIYYEHHbIE TEOPETHUYECKUE
pe3ynbTaThl [Jii MHTEPIPETAUU JIAHHBIX IKCIEPUMEHTOB MO BhITSArUBaHU0 TJIM,
IPUHUMAJ aKTUBHOE y4acTue B pa3pabOTKe MOENN JOPCAIbHOM aOpThI M ONpeleIeHUN
KPUTUYECKUX MOJI CUCTEMBI, CHOPMYIMPOBA OCHOBHBIE PE3YNbTATHI, BBIBOJABI U

HAaYYHBIC ITOJIOKCHUS, BBIHOCUMBIC Ha 3alIUTY.
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1 BHUOJJOI'MYECKHUE MEMBPAHBI

KieTky MOXHO OmNpeAenuTh, Kak 3JIEMEHTapHYIO CTPYKTYPHO-(YHKIHOHATBHYIO
enuHuIly Bcero xuBoro. OO6mamas oOMEHOM BEILIECTB, OHA MOXET CYIIECTBOBaTh U
BOCIIPOM3BOJMUTBLCA CAMOCTOSATENbHO. HeoTbemnemMoil 4YacThl0O BCEX KIETOK, a,
CJIEIOBATEIbHO, U BCEX CYIIECTBYIOIIMX >KUBBIX OPraHU3MOB (HE CUMTasi BUPYCOB U
BUPOMJIOB, 3aHUMAIOIIUX CYMEPEUYHYIO 30HY MEXIYy *XUBOM U HEXUBOU NPHUPOAON)
ABJIAIOTCS MeMOpanbl. buonornueckue MmemOpaHbl (OT JIATMHCKOTO membrana —
NEPENOHKA) — 3TO COCTOSILIUE BCEr0 U3 HECKOIBKUX MOJEKYJISIPHBIX CIIOEB CTPYKTYPBHI,
KOTOpbIE (DOPMUPYIOT OOJIBIIMHCTBO BHYTPHUKJIETOYHBIX OPTaHEI, a TAaKKe 00pa3yroT
CETh KaHAJIOB, CKIIAJIOK U 3aMKHYTBIX MIOJIOCTEW BHYTPH KIIETKH.

Hecmotpst Ha pyHAaMEHTaNbHYIO POJIb OMOJIOrMYECKUX MeMOpaH, COBPEMEHHBIE
IIPEACTABICHUS] O UX CTPYKTYpE CIOXWINCHh CPAaBHUTEJIBHO HeNaBHO. Ilo-Buammomy,
NEPBBIMU, KTO YCTAaHOBWJIM, YTO OCHOBHBIM KOMIIOHEHTOM KJIETOYHOH MEMOpaHbI
SBJIICTCS IBOMHOM o unuoB, Osun IBepT [oprep (Hen. Evert Gorter) m ®@pancya
I'pennens (ppann. Frangois Grendel).

B cBoem skcniepumente ['oprep u ['penien ncnonb30Baiu JIUIMKUIBI SPUTPOLUTOB,
4TOOBI MOJIYYUTh TOHKYIO JUIUAHYIO IUIEHKY Ha IpaHMIle pasjena Bojaa-Bo3ayx. OHu
IOCTENEHHO YMEHBLIAIN ILJIOMIAAb MOBEPXHOCTH, 3aHUMAEMYIO 3KCTPAarupOBaHHBIMU
JUNUAAMH, TPU TOMOIIM MOABUKHOM MIJIaBarOIIel paMKH, TIOKa CUCTEMAa HE HauMHAaJIa
OKa3bIBaThb HEKOTOPOE COMNPOTUBIECHUE. BO3HMKHOBEHWE CONPOTUBICHUS NPH 3TOM
OOBSACHSIIOCHh 00pa30BaHUEM IIJIOTHO YMAKOBAHHOTO JIMIHUIHOTO MOHOCHOs. l'oprep u
['pennen 3amMeTuiiv, 4YTO IIIOLIAAb, 3aHUMaeMas IJIEHKOM, B JiBa pa3a 00JIbIle CyMMapHOU
IUIOIA/IA TIOBEPXHOCTHU 3PUTPOLUTOB, U3 JUMHUA0B KOTOPhIX OHa Oblia mosydeHa. Ha
OCHOBAHMH 3TUX JAHHBIX OHU W BBIABUHYJIU IPEANOJIOKEHUE O TOM, YTO KIJIETOYHBIE
MeMOpaHbI MPEICTABIAIOT CO00M JIUMUIHBIN Oucioit [11].

CymiecTBEeHHBIN BKJIAJ B JaJbHEHINIEe Pa3BUTHE MOJEIH JIMIHIHON MEeMOpaHbI
BHecin Jlxkeiimca [lanuennu (anri. James Danielli) u Xpto JIpBcona (anri. Hugh

Davson). B pabore 1935 roma [12] oHM mOpemIOXKKUIM TaK Ha3bIBAEMYIO MOCIb
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«COHABUYA», B KOTOPOH MPEANOJIArajgoch, YTo OeIKH 00pa3yloT CIUIOIIHON MOHOCIOM,
MOKPBIBAIOUTUH 00€ CTOPOHBI TUMTUIHOTO OUCTIOS.

B 510 e BpemMsi HauMHAeT NPHUMEHATHCA NPUHIMIHAIBHO HOBBIM METOJ
UCCJIeI0BaHUS OMOJIOTUYECKUX MeMOpaH, a UMEHHO PEHTICHOCTPYKTYpHbIN aHanu3. J{o
ATOTO TPEANOJOKEHUS 00 YCTpPOHWCTBE MEMOpPaH CTPOWIMCH HUCKIIOUUTEIHLHO Ha
OCHOBAaHUM JIaHHBIX, TOJYYEHHBIX B OJKCIEPUMEHTaX, IMOAOOHBIX MPOBEACHHOMY
['oprepom u ['penzmeneM, MOCKOJIBKY pa3Mepbl KIETOYHBIX MeMOpaH B OJHOM W3
U3MEPEHHI JIeKaT NMaleKo 3a MpefesiaMd pa3pelaroniell CrmocoOOHOCTH ONMTHYECKOTO
Mukpockomna. IIpuMeHeHrne peHTreHOCTPYKTYPHOTO aHalu3a IO3BOJIMIO TMOJy4aTh
JaHHbIE O CTPOEHUE MEMOpaH He KOCBEHHBIM 00pa3oM, a HallpsMYIO.

Ha nporsoxkennn cnenyrommx 30 ser momens JlpBcoHa-/[aHmennm ocraBaiach
JIOMUHUPYIOIIEH, BBIJCPKUBAsT MPOBEPKY HOBBIMH JKCIIEPUMEHTATBHBIMHU JIAHHBIMHU.
OTO CBSI3aHHO C TEM, 4YTO PEHTICHOCTPYKTYPHBI aHalu3 MOAXOAUT JHIIb MJis
WCCIICJIOBAaHMSI OMNPEIEICHHOTO Kilacca MEMOpPaHHBIX CHCTEM C TepUOJNYECKOM
CTpyKTypoil. [Ipumepom Takoil CTPYKTypbl MOMKET CIIy)KUTh MHEIMHOBas 00O0JIOUKa
nepuepudecknx HEPBHBIX BOJIOKOH — peEryisipHas CTPYKTypa, chOpMHUpOBaHHAS
MHOKECTBOM CJIOEB MEMOpaHbl, 00EPHYTHIX BOKPYT akcoHa. MccnenoBanue nudpakiuu
PEHTTEHOBCKUX JIy4ei Ha MUEJIMHE U PsI/Ie OXO0XKUX CUCTEM OATBEPANIIO aIeKBAaTHOCTh
MOJIETIN JIMMMUIHOTO Oucios. B To e Bpemsi JaHHbBIC, MONTYYCHHBIE O PacIpeaeIeHUH
0enkoB 00JIafjalid TIOCTATOYHO MOCPEICTBEHHOW TOYHOCTBHIO U CJIa00 OTIMYAIUCh AJIs
MeMOpaH, cofiepaHue 0elKa B KOTOPBIX MOTJIO pa3inydathes B 1.5-2 paza.

Cnenyromuii BaXXKHbI [Aar B TMOCTPOCHHME MEMOpaHHOM TEopuu YJajaoch
COBEpUIUTH O1arojiapsi NPUMEHEHUIO €I11€ OJHOTO KJIAaCCUUECKOTo AJisl (PU3UKH TBEPIOTO
Tela METOoAa HMCCIEIOBAHMUS — DJIEKTPOHHOM MHUKPOCKOMUU. MeToa 3amMOopakuBaHUS-
ckanbiBanus (freeze-etching), kotopselii 3akirodaeTcsi B MCCIICAOBAHUHU 3JICKTPOHHOM
MUKPOCKOIHEN PEIUIHK, TOJYYEHHBIX OT CKOJIOB, 3aMOPOKEHHBIX MPU BHICOKOM BaKyyMe
CyCIIeH3Mii MeMOpaH, MO3BOJIMII OTIPOBEPTHYTH OMIMOOYHOE TIPEATIONOKEHNE O HATUIHE
crutorHoro 6enkoBoro cios [13]. Ha ocHoBannu HakomuBIIuXcs K Hadany 70-x rojoB

XX Beka 3KcrepuMeHTalbHbIX AaHHbIX [[koHaran Cunrep (anri. Jonathan Singer) u
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['apd Hukoncon (anrnm. Garth Nicolson) npemioxuiy KUAKOMO3aWUYHYIO MOJIENb
KJIeTOuHOM MeMmOpanbl. OHa paccMaTpuBaeT MeMOpaHy, Kak TEKy4Yuil OuCIOM,
COCTOSIIIMI U3 TUMHIO0B, B KOTOPOM «ILIABAIOT» pa3inuHbie 6enku. [Ipu 3ToM MoIeKybl
O€JIKOB, IOTPY>KEHHBIE B MAaTPHUILY JTUITUIOB, HE 00pa3yloT AabHET0 nopsiaka. OCHOBHbIE
MOJIOKEHUS MOJIEH ObLITN 13J10KeHbl CuHrepoM 1 HukoiacoHoM B Kilaccuueckoi padoTe
1972 rona [14]. HecmoTps Ha TO, 4TO, (haKTHUYECKH, MPEICTABICHHAS MOJICIIb HOCHIIA
KaueCTBEHHBIM XapakTep, OHAa OTpaxkalla KJII0YeBble OCOOEHHOCTH CTPOEHUs MeMOpaH,
KOTOPBIE€ OCTAIOTCS aKTYaJIbHBIMU U 110 CEHl ICHb.

OCHOBHBIMU CTPOUTEIHHBIMH OJIOKaMH OHMOJOTHYECKUX MEMOpaH SBISIOTCS
JTUNUABI, OEIKU U yIIIeBOJbl. B BOJHOI cpelie MOJIEKYIbl JTUMUI0B, CTPEMSICh TOHU3UTh
CBOIO DHEPTHUI0, 00pa3yIOT OUCION, SABISIONIUNACS MATPUIEH JIJIT OCTATbHBIX KOMIIOHEHT
MeMOpanbl. CBOWCTBA JTUMUIHOTO OWCIOST BO MHOTOM OMPEIEISIOT MEXaHUYECKUE
XapakTepUCTHKH MeMOpaHsl [7, 15, 16]. OH uMeeT TOMIIMHY HOopsaKa ISTH HAHOMETPOB,
a TOJIIMHA KJIIETOUYHBIX MeMOpaH OOBIYHO HE MPEBBIIIACT JECSITH HAHOMETPOB. B Toxke
BpeMs U3-3a CPAaBHUTEIHHO BHICOKOW IJIOTHOCTH YIAKOBKH MOJICKYJI JIUIHUIOB U OEITKOB
B MeMOpaHax, a TaKXKe CYIIECTBEHHON CyMMapHOH IUIOMIaAN 3TUX CTPYKTYp, Ha HUX
MPUXOAUTCS OOJIBIIIE MOJTOBUHBI CYyXOH MAacChl KJIIETKH (2 B HEKOTOPBIX CIIydasiX MOpPsaKa
80%). CooTHOIIICHHE MacChl JIMITHIOB K Macce OCIKOB MOXKET KOJIeOAThCsA B IIUPOKUX
npeaenax. Tak cyxas Macca MUEIMHA COCTOUT Ha 75% W3 IUNKUAOB, a B MeMOpaHax
MUTOXOHAPHUIA MacCoBast A0JIS JIMIHUIOB COCTABISAET yxke nopsaka 28%, ocTaBIIMKCS Ke
BEC MPUXOIUTCS MPEUMYIIECTBEHHO Ha Oenku [17] (moms yriieBogoB B MeMOpaHax peliko
cocraBisieT Oosee 10% [15, 16]).

B cBoro odepens nunuabl, BXOASIINE B COCTaB KUBOTHBIX KJIETOYHBIX MEMOpaH,
OTHOCSITCSI TIPEHMYIIIECTBEHHO K TpeM KiaccaM: (OCPOTUNHUABI, TIUKOIUIHUABI U
crepouipl. Dochonumuapl COCTOST M3 TaK HA3bIBAEMOW 3apsDKEHHOW THUAPO(UILHOMN
TOJIOBKH, 00Opa30BaHHON OCTAaTKOM (pOoC(OPHOI KUCIOTHI C PA3IMYHBIMU T0OABOYHBIMHU
rpyniaMu aTOMOB, M CBSI3aHHOTO ¢ Hed TuapodoOHOro XBOCTa, CHOPMHUPOBAHHOTO
JBYMSI OCTaTKaMU KUPHBIX KUCIOT. Y TIUKOJIUIHUIOB MOJSIPHBIE TOJIOBKA 00pa30BaHbI

YIJICBOJOPOJAaMH, 4YTO OTpakaeTcsi B MX Ha3BaHuu (0T rped. glykos — cmamkwmit).
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['mukonUnuaBsl UTParoT BaXXHYIO POJIb B MEKKIIETOUHBIX B3aUMOJICHCTBUSX, OOeCTieunBas
KJIETOYHOE pACIIO3HABAHUE — MEXaHU3M, 0€3 KOTOPOTO HEBO3MOXHBI IPOILIECCHI
UMMYHHOTO OTBETa ¥ 3MOpHOHAIBLHOTO pa3BuTus [16]. Cteponasl — 3TO OHMOIOTHYECKH
aKTUBHBIC COCIUHEHUS >KMBOTHOTO WJIM PACTUTEIBHOIO MPOUCXOXKICHUS, B OCHOBE
KOTOPBIX JICKUT KOHJEHCUPOBaHHAs TeTpallMKINYecKas cucreMa ronana. OHa cOCTOUT
U3 YEeTBIpEX YTIEBOJOPOIHBIX KOJIEI, OOpa3yIoIUX MPOCTPAHCTBEHHYIO CTPYKTYpY.
OaHuM U3 caMbIM pPacHpOCTPaHEHHBIX MPUMEPOB JKUBOTHBIX CTEPOUIOB SIBISETCS
xonectepoii. Cam 1o cede xosecTepoi He MOXKET POpMHUPOBATH OMCION B BOJHOM Cpee,
OJTHAKO OH MOXET BCTpauBaThCSA B (POCHONUMUIHBIN OMCION TakK, YTO €ro MOoJspHas
I'MJIPOKCUIIbHAS TPYMIIA pacnojaraercsi o COCeACTBY C rosioBkamu (ocdonunuaos. B
3aBHCHUMOCTH OT TEMIIEpaTyphl XOJECTEPOT MOXET MO-pa3HOMY BIHUSTh Ha CBOMCTBa
MeMOpanbl. [lpu BBICOKMX TeMIleparypax OH CTECHSET JIBUJKEHHE XBOCTOB
docomunuioB, 3aTpyHsAs NPOHUKHOBEHHE HEOONBIINX MOJEKYJ 4epe3 MeMOpaHy
(TaccMBHBIN TpacmopT) M TMOBBIMIAS €€ JKeCTKOCTh. [IpM HU3KHX TemmepaTypax,
HAIIPOTUB, XOJECTEPOJI OCHAOJSIET B3aUMOJECHCTBUE MEXIY JIUMUAAMH, TEM CaMbIM
MIOHWKAasl TEMIIepaTypy IuiaBieHuss MeMOpansl [18]. B Muenune xomectepoi cocTaBisieT
nopsinka 40% oOT cyxod Maccel, B MeMOpaHaXx MHUTOXOHAPUN JOJIsI XOJecTeposia
cocraBisieT nopsaka 15%, a BOT B MemOpaHax pacTeHHi, IpuOOB U MPOKAPUOT OH HE
coaepkuTcs BoBce [17].

B coctaB memOpaH BXOAUT OOJBIIOE KOJUYECTBO PA3IMUHBIX OEJIKOB, COTJIACHO
kiaccudukanuu, BBefeHHOW CuHrepoM M HUKOJICOHOM, WX MOXXHO pa3ieliuTh Ha
WHTETpaJbHbIC, MPOHU3BIBAIONINE JUIUAHBINA OWCIONW HACKBO3b, M TepUdepuyecKue,
JMILIb YacTUYHO TMOTpykKeHHble B Hero. llepudepuueckue Oenku ONMpeneistoTcs
CICAYONMMA KpuTepusiMu: (1) MOTyT OBITh CpPaBHUTEIBHO JIETKO OTICIEHBI OT
MeMOpaHbl (HampuMep, MOBBIIIEHHEM HOHHOM CHIIBI cpefbl) 0e3 TMOBPEXKICHUS HX
crpykrypsl; (i) mocie BwiaeneHus: ¢BoOOMHBI OT jaunuaoB; (iil) UMEOT ITOCTATOYHO
BBICOKYIO PAaCTBOPUMOCTH B HEUTPAIbHBIX BOJAHBIX cpefiaX. MIHTerpanbHbie OEIKH B CBOIO
ouepenb: (1) 3HAYUTEIBHO CIIOXKHEE OTACIAIOTCS OT MeMOpaHbl (TpeOyercs

UCIIOJIb30BAHUE JKEITYHOM KHCIOTHI WM OPraHMYEeCKUX pacTBoputesei); (ii) mocie
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BBIJICJICHHUS 9acTO OCTAIOTCS CBSI3aHHBIMH C Jianugamu; (1) Oyaydd OYHMIEHHBIMHA OT
JIMITHAJIOB TIOXO PAaCTBOPSIFOTCS B HEHTPaJIbHBIX BOJAHBIX cpenax [14].

biarogapsi cBoeMy CTPOCHHIO U COCTaBY KJIETOYHA MEMOpaHa MOKET BBIMOJIHSTh
pa3nyHbIe )KM3HEHHO HeoOXoauMmble (hyHKIMA. B mepByto ouepeab OHA OCYIIECTBIISET
rOMEOCTa3 Kak BCEH KJIETKHU B 1IEJIOM, TaK U OTJICIbHBIX OPTaHelll 3a cueT U30upaTesbHON
npoHuIaeMoctd. MemOpaHa ydacTBYyeT B TMOJAJEP)KaHUM HWOHHBIX TPAIUCHTOB U
HeoOxoaumoro ypoBHs PH. Uepes Hee ocyliecTBIsIeTCs JOCTaBKa MUTATENIbHBIX BEIECTB
B KJIETKY U BBIBOJI IPOJYKTOB HX pacrnaja HapyKy. TpaHCIOpT BEUIECTB pa3AeiaioT Ha
aKTUBHBINA 1 TTacCUBHBIN. [Ipu maccuBHOM TpaHcmopTe BemecTBa TuGyHAUPYIOT Yepes
JUTUAHBIA OUCIION MO TPaJMEHTy KOHILIEHTpAIMU M 0€3 DHEPreTHYEeCKUX 3arpar, B TO
BpeMsl KaK MpPU AKTUBHOM — JHEPIrUs PacXOJyeTCs Ha MEPEHOC BEIIECTB MPOTHUB
rpagueHTa KOHLEHTpanuu. ['uapoduiibHble BelecTBA WM ke OOBEKTHl KPYITHOTO
pa3Mepa NepeHocaTcs B KJIETKY Yepe3 UHTErpalibHbIe OSKU-KaHAIN U/ WK TTOCPECTBAM
HAOLUTO3a. MeXay opraHeyiaMy KJIETKH TPAHCIIOPT BEIIECTB MOXKET OCYIIECTBIISTHCS
Opy TMOMOINU BE3UKYJ (HEOOJBIIMX MY3bIPEKOB, CHOPMHUPOBAHHBIX MEMOpaHOI).
Be3ukysbl OTIIOUYKOBBIBAIOTCSA OT KOMIIAPTMEHTA JOHOPA U OCYIIECTBIISIOT TPAHCIIOPT K
OINPENEIICHHON OpraHesuie, IBIISOIIEHCS aKIENTOPOM, B KOTOPYIO OHH BBITPYXKAOT CBOE
coaepkumMoe B pesyabTaTe causaus [19]. DToT mpouecc ObLT MOAPOOHO HCCACIOBAH M
onucad rpynnamu Pauau lekmana (anrn. Randy Schekman) u Jlxuma Potmana (anri.
Jim Rothman) B pa6orax [20, 21].

[TockonbKy AMOUAHBIA OMCIION BBICTYNAET B POJIM CBOCOOPA3HOM MATpPULIBI IS
MOTPYKEHHBIX B HEro OelkoB, oOecreunBas OMNPEACIICHHYI) OpHUEHTAIUIO,
pacroyio)keHue W KoH(popMalMio OCIKOBbIX Moyiekysn [22], MeMOpaHam dYacTo
NPUNKUCHIBAIOT MAaTpUUHYyI0 (yHKIMIO. B cBOl ouepenb Oenku, BXOAAIIME B COCTaB
KJIETOYHOW MEMOpaHbl, MOTYT SIBJISITHCA PEIENTOPAMU WUJTU XK€ (PEepMEHTaMH, peaan3ys
PEIENTOPHYIO U KaTaTUTUYECKYIO (DYHKIIMH MEMOpaHbl, COOTBETCTBEHHO.

Takum oOpa3zoM, HccleoBaHUE KIETOYHBIX MEMOpaH SBISIETCS HEOTHEMIIEMbIM

aroM Ha TyTH K TOHMMaHWIO (yHIaMEHTAJIBHBIX TPOIECCOB OOMEHA BEIIECTB,
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HMMYHHOT'O OTB€TA U CaMOBOCIIPON3BCACHU, JICKAIINX B OCHOBC JKU3HCACATCIIbBHOCTU

BCEX OPraHU3MOB.
1.1 Teopusi ynpyroctu JUIHIHOr0 OHCI0

Kak yxxe ynomMuHanoch BbIllle, OCHOBHOW CTPOMUTENbHBIN OJIOK OMOJIOTHYECKUX
MeMOpaH — JIMIUAOHBIA OUCION, SBJSIOMUNCA pPe3yJbTaTOM CaMOOpTaHU3aIluU
docomununoB B BogHOU cpenae. IMEHHO OH BO MHOTOM OIPEAEseT MEXaHUYECKHE
CBOMCTBa KJIeTOYHBIX MeMmOpaH. [lonsipHble MOJEKy/bl JIMIUIOB B BOAHOW cCpejie
CTPEMSTCS MOHU3UTh CBOIO SHEPTUI0, MAaKCHMaJIbHO YMEHBIIAs IUIONIa/lb KOHTaKTa
ruApoPOOHBIX XBOCTOB C BOAOW M YBENIMYWBAs €€ Ui THAPOQPIIBHBIX TOJIOBOK. B
pe3ysibTaTe IMpOLECCOB CaMOOPTaHU3ALMK TAKMX MOJEKYJ MOTYT 00pa30BBIBAThHCS
MUIEIIBl  (OAHOCIONHBIE KOMITAKTHBIE CTPYKTYpbl C THIAPO(QOOHBIM SIpOM U
ruApodUIBLHON 00070UKOM), MO0 TUnuAHbIe Oucion. Takum oOpa3om, ruaApodhOOHbBIN
3¢ deKT MpensTCTBYET BBIXOAY MOJIEKYJ U3 Oucnos. OgHako, €Ciau Mbl pacCMOTPHUM
NepeMENICHUs] MOJIEKYJ B Tpelesiax OJHOTO MOHOCIOS, TO 3aMETHM, YTO IUIOIIA]b
KOHTaKTa THAPOPUIBHBIX MU THUAPOPOOHBIX YYACTKOB C BOJIOM MPAKTUYECKH HE
U3MEHSETCS, a, CIeA0BaTEIbHO, HE U3MEHSETCS W DHEPTUsS CHUCTEMbI (IUCCHITATUBHBIE
IPOIIECCHI, BO3HUKAIOIIUE TPH JBWKCHHU, JJIS HATTISIHOCTH oOmycTuM). [loatomy
MOJIEKYJIBI JIMIHJIOB B MEMOpPaHE COXPAHSIOT WHIAWBUIYAIbHYIO TOJBWKHOCTh U
criocoOHbI U PyHIMPOBATH B peieIaX MOHOCIOS.

Hubdy3ust TMnua0B B MIIOCKOCTH OUCIIOSI— CPABHUTEILHO OBICTPBIN MPOIIecC, TaKk
BO MHOTHX CHHTE3MPOBAHHBIX IN VItro M OMOJIOrMYeCKUX MeMOpaHax KO3(pQHUIIUEHT
natepanibHOM nudy3sun D nns cnuH-medeHblx U (BIyopecueHTHBIX (OchOIUNNUI0B

HaxoAMTCAs B mpexenax 107 -10° cm?/c. CpeoHEKBapaTHUHOE pPACCTOSHHE,

peo/I0IeBaeMOE MOJIEKYJION 3a OTpe30K BpeMenH t, onpenensercs popmynoit | =+4Dt
. Takum oOpazom 3a oaHy cekyHy HochHOTUIIa MPOXOAUT PACCTOSHUE TIOpsIKA 5-10°
HaHoMmeTpoB [15]. CkopocTh narepasibHON AU(PGY3UU CYIIECTBEHHO 3aBHCHUT OT

JUTUAHOTO COCTaBa MeMOpaH M TeMIEeparyphl, TaK MPU TEMIepaTypax HIKE TOYKU
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TJIABJICHUS YTJIEBOJMOPOJHBIX TIIETel JUMUJa KOHCTaHTa JaTrepalbHON nuddy3uun
CHIDKAETCS IPUMEPHO Ha HOopsAoK u 6ojee [15].

BpamartenpHoe ABMKEHUE MOJEKYJI BOKPYT OCH, HOPMAJIBHON K IMOBEPXHOCTH
MeMOpaHbl, SBJISETCS €Ille MEHee JIHEPreTUYECKH 3aTpaTHbIM. BpeMms koppensiuu
BpallaTeIbHOTO JABWKEHUS (BpeMsi MOBOPOTAa HA YroJi, paBHBIM OJUH DPaja) MOJEKYIH
dbochommnmuIoB, CTEPUHOB M IKUPHBIX KHUCIOT B PA3JTHYHBIX HCKYCCTBEHHBIX U
OMOJIOTUYECKUX MEMOpaHaX COCTaBIISIeT, MPUMEPHO, 5-10 ¢ [15].

Eme omHrM TUTIOM ABMKEHUS JTUTMIHUIOB B MEMOpPaHAX SIBJISETCS TPAHCOMCIIONHOE
newkenue (Gaumn-duion nepexon). BeposTHOCTh Takoro mepexoa CpaBHUTEIBLHO Majia
13-3a BBICOTHI MOTEHIIUAIILHOTO Oaphepa MpH rmepedpoce MOJIEKYIIbl U3 OJHOTO MOHOCIIOS
B Jpyroi. B MomenbHbIX MeMOpaHHBIX CUCTEMaX BpeMsl IepeHOca MOJIOBHHBI MOJICKYJT
U3 OAHOro MoHOcios B Apyroi gocturaer 10-20 u Oonee wacoB. B mpupomHbix
MeMOpaHax J3TOT MPOIECC MOXKET MPOTeKaTh CYIIECTBEHHO ObIcTpee, Onaromaps
aKTUBHBIM TIpOIECCaM IMepeHoca JUMHIOB MEX Iy MOHOcHosaMu [23, 24], Hanpumep, B
MeMOpaHax 3pUTPOLUTOB OH 3aHUMaeT Bcero 20-30 munyT [15].

JlunuaHbd OUCTON SIBJISIETCS BEChbMa MPUBJIEKATEIHHOM JJISI MAaTEMATHYECKOIO
OIMHMCAHUS CTPYKTYPOH, TOCKOJIBKY, €CITH OMyCTUTh TEIJIOBBIEC (DIIYKTYyaIlllu, OH 00J1aaeT
BBICOKOM CTETEHbIO OJHOPOJHOCTH, JIOCTUTAIONIEH pa3MepoB OTAEIBHBIX MOJIEKYJI.
COOTBETCTBEHHO, €T0 MEXaHUYECKHNE CBOMCTBA JIOJDKHBI TIOI/IaBaThCsl KOHTUHYAJTBHOMY
onucanuio. Tako Moaxo ] MOKET ObITh paCpOCTPaHEH U Ha OMOJIOTUYECKUE MEMOPaHHI,
XOTS B 3TOM CITy4ae MOKET MTOHAIOOUTRLCS YCPETHEHHE yKe TI0 00J1aCTSAM, BKITIOUYAOIIIAM
COTHH JIUMIUAHBIX MOJIEKYI, MTOCKOJIBKY HAIMYUE OCITKOB MOKET HApYIIaTh JTOKAIbHYIO
OJTHOPOJHOCTH MeMOpaHsbI [7].

B 1973 Bomepran Xenppux (mem. Wolfgang Helfrich) npenmoxmn
raMUAJIbTOHMAH, OMHUCHIBAIOIIMNA YIIPYTYIO 3HEPTUIO JIMMUIAHOTO OUCIIOs (TPaKTHYCCKH
UICHTUYHBIN moaxon 0Lt mpeaioked ITutepom Kanamom (anria. Peter Canham) tpems
rogamMu paHee B ero pabore [6], mo3ToMy raMuIbTOHHAH TaK)KE€ YacTO HAa3bIBAIOT
ramwibToHnanoM Kanama-Xendpuka). OCHOBBIBasCh Ha  MPEANOIOXKCHUH O

HEOTpaHWYEHHOU BHYTPEHHEW TeKyuecTH, Xel(PpUK MpeasioKuil pacCMaTpuBaTh TEOPHUIO
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yIOPYrocTH OUCIOS KaK OCOOBIM Cllydail KJIAaCCHYECKOW TEOpHUH TOHKOM OOO0JIOUKH, B
KOTOPOM OTCYTCTBYIOT CIBUTOBbIE HaIpsiKeHUs. VIConb3yss KOHUENIUIO AUPEKTOpa U3
TEOPUU KUJIKMX KPUCTAIIOB JIJIsl ONMMCAHUS «CPEAHE» OpUEHTAIH YTJIEBOAOPOIHBIX
XBOCTOB, XeJN(PUK MPEANOJIOKHIII, YTO TUPEKTOP 00pa3yeT HOpMajib K MOBEPXHOCTU
OuCIIOs, TEM CaMbIM MCKJIIOYasi BO3MOXKHbIE HANPSDKEHHUSI, CBSI3aHHBIE C KOJUIEKTUBHBIM
HAKJIOHOM JIMIIUAOB. B cBoel kiaccmueckoit pabore [7] oH paccMOTpen BKJIaabl B
YIOPYTYIO DHEPTUI0 CUCTEMBI, CBS3aHHBIE C OJIHOPOJHBIM PACTSDKEHHEM W HU3THOOM
aunuaHoro 6ucnosi. OIEHKHM COOTBETCTBYIOIIMX YHPYTHX KOHCTaHT MOKa3aiH, YTO
nedopMmarusi U3ruba SBISAETCA HaWMEHEe OJHEPreTHUeCKd 3aTpaTHOW, U TpHU
PacCMOTpPEHMH LIEJIOro Kiacca 3aJad O HaXO0XKICHWH MUHUMU3UPYIOLIEH SHEPrHI0
MeMOpanbl HopMbI AehopMalIUSIMU OJTHOPOJIHOTO PACTSIKEHUS MOKHO MPEeHEOpEYb.
Takum o0pazom, raMuibTOHHAH XenppuKa MPEeACTaBIsieT cO00M (PyHKIIMOHA,

BaﬂaI'OHII/Iﬁ OHCPIUuro IIBYMepHOﬁ IMOBCPXHOCTHU B TPCXMCPHOM IIPOCTPAHCTBC!
K 2 -
®=EI(K—2CO)dS+K.[KGdS (1.1)

3mecb «, & — W3THOHBIE YIPYrOCTH, K =1/R +1/R, — CpPEOHAA KpWUBU3HA
nosepxnoctd, Kg=R;-R, — Tayccosa kpususna nosepxnoctd, C; — cobGcrBeHHas

KpUBH3HA JIAMUAIHOTO Owucimos. OcTaHOBUMCS TOAPOOHEE HAa TEPEUNCICHHBIX
napameTpax, Xapakrepusyromux Oucioil. CoOCTBEHHas KpUBHM3HA JIMIIHJIHOTO OHMCIION
(aurz. spontaneous curvature) — 3To cpeHsisl KpUBU3HA MOBEPXHOCTH, IPU KOTOPOH B
MeMOpaHe OTCYTCTBYIOT W3THOHBIC HampspkeHUs. [IpuuuHBl BO3HUKHOBEHUS U
M3MEHEHHMS ATOM XapaKTePUCTUKHU JIUITUIHOTO OMCIIOs OYIyT MOApOOHO pacCMOTPEHHI B
naparpadax 1.2, 1.3. OObIYHO KPUBU3HY CUUTAIOT MOJIOKUTEIHHON B TOM ClIydae, KOTia
BEKTOpP HOpPMaJIM TIOBEPXHOCTH MEMOpAHbBI HAMpPAaBJICH BO BHYTPbh OTPAHUYEHHOTO €HO
MPOCTPAHCTBA, U OTPHUIIATEIHHOM, KOTJa BEKTOP HOPMAJIH HAMPABIIEH HAPYXKY.
N3rubHass ympyroctb x HMMEET pPa3MEpPHOCTh JHEPrUU W 00JIaJjaeT BechbMa
OYCBHJIHBIM (DU3UYCCKUM CMBICIIOM, €€ MPSMBIM aHAJIOTOM B KJIACCHYECKON MEXaHHKE
SBISCTCS LMIMHAPUYECKas XeCTKOCTh [25]. M3rubHast ynpyroctb MeMOpaHbl MOMKET

OBITH omnpcaciicHa IIpyU IIOMOIIMW H3MCPCHHA OTHOLICHHUA MCXKAY ITOBCPXHOCTHBIM
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HATSDKEHHEM M BEJIMYMHON (UIyKTyaIuii IOBepXHOCTH MeMOpaHbl [26], KoTopsie MOTYT
OBITH HCCIIeIOBaHbl Mpu momoinu Quukep-cuekrpockonuu [27 — 30], paccesHus
peHTreHOBCKOro w3nydeHuss [31] WM HEHTPOHHBIX CIHMH-3XO0 u3MepeHmid [32].
AnbTEpHATUBOMN TaKOMY MOJX0/y, HE OCHOBAHHOW Ha M3Y4YEHUU (DIYKTYyaluil, siBIsSETCS
BBITSTUBAHUE TOHKUX JIMIUAHBIX TPYOOK M3 BE3UKYJ, COMPOBOXKIAEMOE H3MEpPEHUEM
3aBUCUMOCTEH MEXIy T€OMETPUICCKUMH IMapaMeTpaMu CUCTEMbBl U KOHTPOJIUPYEMbIMU
BHEIIHMMHU TapaMeTpamMu (HampuMmep, pacTATUBAIONIEH CHJIOW U TMOBEPXHOCTHBIM
HaTsDKeHneM) [33, 34].

Monyne T'ayccoBoif M3TMOHOHM YIPYrOCTH &« W3MEPUTh ASKCHEPUMEHTAIBHO
ropaszo cioxHnee. CornacHo teopeme ['aycca-bonne, naterpain ['ayccoBoil KpUBU3HBI IO
MTOBEPXHOCTH 3aBUCUT OT DUJIEPOBOM XapaKTEPUCTHKH ITOBEPXHOCTH WM HWHTETpaja
r'€0/Ie3MYECKON KPUBHU3HBI 110 e¢ rpanuiie [35]. CiemoBaTenbHO, YTOOBI OJTYYUTh OTKIIUK
CHCTEMBI, TI0 KOTOPOMY MOJKHO OBIJIO OBbI OIICHUTH BEJIMYUHY MOIYJSA k, HEOOXOIUMO
NPUIIOKUTh TaKO€ BO3JCHCTBUE, KOTOpOE OBl KOHTPOIUPYEMO H3MEHWIO OJUH W3
YIOMSIHYTBIX BBIIIIE MHTErpajoB. Peanuzanus MoJAOOHBIX HKCIIEPUMEHTOB SIBIISETCS
Ype3BbIYAHO HETPUBHUAJIBbHOW 3amadyed. OOHUM W3 BO3MOXKHBIX PEIIEHUN JaHHOU
npoOJemMbl  SBISETCS OIlEHKa MOAYJs [ayccoBOM KpUBH3HBI MPU  TOMOIIU
MO/ICIMPOBAHUS METOIOM MOJICKYJIAPHOH nuHaMHKH [36].

[Ipomeccer 0OpazoBaHus TOp, CIAUSHHUS W pas3aeieHus MemMOpaH, HrparoIme
BOKHEUIITYIO POJIb B BE3UKYIISIPHOM TPAHCIIOPTE, SK30IUTO3E, SHIOIIUTO3E U KIECTOUHOM
JICIICHNH, COMPOBOXKIAIOTCS M3MEHEHHEM TOTOJOTHM MEMOpPaHbI, a JHEpPIrHsl TaKux
CHUCTEM HE MOXET paccMaTpuBaThCs 0e3 ydera HWHTerpana [ayccoBOW KpHUBH3HBI
MOBEpXHOCTH. M3MeHenue rpanui] 0e3 u3MEeHEHHUs TOMOJIOTUH HAOII0aeTCsl, HAlpUMep,
Ipy W3MEHEHUH OO0JIACTH KOHTAKTa MEXKIY JOMECHAMH JIMIHIOB, HAXOJSIIUXCS B
paznuuHbix (azax. Takum o0pazoM, IBIKYIIEH CHIJION JUIsi TIPOIIECCOB OOpa3oBaHUS
BE3UKYJI MOXET CITY’KUTh HE TOJIbKO dHeprus pasaena a3 [37,38], 3anaceHHas Ha JIMHUH
T'PaHHUIIBI IOMEHA, HO U MOMEHTBI CHJI, BOZHUKAIOIIUE M3-3a PA3IUNIUSI MEXKITY MOTYIISIMU
['ayccoBoii kpuBu3HBI rpaHuvanmx ¢a3 gunuaos [39 — 41]. B cimyuae ke, xoraa

paccMarpuBaeTcs MeMOpaHa ¢ HEM3MEHHOW I'paHUlIeld Wi MeMOpaHa, HE UMerollas ee
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BOBCe (Hampumep chepudeckas BEe3HWKYJia), MPU yCIOBUU COXPAHEHUS TOIOJOTHH €€
MIOBEPXHOCTH, MHTETPaJI, CTOSIIIUHN MPH &, MOXXHO BOBCE UCKIIFOUUTH U3 PACCMOTPCHHS
BBH/Iy €TI0 IIOCTOSHCTBA. TakoH MprueM OYeHb YacTO MCIOJb3YeTCsS IPH PaCCMOTPECHHUU
KJICTOYHBIX M OHOMHUMETHUYECKHUX CHCTEM, IIOCKOJIbKY CHHUMAaeT HEOOXOIUMOCTh
HOJYYCHUS KaKUX-JTHOO OICHOK MOJTYJIS «.

OmHMM W3 TEpBBIX OONBIIMX YycmexoB Monean Kanama-Xendpuka sBisercs
OOBSICHEHUE JIBOSIKOBOTHYTOW (DOpMBI KpacHBIX KpOBSHBIX Tenen [42], a Takxke
BO3HUKHOBeHHE exuHOIMTOB [43]. B pabdore 1976 roma Xendpuky u JromuHry (aHTIL.
Deuling) B pamkax MOJCIH  yAQJIOCh  TOJAYYUTh  OOJBIIOE  KOJUYISCTBO
BCTpEUAIONUXCS B MpUpoae (GopM KICTOYHBIX MeMOpaH TNpu TOMOIIHM IMPOCTOMH
MUHUMH3AIMNA ~ YIPYrOH OSHEPrUM TPH  YCIOBHHM IIOCTOSHCTBA  BHYTPEHHETO
o0bemMa u romaan MeMOpanbl. OmHON W3 TakuxX (GopMm ObUT ABOSIKOBOTHYTBHIM JHCK

APUTPOLINTA, COOTBETCTBYIOIIUH HEKOTOPOMY OTPHUIIATEIILHOMY 3HAUYCHHIO COOCTBEHHOM
KpuBu3Hb junuaHoro omcinos C,. Bmaromaps cBoeli >((GEKTUBHOCTH M IIPOCTOTE

MNpCaJIOKCHHAA Xeﬂ(i)pI/IKOM MOACIIb JIUIITMAHOI'O oucios ¢ HCKOTOPBIMH U3MCHCHHUAMHA U
HaHCTpOﬁKaMH U TI0 ceH ACHb AKTHBHO HCIIOJIB3YCTCA MJIA OIMCAHHA KIICTOYHBIX

MeMOpaH U MOJCIBHBIX cucteMm [9, 44, 45].

1.2 Tlpu4uHBI BOBHMKHOBEHNS CIIOHTAHHOW KPUBU3HBI JIMIIUIHOTO OMCJI05:

BJIMAAHUC JIMIINJTHOI'O COCTaBa

PaccMmoTpeHHbIE MEXaHMUECKHE CBOMCTBA JTUMUAHOTO OUCIION UTPAIOT KITFOUEBYIO
pOJIb BO MHOXECTBE IIPOIIECCOB, MPOTEKAIONIUX C HEMOCPEACTBEHHBIM YYacTHEM
MeMOpaH, OT JeJICHUS U OOMEHa BEIIECTB B KIIETKE, 0 €€ JIBIKEHHs. ['eHeparus u
crabunu3anuss (QopMbl JUMUIHBIX MeMOpaH, HEOoOXOAUMBbIE ISl MPOTEKAHUS STUX
MIPOIIECCOB, MOTYT OCYIIECTBIISITHCS PA3TUIHBIMU CITOCOOAMM.

Taxk, hhopma MeMOpaH MOXKET MOJACPKUBATHCS 3a CYET OCOOCHHOCTEN JTUIUIHOTO
cocTaBa OWCIOs, a Takke ero acummetpuu [8, 46, 47]. bnaromaps momumopdusmy
JUTUAB MOTYT 00JIaflaTh PA3JMYHBIMUA COOTHOIICHUSIMUA Pa3MepoOB UX TUAPO(POOHBIX

XBOCTOB H FI/II[pO(l)I/IJ'IBHBIX roJIOBOK. BenanunHa 53TOro COOTHOIIECHMS BJIMSAET Ha
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COOCTBEHHYIO KpUBHU3HY MeMOpaH. ITO CTAHOBUTCS OYEBUIHBIM, €CJTU IPEICTABUTD, UTO
3aHUMAEMBbIil JIMIUIOM 00bEM OMHUCHIBACTCS YCEUYCHHBIM MPSIMBIM KPYTOBBIM KOHYCOM.
KpuBu3Ha c1osi, COCTOSIIEro U3 COMPUKACAIONTUXCS BIOJH 00pa3yromeld KOMUi TaKOTo
KOHYyca, Oy/IeT 3aBUCETh OT OTHOILICHUS PaJnyCcoOB ero ocHoBaHuid. C Ipyroil CTOPOHHI,
MeMOpaHa MOXKET 00J1aJaTh HEHYJICBOW COOCTBEHHOM KPUBHU3HOM MPOCTO U3-3a PA3HOTO
KOJIMYECTBA JIMIUIHBIX MOJICKYJI B COCTaBJISIIOIIMX e¢ MoHociosix [48, 49]. Tak,
BE3MKYyJIa ¢ BHEIIHUM paanycoM R=50 HM u TonmmHaoi MeMOpanbl h=5 HM, cocTosiast
U3 OJIHOTO COPTa JIMIHJIOB M CBOOOJHAS OT YNPYTHX HANpPsDKCHWH, BO BHEITHEM

MOHOCJOE€ JOJDKHA conaepkatb Ha 23,5% Oosbllie JUMHI0B, YeM BO BHYTPEHHEM
((R/(R- h))2 —1). B kieTke mepeOpocC JIMIUIAOB M3 OJHOI'O MOHOCIIOS B JIPYTOM MOXKET

IPOUCXOJIUTh KaK MAacCHMBHO, TaK M aKTUBHO — IMpHU MOMoIIM Quunmaz. ITo ocoObie
MeMOpaHHbIe (PEPMEHTHI, HEPEHOCSIINE JIUMUIbI U3 OJHOIO CJIOSl B JAPYroil 3a cuer
notpednenus AT [8].

[ToMuMO paccMOTpPEHHOW NPSIMOM 3aBUCUMOCTH KpPHUBH3HBI MEMOpaHbl OT €€
COCTaBa, CYILECTBYET M OOpaTHas 3aBUCHUMOCTb. TE€KydecTh JIMMUAHBIX MEMOpaH He
TOJIBKO MPUBOJUT K OTCYTCTBHUIO CIBUIOBBIX HAIIPSKEHUH, HO U MO3BOJIAET MeMOpaHe
NOCpPEeACTBOM JaTepaibHON ud@dy3un mnepepacnpeneisTh BXOIAIIME B €€ COCTaB
JUNUABL, JIOKAJIbHO TMOJCTpauBasi CBOM cOCTaB 1oJ OOYCJIOBJIEHHYIO BHELUIHUMU
Bo3aeiicTBusiMU (opmy [50, 51]. B pesynbrare 3TOro mporecca HOHHUXKACTCS dSHEPIHs
ynpyroi nedopmaiuy CUCTEMBI.

HecMoTpsi Ha Kaxyllylocss TMpOCTOTY JaHHOTO MEXaHW3Ma, €ro HeJb3s
paccMaTpuBaTh Kak MPOLECC, PETYIUPYEMBIH UCKIIOUUTENBHO (GOPMOM U JKECTKOCTHIO
JUTUIOB, a Takke GopMoil camoit MmemOpaHbl. B aToM Jlerko yOeauThest pu OMOIITH
CHEYIOIIEN HECIOXKHOW OLICHKU. [TyCTh mmMeeTcst cucteMa, cocTosiias U3 BE3UKYJIbl U
BBITSIHYTOM U3 Hee TpyOUaToi TunuaHoil MeMmOpansl paanycoM =50 um. [Ipeanonoxum,
YTO YOPYrOCTh JIMMHUJIOB CHUCTEMbl MPUMEPHO OJMHAKOBA, & KOHCTAHTAa M3THMOHOMN
yrnpyroctd Owucinos, ¢Gopmupyromiero cucremy, cocrasiasier SO0kgT. ITlmomans,

3aHMMAEMYIO OJIHMM JIMIMAOM g, olleHMM kak a=65 A? [52], a ero cobcTBeHHYIO

kpuBnsny kak C, =1/6 um™ [48]. Torna, nonaras, 4ro paguyc BE3UKYJIbI 10 CPABHEHUIO
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C TpyOKOI HACTOJNBKO BEJIHK, YTO €€ MOBEPXHOCTh MOXXHO CUMUTATh IJIOCKOH, OLIEHUM
BBIUTPBILI B DHEPTUU MIPU NIEPEHOCE JIUINAIA C IIOBEPXHOCTU BE3UKYJIbl HA IIOBEPXHOCTH
TPYOKHU TIPU MTOMOITH CIEAYIOUIETO BBIPAKCHHUS

ACI)trans =a SOZBT _[(C'O2 - (CO -1/ r)z) (12)

[MoxacTaBnss ynoMsiHYyThIe BbIlie 3HadeHus, noiydaem ~0.19KgT. ITockonbky 3TO
3HAYCHUE TOpa3/I0 HUKE YHEPTUHU TEIUIOBOTO JIBIKCHUS B CUCTEME, ACHCTBHE YHTPOITUN
HUBEJIMPYET BBIUTPHINI B YIPYroil sHepruu mpu mnepeHoce junuaa. CTOUT, OJIHAKO,
OTMETHTh, YTO TPHUBEICHHBIE PACCYXKICHUS SBISIOTCS  CIPABEIJIUBBIMU IS
MIPOCTEUIIETO CITydasi, KOTjia MeMOpaHa pacCcMaTpUBACTCS KaK HJCaJbHBIM PACcTBOP
munuaa [51].

N3meHeHnne cOOCTBEHHON KpPHUBH3HBI MEMOpaHBI MyTEM CO3JaHUS ACUMMETPHH
JIMITATHOTO OMCIIOS] M BapHallMK €ro COCTaBa YCIEIIHO BOCIPOU3BoaAUTCS IN Vitro. Tak,
aBTOpaM paboThl [53] 3a cuer moOaBiacHUs (GIIMIIIA3 BO BHEIITHUA MOHOCIIOW BE3UKYJIbI
yIaJIOCh BBI3BaTh B HEM CYIIECTBEHHOE YBEIWYCHWE YHCIIA JIUIUIOB. JTO B CBOIO
ouepe/ib TNPUBEJIO K YBEIWYEHUIO CIOHTAHHOW KPUBHU3HBI JIMIHIHOTO OWUCIOSN U
00pa30BaHNI0 MHOTOYMCIICHHBIX Iy3bIPHKOB Ha €ro MoBepXHOCTH. B paborax [48, 54]
OBIJIO TIOKA3aHO, YTO 3HAYUTEIHPHOE TOBBINICHUE MOJIIPHON MO psAAa JUIHIOB
criocoObHO neopMHpoBaTh BE3UKYNIBI B TpyOku. Iloxokee moBeaeHue OBLIO
IPOJCMOHCTPUPOBAHO U B padote [55], HO yxke Oiaromapsi MCIOIB30BAHHUIO JIPYTOro
MexaHu3Ma. ABTOpaM yJaioch BbI3BaTh (POpMUPOBAHKE TPYOOK M3 BE3UKYJI ITPHU TTOMOIIN
JIOKabHOTO M3MeHeHus pH cpenpl, mMpUBOIAIIETO K YMEHBIICHUIO CpeIHEro o0beMa,
3aHMMAEeMOT0 JIUTIHIAMUA BHEIITHETO MOHOCIIOS.

CdopmupoBaHHBIE PACCMOTPEHHBIMU CIIOCOOAMH CTPYKTYpPhI OOBIYHO 00JIaatoT
CPaBHUTEIBHO MaJlOl KPUBU3HOW MOBEPXHOCTU. B TO k€ BpeMs Takue AUHAMUYECKUE
MPOIIECCHI, KaK JHJOIMTO3 WU BE3UKYJSIPHBIA TPAHCIOPT, TPeOYyIOT 00pa3oBaHUs M
nocyeayromei crabmmsanuu GopM ¢ KpUBH3HAMU TOPSAKA HECKOJBKUX COTEH WIIN

Jaxe IecATKOoB HaHoMeTpoB. CTosb cyliecTBeHHbIE [edopMaluii KIeTOYHOU MeMOpaHbl
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peain3yroTCss 1pUu HOMOIIMW pdaJa CICHHATIUM3UPOBAHHBIX  KIICTOYHBIX 6GJIKOB,

B33PIMO,Z[CI>'ICTBYIOHIHX C JIMIINIHBIM oucioem.

1.3 HpH‘ll/IHLI BO3HUKHOBEHHS CIIOHTAHHOM KPHUBU3HbI JIUIIUAHOI'O omcJo9:

BJIMSIHHE KJIETOYHBIX 0€JIKOB

Mexanusmbl iepopmanuu JTUMUTHOTO OUCIIOA OEITKOBBIMU MOJIEKYJIaMH MOKHO
pa3aenuTh Ha CIEAYIOIUE OCHOBHBIE KATETOPUU:

1. Tonumepuzanusi aKTUHOBOTO IIUTOCKEJIETa WM e JCHCTBHUE MOJEKYISPHBIX
MOTOpPOB, HampuMep, KUHE3HMHOB — CYyMNEepCEeMEHCTBAa MOJEKYJISIPHBIX O€JoB,
KOTOPBIE€ CIIOCOOHBI JIBUTATHCS BIOJIb MUKPOTPYOOUEK ITUTOCKENETa, MCIOIb3YS
srepruto AT® [56]. DTOT MexaHHW3M BO MHOTOM MOYKHO paccMaTpHBaTh Kak
IPOCTOE TPUIOKEHUE BHEIIHEH CHIIBI K MeMOpaHe, TpUBOASAIIEE K €€
nedopmanum.

2. BnusiHue vHTErpanbHBIX OETKOB, 00JaJar0NIMX KOHUYECKOU (opMoii, KoTopas,
JIOKAJIbHO U3MEHSIS PACTIONOXKEHHE JIUTTUIHBIX MOJIEKYJ, BIUSIET Ha COOCTBEHHYIO
KpUBH3HY OHCIIOS, WJIM >K€ HWHTErpalibHbIX OEJIKOB, MNPUOOPETAIONIUX 3Ty
CIIOCOOHOCTh B pe3yJibTare ojuromepusaruu [47, 51];

3. Cxaddongunr (anrin. scaffolding) nunumHoro Gucios — U3MEHEHUE KPUBU3ZHBI
JUNUAHOTO OHWCIOA B pe3yibTaTe ajacopOuuu oOJafaronmx CcoOCTBEHHOM
KPUBU3HOU U JOCTATOYHOM KECTKOCThIO OenkoB. CkadPosiuHroMm Ha3bIBAIOT KaK
JEUCTBUE OTIEIBHBIX OEJTKOB, MMEIONIMX BBICOKOE CPOJCTBO K JHUIHIHOMY
Oucnoro, Tak 1 OENKOBBIX arperaTton, MOJMMEPH30BAHHBIX B HEKOTOPOE MO 00Me
BHEIITHETO KapKaca, HHyIUPYIOIIero KpUBU3HY MeMOpa#nsb! [47, 51];

4. BueapeHue B OJMH U3 CJIOEB MeMOpaHbl aM(PUMATHYECKUX CIUpANICd, KOTOphIC
JEUCTBYST TOJOOHO «KIMHBSIMY», W3MCHSIOT YIAKOBKY JIMIHAIHBIX TOJIOBOK M
BBI3BIBAIOT JlepopMaIiuu, IPUBOJAIINE K YBETUYCHUIO COOCTBEHHOW KPHBU3HBI
oucnos [47,51, Al]. (Boobiie roBopsi, B HACTOSAIIIEE BPEMsI pOJib aM(DUIATHYSCKUX
crimpaiei B npoiieccax dbopmooOpazoBaHus MeMOpaH

BCE ele akTUBHO oOcyxkmaercs. CyIIecTBYIOT MPEATNOIOXKEHHUS O TOM, 4YTO
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aM(UITaTUYECKHE CITMPAHA TAK’KE MOTYT CITOCOOCTBOBATH Peai3aIlii MEXaHU3Ma

ckaddonauara, OpPUEHTUPYS OCJIKM Ha IOBEPXHOCTH MeMOpaHbl Haubosee

a¢dekTuBHBIM 00pa3oMm [51, 57]).

5. Kpayaunr (anri. crowding) — HecnielupuuecKuil MEXaHU3M CBOMCTBEHHBIN IS
1EeJI0T0 psijia OeJIKOB, 00JIaIal0IIUX JOCTATOYHBIM CPOJCTBOM K JIUITUAAM OUCIIOS.

B pesynbTaTe CTEpHYECKOro OTTATKUBAHUS MEKIY aICOPOUPOBAHHBIMH OCIIKAaMU

BO3HMKAET JBYMEpHBIN aHalor JaBiieHuss B ra3e. JlarepanbHoe JaBieHUE

CTPEMHTCSI YBEIWYUTh TUIOMIAAb JOCTYIMHYIO B3aWMOCHCTBYIOIIUM OCIIKaM.

[TockonbKy, Kak OBUIO YHNOMSHYTO paHee, PaCTsHKEHUE JUIUATHOTO OUCIOoS —

ropaszio 0oJjiee HEpPro3aTpaTHBIN MPOIECC, YEM €ro M3rud, 3TO YBEIUYCHUE

peaM3yeTcs 3a CYeT MCKPUBJICHMS JunuaHoro oucios [58]. [Toxoxas curyamms

HaOMIoMaeTcss U B MacmTabax OTACIbHOW MOJEKYJbl B Clydae, KOTJa THOKWN

MOJIUMEP CBSI3aH ¢ MEMOpPAaHON HEKOTOPBHIM y4yacTKoM menu. OcTaBiiasicsi 4acTh

MoJIMMEpa OKa3bIBaCT JABJICHHE Ha MEMOpaHy, KOTOPOE€ HMMEET SHTPONUHHOE

MPOUCXOXKJIeHHE (MeMOpaHa OrpaHMYMBAET YHCIIO BO3MOXKHBIX KOH(UTyparuii

nosuMmepHo# nerwn) [59, 60].

[IpeacraBnennass kiaccupUKAIMM MEXaHU3MOB HE SBJISIETCS CTPOTOM, a
nedopmariiisi, BBI3BaHHAA JaXe OTIACIbHOW MOJICKYJION Oenka, MOXKET SBIISITHCS
CIICJICTBUEM JCHCTBHS cpa3y HECKOJIbKHMX U3 HUX [51, 61, Al]. PaccMOTprUM KOHKPETHBIH
npumep N-BAR OGenka osHnmodununa. benku wu3 cemeiictrBa BAR  copepxkar
cepriooOpazueiii - Binfamphiphysin/Rvs  nomMeH u  SBISIOTCS OAHMMH W3 CaMbIX
pacnpoCTpaHEHHBIX PETYISITOPOB KPUBH3HBI B KJIETKE. B cocraB ’HmoODHUINHA TaKKe
BXOJUT Tapa amMQUIIaTUYECKUX CIUpaJe, B PE3yJbTaTe Yero ero JIeHCTBHE Ha
JUTUAHBIA OWCIION SIBISICTCS KOMOWHAIIMEW BTOPOTO, TPETHETO, YETBEPTOTO M TSATOTO
(KaKk caMoro yHUBEpPCaIbHOT0) MEXaHU3MOB M3 MIPUBEIACHHON KIacCU(pUKAIIHIH.

Bbonee Toro, xapaktep B3auMOCHCTBUS OETKOBBIX MOJICKYJ C MEMOPaHO MOXKET
3aBUCETh HE TOJBKO OT CTPOCHHs OeKa, HO U OT (PU3HUECKOTO COCTOSTHUS CUCTEMBI, a
MMEHHO. OT KOHIIGHTpaluu OelKka Ha TOBEPXHOCTH MEMOpaHbl, KPHUBU3HBI U

MOBEPXHOCTHOTO HATsOKEHUs jumuaHoro Oucios [9, 61, 62, Al]. Takum oOpasom,
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U3MEHEHUE HECKOJbKUX (PU3NYECKUX MNapaMeTpPOB CHUCTEMBbl MOXET KapIuHAIbHBIM
00pa3oM U3MEHHTH TO, KaK OEJIOK B3aUMOJIEUCTBYET C MEMOPAHOM.

Kak yxxe ObUIO yOMSIHYTO BBIIIE, 32 CYET BBICOKOTO Kod(duumenta auddysuun
MeMOpaHa crocoOHa JIOKaJIbHO MOACTPauBaTh CBOW JIMITHU/IHBIN COCTaB B 3aBUCUMOCTH OT
BHEIIHUX BO3AeUcTBUIl. Mouiekynbl 0OelkoB B MeMOpaHax TakKe MPOSBIISIOT
JaTePATbHYIO MOJIBHKHOCTD (BCJIEACTBHE OOJBIION MAcChl OHM JBHXKYTCS MEIJICHHEE
JUTIAIHBIX MOJIEKyH, KoddduuueHT narepaibHOM aud@dy3un OeIKOoB B MPHUPOIHBIX
MeMOpaHax MPU KOMHATHBIX TeMIepaTypax OOBIYHO HaXoAsTcs B mpepenax 10 -10"
cm?/c [16]) 1 cnocoOHBI IepeMeImaThess B 00JIACTH ¢ HAMOOJEee COOTBETCTBYIOMIEH MX
CTPYKTYpE KPUBU3HOM JMIUAHOIO OMCIIOS, MOHMKAsA TEM CaMbIM JHEPIHIO CHCTEMBI.
[Ipu sTom (opma MeMOpaHbl MOKET ObITh OOYCJIOBJIEHA JACHUCTBUEM MOJEKYISIPHBIX
MOTOPOB WJIM JPYTUX HHIYLHUPYIOIIMX KpUBU3HY OenkoB. O TakoM MOBEICHUH,
HaA0JII0JaeMOM TPU HU3KUX MOBEPXHOCTHBIX KOHILIEHTPALMSX JUIsS LIEJIOro psiaa OenKkoB
(HampuMmep, SICUH WM TpeacTaButenu cemeiictea BAR 0OenkoB ambuduszun u
3HI0(UINH), TOBOPST, KaK O CHIOCOOHOCTH «4yBCTBOBATh» KPUBU3HY JIMITUTHOTO OUCIIOS
[8, 47, 51, 62, 63, Al]. KiteTka UCHIOIB3YET 3TOT MEXAHHU3M I OBICTPOTO TOBBIIICHHS
JOKQJIbHOM KOHILIEHTpallMM WHIYLHMPYIOIIUX KPUBU3HY OEJIKOB OKOJIO oOiacTed,
MI0JIBEPTaeMbIX CYIIECTBEHHBIM Jie(hopMaLlisM, a TAKXKE MPUBJICUEHUS K 3TUM 00J1acTIM
O€JIKOB, XYK€ «UYBCTBYIOIIMX» KPUBU3HY OHMCIOSA, OJHAKO OO0JIaJarOIIMX BBICOKHM
CPOJICTBOM K O€JIKaM «CeHCcopam» KpUBH3HBI [64].

[TockonbKy OTAENbHBIE MOJIEKYJIbl O€lika MOTYT KaK «4yBCTBOBaTb», TaK H
WHIYLIMPOBATh KPUBU3HY JIMIUIHOTO OUCIIOSN (4TO, BOOOIE rOBOPS, Pa3HbIE MPOSBICHUS
OJTHUX M T€X K€ MEXaHU3MOB), TO, CJI€I0BATENIbHO, OHU CIIOCOOHBI B3aMO/IEHCTBOBATH
JIpYyT C OpYroMm 4depe3 MeMOpaHy KieTku. M3yueHue Takux B3auMOJEUCTBUM SIBIISETCA
BEChMA HETPUBHAIIBHOM 3a/1a4€i U3-3a MAJIBIX PA3MEPOB CUCTEMBI M CYILIECTBEHHOM POJIU
TEIUIOBbIX (iykTyanuid. B HacTosmuii MOMEHT HaOJIOJEHHE B PEATbHOM BpPEMEHU
B3aUMOJICUCTBUI MEXIy OTACIbHBIMU aJCOPOMPOBAHHBIMU Ha MeMOpaHe OeiKaMu, a
TaK)Ke U3MEPEHHE CUJI, IEUCTBYIOLIUX MEXAY HUMH, HE MPEACTABIISIOTCS BOSMOXKHBIMHU.

Ha TCKYHIEM 3TallC Pa3BUTUA SKCIICPUMCECHTAJIBHBIX MCTOJ0B UCCICOAOBAHUSA Mbl MOXKEM
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1160 HaOIIOAaTh B TUHAMHKE O0siee I100anbHbIE MPOLIECCHI, SIBISIOLINECS PE3yIbTaTOM
B3aMMOJICHCTBHI MEXAy WHAYLHUPYIOIIUMH KpHBH3HY OelKkamH, Kak HarmpuMmep B
pabotax [9, 61, 65, Al], 1n6o u3yyaTh yx)e chOpMUPOBAHHBIC OCITKOBBIC arJIOMEPATHI C

paspelleHrneM, MO3BOISIONIIM pa3InyaTh OTACIbHBIC MOJICKYIIbI Oejka [66 — 70].
1.4 Tpyo6uarTble JUNUIHbIEe MEMOPAHbI

D¢} dexTuBHBIM CITIOCOOOM IKCTIEPUMEHTAILHOTO HCCIICIOBAHUS PACCMOTPEHHBIX B
OpeabIAyIeM Moapas3fesie OCOOEHHOCTEW B3aUMOJCUCTBHUS OEIKOB C KJIETOYHBIMU
MeMOpaHamMH, a TaKXe€ POJIM ATUX B3aMMOJIEHCTBUN B MpoIieccax, MPOTEKAIONUX B
KJIETKE, SIBIISCTCS MCIOJB30BAaHUE MOJCIBHBIX CHCTEM. TakoW MOAXOJ TO3BOJSET
paccMOTpeTh OTIENIbHBIC AaCMEeKThl MpOIEecca, a TakkKe YIPaBIsATh pPa3IUuYHBIMU
(bU3UYECKUMU MapaMeTpaMu UCCIIeTyeMor cucTeMbl. O4eBHIHO, YTO OMOMUMETHICCKUE
CUCTEMBI TIOJIJIAI0TCSI TEOPETUYECKOMY OMUCAHUIO TOPA3JI0 JyUllle, YeM JKUBbIE KIETKH,
U B COBOKYIMHOCTH C aJICKBAaTHBIMH JKCHEPUMEHTY (DU3NYECKUMHU MOJEISMU MOTYT
CIIY’)KUTh HCTOYHUKOM HE TOJIPKO Ka4€CTBECHHBIX, HO M KOJUYCCTBEHHBIX JaHHBIX. B TO
K€ BpeMs IJIaBHBIM HEJIOCTATKOM JIAHHOTO TMOJXO0/a SIBJISIETCS HEBO3MOXKHOCTh y4€CTh
KOJUICKTUBHOE BJIMSTHUE BCETO MHOT000pa3us (DaKTOPOB, BCTPEUAIOIINXCS B KIETKE.

Opna w3 HamboJee YacTO MCIHOJB3YEeMbIX MOJEIBHBIX CHUCTEM — TpyOuaTas
munuaHas memoOpana (TJIM). TJIM npenctaBisitor coO60# MIIMHIPUYECKHE 000JI0UKH,
c(hOpMHUPOBAHHBIE JIMITHIHBIM OWCIIOEM M JIOCTUTAIONIUE B JJIMHY COTEH MUKPOMETPOB
Ipy  TOJIIMHE BCETO B HECKOJBKO JIECATKOB HaHOMETpoB. OHHM yd4acTBYIOT B
OOJBIIMHCTBE BHYTPUKIETOUYHBIX OOMEHHBIX IMPOILIECCOB, 00pa3ysl CIO0KHbIE BBICOKO-
TUHAMUAYHBIC CETH, W ObUTM OOHAPYKEHBI B IIEJIOM psJIC OpPraHe/, TaKuX Kak
MHUTOXOHIPUH, KOMIUTIEKC ['0JIb/KM 1 SHIOTIa3MaTHUECKUH peTukyayM [71, 72]. Yepes
TJIM Takxke OCYUIECTBIATCA B3aUMOJCHUCTBUS MEXKIY COCEOHUMHU KIECTKAMU
MHOTOKJICTOYHBIX OpPTaHW3MOB, HAaNpUMEp, HAMPABJICHHBIA TPAHCIOPT OPTAHEIT U
KOMITOHEHT IIJJa3MaTUYecKod MeMmOpaHbl (4TO B CBOKO oOuYepedb O3HAYACT
HEIOCPEJICTBEHHOE yYacTHE B TIpolleccaXx HWMMYHHOTO OTBETa M HAMOPHOHAIBHOTO

passutus) [73]. In vitro ¢opmuposanre TJIM U3 UCKYCCTBEHHO CHHTE3MPOBAaHHBIX
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dbochoMUMUIHbIX BE3UKYJT OOBIYHO OCYIIECTBISETCS CICIYIONIUMU CIOCOOaMMu:
HAIPABICHHBIM IIOTOKOM KUAKOCTH [74 — 77], mukpornumnetkoit [26, 78, 79] nam xe
ontuueckum nuHIeToM [9, 50, 61, 80, 81]. [Tocneanuii MeTO BO MHOTOM CXOX C OJHHUM
13 MexaHu3MoB obOpazoBanus TJIM B KMBBIX KJETKaX, B KOTOpOM BbITAruBanue TJIM
OCYUIECTBJISIETCS. MOTOPHBIMHU O€JIKaMH, MEepeMEeIIaoIUMHCS BIOJb MUKPOTPYOOUEK
ITUTOCKEJIETA.

[IpuHiunuanbHas cxeMa JKCIEepUMEeHTa Mo BbITArMBaHuio TJIM W3 Be3uKyIbl
ONTHYCCKUM THHIIETOM H300pakeHa Ha pucynke 1.1 [9, 50, 61, 80, 81]. Besukymna
bUKCUpyEeTCS TPH TMOMOIIMA MHUKPOIUIIETKH, CXEMaTHYECKH H300PKCHHOW B BHUIE
MOJIOTO MUJUHIpPA OONBIIOTO pajguyca. 3aTeM, BE3UKYIy MOJABOAAT K YACPKUBAEMOMY
ONTHYECKUM TMTHUHIIETOM MOJIMMEepHOMY Tmapuky. [Ilapuk o6mamaer BBICOKHM CPOJICTBOM
K MeMmOpaHe, Mo3TOMY, IO MEepe TOr0 Kak BE3WKyja BO3BpAIlacTCs B CBOE HCXOJHOE
noJjiokeHue, U3 Hee BoITsAruBaetcss TJIM. B paborax [9, 50, 61, 80, 81, Al] srto
OCYIIIECTBIISETCS 3a CUST MOKPHITUS IIapuKa OCIIKOM CTPENTaBUINHOM M J0O0ABIICHUS B
COCTaB BE3UKYJIbl OMOTHMHA (OMOTHH-CTPENTABUIMHOBOE B3aUMOJCHCTBUE SIBIISIETCS
OJTHAM W3 CHJIbHEHTITNX HEKOBAJIICHTHBIX B3aUMOICHCTBUH, BCTPEUYAIONINXCS B IIPUPOJIC).
[Tocne popmupoBanusi Be3UKyJbl B 0071acTh BOKpYT TJIM MOTyT BBOIUTHCS PacTBOPHI
Pa3IMYHBIX OEJIKOB, B3aUMOJICHCTBHE KOTOPBIX C MEMOpaHO# TpeOyeTcsi pacCMOTPETh
(kak B padoTax [9, 61, 65, Al]).

[ToBepxHOCTHOE HATSKEHUE B CHCTEME KOHTPOJUPYETCS TMPU  TMOMOIIH

MHUKPOIMIIETKH. YMEHBIICHUE [aBICHUs BHYTPHM MMKPONMIETKM P, mnpuBomur K

YBEJIMYEHHIO TOIPYKEHHOM BHYTPh HEE YACTH BE3UKYJbl M YBEIMUEHWIO Iepenaja
nasnennss AP =P, —P 4ro, B cBOIO 04Yepeh, BELI3BIBAET YBEIMYEHUE IOBEPXHOCTHOIO

HATSDKEHUS JIMOUIHOTO Oucios (yBeNMYEHHE JaBJICHHUS B MUKPOIMIIETKE BEIET K
oOpatHoMy mporieccy). Mcnonp3oBaHue ONTHUECKOrO TMHHLETA Ui yJAep)KaHus
MOJIMMEPHOTO IIapHKa, MpUKIeeHHOro K koHIy TJIM, mo3Bomiser m3mepsts cuiy F,
BBITATMBaIOIYI0 (yaepxkuBaronlyto) TJIM u3 Be3uKysabl. ITO OCYIIECTBISETCS 33 CUET
U3MEpPEHUs] OTKJIOHEHMs Iapuka OT (okyca onTudeckoro mnuHiera. CooTHOLIEHUE

MCXKOY CHJIOM M OTKJIOHCHHUEM IIpru 5TOM OOBIYHO AIIMPOKCUMHPYCTCA KIIACCUYCCKUM
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JIMHEHHBIM BBIpaKeHHeM P, =kAX, rne « — JKECTKOCTh JIOBYIIKH, AX — OTKJIOHEHHUE

IIapyrKa U3 MMOJIOKEHUS paBHOBECHS B JOKyce onTuyeckoro nmuHiera [Al].

2

Pucynok 1.1 — Cxema skcriepumenTa 1o BoiTsiruBanuio TJIM. 1 — Mukpormnurmerka,
2 — BE3WKYyJa, 3 — CTEKJSIHHBIN WIM NOJMMEPHBIN mapuk, 4 — TJIIM, 5 — monexysl
HoJMMepa, BHEIPUBIIMECS B OUCIION, P, — TaBlIeHUE BHYTPU MUKPOIIUIIETKH,

P, — naBnenue BHyTpH BE3UKYJIIbL, P, — naBileHue okpyxaromen TJIM xuakoctu

Jlns BU3yanu3aluy CUCTEMbI HCMOJB3YyeTCs KOH(OKaTbHAas W (IyopecueHTHas
MUKpockomnusa. Vcmonp3oBaHue  pa3HbBIX  (PIYOPECHEHTHBIX MapoOK  MO3BOJISET
paccMaTpuBaTh TaKKMe TPOIECCH, Kak ajcopOrus OenkoB [9, 61, 65, Al], Hykieanus u
IBOJIFOIHS JIMTUAHBIX JoMeHOB [50, 81] B peanibHOM BpeMenu. Paguyc munuaHou TpyOKu
MOJKET OBITh OIpejeneH W3 3akoHa Jlaruaca i UMIMHApA MPU NOMOIIM U3MEPEHUS
pactsaruBatoeid TJIM cuibl 1 MOBEPXHOCTHOTO HATSKEHUS (B MPOCTEUILIEH MOIENN ISt

JIMITAHON TPYOKH COOTBETCTBYIOLIHI 3aKOH MMEET BHUI r =F/4ro [82]), unu xe u3

COOTHOIIICHHSI HHTCHCUBHOCTEH (PIIyOpECIICHIINHN

r/R:Kcll,t/ll,w (13)
rae I —paauyc Tpyoku, R — paanyc Be3uKyJibl (KOTOPBIM CPABHUTENBHO JIETKO U3MEPUTD ),
Ke — kxamubpoBounsiii kodddunuent, a |1, — uHTEeHCHMBHOCTH (IyopecneHnn

MCHCHBIX JIMIIUIOB B BC3UKYJIC U pr61<e COOTBETCTBEHHO. AHAJIOTHYHBIM 06p330M

MOXHO OIIPCACINTb COOTHOMICHUE MCKY KOHOCHTPAIUsAMN OeJika:

I Pvt/l p.v
b/l (1.4)

S =
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B Beipaxxenun (1.4) 1,,l,, — uHTeHCUBHOCTU (IIyOpECLEHIIMM MEYEHBIX OENKOB,

aZicOpOMPOBAHHBIX HA IOBEPXHOCTH BE3HMKYJIBI W TPYOKH COOTBETCTBEHHO. JIis
OIpeaeIeHUsT  aOCONIOTHBIX BEJIMYUH KOHIIGHTPAIMii OOBIYHO  YCTaHABIMBAIOT
COOTHOIIEHHE MEKIY CHIOH  (DIYyOpEeCHEHTHOr0 CHrHala M KOHIEHTpAIHei
MEUEHBIX MOJIEKYJ] Ha IMOBEPXHOCTH OWCIOS MPH IOMOIIM CHCTEM C 3aJaHHBIMH
napamerpamu [9, 50]. Tax B padote [9] moka3aHo, 9TO 3Ta 3aBUCUMOCTH B IIUPOKOM

AUaIia3oHe KOHHGHTpaHI/Iﬁ HOCHUT JIMHCHUHBIN XapakKTep.
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2 MOJIEJIb TJIM

OngHoll W3 TEpBOOYEPENHBIX 3a7ad, CTOSIIMX IIEPE] aBTOPOM, SIBISJIOCH
MOCTPOCHUE MOJCIN TPyOdaTOW JUMUIHON MEMOpaHbI, OTBEUAOIICH COBPEMEHHBIM
MPEACTABICHUSIM O CHCTEME, CIIOKUBIIUMCS B PE3YJIbTAaTE€ JKCIEPUMEHTAIbHBIX
uccienoanuii. B nmanHOM pasnmene paspalarbiBaeTcs MOJAENb JIMIHIHOW TPYOKH,
BBITSIHYTOM U3 BE3UKYJIBI, 4 TAKKE BBIBOJSATCS YCIOBUS COBMECTHOTO PABHOBECHS ITOU
cuctembl.  llomyyeHbl ~ COOTHOWIEHHWs,  YCTAaHABIMBAKOIIME  CBSA3b  MEXKAY
T€OMETPUUECKUMHU U (PU3MUECKUMU IMapaMeTpaMy KOMIIO3UTHON CHCTEMBI, YIIPaBICHUE
KOTOPBIMU CTAJI0 BO3MOKHBIM OJlarojapsi pa3BUTHIO 3KCIEPUMEHTAIbHBIX METOJO0B
UCCIJIEIOBaHMsI JIMMIUAHBIX MeMOpaH. B yacTHOCTH, TOMHUMO PHEPrHUHM MOBEPXHOCTHOIO
HATSDKEHUsl pa3pa0OTaHHAs TEOpUsl YUMTHIBAECT IEpernaj AaBiICHUsS B CHUCTEME U
CIOHTAaHHYIO KPHUBHU3HY JIMIUIHOrO OHUCHIOs, U3 KOTOporo chopmupoBaHa TpyOKa.
Omnpenenena 00gacTb YCTOMYMBOCTH BBICOKOCUMMETPUYHOMN HMJIMHAPUYECKON (a3bl
TpyO4yaTOol JUOUAHOW MeMOpaHbl M IIOKAa3aHO, YTO JHUOUAHAS TpyOKa MOXKET
CYLIECTBOBATh M TOCIE BBIKIIOYEHHUS C(HOPMHUPOBABIICH €€ pacTATMBAIOLIEH CHIIBIL.
Takke o00CyxmaeTcss mnoTepsi YCTOWYMBOCTH CHUCTEMbl TOJA JCHCTBUEM Majou
CXKUMArNIel Ccuiibl, HamnpaBieHHONW BAoJdb ocu TJIM. OcHOBHbIE pe3yJIbTaThl

HCCle0BaHus onucansl B [A2, A3].
2.1 DHeprus cucTrembl

PaccMorpuM  BechbMa  MOMYJSPHYIO  paHee Cpead  JIKCIEPUMEHTATOPOB
MUHUMaNBbHYI0 Mojaens TJIM [82 — 84]. Ona ucnoabp3yeT JTOCTaTOYHO TPHBHAIBLHOEC

BBIPAXKCHUEC JIsI SOHCPIUKU CUCTCMBI:

7l
@—KT—ZM’LO'—FL- (2.1)

[lepBoe cmaraemoe mpenacraBisger coboi ympyryio sHepruto Kanmama-Xendpuka mms
JUTIUTHON TPYOKU C HYJIEBOM COOCTBEHHOM KpPUBU3HOM, paguycoMm I, juHOW L, u
U3TUOHOM KECTKOCTBIO k. & — KOIDPHUIIMEHT MOBEPXHOCTHOTO HATSIKEHUS MEMOPAHBI.

Unen FL yuuThiBaeT MOTEHIMAIBHYIO padOTy MPOJOJIBHON pacTsruBaroniei cuibl F,
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yIEPKUBAIOIIYIO0 JIMIUAHYIO TPYyOKY B TOJIO)KEHHWU paBHOBECHsS. BoCHoiab30BaBLINCH
JAHHOW SHEPruei, MOKHO TMOJYYHUTh CIEAYIOIINE BBIPAXKEHUS, CBSI3BIBAIOLIUE MEKIY
co00ii MPUIIOKEHHYIO K MeMOpaHe CUily, €€ paJlyC U TOBEPXHOCTHOE HATsDKEHUE MU

3aIaHHOM BEJIMYUHE x .

r:\/g,FZZE\/H. (2.2)

bnarogapss cBoeil mpocTtoTe BbIpaxkeHHS (2.2) aKTHBHO WCIOJIL30BAIKMCH JIJIS
onpeaeneHuss napametpoB TJIM B skcnepumeHTax ¢ uX ydactuem. OpjHako, Ha
CErOAHSAIIHUMN JI€Hb PA3BUTHE HKCIEPUMEHTAIBHBIX METOJIOB UCCIEAOBAHUS JIMITUIHBIX
MeMOpaH B 1I€JIOM M, B YaCTHOCTH, HKCIEPUMEHTOB MO BhITAruBaHuio TJIM,
PAaCCMOTPEHHBIX paHee, IMO3BOJWIO HApSAAYy C YHOOMSHYTBIMHM ITapamMeTpamu
KOHTPOJIMPOBATh TMEpenaj JaBJICHUW B CHCTEME, a TAaKKE HW3MCHEHHUE BEIWYHHBI

COOCTBEHHOM KpUBU3HBI TUMUAHOTO Gucios C;.

Takum 00pazom, JUisl aIeKBaTHOM MHTEPIIPETAIIMM COBPEMEHHBIX 3KCIEPUMEHTOB
no BeITAruBaHuio TJIM MuHHMManbHasg MOJENb AOJDKHA YYMUTBIBATH ACHUMMETPHIO
JUMUIHOTO OMCIIOS, CUIIy IMOBEPXHOCTHOIO HATSIKEHUS, IMEpenajl NaBICHUS MEXIy
BHYTPEHHUM IMPOCTPAHCTBOM MEMOpAHbI U BHELIHEH CPENOH, a TaKKe MPHIIOKEHHYIO
BJIOJIb OCH JIMIIUJHOW TPYOKM Cuily. 3amuIlIeM BBIpaXEHUE JUIsi CBOOOJHOM SHEPrUH
takoi TJIM, cuurtast mpu 3TOM, 4TO €€ PopMa MOKET HECKOJIBKO OTJIMYATHCA OT (DOPMBI

U1€aIbHOTO [UIMH/IPA:

q):%j(K—2c0)2d3+ade—Adev—FL. (2.3)
Kak u B BbIpaxkeHun (2.1) mepBbIii 4iIeH NMPEACTABISACT COOON CBOOOIHYIO SHEPTHIO
Kanama-Xendpuxa [6, 7], 3mech K =1/R, +1/R, — CpeAHsisi KpuBU3Ha oBepxHOCcTH TJIM,
a Cy — cpenHsist COOCTBEHHAS KPUBU3HA JIMITHIHOTO OMCI0s. TPETHii WICH B BHIPAKCHUN
1S DHeprun cucteMbl (2.3) yuuThiBaeT BKiaj nepenaa gasiaenus AP =B —P rre P

— nasyienre xuakoctu BHyTpr TJIM, a P, — cHapyxu. dS u dV — nuddepenunans

momaanu MW AaBJICHHSI  COOTBCTCTBCHHO. OTMCTI/IM, qTo0  OJi1  IIPOCTOTBI B

pa3pabaThiBa€MON MOJIETM MbI CUMTAeM COOCTBEHHYIO KPUBU3HY JUIUIHOTO OUCIOA
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BEJINYMHOM ITOCTOSSHHOM Ha Bced mnosepxHoctd TJIM, He yuuThIBas BO3MOKHBIE
HEOJTHOPOJIHOCTH COCTaBa MEMOpaHbl W/WIIK paclpeiesieHus: OEIKOB.

[Tpenmonoxxum, uro paBHoBecHast TJIM umeet hopMmy HMIUHApPA C PAAUyCcOM I U
nuHHOM L, mpuueM r/L<<1, sHeprus TakoW JMMHAHOW TPYyOKH OyJeT 3aJaBaThCs

BBIpAKCHUCM:
1 2
(Dcyll'ndrical = K[F - ZCOJ ﬂrL + O'27Zr|_ - AP;ZT‘ZL —-FL. (24)

[Tocme yero, ciaemys craHgapTHoMy moaxoay (cMm., Hampumep, [85]), morpebOyem
paBEHCTBA HYJIIO MIEPBHIX MTPONU3BOIHBIX BeIpakeHUs (2.4) mo r u L.

oD od
a e (2:5)

B utore nonyuum iBa 00001eHHBIX ypaBHeHUs Jlamnaca st TJIM:

1-4Clr? -
K 20 ),F:MZAP+2K7[(1 2C0r).

2r r

o=rAP + (2.6)

Jlerko 3amertuth, uto ycnoBus AP=0 u C,=0 mnepesomsar ypasuenus (2.6) B

yIpolIeHHbIe 3aBucuMocTH (2.2). HecMoTps Ha To, uTO cooTHOIIeHNUs (2.6) 6osiee TOUHO
YCTAHABIIMBAIOT CBSI3b MEXIY MapaMeTpamMy CHUCTEMBI, OHU BCE TAK)KE HE MO3BOJISIIOT
OTBETUTh Ha BONpOC: «/Ipu Kakux ycrosusx ¢opma npasuibHO20 NPAMO20 YUIUHOPA
coomeemcmayem Murumymy suepeuu TJIM?». JIns Toro 4roObl YCTaHOBUTH 00J1aCTh
CYILLECTBOBAHMS LIMJIMHIPUYECKOU, BbICOKOCUMMeETpUUHOU (a3el TJIM, Heobxomumo

PacCMOTPETh YCTOMYMBOCTD CUCTEMBI K TEIIJIOBBIM (DITYKTYaIlHUsIM.
2.2 YcroitunBocTh HuHANBHAYAJIbHOH TJIM

st onucanus Gopmel duykryupyromieit TJIM paccMoTpuM ee MOBEpXHOCTh, Kak
JIByMepHOe MHOrooOpasue R(X,y,z) B TpexmepHoMm mpoctpaHcTBe. Ilapamerpusyem
MeMOpaHy MpH MTOMOIIHX TOJIS PaJHAIBHBIX CMEIICHUHN 3JIEMEHTA IMTOBEPXHOCTH u, (4, z)
OTHOCUTEIBHO Hene(h)OPMHUPOBAHHOTO MPSAMOTO IMIMHApA paauyca I. Torma BekTop

ACKAPTOBBIX KOOPAHWHAT 3JICMCHTA ITIOBCPXHOCTHU MOZKHO 3aIIMCAaTh KaK:

R, =[u,(¢,2) +r]cosg, R, =[u (4, 2)+r]sing R, =z. (2.7)



63

CpenHio KpUBH3HY IMOBEPXHOCTHU HaliieM 1o GopmyJie:

_ EN-2FM +GL
~ EG-F2 ' (2.8)

rae E,G,F — koaddunmentsl nepBoi kBaapatuuHon ¢opmbl moBepxHocTtH, a N,M,L —

K

KOA(hGUIIUEHTHl BTOPOM KBajpaTWyHOM (opMbl moBepxHOCTH. OHU  3amarTcs

CHENYIOIINMU BBIPAXKECHUSIMU:

ERRCURES
E=|—x| +|—Vy| +|—2'"]|,
o9 o¢ o¢

—ixﬁx+iy£y+iz'—z'
o or op ez’ o9 oz (2.9)
2 2 2
o~ (2 o]
oz oz oz
04X 0,y 0,2 04X 0,y 042 04X 0,y 042
0,x 0,y 0,z o,x 0,y 0,z o,x 0,y 0,z
Q0% dy iz | |o0x 90y o0z | |aix dly o (2.10)
JEG-F? JEG-F? JEG-F?

[Inomanae MOBEPXHOCTH TakkKe HaiaemM depe3 KOAIDPUIMEHTH TepBOi

KBaJPaTUYHOU (OPMBI MIOBEPXHOCTH:

S=[[VEG—F?dgdz. (2.11)
O6bem TJIM naiinem no popmyie:
12752 2
V=2f [ Ri+ R Rz (2.12)

[Tocne BBeneHus mapamerpusanuu (2.7) u nmoacranoBok (2.8), (2.11) u (2.12) B

(2.3), BeIpaskeHue 111 CBOOOHOM SHEPTHHU MEMOPaHbI MPUHUMACT CJICTYIOIIMA BH/I:

k2 EN —2FM +GL ? AP
@:{!H’(( —zcoj +0}/EG—F2—7(R§+R§)d¢dz—FL. (2.13)

2 EG - F?
BBenem nBa 0Oe3pa3MepHBIX BHENTHUX TapameTpa, KOHTPOIHPYIOUIUX TOBEICHUE
CUCTEMBbI, @ MMEHHO: HOPMAJIM30BAaHHYIO OCEBYK) CHIY ¢, W HOPMAaJU30BaHHYIO

COOCTBEHHYIO KPUBHU3HY JIMITHIHOTO OUCI0s @ . OHM 3anatorcs BeipakeHusivu (2.14).

Fr _
aF:X,aC—ZCOr. (214)
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Bocmonb30BaBmch BeipaxeHUIMU (2.6), MBI MOXEM BBIPA3UTh BEIHMYUHBI PA3HOCTH
naBieHuss AP ¥ MOBEpXHOCTHOTO HATSDKEHUS o , YEPE3 APAMETPhI O U q, -

x(or

—-2+2a.) o= k(o —3+4a. —al)

AP = ,
r? 2r?

(2.15)

Torma, ucmonb3ys BeipakeHus (2.15), Mbl MokeM mepenucath (2.13) kak (QyHKIHIO

napameTpoB Q¢ U a,

[[EN _2FM4GL g jz

ot —ZaF)]m_

L 27 2
K EG-F r r
CD:EH dgdz-FL ¢
00| (2420 — Q) (n2 b2 (2.
h 3 Ry+R y )
L r J
[Ipeanonaras, 4ro B O0O0JaCTM YCTOMYMBOrO pPABHOBECUA UWIMHAPHUYECKOU
BBICOKOCUMMETPUYHOW (a3bl IM0JIE CMELIEHUN u (4,z), BBI3BAHHOE TEIUIOBBIMU

(bIyKTyaldsiMu ¥ UTPAoIee POJib BOZMYILCHUS, SIBJSETCS MaJIbIM, BMECTO BbIPa)KCHUS
(2.16) MBI BoCTIONB3yeMCs €0 Pa3ioKEHHEM B P 0 WICHOB BTOPOTO MOPSIKA MaJIOCTH

I10 ITOJIIO CMCHIGHI/Iﬁ H €T0 ITPOU3BOIHBIM. 3anuiiemM 3To Pa3JI0KCHHUC B ABHOM BHUJIC:

: 0 2
r°(2a. +ag - 2)( u, (¢, z)) +a{%ur(¢, z)] +

_zzur(¢! Z)+aa—¢;ur(¢, Z)J +(3-2ac —ap)u,(4.2)" +

o Lo +(r2
o 2]

i 2u. (¢, z)(rzozC 0

2

u (¢4, 2)—a.

2

+2r%(a, —1)%u

a¢ u, (¢, z)+2 a

(b2 +2r(a —1)8%ur<¢, 2)

ddiz. (2.17)

2 2

u, (4, Z)J

2

Camo mone CMEIIEHHM TakKe MPEACTAaBUM B BHJE PA3JIOKEHUS B psAN, HO YK€ IO

OPTOHOPMHUPOBAHHOMY 0a3uCy BUA:

U= A.expi(ng+k,2),

(2.18)

B Beipaxenuu (2.18) k, =22m/L — ponnosoii Bekrop TJIM ¢ mHgEKCOM M, M K N — HENbIE

qucia.

Takoe pasnoxeHue coorBeTcTBYyeT ciaydaro TJIM ¢ nepuogmyeckumu
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TPaHUYHBIMU YCIIOBUSIMH, KOTOPBIE TPATUIIMOHHO HCIOIB3YIOTCS B MOJABISIOLIEM
OOJIBIIMHCTBE TEOPETHUECKHX PabOT, pacCMaTPHBAIOIIMX JUIHIHbIC TpyOKH [9, 86 —89].
[MpounTterpuposas BeipakeHue (2.17) ¢ ydeToMm NpoeIaHHbBIX pa3iokKeHUH, MOTydaeM
CJIeIyIoNIee BhIPAKEHUE ISl KBaJIpaTUIHON SHEPTUU CUCTEMBI:

A & .
r3K 2 MinA A (2.19)

n,m=-ow

d =

rae marpunia kodddurueaToB My n UIMeeT caeayrommiA BUI:
M, = (rke +n% 1) + (20 = 2)(n* ~1) + o (r°k7 + 0 -1). (2.20)

OTMeTuM, 4TO MpU BBIOOPE MEPUOAMUECKUX TPAHUYHBIX YCIOBUN BCE JIMHEHHbBIC
10 aMIUTATyJaM TOJs CMelieHuid wieHsl B (2.17) oOpamatorcs B HOMb. [Ipu 3TOM,

OYEBHJIHO, YTO IIWJIMHIPUYECKAsE BBICOKOCUMMETPUYHAs (paza sBIETCS yCTOMYMBOM MTPU
TeX 3HAYeHUSX d(PPEKTUBHBIX MAPAMETPOB U U ¢, , A1 KOTOPHIX BCE KOADPUIIMEHTHI

My m monoskutensHbL. [Ipoananm3uposas BeipakeHue (2.20) Jierko 3aMETHTh, YTO MOTEPs
YCTOMYMBOCTU IWIMHAPUYECKON TPYOKM B 3aBUCUMOCTH OT KOHTPOJUPYIOIIUX
NapamMeTpoB &;,qa. MOXKET OBITh CBsI3aHA C ABYMS TUMAaMH MoJ. [lepBbli TUIT MO — 3TO
JIBYKPaTHO BBIPOXKJACHHBIC MOJBI, ISl KOTOPbIX N=0 u m==+Mg, rae Mo=0,1,2...Myax U
M, = r0und(L/<27Zf )) (cMm. puc. 2.1 (a),(8),(r)), 3aech pynkiusa round() BeLACISCT HETYIO
4acTh M3 CBOEro aprymMeHTta. BTopoil THUIT MOJ — 3TO YETHIPEXKPATHO BBHIPOKICHHBIC
u3rubOHbie MObl ¢ n=+1 u m==1 (cm. puc. 2.1 (6)). B paccmaTpuBaeMoM cityudae ¢
NEePUOJUYSCKUMH  TPAaHWYHBIMH  yCIOBHsIMH  Moael N=+1 wu m=0 Bcerma
SBJISTIOTCS O€3PHEPreTUYECKUMH TOJACTOYHOBCKMUMH (TPAHCIAIMOHHBIMU) U HUKAK
HE CKa3bIBAIOTCA HA YCTOWYMBOCTH MeMOpaHbl. COOTBETCTBYIOIIHE MM JJIEMEHTHI
Matpuisl  kKodddumnuentoB M, oOpamaroTcs B HOJIb HE3aBHCHMO OT BEIWYUH
YIPABJISIFOIITUX ITapaMETPOB.

Paccmotpum  oOnacth  ycTtouMBocTH — UmiuHApuyeckod  ¢azsl  TJIM B

MPOCTPAHCTBE TMapaMeTpPOB <aF,aC>, n300pakeHHyl0 Ha pucyHke 2.2. CBepxy oOHa

orpaHru4dcHa IMpsAMOYTOJIbBHUKOM CO CTOPOHaMM, 3aJaBaCMbIMH YPAaBHCHUAMMH IIPAMBIX

Mo n=0, Tme m u3mensercs ot 0 7o My, = round(L/(Zﬂr )) Hecmotpst Ha TO, 4TO 001aCTh



66

YCTOMYMBOCTH LUJIMHAPUYECKON (a3bl 3aBUCUT OT cooTHomeHusi paauyca TJIM k ee
e r/L, Habop npsameix Mo =0, m=1..Mma BMeeT 00IIyI0 KacaTelbHYIO Mapadoiy, a,
3HAYUT, C OYEHb XOPOIIECH CTEMEeHBbI0 TOYHOCTH BEPXHIO TPAaHUIy OOJACTH
YCTOMYMBOCTH MOJKHO 3aJaTh CJCAYIOIMMM 00pa3oM, IIOJOKHB M BEJIUYUHOU C

HCIIPCPBIBHBIM CIICKTPOM 3HAYCHUM:

ap <3-20.,mpu @ 22 u @, <1-af /8, mpu ap <2, (2.21)
a) 0) B) r)

Pucynox 2.1 — Bo3moknbie kputrdeckue monbl B TJIM. a) n=0, m=0 (paguanbpHas
JbIxarenbHast moja); 0) n=1, m=1 (u3rubHas moxaa); B) n=0, m=4 (Mmoaa roppupoBKN);
r) n=0, m=8 (Moza TopUpPOBKH)
CylecTBOBaHUE HIKHEW TPaHUIIBI 00JIACTH yCTOHYHMBOCTH ¢ =0 00yclioBiIeHO

O0COOEHHOCTBIO AKCIIEPUMEHTOB MO BhITArMBaHui0 TJIM ¢ ydacTheM HHIYLUPYIOLIKUX
kpuBHu3Hy OeikoB [9, 61, 65, Al]l. B Hux pactBop, cojaepkaiinii OelKH, BBOIUTCS B
o6siacth BOKkpyr TJIM, 4TO NpUBOAUT K BO3HUKHOBEHUIO MOJIOKUTEIHHON COOCTBEHHOM
KPUBU3HBI JIMIUAHOTO OUCIIOS.

[Ipoananusupyem CuUTyaluio, KOTJa JaBJeHHE BHYTpU TpyO4yaTOM JUIUAHON
MeMOpaHbl COBNAAAET C JaBJICHUEM CHapYXH, a cienoBareabHo AP =0. DToT yacTHBIN
cllydail 4yaCTO paccMaTpUBAETCA B JIMTEpAType, MOCBAIEHHOW JUMUIHBIM MeMOpaHam

(cMm., manpumep, [82]). Ha da3oBoii guarpamme, n300pakKeHHOH Ha PUCYHKe 2.2, eMy
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COOTBETCTBYET JUHUA Q. =1—a; /2. Xopoimo BuaHO 4TO, BOMM3K TOUkU o =0,0. =1
(B OKpecTHOCTH 3TOM Touku AP Mao), HEyCTOWUYUBOCTh UMEET KOMIUIEKCHBIN XapakTep,
U B 00JacTu HEOONBIIUX OTPUUATENBHBIX BeaMuuH ¢ TJIM Tepsier ycTOWYUBOCTH

NPAaKTUYCCKH OIHOBPEMEHHO OTHOCHTEIbHO MOJ TodpupoBkd (N=0,m=+Mpnax)

u m3ruba (n=+1,m==1).

o 2.0
¢
1.5 N N i:\
N |:
NN I
R
\‘\\ |
TN "\ mg=16
N 0
| B
1.0 B =SSN
\\\§§§\\ mg=15
O
my=14
mg=13
0.5 AP=0
0 2 P — P —— W _____ 1
0 1 2 3
-

Pucynok 2.2 — O0nactb ycToiunBocTH nuiauHapuaeckor dassl 11t TIIM ¢
OTHOIIIEHUEM JIIMHBI K panuycy L/r=100. CruioniHbie KpacHbIE U CHHUE JIMHUU
3a7arTcs ypaBHEeHUsIMUA M, ,=0 1 COOTBETCTBYIOT BO3MOXHBIM B TJIM MArkum mozam.

YepHast nyHKTHPHAS JIMHKUS OYEPUUBAET TPaHULly ycTounBocTy TJIM, crutoniHas
yepHasi TUHMS 3a1aCTCsI ypaBHEHHEM O =1—a /2 U COOTBETCTBYET CUCTEME C

HYJIEBBIM NepenaaoM aaBiieHuil AP =0. KpacHbIM Kpy»KKOM BbIAEJIEHA TOYKA,

COOTBETCTBYIOIIas MUHUMAJILHON MOJIENH, ONTUChIBaeMOi sHeprueit (2.1).



68

CpenHekBaapaTHuHble (QIYKTyallMd aMmIUIUTYyd Kputuueckux wmona TJIM mpu

NpUOJIMKEHUU K TpaHULaM O0O0JIaCTU CYIIECTBOBAHUS IWJIMHIpUYECKON Qa3bl (3a
UCKITIOYCHHEM TpaHuIlbl o =0) cTpemsarcs k 6eckoneuyHocTH. CX0KHM 00pa3oM BeaeT

ceOs M BeIMYMHA CPEJAHEKBAJPATUYHBIX pagualbHBIX (QIyKTyanui TpyoOuaToi

MEeMOpaHbI <|Ur|2> ;

2\ kg Tr* & 1
() =2 2w (2.22)

mM=—o0 n,m
B Belpaxkenuun (2.22) k, — mocrosiHHas bombeivana, 7' — TeMmepartypa, a U3 CyMMEI
HCKJIIOYAIOTCSl Cllaraemble, COOTBETCTBYIOIME ABMKeHUIO TJIM kak 1memoro, To €CTh

nmapa rojaCcTOyHOBCKUX Moj ¢ N=x1 m m=0. Takum oOpa3zom, BeIpakeHue (2.22)
2
HATJISJIHO TIOKa3bIBAET, YTO PaCXOAUMOCTD <|Ur|> BbI3BaHa CTPEMJICHHUEM K HYIIIO

ko3 urenToB  Mpm, BbIcTynatomux B poid 3((PEKTUBHBIX YHOPYrocTew uist
COOTBETCTBYIOIINX KPUTUYECKUX MOJI.

B 3aknioueHue emie pa3 OTMETHM, 4YTO BC€ 3TO BpeMsi Mbl (OpMajbHO
paccMarpuBanu uHAMBUAyanbHYr0 TJIM. DBblIO NpORXEMOHCTPUPOBAHO, 4YTO TaKas
TpyOKa MOXKET CyIIECTBOBATh B CPABHUTEJIBHO IIMPOKOM JIHAIa30HE KOHTPOIUPYIOIUX

MapaMeTpoB  (ac,a), TPH HEHYNEBOH PAa3sHOCTH JABIEHWH U  TMOMOKHTETHHOH

COOCTBEHHOW KPUBHU3HE JUMUAHOTO Ouciios. OmHAKO, KaK B )KUBBIX KJIETKaX, TaK U B
MoJIeNIbHBIX cucTeMax TJIM uare Bcero CoeAMHEHBI ¢ BE3UKYJION, U3 MAaTEpUIIa KOTOPOU
onn Obutn copmupoBanbl. Kak Oyaer mokasaHo B JajbHEHIIEM, 3Ta OCOOCHHOCTh
paccMaTpUBa€MOM CHUCTEMbl CYIIECTBEHHBIM O00pa3oM BIUSET Ha pa3pelieHHbIC

3HAYCHHS TIAPAMETPOB (¢, o )-

2.3 YcToiluMBOCTb JMIMIHON Be3UKYJIbI

PaccMoTpum cucteMy, COCTOSIIYHO U3 BE3UKYJBl U BBITAHYTOM U3 Hee TJIM,
no00HYI0 MCIIONIb30BaHHBIM B pabdortax [9, 50, 61, 80, 81, Al]. Mexnay ee dacTsamu
CBOOOJTHO OCYILECTBIIsIETCS OOMEH BEILECTBOM, a, CIEA0BATENbHO, JOCTATOYHO OBICTPO

YCTAHABJIINBACTCA PABHOBCCHC. YcnoBus 3TOro PaBHOBCCHA, KaK 6yneT IIOKAa3aHO B
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,uanLHeﬁmeM, n OnpcACiItOT IIYyThb, IIO KOTOPOMY MOXKCET /JABUIaTbCAd CHCTEMA B

MPOCTPAHCTBE MAPaMETPOB (o, a ).

B nmanHOl paboTe wucciemyeTcss ciaydaid, B KOTOPOM COOCTBEHHAs KpPHBH3HA
BE3UKYJIbI SIBIIECTCS MPEHEOPEKUMO MAJION U MOCTOSTHHOM, B TO BpeMs Kak cOOCTBEHHAas!
kpuBu3Ha TJIM MoxeT U3MEHAThCS MO ACMCTBUEM TE€X WM MHBIX ()aKTOPOB (HaIpUMep,
nmoJ JneicTBueM OenkoB, kak B pabortax [9, 61, 65, Al]). CoryiacHo JaHHBIM
(bayopecleHTHOM MHUKPOCKONMU TpPU  HUCIOJb30BAaHUU PACTBOPOB C  HHU3KOHU
KOHLEHTpanuel O€nKOB, HUX MOJEKYJbl OCAKIAIOTCA MPEUMYIIECTBEHHO Ha
TIIM [9, 61, Al]. Ilepenmaax KOHICHTpAaMKA aJCOPOMPOBAHHBIX OCIKOB, a,
CJIEIOBATEIbHO, U COOCTBEHHOW KPWMBHU3HBI JUIUAHOTO OMCIIOSN MEXIY BE3UKYJIOU U
TJIM cymecTByeT 3a CYET pacCMOTPEHHOHM B mojpaszzaene 1.3 crnocoOHOCTH OENKoB
«4yBCTBOBaTb» KpHUBU3HY MeMOpaHbl. KoHIEHTpalus U3MEHSIONUX KpPUBHU3HY
JIUTIATHOTO OUCII0s areHTOB Ha nmoBepxHocTu TJIM cuuTaercst 10CTaTOYHO HU3KOW JJIs
TOTO, YTOOBI €€ IHEPTUI0 MOXKHO ObUIO onucarth ramMuiabToHMaHoM Kanama-Xendpuka,
IOCKOJIBKY ~TIOCJI€ TOro, KakK KOHIIEHTpalusi HEKOTOpbIX OenkoB (Hampumep,
SHA0(GUIMHA) TPEBHIIIAET MOPOrOBOE€ 3HAUCHHE, MeMOpaHa o00pacTaeT KECTKUM
OETKOBBIM KapKacoM, KaYeCTBEHHO MEHsISl CBOU MEXaHUUYECKHE CBOMCTBA.

HaunGoiee oueBMAHBIM CITIOCOOOM ONpPEEICHUS NapaMeTPOB (PU3MUECKON CHCTEMBI
ABJIIETCSI MUHUMU3AIUS €€ CBOOOJHOM sHepruu. s Toro, yToObl 3amucaTh 3HEPrUIO
paccMaTpuBaEeMON CII0KHOM CHUCTEMBI, OCIEAHIO OOBIYHO MBICIEHHO pa3JeisitoT Ha
YacTH C pa3auyHou reomerpueii. Tak, B padote [9] aTux vacTet Tpu: munuHas TpyOKa,
Y4aCcTh BE3UKYJIbI CHAPY)KA MUKPOITUIICTKH U YaCTh BE3UKYJIbI BHYTpH Hee (cM. puc. 1.1).
Pacuer w MuHMMHU3anMs CBOOOJHON HHEPrUM TaKOW CHUCTEMBI SBJSETCS BeEChMa
TPYINOEMKOM 3amaded nmo psany npudnH. OJHOM U3 HUX SBISIETCS CIOKHOCTH Yy4eTa
HHEPrUM MEPEXOJHbIX 00yacTel, B KOTOPBIX PE3KO M3MEHSETCS KPUBU3HA JIUMUIHOTO
oucnosi. Kpome Toro, pacyeT sHepruu 4aCTH BE3UKYJIbl, TOTPYKEHHOW B MUKPOITUIIETKY,
TAKKe SBJISCTCS OTAEIbLHOM HeTpUBHAIbHOM 3amaucii [90].

OpnHako, BBINICYNOMSIHYTBIX TPYIHOCTEH MOXKHO HW30€XKaTh, OTKA3aBIIHCH OT

pacuera cBOOOJHOM PHEPIUM CUCTEMbI KaK I1€JI0ro. BMECTO 3TOro Mbl BOCIOJIB3yEMCS
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TeM (haKTOM, YTO 3HAYCHMS Tepenaaa aaBieHuss AP U MOBEPXHOCTHOTO HATSHKCHHS
OJIMHAKOBBI BO BCEX YaCTSAX CHCTEMbI. JICHCTBUTEIBHO, BEIMYMHA IMOBEPXHOCTHOTO
HATSDKEHUS o JUIS BEAYIIEro ceOst MOA00HO ABYMEPHOM JKUIKOCTH JIMITUAHOIO OMCIIO0s
UTPaeT Ty K€ POjib, YTO U JABJICHHE JJIsI TPEXMEPHOU JKHIKOCTH, a, CIICJ0BATEIbHO,
JIBYMEPHBIN aHajIor 3aKkoHa ITackais MPUBOAUT K BRIPABHUBAHUIO 3HAYCHHS ~ BO BCEi
CHCTEME.

Termepb pacCMOTPHM OTAEIBHO YCTOWYMBOCTH BE3UKYJBI, W3 KOTOPOW Oblia
chopmupoBana TJIM. Crnenyst paboram [9, 90], Oyaem cumrTarh, YTO YacTh BE3HUKYJIBI
CHApPY»XH MHUKPOIUICTKH 00ja1acT (GOpMON MPaKTUUYECKHA HICATBHOIO CHEPHUSCKOro
cermeHTa. [T0CKOJIBbKY, Kak 00CYKAaI0Ch paHee, TUIUIHBIN OMCII0H, (POPMUPYIOIINIT Ty
YacTh CHUCTEMBI, MMEET MPEHCOPEIKUMO Maayi0 COOCTBEHHYIO KPHUBH3HY, MBI MOYKEM
3aIucaTh YHEPTHIO BE3UKYJIbI KaK:

2
cpsp=§j(R—1l+RiJ dS+o[dS-AP[dV . (2.23)

2

Cdeprueckass Be3uKysna, KOTOpas OINUCHIBAETCA TAKOW PHEpruerd M HaXOIUTCS MOA
JIEUCTBUEM TIOCTOSIHHOM pa3HOCTU naBieHust AP >0, HeycToluWBa B OTJIMYHE OT
JUTIATHON TPYyOKH, yJep>KUBaeMoOl BHelIHed cuiiod F . DTo cBSI3aHO ¢ TeM, UTO MpH
TaKOW MOCTAHOBKE 33/1a4l HEYMEHBIIAIOMIASACS C U3MEHEHUEM paJiuyca MOJOKUTEIbHAs
BenuuyrHa AP MPUBOIUT K HEOTPAHUYECHHOMY paCIIUPEeHHIO cheprueckoil MeMOpanbl. B
AaHAJIOTUYHBIX YCIIOBUSAX HEYCTOWYMB M OOBIUHBINA MBUIBHBIA My3bIpb, 00JaAarOUINil
HYJIEBOM M3TMOHON yNPYroCThIO «. Y CTOMYMBOCTH MBUIBHOTO Iy3bIps oOecreunBaeTcs
3a CUET MOCTOSIHCTBA MAcChl COJEPKAILErocs BHYTpU Hero Bo3ayxa. [loaromy, nis Toro
yTOOBl TPOAHAIU3UPOBATH YCTOMUMBOCTH C(EPUUECKOW JUMUIHOM MEMOpaHbl C
pamuycoMm R, onrceiBaeMoit sHeprueit (2.23), Mbl TOJKHBI JTHOO SIBHO Y4€CTh 00BEMHYIO
YOPYTOCTh COJEpKAIENCa B HEM )KUAKOCTH, TMOO HAJIIOKHUTh AOMOTHUTEIBHOE YCIIOBUE
MOCTOSIHCTBA €e 00beMa (2.24).

4
J.dV EVO =§7Z'R3. (224)
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CToUT OTMETUTB, UTO NEepena AaBICHUS BCE TAKKE BXOAUT B SHEPTUIO CUCTEMBI, OJTHAKO
3I€eCb OH WrpaeT poJib MHOXUTENs JlarpaHxka Tmpu YCIOBHOM MHHUMHU3ALUU
dbyHKIIMOHATA.

[To anamoruu ¢ NPOBEICHHBIM PaHEE aHAIM30M ycToMunBOCTH TJIM, paccMoTpum

YCTOMYMBOCTh BE3UKYJIbI, MOJABEPKEHHON TepMUYECKUM (IYKTyallusM, BBEIS TOJE

CMEIICHUI u:es((ﬁ,ﬁ) OTHOCUTEILHO TMOBEPXHOCTH HenepopMUpOBaHHOU  cdepbl

paguyca R. KoMnoHeHTBI BEKTOpa JIEKapTOBBIX KOOPIHUHAT TOYEK J1e(OpMUPOBAHHON

MMOBCPXHOCTH IIPpHU 3TOM IPCACTAaBUM KaK:
R, =(u"+R)sinécosg,
R, = (U +R)singsing, (2.25)
R,=(u~+R)cosd,

TA€ ¢,6 — YIJbl NOJSPHON CUCTEMBI KoopauHat. JJist onpeaeneHus oobema MeMOpaHbl

[apaMeTpU3yeM TOUYKH, 3aKIOUYECHHBIE BHYTPU 3aMKHYTOM ITOBEPXHOCTH, KakK:

Rln :ﬁR', (2.26)
rjc BCJIMYMHA £ HU3MCHICTCA OT HYJII 4O COIWHHIBIL. TOFIIEI 00BeM IIe(l)OpMHpOBaHHOﬁ

chepbl MOXKHO 3aIicaTh Kak:

Bl O=r p=2r
Vv :jd3R‘“ - j

=0 6=0 =0

0R},0RY,0RY
| 0a,00.00 |

dedadp . (2.27)

B Beipaskenuu (2.27) 1o 3HaKOM HHTETpajia CTOUT sIKOOMaH mepexojia K HOBOM CUCTeMe

KoopauHar. [locne uHTErprupoOBaHus IO IapaMeTpy B 3alKChIBAEM B IBHOM BHUJIE:

19:;1 ¢p=2r RX Ry RZ

[ [ detoR, o,R, o,R,|dadp. (2.28)
6=0 =0 a(pR'x 8¢Rly a(pR'Z

V =

Kak u panee pasznoxum CBOOOIHYIO SHEPTHIO CUCTEMBI O WICHOB BTOPOTO TMOPSIKA
MaJIOCTH MO TMOJII0 CMEIIEHUH U €ro MpOU3BOAHBIM, MOCJE YEro Pas3iokKUM caMo T0Jie

paauabHBIX CMEIICHUH 110 chepruueckuM rapMoHukam (2.29).
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o |=m

U (0, 4)=>. > ALYin(6.9). (2.29)

1=0 I=—m
BEITIOTHUB COOTBETCTBYIOIINE MMOJACTAHOBKU U B3SB MHTErPajbl, TIOJYYUM BBIPAKCHHEC
JUTST KBAJAPATUIHON SHEPTHMH CHUCTEMBbI aHajoruaHoe (2.19), Ho copepkaiee MOMHMO
KBaJIPAaTHYHBIX MO0 aMIUTUTY/aM TIOJIsI CMEIICHUIA YICHOB, TAaK)Ke WICHBI JIMHEHHBIC T10
ammutyne Y,,. B MHHMMyMme 3Hepruu ycCIOBHE OTCYTCTBHSI JIMHEHHBIX YJICHOB
NPUBOJUT K TOMY, UYTO JUIS PABHOBECHOH C(eprudIecKol BE3HWKYJbI JIODKCH

BBITIOJIHATHCS 00bIYHbBIN 3aKkoH Jlammaca (2.30).

1
o= 3 RAP (2.30)
VYuuteiBast TOT GakT, 4T0 00BEM, OTPAHUUCHHBIA JTUMIUIHON MEMOpaHOH, HOJIKEH

COXPaHATHCS, TIOJTy4aeM KBaPaTHIHYIO [0 aMIUTHTy1aM Y, . 9acTh 3Hepruu (2.23):

0 :m

_81(‘7Z'+ ﬂRsAP Z_l: Im' (231)

rac K03(1)(1)I/IIII/IGHTI>I ¢ 3aJaroTCsA BBIPpAXKCHHUCM:

K
G = RaP[I(1+1)/4-1/2]+ [0 -1 +1)(1 +2)]. (2.32)

Moga ¢ |=1 sBnseTcss 6e39HEPreTHYeCKOM M COOTBETCTBYET JBMIKCHHUIO CHEPHUYECKOM
MeMOpaHbl Kak 1eJIOro, a, CIeJOBaTeIbHO, PABEHCTBO HYII0 kKoddduiimeHta ¢; He
CBSI3aHO C IMOTEpEH YCTOMYMBOCTH. AHANM3 3Ha4YCHWM ¢, npu I>1 mokassiBaer, 4ToO

chepudeckas JHUMHUAHAS BE3UKYyJa MOXET OBITh YCTOWYMBA TPHU TOJOKUTEIEHOM

nepenaje nariaeHus AP >0, oJHako, TOJBKO B BeChMa OrpaHUYeHHOM 00acTu. Besukyna

) Vi
TepseT ycTounBoCcTh Ipu AP < AP, mo mogam ¢ I=2, rae

ves 12K
AP ==z (2.33)

2.4 3axon Jlannaca aas TJIM, BHITAHYTOH U3 Be3UKYJIbI

Tenepp, MMess B HallleM pPaCHOPsDKEHUM YpaBHEHMs Jlarmaca i JIMOUIHOU

Be3uKyJbl (2.30) u TJIM (2.6), Mbl MOXEM IMEPEHTH K PACCMOTPEHHIO KOMITO3UTHOM
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CUCTEMBI. JIJIsi ATOTO BOCTIONB3YEeMCS MPEATONOKEHHEM 00 OJHOPOJAHOCTH BEITUYHH
nepenajaa naBieHuss AP U MOBEpXHOCTHOI'O HATSKEHUS — BO BCEW CHCTEME U 3aIlUIleM
COBMECTHOE pelIeHUe ypaBHeHU Jlamiaca, onuceiBaromux cucremy TJIM-Be3ukyna B
obnacti ycroiunBoctu (mpu 3ToM BhIpakeHue (2.30) wmcmosb3yercs Uisl pacueTa
PA3HOCTH JaBJICHUIN BHYTPU U CHAPYKU CUCTEMBI):

_xkr(l-a )(ra42R-3r) _ x(l-a?)R

- r(R—2r) 7T’ (R=2r) (2.34)

HOCKOHBKy XApaKTCPHLIC Pa3MCPbl BC3UKYIJI, UCIIOJIb3YCMBIX B OKCIICPUMCHTAX II0
BBITATMBAaHUIO T.HM, MOI'yT JOXOOHUTb OO0 ACCATKOB MHUKPOMCTPOB, B TO BPCM:A KakK
Pa3MECPhI TJIM PCAKO IIPCBLIMIAOT CTO HAHOMCTPOB, MBI MOKEM BBCCTH MaJlbIi

napaMeTp ), paBHbId OTHoOIIEHUIO panuyca TJIM k panuycy Be3ukynwel r/R. Torma

BeIpakeHus (2.34) B mepBOM MPUOIIMKEHHUHN TI0 ) MOXHO 3aIHCaTh KakK:

_2xkr(l-a) N kr(l—al) o~ Kk(l-af) N k(l-afl)

r 4 r 2r? 4 r? (2.35)

Ecnu YCTPECMHUTh HOPMAJIN30BAHHYIO CO6CTB€HHYIO KPHUBU3HY JIMIIUAHOI'O oucios K

F

aymo =0 (uro skBuBanentHo C;—>0) u y—-0, 10 ypaBuenus (2.34) u (2.35)

MPUOOPETAIOT CACAYIOITUI BHUI:

BT (2:36)

JIerko 3aMeTHTh, YTO 3Ta CUCTEMa YPaBHCHHI HJICHTHYHA cucTeme (2.2), KkoTtopas Oblia
BeiBesicHa JIst TJIM ¢ HysIeBO#M CIIOHTAaHHOM KpUBU3HOM B mpeanoyoxkeHnn AP =0 [82].
[IpensioxeHHBII HAaMU MOAXOJ, HANPOTUB, JACT HEKOTOPYIO TMOJOXKHUTEIBHYIO
Pa3HOCTD JIABJICHUU:

- K(l—aé) N 21((1—052) .

r’R "TTR (2.37)

[TpoBenem oOlLieHKY Tieperana JaBiieHus, 3aaBacMoro BeipakeHuem (2.37). Jlms

AP

CUCTEMBI C HYJIEBOI COOCTBEHHOMN KPUBU3HOM JIUTIUTHOTO OMCIIOSI, BETUYMHOM N3TUOHOM
ynpyrocti 12KgT, paguycoM Be3uKyibl mopsiika R~5-10° HM u paguycom TJIM

r~25-10° HM BEJIMYMHA Iepenajia IaBJICHUs cOCTaBAeT nmopsaaka AP =16 Ila. Teneps
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CpPaBHUM BKJIaJ| M€pEIaja JABICHHUS B SHEPIHUIO CUCTEMBI C SHEPrUel MOBEPXHOCTHOTO
HaTsKeHUs: MeMOpaHbl. [T0CKOJIbKY MOBEPXHOCTHOE HATSKEHUE MMEET OTIIMYHYIO OT
nasnenus pasmepHocTs ([[x/M?] u [Jx/M3], cCOOTBETCTBEHHO), BMECTO BEIUYMHBI AP
MbI BOCIIOJIb3yeMCsl BeJMYMHON [AP. JIeHCTBUTENIBHO, SHEPIHI0 IMOBEPXHOCTHOTO
HATSOKEHUST B CHUCTEME MOXKHO OICHUTh Kak o-2zrL, B TOXe Bpemsi [FAP-2arL
IPEACTABIIAET COO0M MOTEHIUANBHYIO SHEPTUIO CUJI THMAPOCTATHYECKOro AaBjieHus. B
utore, cpaBuuBas (2.35) u (2.37) momydaem cooTHoIIeHHe o /rAP =1 /R,

Tenepb paccMOTpUM, Kak MOJIyYE€HHBIE COOTHOIICHUSI TPaHC(HOPMUPYIOT 00JIaCTh
yCTOMYMBOCTY MHAUBHAYyanbHOM TJIM. Bocnosb30BaBIMIMCE BBIPAXKEHUEM IS IIEpenana
nasienuit B cucreme (2.37) u ypaBHenusimu (2.15) miust TJIM, monydaem KpuUBYIO,
ONUCHIBAIOIIYI0 YCTOMUYMBOCTh KOMIO3UTHOM crucTteMbl TJIM-Be3nkyna B IpOCTPAHCTBE

HOPMaJIM30BAHHBIX TIAPAMETPOB (a¢, )

o x2-2a. +y(l-al). (2.38)

[Mocneanee cnaraemoe B (14) nmpeBpamacT OpsamMyio . =1-a; /2 ¢ HyneBoi pa3HOCTHIO
naBineHud AP =0 B KpUBYIO, XapaKTE€pPU3YIOLIYK) CHCTEMY C HEHYJIEBBIM IEpENazoM

JaBJIeHUs. DTH JIBE JTUHUU TiepecekaroTcs B Touke o, =1. Kak Obuto 3ameueHo panee,

BeanunHA AP CTPEMHUTCS K HYJIIO ¢ pOCTOM COOCTBEHHOM KpuBH3HBI Cy 1 B Touke o =1
oOparraercsi B HOJb BMecTe C pactsaruBatomeid TJIM cumnoit F u moBepXHOCTHBIM
HATSOKEHUEM o (B TOUKE & =1 cOOCTBEHHAss KpUBU3HA JUIUIHOTO OMCIIOS COBIAIAET
¢ (haKTUUIECKOU KPUBHU3HOM JIMITUAHON TPYOKH).

Takum 00pa3oM, moydeHHbIC MPUOIKEHHBIE YpaBHeHUs (2.35), onuchIBaromme
MOBEJICHHNE KOMIIO3UTHOM CHUCTEMBI, IO3BOJISIIOT YYECTh BIIHMSIHUE BE3UKYJIbl Ha
YCTOMYMBOCTh BBITSHYTOW W3 Hee JAUNUAHON TpyOku. OHHU COKpallarT o0JacTh

3HAYEHHH KOHTPOJMPYIONMX MAPaMeTPoB (¢, a.) (CM. pHC. 2.2), COOTBETCTBYIOMIYIO

paBHOBecHOW uHaMBHayadbHOH TJIM, mo eamHcTBeHHON KpuBOM (2.38), KoTOpas
OITMCHIBAECT KOMITO3UTHYIO CHCTEMY C HEOOJIBIIINM, HO HCHYJICBBIM IIEpPEIIaioM JaBICHUS,

3a1ar0IIuMCcs BeipakeHueM (2.37).
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2.5 Tloteps ycToiiuuBocTH KOMNO3UTHOM cucTtembl TJIM-Be3ukyJia

[lepeitnem k Ooliee JETaNbHOMY aHAIU3y KPUTHUYECKOTO MOBEIACHUS CUCTEMBI.
W3 ¢da3oBoit nuarpaMMbl, HW300paX€HHOW Ha pPHUCYHKE 2.2, XOpOIIO BHUAHO, YTO
MUHHMMAaJbHas CAABIMBAIOLIAs CUJIa, TPUJIOKEHHAs BLOJIb ocu TJIM, nomKHa IPUBOIUTH
K BO3HUKHOBCHHIO KJIACCUYECKOU SMUICPOBOM HEYCTOMUMBOCTH (MOABI ¢ N=+1 u m==1)

coueraromieiica ¢ roppuposkoii (Moasl ¢ N=0, k’r? ~1). Kak OblI0 IOKa3aHO paHee, ydeT

nepenaga naaBiaeHus B cucteme TJIM-Be3uKylia JaeTr IOINPaBKU B BBIPAKECHUS IS
MIOBEPXHOCTHOTO HATSHKCHHS W TPUJIOKEHHOU CHITBI (2.35). MaJlocTh 3THUX MOMPABOK C
OJIHOW CTOPOHBI OIPEIEAECTCS MAJIOCThIO OTHOLIEHUs paguyca TJIM k paauycy

BE3UKYJIBI y =r/R, a C IPyroil — MaJoCThIO caMoro 3HaueHuss AP (BOIM3M KpUTHYECKO#
HEYCTOWYMBOCTU B Touke o =1 kpuBas cocrosiHus (14), omuchiBaromias CHCTEMY,

HIepeCceKacT NpsIMyIo o¢ =1-ap /2, XapaKTepu3yIOIIyI0 CHCTEMY C HYJIEBOH Pa3HOCTHIO

napjieHuit). [1osToMy, I YIIPOIICHHUS aHAIN3a Mbl MOXKEM MEPEHTH K paCCMOTPEHHIO
TJIM c HyneBbIM miepemnanoM pgaBiieHuss AP =0. Torma sHeprus CHCTEMbI BOJIU3H

KpHTquCKOﬁ TOYKH 6y,£[eT 3a1aBaThCs BBIPAXKCHUCM.
K 2
@:EI(K—ZCO)dS+GJdS—FL (2.39)

a 00001IeHHbIe ypaBHeHus Jlamiaca mpuMyT BUA:

k(1-4C2r?) kz(l-2C2r?)
c=————,F=02ar+

2r? r

(2.40)

[lpu sTOM OOMMI BUJ BBIpOXKEHUS s KBajpatuuHou dSHeprum (2.19) ocraercs

HEM3MEHHBIM, a ypaBHeHHe i KoddpduumentoB M, cCylIecTBEHHO YIpoOIIaeTcs

pOCTOii moacTaHoBKoi o =1-a /2 B (2.20):

ak & «
(I):? Z_Mn,mp\],mALm (241)

M, = (k2 +n* =1 + o r’k; (2.42)
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B pesynbrare mbl nepexoguM K TJIM ¢ eIMHCTBEHHBIM yIPaBiIAIOIIMM IIAPaMETPOM —
HOPMAJIN30BAaHHOW CHJIOW f .
PaccmoTpum yCTOMYHMBOCTE CHCTEMBI B TAKOW MOCTAHOBKE 3anauu. Kak u panee

NOSABJICHUE HENOJOXHUTEIbHBIX 3HadueHWH B MaTpuue kodpdpuuuenro M,

CBHJICTEIILCTBYET O HAIMYMH KPUTHUECKUX TOoUYeK. M3 BeIpaskeHwus (2.42) momy4aeM, 4To

I0TEPs YCTOMYMBOCTH OTHOCHTENBHOrO Mo roppuposku € N=0, kir’ ~1 (cm. puc. 2.3)

BO3HMKAET B TOUKE O = @; . COOTBETCTBYIOIIEE 3HAYCHUE CUIIBI IIPU 3TOM OIPEIEISAETCS
2.2 %) s
BeIpakeHueM (2.43), rme o =k, r°-1 — Manplii mapamerp, XapakTepU3YIOIIUN JTaHHYIO

KPUTHYECKYIO TOUKY.
o 2—52/(14- 5) (243)

HGYCTOﬁqHBOCTB OTHOCHTEJIBHO M3THOHBIX MO C N=+1 u M=+l nosABisAEeTCA B TOYKE

Qp =Q,,THC
a, =—(27Zr/|_)2 (244)

3aM€TI/IM, 4TO IIpHU 3TOM HMECT MECTO HEPABCHCTBO &, < a, <0. HpaBaﬂ I'paHua 3TOoro

HEPABCHCTBA COOTBETCTBYET Clydyar, Korga L=2ar-m, rge m — uenoe 4wucio, a,

CJIEJ0BATENBLHO, JJIMHA TPyOKM KpaTHa ee pamuycy. JleBas IpaHMIa COOTBETCTBYET
ciyuaro, korma L =2z /m (m, +1), re, kak u panee, M, =round(L/(27r)) — nenas wacts
otHomienus aunbl TJIM k ee paauycy. Takum o6pazomM, Mojia ToppUPOBKHU C HHACKCOM
M=m, TepsieT YCTOMYMBOCTh PaHbILIE U3TUOHBIX MOJ, 3a HCKIIOYEHHEM TOUKH «, = o, , B
KOTOPOIl OJJHOBPEMEHHO CTAHOBATCS HEYCTOMYMBLIMU JBE MOJIBI TO(GPUPOBKH C
BosHOBBIMH  BekTopamu K, =27m /L wu K., =27(m+1)/L u uerbpexxpaTHO

BBIpOXKEHHAs Mosa n3ruda. Ha BcraBke pucyHka 2.3 n300paXeHbl TOYKH KOHCHCAITUU
KPUTHYECKHUX MOJI B TPEX PACCMOTPEHHBIX CITydasX.

Tenepp, nas TOrO dYTOOBI OOCYIUTH BO3MOXKHOCTH JKCIIEPUMEHTATIHLHOTO
HaOMOICHUS OOHAPY)KCHHBIX HEYCTOMYMBOCTEH, BEPHEMCS K TIOJYYCHHBIM paHee

3akoHam Jlamtaca mist TJIM (2.6) u chepruueckoii Besukysbl (2.30). [TockoabKy BOIH3H
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TOYKH H€y0TOI\/'I‘II/IBOCTI/I C xopomeﬁ TOYHOCTBIO BBIIIOJHICTCI COOTHOLICHUE & ~ 1, MBI

MOXEM OIICHHTh KPHUTHYECKOE 3HA4YCHHWE Tmepernana naBieHus AP, moacTtaBuB

BBIp@KCHHUE I ITOBEPXHOCTHOTO HAaTshKeHHS ~ U3 (2.6) B (2.30). B pesynbrate

IMoJIiydacM:

A =R (2.45)

rae oF — Manas cKUMAIOIIAs CUJla, IPUBOAALIAs K oTepe ycToiunBocTd TJIM.

(| Anm|?)

A7 1% : !
i a : '
1074 (| B : :
| e '
109 : 3 2 -1 0 :
|
]05- m==1,n=+1 |
: |
10 ‘\
\
103+ e
B m=+£16,n=0
101 m=£l7n=0 e
10"+ : - ' ' '
-4 i3 2 -1 0 1
“r/‘”‘:l

Pucynox 2.3 — 3aBHCHMOCTH TTPUBEICHHBIX aMILTUTY]T CPETHCKBAIPATUIHBIX
uykryanuii kpuruaecknx mMox TJIM ot otHomenus ¢ /|, |. KpacHas nunus — MOIbI
¢ m=%16, n=0, cunssa muaUsA — MOJbl ¢ M=%17, N=0, yepHas TMHUA — MOJIBI C
m==x1,n==1. Ha BcTaBke n300paxeHbI MOJIOKEHUS TOUEK MOTEPH YCTONIMBOCTH,
COOTBETCTBYIOIIUX MPEACTABICHHBIM KPUTHUYECKUM MoJiaMm, 11t TJIM ¢ HemHoro

pa3IMyaOMMUCS OTHOLICHUSIMU JJIUHBI K paauycy a) L/r=27-16;
0) L/r=27-16.33; 8) L/T=27-416-17 . B mocnennem cinydae TJIM ogHOBpEMEHHO
TepsieT YCTOMYMBOCTh OTHOCUTENBHO 00enX Mo rodppupoBku (M=%16, m==17) u

M3ruOHOM MOIBI B Touke O; /|0, |=-1



78

C npyroil CTOpPOHBI, MPOBEIACHHBIN B pazzaene 2.3 aHAINU3 ONPEACNSeT TPAHUILY

YCTOMYMBOCTH BE3UKYIbI, Kak AP.®=-12x/R°. Ilockonsky mis TJIM BeImonHseTcs

COOTHOIIICHUE &, < a, <0 ,» Mbl MOXXEM HCIIOJIB30BaTh JJIs1 BCpXHGI\/’I OLCHKH YCTOP'I"II/IBOCTPI

o i 2
KOMIIO3UTHON CHCTEMBI 3HadeHue oy =a, =—(2ar/L)";

12k S ar /L)«

R3 rZR (2.46)
VYuporas HepaBeHCTBO (2.46), moayyaem:
L,z

To ecTp, KOrJa AIMHA JUOUAHOM TPYOKM NPUMEpPHO B JBa pa3a Oousblle paguyca
BE3UKYJIbl, MOCIEIHSAS TepsAeT YCTOMUMBOCTH mo3xke, yeM TJIM. Takum oGpazowm,
DKCIEPUMEHTAJIBHOE HCCIENOBaHUE KpuUTHyeckoro mnoseneHus TJIM, kotopas
IIOABEPrHYTA OCEBOMY CXKAaTHI0 BO3MOXHO, OJHAKO JOJDKHO IIPOBOJMTCS Hal
JOCTATOYHO JJIMHHBIMH JIMIIUHBIMU TPYOKaMHU.

OnHuM u3 Haubonee (U3MOIOTMYECKH PENIEBaHTHBIX ciydaeB siBisiercss TJIM,
CyLIECTBYIOIIAss ©O€3 MPUJIOKEHUS KAKUX-IMOO BHEIIHUX MEXaHWYECKUX CHJL.
PaccMmoTpum cpenHekBaapaTuyHbie (IyKTyallMu pajuyca Takod TpyOKH TpH «, =0
(B aTOM TOuke & =1). Kak GbUIO NPOAEMOHCTPHUPOBAHHO PAHHEE B MOCTAHOBKE 3aa4n
C MepPUOANYECKUMHU TPAaHUYHBIMH YCJIOBUSIMH, B TPYOKE, JUTMHA KOTOPOU yIOBIETBOPSIET
ycnoBuio L =2ar-m, moaa rodppuposku (n=0, kir® ~1) BeIpOKXIa€TCA B TOUYKE o, =0 U

noTepsi yCTOMYMBOCTH IUIMHAPUYECKON (a3bl MPOUCXOAUT Cpa3dy Ke Mocie
BBIKJTIOUCHUS pACTATMBAIONIEH CHibl. B 3TOM cnydyae aHanu3, NPOBEICHHBIN C
UCTIOIb30BaHUEM KBaApaTUIHOM sHepruu (2.41), TepsieT CBOKO aKTyaabHOCTh, U CUCTEMA
TpeOyeT OoJsiee AETAIBHOIO PACCMOTPEHUS, BBIXOMSILETO 33 PAMKHU JIaHHOM padOTHI.
OpHako, eciy OTHOIICHHE JUTMHHBI TPYOKHU K €€ MePUMETPy OTIMYHO OT IIEJIOTO Yucia
6onee yem Ha 10%:

L/(27r) —round(L/(27r)) 201
round(L/(27r)) " (2.48)
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BEJIMYMHA CPEAHEKBAAPATUUYHBIX (IYKTyaluil paanyca ci1abo 3aBHCUT OT OTHOIIEHUS

L/r. Tak, mis TJIM c otHomenueM L/r =100 1 U3rMOHOM KECTKOCTBIO « ~12k,T [9] aTa

BennurHa coctaniset nopsaaka 700-800% ot paBHOBeCHOTO 3HaUeHUs paauyca. [Ipudewm,
TJIAaBHBIA BKJIAJl B CPEIHEKBAAPATUYHOE OTKIOHEHHWE, cocTaBistomui nopsaaka 600%,
JlaeT YEThIPEXKPATHO BBIPOXKIECHHAs M3ruOHas moaa (n=+1 u m==1). Takum oOpazom,

JAHHYIO0 MOJTy MOYKHO HaOJI0JaTh B CBOOOIHOM OT BHEIIHUX MeXaHmdeckux cui TJIM

SKCIIEPUMEHTANLHO. Bxiax moasl roppuposku ¢ N=0 u kir’~1, B cBOIO ouepenb, HE

NpPEBBIIACT BKJIAJa BCEX OCTAIbHBIX MOJ (32 HCKIIOYEHHUEM YIOMSHYTOM MOJIBI
nporuda), u, IKCIepPUMEHTATLHOE HAOIIO/IEHUE TAaHHOW MO/IbI 3aTPYAHEHO.

B nanHoMm pa3zene Obla MOCTpOEHA MOEIb BBITIHYTOW U3 BE3UKYJIbl JIUITHUIHOM
TpyOKH, 00JIalalolIell HEHYJIEBOM KPUBU3HON OMCIIOA U HaxXOonAIIeHcs Mo AeCTBUEM
nepenajga nasieHus. [IpoBeaeHHOE B rapMOHHUYECKOM MPUOIMKEHUM HCCIIEI0BaHUE

MOACIM IIOKa3ajo, YTO PAaBHOBCCHUC KOMIIO3UTHOM  CHCTEMBI THM-BGBI/IKYHEI

) 2 9
OINHCBHIBACTCS KpHBOW «f #2-20; +y(l-a;), nexamied B IUIOCKOCTH IIapaMETPOB
<aF,aC>, A€ ¢ — HOpMaJu30BaHHAas oOceBas cuja, npuioxkeHHas k TJIM, o, —

HOPMAJIN30BAHHAs coOCTBeHHas KpHUBH3HA marepuania TPYOKH. bruio
IIPOJIEMOHCTPUPOBAHO, YTO I PACCMAaTPUBAEMOM CHUCTEMBI BKJIAJ MEpPEMNaa AaBJICHUS
B CBOOOJHYIO JHEpPrHIO SIBJISIETCS BEJIUYMHON CIEIYIOIIET0 MOpsaKa MajoCTH IO
CPaBHEHMIO C BKJIAJIOM DHEPTHM MOBEPXHOCTHOTO HATSDKEHUWSA. AHAIW3 MOKas3ajl, 4To
aunuaHas TpyOka, COOCTBEHHAs KpUBU3HA OMCIIOSN KOTOPOM COBMAJIAET € €€ (PaKTUYECKOU
KPUBHM3HOM, ycTOWYMBa M 0€3 MPUIIOKEHUSI BHEIIHEW pPACTATUBAIOIICH CUIIBI, OJHAKO
takas TJIM HaxoauTcst BOJIM3U KPUTUUYECKON TOUKHM M J1a’ke HEOOJIBIION CHKUMArOLIEH
CHJIbI IOCTATOYHO JUIsl €€ AecTadmiIn3alui. B oKkpecTHOCTH 3TOM TOUKM cpasy ABa TUIa
MOJI C Pa3IMYHON CHUMMETpPUEH CTaHOBATCS MSTKMMHU, a UMEHHO: MOJa TOGPUPOBKHU C
nepuoaoM mnopsiaka nepumerpa TJIM u Mona usruba ¢ mepuMeTpoM, paBHBIM JIJIUHE
TJIM. DT0 TMPUBOAWT K TOMY, YTO JHUMUAHAS TpyOKa MOABEPraeTcs CYIIECTBEHHBIM
TEIJIOBBIM (IYKTyalnusiM. MATKOCTh M3TMOHBIX MOJ, MO BCEW BUIUMOCTH, SIBIISETCA

NPUYMHON HENMPaBUIBHON OpPMBI MEeMOpaH, HaOJIroJaeMOl Kak 1N VIVO Tak u in Vitro.
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3 KPUTHUUYECKOE U 3AKPUTHYECKOE NNOBEJIEHHUE TJIM

Kak Opu10 moka3zaHo B HpEIbIAYILIEM pa3jeie IUCCEPTALMU, COEAMHEHHBIE C
BE3UKYJION JIMMUIHBIE TPYOKHU, COOCTBEHHAs1 KpUBU3HA MEMOPaHbI KOTOPBIX COBIA/IAET C
uxX (akTUUEeCKOM KPUBU3HOM, MOIYT CYLIECTBOBaTb M  0€3  NPUIIOKEHUS
CTaOMIM3UPYIOUIEH pacTsruBaroleil cuisl. B 1anHOM paznene noapoOHO Ucciexyercs
KpUTHYECKOE U 3akpuTHueckoe noseaenue TJIM, Haxopasmeiics o AeicTBueM ciaboit
COKMMAIOILEH CUJIBL, IPUIIOKEHHON B/IOJIb TJIABHOM ocu cumMmeTpun TpyOku. [lokazaHo,
YTO IPOLECC MOTEpU YCTOWUNBOCTH TJIM CylIeCTBEHHO CIIOKHEE, YeM KIIACCUYECKas
9ilJIepoBa HEYCTOMYHMBOCTH CTepxkHEeH M 1utactuHOK [91]. Msmenenme dopmer TJIM
paccmaTpuBaercs, Kak JBa MOCJIEI0BaTENIbHBIX (Da30BbIX MEpexojia BTOPOTrO pojaa ¢
aMIUTUTYJaMU KPUTUYECKUX MOJI CMEUICHHH, BHICTYNAIOIMMU B Ka4€CTBE MapaMeTpoOB
nopsiaka. [Ipu nomommu popmanusma Teopuu (a3oBbIx epexoaoB JIaHgay yCTaHOBIIEHO,
YTO BO3HUKAIOIIAsg B CHCTEME HEYCTOWYMBOCTb IMPUBOAUT K XHUPAJIbHOMY H3TUOY
JUOUAHOW TpYOKH, 3a KOTOPBIM CIIEAyeT TmosBieHue TrodpupoBku. OCHOBHbBIE

Pe3yabTaThl UCCIICIOBAHMUS TIpecTaBicHbI B [A3].
3.1 Kpurtuueckoe moje cMelleHu U roJJICTOYHOBCKHE NepeMeHHbIe

B npeapinymem pasaene nquccepTaliii B paMKaX TapMOHUYECKOTO MPUOJIMKEHUS
pa3BuBaeMoit Teopun TJIM, BBITSHYTOM M3 BE3UKYJIbI, OBLITN OMPEIETICHBI KPUTHUECKHE
MOJIbI CUCTEMBI U IOCTPOEHA €€ 00JIaCTh YCTOMYMBOCTHU Ha MJIIOCKOCTH KOHTPOIUPYIOIINX
napaMeTpOB: HOPMAJTM30BAHHOM CHJIBI U KPUBU3HBI TOBEPXHOCTH (CM. puc. 2.2). OnHako,

B pamKax KBajapatuyHou sHepruu (2.41) HEBO3MOXHO MOAPOOHO MPOAHAIU3HPOBATH

pa3BUTHE HEYCTOMUMBOCTH JIMMIUAHON TPYOKH B 00JIACTH OTPULIATEIbHBIX 3HAUCHUN O .
ScHO, YTO KPUTHYECKHE MOJIbI MOTYT HEJIMHEWHO B3aMMOJIEHCTBOBATH JIPYT C APYTOM, U
NOSIBJIEHUE TOPPUPOBKH MOXKET YMEHbBIIUTH, JMOO, HAO00OPOT, YBEIUMYHUTH CHUILY,
HeoOxoaumyto 11s mosiBiierus u3ruda TJIM. Kpome Toro, Ha 0CHOBaHMM KBaIpaTHIHON
sHeprun (2.41) HEBO3MOXXHO ONPEACIUTh MPOUCXOAWT JH (a30oBOe NPEBpAIICHHE

CKauyKoM, JIUOO TMPOTEKAEeT HEMPEPHIBHO, Kak (Ha30BbIA Tepexoa BToporo pojaa. Jlms
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MIPOBEJICHHUSI TAKOTO aHAJIN3a HYXKHO YUYUTHIBATh YWICHBI Pa3JI0KEHUsI CBOOOTHON YIHEPTUH
0oJiee BBICOKMX MOPSAJIKOB. YYECTh BCE CTApPUIME YJIEHBI, COOTBETCTBYIOIIME BKJIa/aM
Pa3IMYHBIX MOJI, MYCTh Ja)X€ OTrPAHUYMB CTENEHb PA3JIOKECHUSA, KpauHE CIO0XKHO.
[ToaTOoMy, nanee Mbl BOCHOJIb3yeMCSI CTaHIAAPTHOM Il TeOpUH (Ha30BBIX IMEPEXO0B
uaeed m BMecTo moJiHOW »Hepruu TJIM Oymem paccMarpuBaTh €€ pas3iioKEHHUE,
aHayiornyHoe notennuany JI.J[. Jlanmay [92]. To ecTh, MBI OyJeM YYUTHIBAThH JIMIIb
KPUTHUYECKHUE MOJIbI, TaK Kak coriacHo uzaee Jlanaay, B okpecTHOCTH (pa3zoBoro nepexoja
VMEHHO OHU JIal0T OCHOBHOM BKJI4J] B SHEPTHUIO CUCTEMBI.

Kak yxe ynomuHamoch paHee, IMpu CcHEUUPUUYECKUX JIMHAX TPYOKHU

L = 27r /m?+m Iporud TpyOKu M ee rodpupoBKa ¢ BOJHOBBIMH YHCIaMH M u M+l

MIPOUCXOJAT OJHOBPEMEHHO IMpPU BEJIUYMHE HOPMAJIM30BAHHOW CHJIBI Qp =, (CM.
noapaszen 2.5). OnHako, HHTEPECHO IpOaHaIN3UPOBaTh OoJiee OOMIMI CiIyJaid, Koraa
HEYCTOMYMBOCTh Pa3BUBAETCA MO 3TaraM, MepBbld U3 KOTOphIX — rodpupoBka TJIM ¢
BOJIHOBBIM 4HCJIOM M, = rOUﬂd(L/(Zﬂf )) Jns Gosibliieid HArJsTHOCTH B MPOBOAUMOM
aHajgu3€ Mbl OTrPAHMYMMCSI MUHHUMaJIbHBIM HAO0OpPOM KPUTUUECKUX MOJ, U
ro(PUPOBKY C BOJHOBBEIM BEKTOPOM |M|=Mo+1, mpoHCXOIIyI0 Hociae mporuda (cm.
puc. 2.3), yauTbIBaTh HE OyeM.

Tak kak paccMaTpuBaeMble KPUTHYECKUE MOJbI BBIPOXKICHBI (UETHIPEXKPATHO
BBIPOXKJICHHAsT Mojaa mporuda ¢ n=xl, m=+1 W ABYKpaTHO BBIPOXKJICHHAS MOJa
rodpuposku ¢ N=0, k’r’ ~1), To cooTBeTCTBYIOIMI ToTeHIMan Jlanaay — QyHKIMOHAI
IIECTH KOMIUIEKCHBIX aMIutuTy . [Tome cmernennti (2.18) sBiuseTcs 1eWCTBUTEIBHBIM, a,
CJIeIOBaTEIbHO, BCE KOMIUICKCHBIC aMIUIUTYbl JOJKHBI YAOBJIETBOPSITH PABEHCTBY
A= (Aﬁnﬁm)*. YtoOb! 3anucarh B JEUCTBUTEILHOM BUje oTeHman Jlannay s TJIM

NepeonpeaAcIMM KPUTHYCCKUE KOMIUICKCHBIC aMITJIMTYAbl KaK:

A =raexp(ig,)/2,

0,m

A,=rbexp(id,)/2, (3.1)
A =rb,exp(ib,)/2.
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B Beipaxkennn (3.1) a, by u b, — Ge3pasmepHble HeiCTBUTENLHBIC AMIUIMTYIBI, a
nepeMeHHble 0, SBISIOTCSA JeWCTBUTENBHBIMUA (pasamu. Kputmueckas dYacTh MO

cmerenni (2.18) MoxeT OBbITh 3anrcaHa Kak:

u(g,z) =r| acos Z”FOHQO +b, cos(%”zwﬂ@l}bzcos(zTﬁz—(/ﬂ@z)

(3.2)
Teneps BBeEM CICAYIONIYIO TMHCHHYIO KOMOMHAIuIo (a3 o, :
(0 _ L6, +6,) _ L(m, (6, +6,)-26,)
th=(0-0,)12,2=—== 57 === 4m > (3.3)

Torna Beipakenue (3.2) mpumer ¢opmy (3.4), U3 KOTOPOH XOpOIIO BUIHO, YTO
BBC/ICHHBIC JIMHEHHBIC KOMOWHAIIMKA @), U Zg COOTBETCTBYIOT OJHOPOIHOMY BPAIICHHIO

NOJISI CMEUIEHUH BOKPYT IVIABHOW OCH CUMMETPHUU JIMMUIHOM TPYOKH U €ro CMEIICHHUIO

KakK 0eJI0ro Ba0Jib ITOM OCH, COOTBCTCTBCHHO.

acos[ 2”[“‘) (2-2,- zl)J (3.4)
u(g,z) =r{+hb cos(¢ + ¢, —ZT”(Z - zo)j

+h, cos(—¢+¢0 +2T7[(z - zo)j

CrnenoBaTelbHO, SHEPIUsl CUCTEMbI, Kak (YHKLHS PacCMaTPUBAEMOIO KPUTHYECKOTO
IOJISI CMELIEHUM, HE 3aBUCUT OT 3TUX TOJIICTOYHOBCKMX NepeMeHHbIX. OcTaBiiascs

daszoBas mepeMeHHasi Zi COOTBETCTBYET CABUTY TOMPHUPOBKH OTHOCUTEIHHO HU3THMOa

TJIM.
3.2 CaoiicTBa pa3J/ioKeHUsl JHEPTUM TUIIA OTeHnnaa Jlanaay

Jlnst Toro 4ToOBI YCTaHOBHTH, HACKOJBKO CYIIECTBEHHBIM SIBIISICTCS BIIUSHUE
($ha30BOM TMEPEeMEHHOM Z; Ha DHEPIHI0 CHCTEMBI, BOCIOJIb3YEMCS PSIOM HM3BECTHBIX
cBoiicTB moteHnuanoB Jlanmay [92]. B cBoOoxmnoi sHeprun Jlanmay Kaxiablii djieH
IpEICTaBIISIeT co0oif WHBApUAHT  OTHOCHUTEIHHO TPYIIIBI CUMMETPHH

BbICOKOCUMMETpUYHOM (a3bl. B ciyuae TJIM — 310 rpynma cumMmMmeTpun 0€CKOHEUHOTO
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nwmHApa MMM. Iloctpoenne nmoreHuuana JlaHmay CymIECTBEHHO YIPOIIACTCS IPH
nepexojie K GopMaibHO KOMIIJIEKCHOMY BHU]ly, B KOTOPOM KaX/IbIil WieH N-0ro nopsjaka
NpeCTaBIsieT cOO0M MPOM3BENEHNE aMIUIUTYl KpuTudeckux Moia. Kaxmomy Takomy
IIPOU3BEACHUIO COOTBETCTBYET 3aMKHYTas JIOMaHHas, COCTaBJICHHAs W3 BOJIHOBBIX
BEKTOPOB N TApMOHHUK, BXOJSAIIUX B €ro cocTaB [92], uTo rapaHTHPYET TPaHCISIMOHHYIO
WHBAPUAHTHOCTh MOJYyYEeHHOW CBOOOIHOM »Hepruu. IlockoiapKy B IaHHOW paboTe MbI
YUYUTBIBAEM KaK BPAILATEIIbHYIO, TaK U TPAHCIIALUOHHY CUMMETPHUIO LIMJIMHAPUYECKOU

(1)8,31;1, IMOCTPOCHHUC MHBAPUAHTOB N3 KOMIIJICKCHBIX aMIIIUTY A\,m KPUTHUYCCKUX MO B

COOTBCTCTBHH C YIIOMAHYTBIM IIPUHIIUIIOM IIPUBOIUT K TOMY, UTO HpOCTGﬁHIHﬁ YJICH, HC

BaBI/ICSIHII/Iﬁ OT Z1 UMEET CJ'IGIIYI-OHII/IIjI BUA:

F (z)= (ALlA—l,l)mO” (Ao,m0 )z

I m0/|( )zn

+(A—1,—1A1,—1) Ao, (3.5)
rae |I=1 eciu My — wetHoe ymcio, u |1=2 ecmm My — HeyeTHoe. B KomIutekcHON (Gopme
MHBapUaHTHOCTE (3.5) oTHOCHTENLHO (ha30BOM MEPEMEHHON Z; HEOYEBUIHA, OJHAKO B
9TOM MOXHO Y6GIH/ITBC5I, Hepeﬁﬂfl K HeﬁCTBHTeHBHOMY BHUAY IIPpHU ITIOMOIIH ITOACTAHOBKH

BeIpakeHuit (3.1) B ypaBuenue (3.5):

r

(my+2)/1
F(z) =(Ej a”!(b,b, J’*'" cos{(m, (¢, +¢,) —2¢,)/1) (3.6)

Takum oOpa3om, IEPBBINA YJICH, 3aBUCSIINI OT (a30BOM MEPEMEHHOM Z1, UMEET CTENeHb
(me+2)/l. D10 CBsA3aHO ¢ TEM, YTO KPHUTHYECKAs BOJHA TO(MPUPOBKH OCHUUIHPYET
ropaszio yaiie, 4eM KpUTHYECKas BOJIHA W3ruba, mepuoj KOTOpoW Bcerma paBeH L.
B nummpoHOW TpyOke ¢ coorHomenueM L/r=100 (cm. puc. 2.3) BOJHOBOE YHUCIIO
KPUTHYECKON MOIBI TOPUPOBKH Mo=16, a, cieaoBaTelbHO, e¢ JJIMHA BOJHBI B 16 pa3
KOpoYe JUTMHBI BOJIHBI M3ruOHOM Mojbl. [t Takoi TJIM HanMeHbINas CTEIIEHb Y4JICHOB
noreHunana Jlanmay, 3aBucsmux OT Z1, paBHa 10. I[lo NOHATHRIM mNpUYMHAM
pacCMOTPEHUE WIEHOB CTOJb BBICOKOIO IMOpSiKA HE HMEET CMbICIa B paMKax
pa3BUBAEMOM I0JIY-Ka4€CTBEHHOU MOJIEIIH.

[Moncrasnss (3.4) B (2.23) 1 ucnosb3yst TOOYI0 IPOTpamMMy ISl aHATUTUYCCKUX

BBI‘—IHCJ'IGHPIﬁ, MOXXHO JICTKO IIOJYYHUTb PA3JIOKCHHA OHCPIUH OSKBHUBAJICHTHLIC
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norenuuanam Jlannay. Kak u cnemyer u3 obmux cooOpakeHuid 00 MHBApUAHTHOCTHU
TaKUX TOTeHHUaNoB [92], OHM OKa3bIBAIOTCS YETHBIMH (DYHKIHMAMH KaXKIOH W3
Oe3pa3MepHBIX aMILTUTY/ 8, D1 1 D2 ¥ He 3aBUCAT HU OT OHOTO U3 TPEX PACCMOTPEHHBIX
NEpPEMEHHBIX (a3oBoro tuna. HecMotps Ha TO, UTO Mbl YUUTBIBAEM TOJIBKO KPUTUUECKHUE
MOJBI, IIOJIy4aeMbl€ pPa3IOKEHMsI BECbMAa T'POMO3JKH, II03TOMY MBI OIPaHUYMUIIMCH

aHAJW30M IOTSHIIHAIOB 4-i M 6-1 creneHu. YnclIeHHOE MCcClIeOBaHUE ITOKA3ayo, YTO
Py MajibIX 3HAYEHUAX YOPABISIONIETO MapaMeTrpa @p pa3BUTUE HEYCTOWUYMBOCTH,
OIHICBHIBAEMOC IMOTCHIIMAIIOM 4-M M 6-1 CTEeNICHH Ka4eCTBEHHO HEe oTiamuaeTcsa. CHadaia
nyTeM (ha30BOrO Tepexoia BTOPOrO pojaa B Touke & =@, (cM. moapaszmen 2.5)

MPOUCXOAUT TO(QpUpoBKa. 3aTeM MHUHUMAIBHOE YBEIUYCHHUC CHKMMAFOIICH CHIIBI
NPUBOJUT K CJCHYIONIEMY IEpPeXoay BTOPOTO poja, B pesyibTrare kortoporo TJIM
nporubaetrcs. BTopoil mnepexoa MPOUCXOAMT TOpa3g0 pAHBIIE TOYKH O =,
(cm. moapasaen 2.5). B cienyromem noapasaeie Oyaer IpoAeMOHCTPUPOBAHHO, YTO 3TO

CBS3HO C CHMJIbHBIM HEJIHMHCHHBIM BSaHMOHeﬁCTBHGM MO FO(i)pI/IpOBKI/I n HpOFI/I6a,

KOTOpPO€ YMEHBIAET CBOOOIHYIO SJHEPTHIO CUCTEMBI.

3.3 Bo3Mo:kHbIE B cCTeMe HU3KOCUMMeETpPHYHbIE ()a3bl U MUHUMAJIbHBIN

noreHuuaJua Jlanaay.

[lepeiinem k Oosee MOAPOOHOMY PACCMOTPEHUIO HAOOpa HU3KOCUMMETPUUHBIX
a3, omuchiBaeMbIX MoTeHIManaMu 4-ii u 6-ii crenenu. Ilocie mepBoro ¢hazoBoro
nepexojia cucremMa okasbiBacTcs B (aze <|a]=a(ar), b1=0, b,=0>. 3atem BTOpOI
(ha30BBIN TEepexoa MEePEeBOAUT cHcTeMy B XxupanbHyo (azy <|a|=a(or), |bi|=b(ar),
b,=0> (pemienue ypaBuenus cocrossaus <|a|=a(ag), b1=0, |b2|=b(ar)> o6manaer Toii xe
sHepruer, Ho mpejactasisier coboi TJIM, 3akpyduBarOIlyrOCs B MPOTHUBOMOJIOKHYIO
cTopony). s o6oux nmoteHnuanos 4-i u 6-i cTenenu axupanbHoe pemieHue <|a|=a(a),
bi=b(ar), |b2]=b(ar)> oxa3biBaeTcs HeycronumBeiM. Ha pucynke 3.1 moka3aHbl

BO3MOJKHBIE (pa30BbIe cocTOSTHHS CxxaTor TJIM.
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B)

PI/ICYHOK 3.1 — Bo3MoxHBIC HHU3KOCHUMMCTPHUYHBIC PCIICHNA YPABHCHUA COCTOAHUA

TpyOUaToil TMNUAHON MEMOpaHbl C HEHYJIEBOM CIOHTAHHOW KPUBU3HOM JIMITUIHOTO
OUCII05, COOTBETCTBYIOILINE PA3IMUYHBIM BEIMYMHAM CKUMAIOUIEH CHJIBL:

a) roppupoBanHas daza <|a|=a(a), b;=0, b,=0>; 6) roppupoBaHHas U30THYTas

bi|= b(a), b,=0>; B) roppurpoBaHHas U30THYyTas

bi|=|b:|= b(a)>

xupanbHasa gaza <|a|=a(a),

axupanbHas daza <|a|=a(a),

HOCKOHBKy B Hp@I[J'IO)KCHHOﬁ MOJCIN axXUpajJbHOC PCUHICHUC BHC 3aBUCMMOCTHU OT
CTCIICHN PA3JIOKCHHA OSHCPIrMU KPUTHUUYCCKOI'O IT0JIA CMCIHCHI/Iﬁ BCCTAa OKa3bIBACTCA
HCYCTOﬁqHBbIM, TO HJIA Ooiee HOI[pO6HOFO HCCIICOAOBAaHUA IIOCJIICAOBATCIBbHOCTH
(baSOBBIX MMepexXoJ0B IOTCHIHAI MOXHO YIIPOCTHUTB, IIOJIOKUMB B KPUTHYCCKOM IIOJIC

cmenennii (3.4) b;=b u b,=0. Taxke yunThiBas, 4TO COrJIACHO YHCICHHBIM OIICHKAM MTPH
MajlbIX @ noTeHIuanbl 4-oi U 6-0l CTENEHUW OKa3bIBAKOTCA MPAKTUYECKH
SKBUBAJICHTHBIMH, Mbl MOKEM OTPaHUYUTH PA3JIOKEHUE YICHAMU YETBEPTOIO MOPSIKA
MAJIOCTH T10 aMIUIATYIaM KPUTUUYECKUX MOJ] CMENIEHUI. B utore nosryyaem npocrenmmi
noTeHuan Jlanaay, onuchIBarOMUN KPUTHIECKOE MTOBEACHUE JaHHON CUCTEMBbI:

K
F@ _ @(1650612 +64F, o +4F, a0’ + F, ja* + F, b’ (3.7)
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B muorounene (3.7) koadduruents Fij — pyHKIMM nepeMeHHO# ¢ (HOpMalIn30BaHHAS
oceBas CHJIA).
Fo —a+ad+6°,
Foo = 7Z2]/2(05 + 47z2y2),
F,, =30 — 62— 2a(L+ 8)+ 47%* (3— (1+ 556 + 4a + 20777 )) -1, (3.8)
F,o =11-105 -195% - 4a(1+5Y,
F,, = [+ 477 i1 - 4272 (807% + 4e +9))

B Beipaxkenusx (3.8), kak u paHee, BBEJCHHBIA MaJIbIi TTapaMeTp / PABEH OTHOIICHHIO
paauyca JUNHIHOM TPyOKM K ee JUIMHE y =r/L, a MaJblil mapameTp ¢ 3aaaercs
BeipaxkenreM O =k2r’ -1, Tlorenuuman (3.7) — craHgapTHLINA HOTEHIMAN Teopuu Jlangay ¢

neymsi napamerpamu nopsiaka (IIIT) (3mecs ponws [T BeimonHSIIOT Oe3pa3mMepHbIC

aAMIUTATYJIbl KPUTHYSCKUX MOJ a HW D), ONHUCHIBAIOIIMN JBa B3aMMOJCHCTBYIONIUX
da3oBbIX nepexona BToporo poma. C yMeHbIIEHHUEM MapaMmerpa O (Wid, APYTUMHU
cioBaMu, Tpu yBenuueHuu cxumawomein TJIM  cwibl) cHayana CTaHOBUTCA
OTpULIATEBHBIM WieH F2o. B Touke, rae F20=0, u o =@, , npoucxoauT nepBbiii (ha30BbIii

IIEPEex0JI BTOPOro poja, MPHUBOIAIINNA K BO3HUKHOBEHHIO TOPpUPOBKHU (cM. puc. 3.2).

[Mocie mepexoaa aMIUIUTY 1y & B BeipakeHHH (3.4) MOXHO paccuuTaTh Kak

a= |- Fz,o z\/ 8(1+5) (O{ —a)
2F,, V106+156%+65°-11" & (3.9)

[Tockonbky uneH F;» cyliecTBeHHO OTpHIIaTENeH, HEJIMHEWHOE OMKBaIpaTHOE

B3aMMOJICHCTBHE MEXIy MapaMeTpaMu TMOpsiiKa YMEHbBIIAET CBOOOIHYIO 3HEPIHUIO
cuctembl. Kak cneacrBue, BTopoil (ha3oBblli mepexon, CcBsA3aHHbIA ¢ m3ruoom TJIM,
MPOUCXOIUT CYIIECTBEHHO paHblIEe, B TOYKE, I7l€ B HOJb oOpaiiaercs BeluuuHa Fop

+a?F,. TakuMm 00pa3oM, [ HAXOXKIECHUS TOYKM BTOPOTO IIEPEXOA HYKHO PELIUThH

OTHOCHUTCIBHO O CIICOYIOIICC YPAaBHCHUC:!

2F ,F o= F0F0 =0 (3.10)
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ud

F=—0 2/ 1 +4) ap =qp
| | | >

Pucynok 3.2 — Pa3Butne HeycToitunBoctr B TJIM Kak mociaea0BaTeIbHOCT ABYX
(ha30BBIX MEPEXOAOB BTOPOTO poja. YBEIUUECHUE CKUMAIOIIECH CUIIBI TPUBOJIUT K
ropupoBke, a 3aTeM K xupaibHomy u3ru0y TJIM. DHeprus cuctemsl 3aj1aeTcs
noteHnuaioM JIaaay ¢ AByMsI KpUTHYCCKUMHU ITapaMeTpaMu TopsaKa a u b,
SABJISIFOITUMUCS aMIUTUTYJaMUA KPUTUYECKUX MOJI TOPPUPOBKHU U U3ruda,

COOTBCTCTBCHHO

Tounoe pemenune ypaBHeHus (3.10) — BecbMa TPOMO3AKOE, OJHAKO
MHTEPECYIOIINI HAC KOPEHb XOPOLIO pa3JlaracTcsl B psj MO BBEACHHBIM PAaHEE MaJlbIM
napaMerpaMm )} U J.Pa3nokeHue 4eTBEPTOM CTENEHU ISl JAHHOTO PEIICHUS HUMEET
MPOCTOM BU:

a,=—62+8°— (887'y" - 227%y*5% + 5", (3.11)

I/ BeJIMYMHA B KPYTJIBIX CKOOKaX COOTBETCTBYET JIOMOJIHUTENIbHOMY cxkatuio TJIM,
HEO0OXOAMMOMY ISl TOTO, YTOOBI BBI3BATh BTOPOW MEPEXO0Jl BTOPOTO POJa U U30THYTH
TJIM (cwm. puc. 3.2). Beipakenue (3.11) xopoiio mokaspIiBaeT OJU30CTh IBYX IIEPEXOJIOB,
TaK KaK BeJIMYMHA B KPYIJIBIX CKOOKAax MMEET YETBEPThIA MOPSAIOK IO MajbIM

rapameTpam / 4 J.



88

[IpoBeneM dHCIEHHYIO OIICHKY TMOJOXEHHS TOYeK (Da30BbIX MEPEXOJIOB.

Paccmotpum TpyOKH, (pUrypHpOBaBIlre IPH MOCTPOCHUH pUCYHKa 2.3 (moapasaen 2.5).

Tak, ot pyoku ¢ 7 =100 rodpuposka npowucxoaut B Touke ¢; ~-1.122-107; wen Fo,
oGpalaeTcs B HOJb B TOUKe @, ~—3.948 107 oxHako M3ru6 TpyOKH BBHIY HEITHHEHHOTO
B3aMMOJICHCTBHS MO/ IIPOUCXOJNUT CYIIECTBEHHO paHbIIe B TOUKE ¢, ~—1.956 107", JLiist
TpyOkn ¢ 7 =27-16.33 koopamHaTtel 3THX Touek ¢ ~-1167-107° a,~-3.75-10" u
a, ~-1.708-10°. 3amermM, dYTO pacyeT TOUYKM BTOPOTO (Ha30BOTO MEpexoAa IIo

npuOimkenHoi Gopmyne (3.11) B oboux ciaydasx cIBHTAeT KOOPAWHATY TOYKH ¢, HE

oonee yem Ha 0.125% 1o cpaBuenwuto ¢ (3.10).

Temepp paccMOTpUM, Kak BIUAET Ha IIOJOKEHUA KPUTHUYECKUX TOYEK
UCII0JIb30BaHue noTteHnunana Jlannay Oosee BhICOKOro mnopsjaka. B ciyyae moreHnuana
6-if cTeneHu MO3UINKN KpUTHUYeCKuX Touek casuraiorcs Bcero Ha 0.01% oTHocuTensHO
IIOJIOXKEHUH, 3aaBacMbIX MNOTCHIHAIOM 4-U creneHu. O4eBUIHO, YTO CTOJb MaJlble
MOMNPAaBKA HE UIPAIOT CYIIECTBEHHOW pOJIM B pa3BUBAEMOM B JaHHOW padoTe MOiy-
Ka4eCTBEHHON MOJEIH.

Takum 00pa3oMm, B JTaHHOH TJIaBe JUCCEPTAIMU ObLIO MCCIEA0BAHO KPUTHUUYECKOE U
cnabo3akputuueckoe mnoseneHne TJIM, BBITSAHYTOM W3 BE3UKYJIbl M TOJBEPKEHHOMN
JIEUCTBUIO CKUMAIOIEH oceBOM cuiibl. [loTepss yCTOMYMBOCTU MMIMHIPUYECKON (ha3bl
TJIM Oputa paccMOTpeHa, Kak MOCIEIOBATENIbHOCTh U3 ABYX (Da30BbIX IEPEXOJ0B
BTOPOTO pojAa CO B3aWMOJEUCTBYIOIIMMU ITapaMEeTpaMM IOPsAKA. Y CTAHOBIIEHO, YTO
dbopma nedopmupoBannoit TJIM couetaeT B cebe ToppHUpPOBKY C IEPHUOIOM OJU3KUM K
NepuMeTpy TPYOKH M XHUpalbHbIA WM3THO C MEPUOJOM PaBHBIM €€ JJIMHE, BIEpPBbIC
oOcyxmaeMplid U1 TOAOOHOTO poja cucteM. llokazaHo, 4TO W3-3a HEIMHEHHOTO
B3aUMOJICUCTBUS MMapaMeTPOB MOPSI/IKA, POJIb KOTOPBIX B MCIOJIb3yeMOM (opMain3me
UTPAIOT aMIUTUTYJIbl KPUTUYECKUX MOJ cMelieHui, roppupoBka TJIM Bo3HUKaeT
ropas/io paHbllie, YeM 3TO MPECKa3bIBACT TApPMOHUYECKast TeOpHsl (CM. pasfen 2).

HecMoTpst Ha TO, yTO HU3KOCUMMeTpuuHble (a3zbpl TJIM HanomMuHaroT paHHHE

CTaauM WM3BECTHON HeycToWumBocTH THma mepaunr (pearling instability), Taxxe



89

HaOmomaemoir B TJIM [93, 94] wmm Bapuko3HOW HeycToHumBOCTH (Varicose
instability) [95], xapakrepHoii s aprepuii, (pHU3HUECKHE PHUMHBI, BEAYIIHEC K
pPa3BUTHIO OCOOCHHOCTEH (OPMBI ITHX CHCTEM, — pas3dUYHbl. B oTimuume oT
WCCJICIOBAaHHOH B JJAaHHOH paboTe TOQPUPOBKH, TICPIMHT BO3HUKAET B XOJI€ PACTHKCHUS
TJIM notokom skuakocta [93, 94], a medopmanyy BapHKO3HOTO THIIA BO3HHUKAIOT B
crucTeMax OOJIQIAlONINX CIBUTOBOW YIPYrOoCTBIO, H, CJEIOBATEIbHO, KadeCTBEHHO

OTJIMYAIONINXCS OT JTUIMUAHBIX MeMOpaHn [95].
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4 B3AMMOJIEMCTBHUE BEJKOBBIX MOJIEKY.JI HA IOBEPXHOCTH
JIMIINHOT'O BUCJI0A

TpyOuaTsie TunuaHBIE MEMOPAHBI YACTO HCTIOIB3YIOTCS SKCIIEPUMEHTATOPAMU JITIS
UCCJIEIOBAHMSI CBOMCTB MHAYUUPYIOIIMX KPUBU3HY OENKOB U (DYHKIIMI, KOTOpbIE OHU
BBHITIOJIHAIOT B KJIeTKe. B Hacrosiem pasnene auccepTaiuu pa3padaTbiBaeTcsi MOJAEIb
takoii TJIM c amcopOMpoBaHHBIMH Ha €€ TMOBEPXHOCTH OENKOBBIMH MOJIEKYJIaMH.
Nuayuupytonme KpUBU3HY JIMIMMIHOTO OUCIION OENKH CIOCOOHBI B3aMMOJCHCTBOBAThH
JIpyr ¢ APYroM 3a CUeT CO3/JaBaeMbIX MMHU Aedopmalriii meMmOpanbl. Pa3zBuBaemblit
MOJAXO0J MOJIETUPYET BO3ACUCTBUE OEJIKOBBIX MOJIEKYJ Ha MEMOpaHy MpU MOMOIIU
«CUJIOBBIX ~MYJIBTUIIONEN», NPEACTABISIIOIIUX CcOOONM HAOOpbl TOYEUYHBIX CHII,
INPUWIOKEHHBIX IO HOPMAJIM K MOBEPXHOCTU MeMOpaHbl. [IpogeMoHCTpupOBaHHO, YTO
JUIsL TOTO YTOOBI IPUJATh MYJIBTUIIONIO pa3MEphbl CPaBHUMBIE C pa3MepamMH PeajbHbIX
OENKOBBIX MOJIEKYJ, HE Hapyllas NpUd 3TOM YCIOBUH MEXaHMUYECKOIO pPaBHOBECHUS,
JIOCTATOYHO Habopa u3 Tpex. B obnactu ycroiunBocTH nuiuHapudeckon ¢azel TJIM
paauyc HMHIYLUPOBAaHHOTO JAedopMmanueil MeMOpaHbl B3aUMOACHCTBHUS MEXAY
MYJIBTUIIOJSIMUA COCTABJISIET MOPSJIKa NEpPUMETpa JTUNUAHOW TPYOKH, B TO BpeMs Kak
BOJIM3U KPUTUYECKON TOUKH OH Pe3KOo Bo3pactaer. [[poBoAUTCS CpaBHUTENbHBIN aHAIHN3
NOJIyYEHHBIX PE3yJbTaTOB C TIOBEJEHUEM peaibHbIXx cucteM. Habmomaemoe
AKCIEPUMEHTAILHO BBICOKOE CpOJICTBO OENKOBBIX MOJEKyd K KoHmam TJIM,
0OBSICHSICTCS OCOOCHHOCTSMHU 3aKPEIUICHUS JIMIUIHON TPYyOKH, TakKe OOCYKIIAroTCs
NPUYUHBI (OPMHUPOBAHUS OEIKOBBIX arperaToB Ha MOBEPXHOCTU KJIETOYHBIX MEMOpaH.

OCHOBHBIE pe3y/IbTaThl HCCIIEA0BaHUS TIpecTaBicHbl B [Al, A4].

4.1 Dueprus TJIM, Ha NOBEPXHOCTH KOTOPOi aICOPOMPOBAHBI MOJIEKYJIbI

HHAYUMPYIOIIMX KPUBHU3HY 0€JIKOB

Jlo HacTtosimiero MoOMeHTa Mbl paccmarpuBanu TJIM ¢ OomHOpOAHOW TO BCEH
MOBEPXHOCTH COOCTBEHHOW KPUBU3HOM JUOUAHOTO OWCIIOS, HE CBS3bIBas ee
MIPOUCXOXK]IEHHE C KAKUM-TO KOHKPETHBIM MeXaHu3MoM (cM. noapazaenst 1.2, 1.3). Kax

oTMe4ajaoch paHee (cM. moapasaen 1.3), HeKOTopbie OEIKH CIOCOOHBI CYIIECTBEHHBIM
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o0pa3oM U3MEHITh (OpMy MEMOPAH, yIaCTBYIOIINUX B TAKUX MPOIIECCaX KakK, HAIPUMED,
9HA0IUTO3. [IpH ATOM KITFOUeBBIM (PaKTOPOM 3a4aCTYIO SBJISICTCS UMEHHO KOJIJIEKTUBHOE
neiicTBre OOJIBIIOrO KOJMUECTBA MOJIEKYJI OelKa.

Tak momekynbl 6enkoB, coaepxkamue N-BAR nomen, cnocoOHbI hopMupoBaTh
OENKOBBIC KapKachl, CIyXalllie Pa3IUYHbIM TeisM. [Ipyu SHAONMTO3€ OHM CIKUMAIOT
JUTUAHBIC TPYOKH, COCIUHSIONINE MeMOpaHy C BE3WKYJIOH, TEeM cCaMbIM oOJyierdas ux
paspylieHue MoJieKyjaamu auHamuHa [96] wim mpocTo pactaruBarorier cuioi [97].
Taxoke Takue KapKachl KOHTPOJIUPYIOT KPUBU3HY MEMOPAHBI TIPH TIOCTPOCHHUH CIIOKHBIX
MEMOpaHHBIX CUCTEM, TaKUX Kak T-TpyOoouku u mutoxouapuu [98, 99]. B mabopaTopHbIX
YCIIOBUSIX JIMMUJHBIE TPYOKH, TMOKPBIThIE OenkaMu, ObUIM TIOJYyYeHbI, a 3aTeM
WCCJICJIOBAHBI MPHU ITOMOIIKA METOJOB AJICKTPOHHONW MHKPOCKONHUH B paboTax [66, 67,
100]. JIunuanbie TPYOKH (GOPMHUPOBAIKCH MPEUMYIIIECTBCHHO M3 CHIIBHO 3apsDKCHHBIX
JIMTIOCOM B CpeJie C OUYE€Hb BBHICOKOI KOHIIEHTpaluen 6enka. HecMoTpst Ha mosrydeHHbIe
JAaHHBIC O CTPOEHUU OOPA3YIOMIUXCS B TAKUX YCIOBHUSAX TUIOTHBIX OCIKOBBIX KapKacoB,
OCTaeTCS HESICHBIM KaK MPOMCXOAUT POCT MOJOOHBIX CTPYKTYp, a TakKe HACKOJIBKO
pe3yNbTaThl 3TUX HWCCIACAOBAaHUN TPUMEHUMBI K JKHUBBIM KIIETKaM, B KOTOPBIX
KOHIICHTpAIMu OEJIKOB 3HAYMTENIBHO HUXE. /{151 TOro 4ToOBI MOMBITATHCA OTBETUTH HA
9TH BOIPOCHl HEOOXOIUMO TOHSAThH: «Kaxkum obpazom moz2ym 63aumooeucmeosams
OenKkosble MOJIeKYbl, A0COPOUPOBAHHbIE HA NOBEPXHOCHIU TUNUOHO20 OUCTOA? Y

Od4eBuHO, YTO OOpa3yIIIME pEryJspHbIE CTPYKTYpbl THMNA JABYMEPHBIX
MOJICKYJIIPHBIX KBa3UKPUCTAILIOB OCIKH CITIOCOOHBI B3aMMOICHCTBOBATH IPYT C IPYTOM
3a CYET OJM3KOMEHCTBYIOMIUX CHJI XHMHUYECKOTO MPOoucXoxacHUs. C Apyrol CTOPOHBI,
JaKe OTHCNbHBIE MOJIEKYJbl OelKa CHOCOOHBI JIOKAJIbHO U3MEHSTh COCTOSHUE
MeMOpaHbl, OJHAKO 00JIacTh JAedopmaluu JUMUIHON MeMOpaHbl, BO3HHKAIONIas B
pe3ynbTate TMpUKpeIUieHus Oenka, HE MOXEeT OBITh CHJIBHO JIOKAJTHU30BaHA,
TaK KaK TPH OTOM TIOSBHUTCS DHEPreTHUYECKH HEBBITOJHBIA YYaCTOK MEMOpPaHbI
c odeHb Ooibmoi cpemHeid kpuBu3HOM [101 — 103]. Takum oOpasom, MEXITY

WHIYIUPYIONTUMUA COOCTBEHHYIO KPHUBHU3HY JIMIUATHOTO OWCTIOSN OelKaMH JTOJDKHBI



92

JNEUCTBOBATh €II€ W JAJbHOJCUCTBYIOIIME MEXAaHUYECKUE CHUJIbI, MEePEHOCUYUKOM
KOTOPBIX SIBJISIETCSI MEMOpaHa.

Mgl omyckaeM 3JEKTPOCTATUYECKUE CHUJIbI, JEUCTBYIONIUE MEXKIY MOJICKYJIaMHu
Oelika HEMOCPEJCTBEHHO, M pPAacCCMATPUBAEM CHUTYallMI0, B KOTOPOW KOHIIEHTpAIUs
aJIcOpOMpPOBAHHBIX MOJIEKYJl €Ile HEeJAOCTaTO4YHAa i 00pa3oBaHUsA DK30CKEJeTa,
nokpsiBaroniero TJIM u kapAMHAIBHO U3MEHSIOLIErO €€ MEXaHW4YeCKne cBomcTBa. Kak
U B pazjene 3 Mbl IpeHeOperaeM mnepenajoM JaBJICHUs U pacCMaTpPUBAEM JIUIIUIHYIO
TpyOKy, CBOOOAHAs JHEPrusi KOTOpoul 3amaercs BoIpakeHweM (2.39), a cocrosHue
OJIHO3HAYHO  OMNpPEJEACTCS  €AMHCTBEHHBIM  YINPABISIONIUM  HapamMeTpoM  —
HOPMAJIN30BaHHOW CHJIOW .

Kak yxe ymommuamocs B moapasaene 1.3 amcopOupyembie OETKOBBIE MOJICKYJIBI
B3auMoIecTBYIOT ¢ TJIM Bechbma CJIOXXKHBIM 00pa3oM, 3aBHUCSIIMM OT MHOXKECTBA
daxropoB [9, 61, 65, 104, Al]. ITocTpoeHNE MHKPOCKOIUYECKONH MOJIEIH ITOA00HOM
KOMITJIEKCHOM CHUCTEMBI SIBJISIETCS BECbMa HETPOCTON 3a/1aueid, MOITOMY JIJIsl OTIHCAHUS
B3auMoJielicTBusl OenkoB ¢ TJIM MbI BBOAMM HEKOTOpOe (PEHOMEHOJOTHUECKOE TOJIe
MOBEPXHOCTHOM MJIOTHOCTH PaJIUAJIbHBIX CUJI, JEHCTBYIOIIMX HA MEMOpPaHy CO CTOPOHBI
afcopOorpoBaHHBIX MOJIeKyJ. O003HaYUM TMOBEPXHOCTHYIO TUIOTHOCTH JAHHOTO TIOJIS
Kak  II(¢,z). BcenmeactBue  3TOro  BO3ACUCTBUS — UMJMHIpUYECKas  gopma,
yIIOBJICTBOPSIIONIAsT HEOOXOMUMBIM YCIIOBUsIM paBHOBecus: (2.40), nedopmmupyercs.
dopmy nedhopMUpoBaHHON MeMOpaHbI TapamMeTpu3yeM TeM >Ke o0pa3oMm, 4YTO U B
pasaenax 2 u 3 (mapamerpusaius (2.7)), Toraa, 4ToObl YYECTh MOTCHIIMAI BBEIACHHOTO
MOJISl CWJI, CBSI3aHHOTO C JIEUCTBUEM OEJIKOBBIX MOJIEKYJ, MbI JIOJDKHBI BKJIIOUWUTH B

CBOOOIHYIO SHEPTHIO CUCTEMbI YJIeH CIIEAYIOIero Buaa (1o aHaIoruu ¢ uieHom —FL B

BeIpakeHusx (2.3) (2.39)):
A0 =—[u, (4,2)T1(¢, 2)dS . (4.1)
OueBuaHO, uTO nedopMalivs, BbI3biBacMasi OCIKaMH, MPUBOJUT K TOBBIIICHUIO
SHEPTUU MEeMOpaHbl. B To e BpeMst ajicopOIys HHAYIMPYIONUX KPUBH3HY OCJIKOB Ha
MOBEPXHOCTh KJIETOUHOW MeMOpPaHbI — YHEPreTUYECKH BBITOHBIN Mpoliecc (MHaYe OHU

HE MOIJIM Obl BBINOJHATH CBOM (PYHKIMH). DTO CBS3aHO C TEM, YTO O€JIKH
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B3aMMOJICHCTBYIOT C JHUMHIAMU OHCIIOs, 00pa3ys XUMHUYECKHe CBs3u. UTOOBI ydecTb

COOTBETCTBYIOIIHI BBIUTPHIII B CBOOOIHOM SHEpruun cucteMbl TJIM-0enku, BBeIeM YICH
AD ... Jlns ymnpolieHus OyaeM CYHTaTh, YTO SHEPTHS XHMHUCCKOTO B3aUMOICHCTBHS

AD .. — oTpuUIIaTeNbHAS BEJIMYMHA, MPOMOPLIUOHAIBHAS 4KCcIy npoternHoB N u He

3aBHUCSIIAS HA OT MECTa MPUKPEIUICHUs OEITKOB, HM OT BHENTHUX MapaMEeTPOB CUCTEMEI.
[Tpu 5TOM OHa 110 a0COMIOTHOMY 3HaYEHUIO JJOJIKHA ObITH O0JIbIlIE YHEPTUH IePopMaluu
MeMOpaHbl (MHAYLIHPYEMOW TONeM II(¢,z)), B TPOTUBHOM CIIydyae MPOU30UJIET
necopOIust OEIKOB.

[TockonbKy B JaHHOM pazjelie JUCCEPTAMM Mbl PAacCMaTpPUBAEM JIUIUIAHYIO
TpyOKy, KOTOpasi HaXxOJWUTCS B IIWIMHAPUYECKON (asze M cuuTaeM BO3HHUKAIOIINE
nedopManyii HEOOIBITUMU (IEUCTBUTENIBHO, OTJEIbHBIE MOJICKYJIbI Oelika HE MOTYT
CYIIIECTBEHHO JiepopMupoBaTh MeMOpaHy), TO Kak U B paszfiene 2 Mbl BOCIOJIb3yeMCs
Pa3JI0KEHUEM SHEPTUU CUCTEMBI JI0 YICHOB BTOPOTO MOPSIAKA MAJIOCTH MO CMEIICHUSIM
u,(¢,z) ¥ UX IPOU3BOAHBIM. [Ipu 3TOM paziioxkeHne MOBEPXHOCTHON MIIOTHOCTH TIOJISL CHIT
[1(4,z) BBIMOJIHAM aHATOTHYHBIM C (2.18) 00pa3oM, COOTBETCTBYIOIIMM 3ajadye C
NEePUOIMYECKUMH TPAHUYHBIMU YCIOBUSIMHU:

(g,2)=2 " TI,,exp((ng+k,2)), (4.2)

B pesynprare nonyunm:

AD =ADO +Ey —2arL DIT, AL, (4.3)

rIe wieH E; monHOCThIO aHaoru4eH BhipakeHHo (2.41) ¢ marpuied Ko3hUIHEHTOB
(2.42). O6nacTh MPUMEHUMOCTH BbIpakeHus (4.3) coBmaaaet ¢ 00JacThi0 YCTOWYHUBOCTH
IWIMHAPUYECKOH (ha3bl U HAXOJAUTCS B MHTEPBAJIC 3HAYCHHUH o, <[~ 0..2] (CM. mozpasien
2.5). 3ametuM, oHaKo, yTo TJIM, Ha KOTOPYIO HE AEUCTBYET BHEIIHSS PacTsITrUBarOIIas
cuna (a, =0), JIOJDKHA 001aJaTh BRICOKHM 3HAYCHHUEM CIIOHTAaHHOU KpuBH3HBI Cy, 94TO B

PCaJIbHBIX OKCIICPUMCHTAX 3a4aCTyr0 OCYHICCTBJICTCA YiKC IIOCIIC (1)OpMI/Ip0BaHI/I$I

OenxoBoro kapkaca [9, 61, 67, 105], KOoTOpbIii Ka4eCTBEHHO M3MEHSET MEXaHUYECKUE
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CBOMCTBA JMUMUIHON TpyOKH. [lo3TOMY mpu ManbIX MOJOXUTENBHBIX o, PA3N0OKEHHE
(4.3) MOXKeT cTaTh HealeKBaTHBIM.

Munnmu3zaius (4.3) Mo OTHOIICHHUIO K aMILUTUTY/IaM oJist AedopmMaliuii mo3Bosiset
MOJIYYHTh CICAYIOIIYIO CBSI3h MEX Ty KodhdummenTamu An m 1 Iy m:

_r_AHn,m
AW, (4.4)

OTKyJa:

5 *
bR ZOO IT. TI
Ed — r nm nm .

k 5. M (4.5)

n,m

KoMmruiekcHble aMIUIUTY/IbI Pa3JI0KEeHUS MO paiualibHbIX CUi Ilnm 3aBUCAT OT ymcia
ancopbupoBannbix 6enkoB N u mx xoopauuar (4,Z). Kak ciencrsue, U BEIUYMHEL

aAMILTUTY/ TTOJIs1 cMeteHui Anm (4.4), u sHeprust nedopmanmu Eq (4.5) Taxoke sBISIOTCS
(YHKIHUSAMU STHX IEPEMEHHBIX. Torna MUHUMU3aIHs BeIpaskeHus (4.5) mo KoopAuHATaM
ancopOMpPOBAaHHBIX MOJEKYJ Oelka JOJKHA 3aJaBaTh UX PAaBHOBECHOE IOJIOKEHUE Ha
noBepxHocTu TJIM.

J1o cux 1mop Mbl MPOBOJMIIM BCE PACCYXACHUsSI B BeCbMa 00ILleM BUJE, OAHAKO JISI
HOJTyYEHUS pe3ybTaTOB, ONUCHIBAIOIINX [TOBEACHUE PEATIbHBIX ONOJIIOTUYECKUX CUCTEM,
HEOOXOJMMO BBECTH PsJ AOMYIICHUH, TMO3BOJSIONINX YIPOCTHTH HCIIOJIB30BAHNE
BeIpakeHus (4.5):

1. 6enku Bo3aeicTBYIOT Ha TJIM angauTUBHO, U CyMMapHOE MOJIE CHUJI MOXKET OBITh
MIPEJICTaBJICHO MPOCTO KaK CyMMa TMOJIeH, CO3aBaeMbIX OT/ICIHHBIMU MOJICKYJIaMHU
Oenka (BooOIIe roBOpPS, JaHHOE MPHUOJMIKEHHE HaKJIaJIbIBACTCs aBTOMATHUYECKH,
MOCKOJIBKY MbI pab0OTaeM B paMKax KBaJpaTUYHOU SHEPIHH );

2. opueHTarusi OenkoB Ha moBepxHoctH TJIM He wu3MeHsieTcss (COTVIaCHO
UMEIOLIUMCS TaHHBIM O CTPYKTYpE psifa OENKOB, COIEPKAIIUX B CBOEM COCTaBe
N-BAR pomeH, umeronuii ceprnooOpa3Hyro (opMy, U HUX OpPUCHTAIlMU Ha
noBepxuoctd TJIM [66 — 70], a Takke HDaHHBIM, IOJYYECHHBIM METOAAMHU
MoJiekyisipHoit  nuHamuku [106], Mosekysabsl 3THX OCJIKOB MpH aacopOIuu

OPUEHTUPYIOTCS MEPICHAUKYIISPHO TIABHOW OCH JIMIHUIHON TPYOKHU)
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Marematuuecku nepBoe NpuOIMKEeHNE BhIpAXKAaeTCs Kak
N .
M(g,2) = Y11 (§,2,6,2,). (4.6)
i=1

BTOpOG HpI/I6J'IH)K€HI/I€ ITIO3BOJIAICT CUHUTATDh BOBI[CﬁCTBHH, OKa3bIBACMBIC MOJICKYJIaMH,
MNPUKPCIUVICHHBIMHU B pPa3HbIX TOYKaXx MCM6paHBI, OKBUBAJICHTHBIMM OPYyI" IOPYTY.

MaTtemMaTH4ecKHu ero MoKHO BBIPA3UTH B BUJIC!:
Hi(¢—¢|,Z—Zi):Hj(¢—¢j,Z—Zj) (47)

B cnydyae mepuoauuecKkux TpaHWYHBIX YCIOBUI paBeHCTBO (4.7) BeIeT K Cieayromei

CBSI3U MEXK1y KOd(phULIMEeHTaMU Pa3IOKEHUS:
1), =exp[-in(d —4,)+K,(z ~ )T, . 4.8)

Torz[a OHCPIUA HHAYITUPOBAHHOT'O M€M6paH0ﬁ CMCXaHHUYICCKOI'O» B3aHMOI[eI‘/IICTBI/IH ABYX

MoJIeKyJ1, ancopoupoBannbix Ha TJIM B Toukax (4,Z;) u (¢,,2;) , mpuHMMaeT BU:

: - 271MAz
211" (11 cos| nA@ + +1
o, AT oo nags A oy

r 0
E — , 4.9
‘ K n,mZ}QO Mn,m ( )
rae Ag=¢ —¢, — YITIOBOE PpACCTOSHME MEXAY LEHTPaMHU MOJeH nedopmaiuy,

CO3/1aBa€MbIX KaKIbIM OCIIKOM, Az =7, -1 ; — TOXK€E caMoe, HO BJIOJIb Ii1aBHOM ocu TJIM.

Eme pa3 mnomyepkHeMm, 4YTO TOCKOJbKY pasjioxenue osHeprun (4.3) sBisercs
KBaJIPaTUYHBIM, DHEPTUS «MEXaHMUYECKOT0» B3amMOJeHCTBHS N MONEKYJT COCTOUT
UCKJTFOUMTENILHO M3 MapHBIX B3anmoeiicTeuii Buaa (4.9). Tot dakrt, 4o mpousBenecHue

IT, ,(IT, )" HEe 3aBHCHT OT TOJIOKEHUs aICOPOUPOBAHHBIX OENKOB HA IOBEPXHOCTH

MeMOpaHbl, CYIIECTBEHHBIM 00pa30M YIIPOIIAET HCIOJb30BaHHe BbipaxkeHus (4.9).

Boiee Toro, kooduuuents! I1),,, MOXKHO MepenucaTh Kak
1_[Inm(¢| 7Zi ) = Hgm exp(i(n¢i + kmZi )) y (410)

rae I, — aMIUIMTYIbl Pa3iOKEeHHs MO IUIOTHOCTH CHJI, TEHEPUPYEMOTO OENIKOM, C

IICHTPOM B TOYKE (¢ =0,z = 0), Toraa Beipaxenue (4.9) npumer Bux (4.11).
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5 anm(ﬂgm)*(cos(mqﬂZMEAZJHJ
) Y , (4.12)

K nm=—w n,m

B cruenyromem pasnene OyIyT CKOHCTPYHPOBAHBI HECKOJBKO MPOCTBHIX moyend I1°,
KOTOPBIE MOTYT OBITh UCITOJIb30BAHBI JIJISI ONTMCAHUS ICUCTBUS aICOPOMPOBAHHBIX OEITKOB
Ha JTUMUIHYIO TPYOKY U U3y4EeHUs O€I0K-0€IKOBBIX B3aUMOICHCTBUM, HHTYITUPOBAHHBIX

ee nedopmaruen.

4.2 TlpumeHeHHEe MYJIbTHIOJBLHOIO MOAX0AA /ISl HCCIeA0BAHMS B3aUMOAeCTBUIA

Mexay OeJKaMu, IePeHOCYMKOM KOTOPbIX ABJIAETCA MeMOpaHa.

Haubonee mpocToil cnocod BBECTH MOJE CUJI, allPOKCUMHUPYIOILIEE JEWCTBHE
WHIYIUPYIONIETO KPUBU3HY O€ka Ha MOBEPXHOCTh MEMOPAHbI, — MPEJCTABUTh €T0 KaK
CYTIEPITO3UIINIO HECKOIBKUX TOUEYHBIX cHII Fi, mpunoxenusix k TJIM Bmose HOpMaim K
€€ MOBEPXHOCTH B Mpezesnax 00JIacTh JOoKanu3auuu OeIKoBOM MoJieKyJibl. CoriacHo
YCIIOBUSIM MEXaHWYECKOTO PaBHOBECHS, CyMMa 3THX CHJI U CyMMa CO3JaBa€MbIX UMHU
MOMEHTOB JIOJDKHBI PaBHATHCS HYNIO. B caMOM mpocToM ciiydae TakuX CHIJI JBE, OHU
paBHbl O BEJIMYMHE W TPWIOKEHB K JHUAMETPAIBHO MPOTUBOIMOJIONKHBIM TOYKAM
TpyOku. [Tockonbky pamuyc TJIM 0OBIMHO COCTaBIISIET MOPSAKA HECKOIBKUX JECITKOB
HaHomeTpoB [9, 62, 67, 104, 107], ouyeBMAHO, YTO PACCTOSHHUE MEKIY TOYKAMHM
NPUJIOKEHHUST CHITBI HAMHOT'O 0OJIbIIIe pa3MepoB OeTKOBON MoJieKyJ bl [57, 66, 105, 108].
HecmoTtpst Ha 3TO, aHajIM3 NaHHOTO Cy4as, KaKk MPOCTEUIIEro, yIOBIETBOPSIOIIETO
YCIIOBUSIM MEXaHMYECKOTO PAaBHOBECHS, SIBJISCTCS TIOJIC3HBIM [IJIST  HATJISATHOTO
npenacrasienuss Mozenu. KorhuimeHTsl pas3inokeHuss COOTBETCTBYIOMIETO OIS

HOBerHOCTHOﬁ IINIOTHOCTHU CHJI 3alIMCBIBAIOTCA KaK

0
1, = (cos{m) +1) (4.12)
Jledopmariisi MeMOpaHbl, BbI3bIBaeMas JIEHCTBHEM pacCMaTpUBAeMOW Taphbl CHJ
(KOTOpYIO MBI OyJIeM Ha3bIBAaTh «CUJIOBBIM JIUIIOJIEMY ), IPEACTaBieHa Ha pucyHke 4.1 (a).
3aBUCHMOCTh DHEPTUH «MEXaHUYECKOro» B3anmmoneicTBus (4.9) IByX TaKMX CHUJIOBBIX

JMIIONIEH OT PACCTOSHUS MEXKIY UX LEHTPAMU {Ag, Az} H300pakeHa Ha pucyHke 4.1 (x).
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max

8 1.5
6 1
4
2 0.5
0 0
-2 0.5
4
6 -1
-8 -1.5
: m ™ v T
min —m _ 0 - —T _ 0 - m
2 2 2 2
r) S

Pucynok 4.1 — Jlepopmanuu TJIM, co3gaBaeMble CUIIOBBIMUA MYJIBTUIIONSIMU, U SHEPTUS
MapHBIX B3aUMOJICHCTBUN MEXIy MYJAbTUIONAMU. B BepxHeM psiy uzoopakeHa dhopma
TJIM, HaxoAsAIIEUCs oA BO3ICVCTBUEM MYJIBTUIIONEH, MOAECTUPYIOIIUX JCUCTBUE
0€JIKOBOM MOJIEKYJIbI HAa MeMOpaHy. BekTopamu 3eJ1€HOT0 1[BETa U 3€JIEHBIMU KPYKKaMH1
M300paKEHBI CHUIIbI, IEUCTBYIOIIUE B HAIIPABICHUHA HOPMAJU IIUIMHIPA, BEKTOPAMHU
KpPaCHOTO IIBETA U MEPEUEPKHYTHIMU KPACHBIMH KPY>KKaMU — B IPOTUBOIIOJIOKHOM
HampasieHuu. B HIbkHEM psity u3o0paxeHa sHeprus aepopMarmoHHOTO
B3aMMOJICHCTBUS NTaphl MYJIBTUNONEH, KaK (DYHKITUS PACCTOSIHUS {A¢, Az} MEXKITY HUIMU
(OIMH W3 MYJIBTUIIOJNICH MMOMEIILIEH B IIEHTP PUCYHKA, a DHEPTUS SIBISETCS PYHKIIUEH
MOJIOXKEHUSI BTOPOTO). MUHUMYMBI JHEPTUU OTMEUEHBI IMTYCTHIMH YEPHBIMH KPYKKAMHU.
[IpencraBienbl MyJIBTUIIONM: @),I') TATIONb, 00pa30BaHHBIN TAPON JUAMETPATHHO
MIPOTHBOMOJIOKHBIX CHJI, min(E/ EJ) ~0.86, min(E/ EJ)~2.03; 0),11) TPHUIIOJIb,
00pa30BaHHBIN TPEMS CHIIAMH, PACTIONIOKEHHBIMU B CEUCHUH MEPIICHIUKYISIPHOM OCH
TJIM, paccrosiaue Mexay cunamu Ad, =7/15, min(E/EJ) ~ 0.66,min(E/EJ) ~ 2;

B),€) CHMMETPHUYHBIN KBaIPYIIOJb, 00Pa30BaHHBIN CUIIAMU, IPUIIOKEHHBIMHU B TOUKAX
(£7/15,0) u (0,+r/15), min(E/ES) ~0.88,min(E/ES) ~ 2. Bee n3o6pakeHus
noctpoens! 111 TIIM ¢ L/=100 u & = 1. Hopmupyromuit MEoxutens E; — sHeprus

nedopmarun TJIM, BeI3BaHHAs 1ByMsI HEB3aUMOICHCTBYIOIIMMH MYJIBTUIIOISIMH.



98

Bun »sHepretnueckoro mnaHamadTa CBUAETEIBCTBYET O TOM, YTO HaumbOojee
BBITOJIHBIM SIBJISIETCSL PACMOJIOKEHUE Maphl Aumnosied moj yriom 90° npyr kK apyry co
CMEIICHWEM BJIOJIb OCH Z Ha BeIMYMHY Tmopsiaka 3.5 paaumycoB TpyOKH
Apin =7l2,Az,,, =3.5r.

[TocTpoeHHbIi SHEpreTHUeCKUid MPOPUIb CYIIECTBEHHO OTIMYAETCS OT TaKOBOTO,
HOJYYCHHOTO paHee B paMkax pabotel [86], rme neiicTBue OCITKOBOW MOJICKYJIBI
anmpOKCUMHUPOBAJIOCH TpPH TMOMOIIM €JUHCTBEHHOW JeNbTa-TMoJ00HON (QYHKIMH
naBieHus. B pamkax pa3BuBaeMoro B auccepTanuu (opMaian3Ma COOTBETCTBYIOIIYIO
(YHKUMIO TUIOTHOCTH —paclpelesieHuss CHUJl  MOXHO —OINPENENIUTh C  MOMOILBIO

CHEAYIOIINX COOTHOIICHUN:

0
MY, =0, eciu |n|=1 u M=0; unaue % = —. (4.13)

arlk
3ametuM, uto B pabore [86] sBHbIA Bua (4.13) ObL1 BBIOPAaH HCXOAS W3
IPOCTEUIIET0 COOOpaKEHUsI O TOM, YTO MOJIbl, COOTBETCTBYIOIINE ABIKEHUIO TPYOKH
KaK IeJ0ro, TOXICCTBEHHO OOpAIllaloT B HOJb MaTpully KodddummentoB (2.42) u
JOJDKHBI MCKITIOYAThCS M3 paccMorpeHus. @Daktuuecku ke gasieHue (4.13)
COOTBETCTBYET Iape MPOTUBOJCHUCTBYIOMIMX CHJI, OJHA W3 KOTOPBIX HEJOKaJTbHA W
pacnpeneneHa no Bceil MOBEpXHOCTH TPyOKU. MIMEHHO 3TO M MPHUBOJUT K TOMY, UYTO B
mojnenu [86] B3aumopeicTBUEe MEXAy OeaKkaMH paclpoCTPaHSETCS Ha PACCTOSHUS
COIOCTaBUMBIC C JUTMHHOW TpyOkum L, a He ¢ juymHON ee mepumerpa 2zl, Kak 3TO

MOJTy4aeTCs B pa3BUBAEMOM COMCKATENIEM TOIXOJIE.

AHaJIOTHYHOE MPOCTOE BO3MYIICHHE OBLIO HCIOJB30BaHO B padote [109]. B Hei

paccMaTpHUBAETCsl B3aUMOJIEHCTBHUE Mapbl KPYTOBBIX (PMIIAMEHTOB, TPUKJIAJABIBAIOIINX K

MeMOpaHe MOMEHT cujl. BoszmelcTBue KaXI0ro U3 ATUX (PuiIaMeHTOB Ha MeMOpaHy
MOJKHO TPEICTaBUTh KaK BO3JCHCTBHE JBYX KOJIEI, PA3HECCHHBIX Ha paccTosiHue AZj,

OIHO M3 KOTOPBIX OAHOPOAHO cxkuMaeT TJIM, a mpyroe — pacTArMBaeT ¢ TAKOW XKe T10

Moayito cwioi. O003HAaUMM OTHOIIIEHWE CHUJIBI, C KOTOPOW KOJBIIO JIEWCTBYET Ha
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MeMOpany, K nepumerpy TJIM kax F;, Toraa B pa3BHBaeMOM corcKareneM GopManusme

I[CﬁCTBHC KpyroBoro q)HHaMCHTa MOJKHO OIIMCATh CICAYIOIIHUM II0JICM paauaJIbHBIX CHUJI:

I —F—‘?sin 27 A,
=i 2z (4.14)
[IpoBeneHHBIN cOUCKATENEM aHAIU3 TIOKa3all, YTO B 00IIEM Cllydae OTHOCUTEIIbHOE
pacrnoyioxkeHue (HUIaMEHTOB, MUHUMU3ZUPYIOIEE SHEPTUIO0 CUCTEMBbI, 3aBUCUT KakK OT
pamuyca TJIM r, Tak U OT Belnu4YuHbl AZy, KOTOpas (HaKTHYCCKH OMPEICIIICT MIHUPUHY
dbunameHTa, NpeaCcTaBICHHOTO AYIJIeTOM KoJiell. OJHaKo, CTOUT 3aMETHUTh, YTO, KOT/Aa
Az, mocturaer npepensHoro sHaueHus AZy ~0.2r | nanpHelinee yMeHbIIEHHE PACCTOSHUS
MEXIY KOJIbIIAMH, MOJCIUPYIOIUMH (UIaMEHT, TMPAKTHUYECKH HE BIMSIET Ha
pPaBHOBECHOE OTHOCUTENBHOE PACTIOIOKEHNE (PUIAMEHTOB. DTOT Pe3yabTaT COTIacyeTcs
C pesyinbTaTtaMu padoThl [21], B KOTOPOIi ObLIT PACCMOTPEH MpeAeNbHbIN ciaydaii AZ; — 0.
YroObl cnaenaTh CIACAYIOMIMA IIar, pPacCMOTPUM CHUTYallMiO, KOTJAa CHJIBI,
nevctBytonme Ha TJIM co CTOpOHBI MYJNBTUIIONS, JIOKAJIU30BaHbI B 00JIacTH
COMOCTAaBUMOMN C pa3MepaMu aJicopOoupyemMoil OeIKOBON MOJEKYJIbI, KOTOPbIe OOBIYHO
3HAYUTENIbHO MeHbIe paauyca TJIM [57, 66, 105, 108]. B mpocrefiniem ciaydae Takux
cun F; gomxHO OBITH, KaK MUHUMYM, Tpu. [IpuHMMas BO BHUMaHUE BBHITSHYTYIO
cepnoodOpaznyro  dopmy N-BAR gomena, a Takke TO, UYTO COIVIACHO
AKCIIEPUMEHTAIBLHBIM JaHHBIM MPOTCHHBI aJICOPOUPYIOTCS MPEUMYIIIECTBEHHO TOTEPEK
TJIM [66 — 70], pactiofo1M TOUKH MPHUIOKEHHS CUJIbI B CCUCHUH MEPIICHIUKYIIPHOM
K ocu Tpyoku. Torma, 4ToOBI yIOBJIETBOPSUINCH YCJIOBHS PaBHOBECHUS, JOJIKHBI

BBIIIOJIHATHCA CIICAYIOINUC COOTHOIIICHMA:

F (¢ =0,2,=0) =2F°,
F, (¢o _A¢0’ Zo) = _FO/COS(A¢0)1 (4_15)
F; (4 +Ady, 2,) =—F° [ cos(A).

Touku npunoxeHust cui, B Beipakenuu (4.15):

(4 =0,2,=0), (¢, =-A¢), 2, =0), (4 =Ag), 2, =0), (4.16)
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B Boipakenuu (4.16) A¢, — yrioBoe paccTOsHHE MEXIY TOYKAMH MPHIOKEHHS CHIL
Cunel (4.15) cosparor pammansHoe none I1°(¢—¢y,2-2,) (CTpykTypa MyIbTUIIONEH

noApoOHO TpejCcTaBiIeHa Ha pUCyHKe 4.2 Ha mpuMepe KBaapyIoJisi, KOTOPhIH OyneT
PaccMOTpeH HIKeE), KOd(DPHUIIMEHTHI pa3ioKeHus: KoToporo B psf (4.6) He 3aBuUCAT OT M

" UMCIOT BUN.

o F (1_ cos(nA¢0)j

" arl\” cos(Ad,) (4.17)

AZQ l

Ao

Pucynok 4.2 — Ctpykrypa kBaapynossi. Chjibl, COCTaBISIONINE MYIbTHIIONb,

M300pakeHbl CTpeaKaMu, AZ, — paccTossHue B0k ock TJIM, OTCUMTBIBAEMOE OT

CCPCANHBI MYJIBTHUIIOJNA, A¢0— YITIOBOC PACCTOAHNEC, OTCHUTBLIBACMOC OT CCPCANHLBI

MYJIbTUITOJIA.

Ha pucynke 4.1 (6) nokazana aedopmarus TJIM, Bei3BanHas cuiamu (4.15).
Bunno, uto aedopmanus jJoKanu3oBaHA CUIIbHEE, YeM B CIydae JUIOJISA, OJTHAKO BCE
PaBHO CYIIECTBEHHO BBIXOAMUT 3a Mpeesibl 00JaCTH MPUKPEIJICHUS pacCMaTpUBaeMOM
TUTMOTETUYECKON OCNKOBOM MOJIEKYJIbl. DHEpPrusi B3aUMOJCUCTBUS JBYX YaCTHII,
BBI3BIBAIOIIMX Takoe moje jaedopmanmm, wu3o0OpaxkeHa Ha pucynke 4.1 (e).
B3auMopeiicTBue MEX Ty TPUTIOJISIMH CIIaaeT ObICTPEE, Y€M B CITydae CHIIOBBIX JIUIMOJCH

(em. puc. 4.1 (1)). MUHUMYMBI SHEPTHHM PACIOJAralOTCs Ha YIJIOBOM PACCTOSHHH

nopsaka Ad, *1.25A¢, (rne nns onpenenennoctu Agy =7/15) mo 06e cTOPOHBI OT LIEHTPa
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MOJICKYJIbI, HElXOI[?[IHCfICH B Ha4aJIC KOOpJAHHAT. Paccrosnue MCXKI1Y MHWHHUMYMaMH

SHEPTUH, OTCUHUTBLIBAEMOEC BJIOJIb rJIaBHOU ocu TJIM, paBHO

aymo (Az,;, =0) . [TockoabKy paccMaTpUBaeMbIE MYJILTHIIONHN [IEPECEKAIOTCS B HAaMOOIIee
SHEPreTUYECKH BBITOAHON KOH(UIypalyu, I MOJCIUPOBAHHSI CaMOOPIraHU3aIlUH
NOJOOHBIX ~ YacTUI[ TpPeOyeTcs BBEACHHE JOMOJHHUTEIBHBIX  OTTAJIKHBAIOIINX
MOTEHIINAJIOB, KaK 3T0 OBLTO Mpoieitano B padorax [102, 109, 110]. IIpocTeiimmuii criocoo
y4eCTh KOHEUHBIE pa3Mephl OEJIKOB B HAIPaBJIECHUHU MEPIEHIUKYIAPHOM OCH TPYOKH —
BBECTH MHUHHUMAJIBHO JONMYCTHMOE PACCTOSHHE MEXIy MojekyiaamMu. CTOMT Takxke
OTMETUTh, YTO M3MEHCHHE YIJIOBBIX Pa3MEpPOB MYJIBTHUIIONS HHKAK HE BIMSET HA HX
CTPEMIICHHE 3aHATh MO3HUIIUU C OJUHAKOBBIM Z.

Yr1o0bI y4eCTh IPOTHKCHHOCTH O€JIKa B HAIPABJICHUH OCH Z, JOCTATOYHO 3aMEHHTh

LEHTPAJIbHYI0, JECUCTBYIOLIYIO B HampasieHUHM HopMaiu TJIM, cuiny napou cui

(COHaHpaBJICHHBIX U C OAMHAKOBBIMH aMILUIUTYdaMHU FO), Pa3HCCCHHLIX Ha paCCTOAHHUC

Az, Brnoar ocu TpyOkm (cMm. puc. 4.2). Torma, BeIOpaB B KauecTBE IIEHTPA JAHHOIO
CHJIOBOTO KBAAPYTIOJSI CEPEANHY MEKIY TOUKaMU IPUIIOKEHUS 3TUX CUJT ¥ PACIIONIOKUB
ero B Touke (Ady=0,Az,=0), moxnO 3ammcars KO>()PUIUEHTH PA3IOKEHUS

COOTBCTCTBYIOLICTO ITIOJIAA B BUJIC:

o F° 27m ) cos(nAg,)
o _ML(COS( L AZO) cos(A¢O)J (4.18)

®opma TJIM noa aeiicTBUEM ATOrO KBaAPYIOJIbHOTO BO3AEHCTBUS N300pakeHa Ha
pucyske 4.1 (B). DHeprus B3auMOJICHCTBUSA JIBYX TaKUX KBaJPYIOJie o0JIagaeT yxe He
JIBYMsl, @ YETBIPbMsI CHMMETPUYHO PaCIOJIOKEHHBIMM MUHUMYMaMu. B nokazaHHOM Ha
pucynke 4.1 (B) ciay4ae TOYKM TPHIOKCHHS CHJI OOpa3yrOT MpPaBHIbHBIN

YCTBIPCXYT'OJIBHUK, J'Ie)I(aHII/Iﬁ Ha IIOBCPXHOCTHU NWJIMHApPA, C KOOpI[I/IHaTaMI/I:
(¢ =02, =4z, (¢, =0,2,=-Az,), (¢, =Ad,, 2,=0), (¢, =-A¢, 2, =0), (4.19)

B Beipaxenun (4.19) mns onpenenerHoctn BosbMeM Ag, =7/15,A7) =rA¢, . TIpu stom

KOOPpAWHATBI SHECPICTUICCKUX MHUHUMYMOB BSaHMOI[eﬁCTBHﬂ ABYX TAKHX KB&I{pynOJ’IGﬁ

TAKIKC PACIIOJIararoTCda B BCPIIMHAX HPABUJIBHOT'O YCTBIPCXYT'OJIbHUKA C KOOpAWHATAMHA



102

(~+1.56A¢,0),(0,~ £1.56Az,) . Takum 0Opa3oM, pPABHOBECHOE PACCTOSHHE MEXKIY

LIEHTPaMH KBaJPYIIOJIEi, OTMEPSIEMOE B HAIIPABJIICHUH [TEPIICHIUKYIISIPHOM IVIABHOW OCH
TJIM, oKa3bIBa€TCs MEHBILIE Pa3MEPOB KBAIPYIOJIA B 9TOM HallpaBJIeHUU. B Toxe Bpems
COCEIHHE KBAJPYIIOJIA HE IIEPEKPBIBAIOTCS 34 CYET HEKOTOPOTO PA3HECEHUSI UX LIEHTPOB
no z. [lonyyeHHoe pacmoliokeHue KBaJpymnoJied HamoMuHaeT pacnosioxkenue F-BAR
oenxoB cemeiictBa Toka (Toca family) B perymsapHbIXx CTpyKTypax, KOTOpBIE OHH
(GopMHUPYIOT Ha OBEPXHOCTHU JUMHUIHBIX TpyOOK. COrIacHO MOIYYEHHBIM IIPU OMOILIU
KPUO3JIEKTPOHHOM MUKPOCKOIIUU JAHHBIM O€JIKU 3TOTO CEMENCTBA PaCIOIOKEHbBI TAKUM
00pa3oM, 4TO MOJIEKYJIbl UMEIOT OOJIBLIYIO MJIOIIA/Ib KOHTAKTa C COCESIMH, @ UX LICHTPBI
pa3HECEHbl B HAIIPABIICHUM NepHeHAuKysspHoM ocu TJIM Ha paccrostHue mopsiaka
NOJIOBUHBI JUTMHBI Oenka [66]. Ha pucynke 4.3 mpoBOAWTCS aHAIOTUS MEXIY
PAaCIOJIOKEHUEM MYJIBTUIIONEH, MOJYYEHHBIM B pPaMKaX pa3BUBAEMOIO COUCKATEIEM
MOJIX0/1a, ¥ JAHHBIMH KPUO3JIEKTPOHHBIX MUCCIIEI0BAHUN.

OTHOCHUTENIBHOE  pACIIOJOKEHUE  JABYX  KBaJApPYyNOJIEH, IOJYyYEHHOE  JUIA

PacCMOTPEHHOTO ciyyasi, SABJIAETCA JOCTaTOYHO oOmuM. [Ipu ymeHsbllleHHn pa3Mepos
mynsTumnonss  A¢, u  AZ; [OpOMCXOAMT TPAKTHYECKH JIMHEHHOE yMEHbBIICHHE
COOTBETCTBYIOIIIMX PABHOBECHBIX PACCTOSHUM MEXIAY LEHTPAMH MYJIBTUIIONEH
A, . Az, - OIHAKO, C YBEJIMYEHHUEM pPa3MEPOB KBAJPYMOJs UUIUMHApUYEcKas (opma
TJIM Hapymaer 53Ty JIMHEHHYIO 3aBUCUMOCTh. Tak, HampuMep, B Cly4ae

Ay =m15A7,=rA¢, MHUHUMYMBI DHEPTMHM HAXOAATCA B TOYKAX C KOOPAMHATAMHU

(~ £1.225A4,,0),(0,~ £2.05Az;) . B TO’e BpeMs HE3aBUCHMO OT Pa3MEPOB MyJbTHIIOJNS
nedopmariusi, co3gaBacMas IMapoil B3aMMOJEHCTBYIOIIUX THUIOTETUYECKUX MOJICKYJT
OeJika, ocTaeTcsl JOKAIbHOM, a €€ SHEPIUsl MPAKTUYECKH He 3aBUCHUT OT JyuHbl TJIM, npu
YCJIOBUH, YTO BBINOJHAETCS COOTHOILIeHne L/r >>10.

Bo Bcex paccMOTpeHHBIX NMPUMEpPax C MYJBTUIIOISIMU Pa3IUYHON KOHPUTYpAIIUU
M3MEHEHUE BHEIIHEN pacTaruBaroumern TJIM cumnbl B quana3zoHe 3HAYEHUN o, <[0.5..2]
Ka4ECTBEHHO HE BJIMSET HA MIOBEJICHUE CUCTEMBI. BeMurHa HOpMaIM30BaHHOM CHJIBI o

CKa3bIBACTCs NpEUMYHIICCTBCHHO Ha AMIIUTyaC I[C(I)OpMaI_[I/II/I 151 FJ'Iy6I/IHe
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IHEPreTUYECKUX MHHUMYMOB (00€ BEIMYMHBI BO3pPACTAIOT C YMEHBIIEHUEM ¢, ),
IPAKTUYECKU HE CMellas UX MOJIOKEHUs. TakuMm o0pa3oM, MOKHO 3aKJIIOYUTh, YTO
apaMeTpoM, OIPEEIISAIOIINM PAaBHOBECHBIE PACCTOSHUS MEKY B3aUMO/IEHCTBYIOIIUMHU
MYJIBTHIIOJISIMH, B MIEPBYIO OYEPEND SBISETCS PACIOJIOKEHUE TOUEK MPUITOKEHUS CUJIbL,

a HC €C aMIlJINTyaa.

|

0.5

T
2

T
2

Pucynox 4.3 — CxoncTBO B PacIoOIOKEHUHN KBAIPYITOJICH U PeaTbHBIX OCITKOBBIX
MOJIEKYJI. a) CHCTEMa, COCTOSINAs U3 IBYX KBAAPYIOICH, N300paKEHHBIX KEIThHIMU
pomOamu (OCTaJIbHBIE 0003HAYEHUS B TOUHOCTH COOTBETCTBYIOT TAKOBBIM Ha puC. 4.3);
0) TpexMepHasl CTpyKTypa JUIUAHOU TpyOKu, mokpsiToit F-BAR 6enkom CIP4 u3
cemericTBa Toka, 3eJIEHBIM IIBETOM M300PaKEHBI JIUTTHIbI, METAITTUYECKUM — OCJIKH,

paspemienue 17 A [66]

B o6nactu mapaMeTpoB OMMCHIBAIOIIMX PABHOBECHYIO CHCTEMY PAacCTOSHUE, Ha
KOTOPOM B3aWMOJICUCTBYIOT OCJIKHM, MPAKTUUYECKU HE 3aBUCUT HU OT ¢, HU OT JUIMHBI
TJIM (npu ycloBHM, YTO BBINOJHSCTCA cooTHomeHue L/r>>10). OmHako mpu
CTPEMJICHUU ¢, K HYNIO (MpU MPUOJIMKEHUHM K HEYCTOMUMBOCTU CUCTEMBI) paauyc
B3aUMOJICUCTBUS MEXKAY THIOTETHUYECKUMHU MOJIEKYJaMU Oelka B MOJEIM PEe3KO
BO3pacTraeT. PaccMoTpeHne NoBEeIEHNsI CUCTEMBI B TAKUX YCJIOBHSAX BBIXOJUT 33 PAMKHU
JTAHHOM JucCepTallMOHHOM paboThl. Bo-mepBbIX, MpU NPUONIMKEHUH K KPUTUYECKOU

TOYKE JIMHEWHAs MO/ICJIb YK€ HC MOKCT C HOCT&TOHHOﬁ CTCIICHBIO TOYHOCTH OIIMChIBATH
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TIOBEJICHNE CUCTEMBI. BO-BTOPBIX, B pacCMaTpHUBAaEMbIX 3KCIIEPUMEHTAIBHBIX padoTax [9,
61, 67, 105] npubnnxeHue K TOUKe, B KOTOPOU aeiicTByroimas Ha TJIM cuia paBHa HYIIIO,
COTIPSDKEHO ¢ 3HAYUTEIHHBIM MOBBIMICHUEM TTOBEPXHOCTHOW KOHIICHTPAITUHU OeTKa 1/WTH
00pa30BaHUIO OEIKOBOTO KapKaca, YTO TaKKe JesiaeT HelleJeco00pa3HbIM MPUMEHEHUE
pa3BuBaeMoi couckareneM monaenu. C JIpyrodl CTOpPOHBI, O IMOXO0XKEM YBEJIMYEHUU
paaryca B3auMOJCHCTBUS MEXKIY aICOPOMPOBAHHBIMU OEIKaMU cO00IaeTcsi B paboTax
[62, 86, 101, 109], rme ObUTO TOKA3aHO, YTO JJISA IIOCKOW JIHUIHIHOH MEMOpaHBI
YMEHBITIICHUE TIOBEPXHOCTHOTO HATSHKCHUS MPUBOAUT K YBEIWYCHHUIO 3(P(HEKTUBHOTO
paamyca B3aumMoJIecTBHs MeX Iy Oenkamu. B ciiyaae TJIM, yBenudeHne coOCTBEHHOU
KPUBH3HBI JIMIIUIHOTO OUCIOS, TIPUBOJAIIEE K YMEHBIICHUIO PACTATUBAIONIICH CHIIBI,
TaK)XKe BEIeT K YMEHBIIIEHUIO IIOBEPXHOCTHOT'O HATSHKEHUS B CHCTEME.

Hedopmarsi MemOpaHbl, BbI3bIBaEMasi BCEMHU THUIIAMU  PACCMOTPEHHBIX
MyJbTUIONEH (cM. puc. 4.1), BeIeT K YMEHBIICHUIO TUIOMAIN MMOMEPEYHOTO CEUCHUS
TJIIM u nostoMy (AKTUYECKH YMEHBIIAET CPEIHUN paJUyC JHIUAHOW TPYOKH B
CCUCHHMH, TPOXOJAIIEM uepe3 00JacTh MPUKPEIUICHUS MOoJeKynbl Oenka. CoriacHo
AKCIIEPUMEHTAILHBIM JaHHBIM B PEATbHBIX CHCTEMaX MPH HU3KUX KOHIIEHTPAIHIX Oelka
pacnpeneneHue ajcopOMpOBaHHBIX MOJIEKYJ SIBISETCS MPUMEPHO OJHOPOAHBIM (3a
UCKIIOYCHHEM KOHIIOB MeMmOpanbl [61, Al], amcopOuust Oeaka y KOTOPBIX OyaeT
paccMmoTpeHa B mojapasaeie 4.4). OgHopoaHoe pacnpe/ieiecHHe MYJIbTHITONCH TPUBOINAT
K ymeHblleHuto paauyca TJIM, nponopunoHansHOMy uX KOHIeHTpauuu. [loxoxee
MOBEJICHUE MOJICIBHBIX CHUCTEM C yYacTHEM WHAYIUPYIOMMX KPUBHU3HY OCIKOB
HEOTHOKPATHO HAOJII0AaIOCh dKcIepuMeHTanbHo [9, 61].

Jyist Toro, 4TOOBI JIyYIlle MOHATh CHJIbHBIE CTOPOHBI pa3pabOTaHHONW MOJECINH, €€
MOJIC3HO CPAaBHUTH C YK€ CYIIECTBYIOIIUMH aHAJIOTaMH, UMCIOIIUMHICS B JINTEpaType.
Haubonee naeonornuecku OJU3KHUM K pa3pab0OTAHHOMY COMCKATENIEM SIBJISIETCS TTOAXO/I,
npeiokeHHbii B padore [109], ucmonb3yromuii hopManu3M TOYCUHBIX MOMEHTOB,
nedopmupyromux MemMopany. JlelicTBue OTACIbHBIX OSTKOBBIX MOJIEKYJ MOJACITUPYETCS
Opyd TIOMOIIM TaK Ha3bIBAEMBIX «TBHCTEpOB» (tWisters) — map aHTHmapaieabHbIX

TOYEYHBIX MOMEHTOB, pACMOJOXEHHBIX OECKOHEYHO OJU3KO JApYr K Jpyry.
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B3aumoneicTBUsl TaKMX  4YaCTUI[ CYHIECTBEHHBIM O0Opa3oM  OTIMYAIOTCS  OT
B3aUMOJCUCTBUNA MYJbTUINONEN. Tak paanyc B3aUMOJEUCTBUS TBUCTEPOB, SIBISECTCS
(GyHKIIME TOBEPXHOCTHOTO HATSHKEHHUS, BO3pacTas C €ro yMEHbIIEHHEM, B
NPEAJIOKEHHOM YK€ COMCKAaTelIeM TMOJIX0Je MNEepPBOOYEPEIHbIM (AKTOPOM SIBISIETCS
re€OMETPHS MYJIbTUIIONEH (OTHOCUTENILHOE PACIION0KEHUE U HAPABIEHHOCTh TOYEYHBIX
CWJI), 4YTO JeJlaeT MoJielb Oonee THOKOM M MOAXOASIIEH Il MOJEIUPOBAHUS
B3aMMOJICUCTBUI MEX 1y OeJIKaMi KOHEYHOT'O pa3Mepa.

Jlpyroii TOMyNSpHBIA MOIX0oA ObLT mpemioxkeH B padore [111] m momywmn
pasButhe B paborax [112, 113]. OH omnmchIBaeT OCJIKM KaK TBEPJbIC BKIIIOUYCHUS,
UMEIOLIHNE KECTKO 33JaHHyI0 (JOpMY M YroJl KOHTaKTa ¢ MeMOpaHoil Ha rpanuue. Takoi
NOJAXOJ UCHOJIb3yeT (UKCUPOBAHHBIM aHcamMOnb naepopmanuii, a He CWI, I
MOJICJIMPOBAaHUS JIEHCTBUS MOJEKyJIbl Oenka Ha MeMOpany. OpaHako, B paMmKax
npeanoxeHHoro B padore [111] momxona aHanu3 qake MPOCTEHIIETO CITydasi C ABYMsI
aOCOJIIOTHO TBEPABIMU AUCKaMH, BCTPOCHHBIMH B INTOCKYIO0 MEMOpaHy CO CTPEMSIIIIUMCS
K HYJIO IIOBEPXHOCTHBIM  HATSIKEHUEM, SBISAETCS  YPE3BBIYAMHO  CIOKHOMI
MareMaTudeckor 3amadei. [loaToMy wucnonp30BaHuMe pa3BUBAEMOM COUCKATEIIEM
MOJIEJIH, BBUY €€ ITPOCTOTHI, SIBJISETCS ropas/io 00Jiee BHITOAHBIM NPU U3YUEHUH CUCTEM
C IMWIMHAPUYECKON U cPepuuecKol reoMeTpHuei, TakuxX Kak JIMIMHUIHbIE BE3UKYJIbl U
TPYOKH.

PaccmoTpum emmie oaMH mOAXoxd, mpemioxkeHHb B [102], KOTOpBIH Takxke
UCITIOJIB30BAJICS JIJI1 OMMCAHUSl B3aMMOJEUCTBUI MeXIy OelikaMu, HaXOISUIMMUCS Ha
noeepxHoctu TJIM [110]. B pa6orax [102, 110] aeiicTBre Oenka Ha JIMMUAHBIA OHCIION
ONHKCHIBACTCSI TMPU TMOMOIIM TEH30pa, 3aJalolIero KpHUBH3HY MeMOpaHbl B TOYKE
NPUKPETUICHHs OeJKa, YTO JeNIaeT UX MIISOJOTHUECKU CXOXKUMH ¢ padoramu [111, 112,
113]. B pamkax Takoro MoJaX0ja HAuyWHAsS C HEKOTOPOTO PACCTOSIHUS TOYCUYHBIC
MOJIEKYJIBl CTPEMATCS MaKCUMaJbHO COJIM3UTHCS. DTO MPUBOAMT K HEOOXOIUMOCTH
BBEJICHUSI TOTIOJHUTENBHBIX OTTAJKUBAIOLIUX MOTEHI[MATIOB ISl PACCMOTPEHUS OEIKOB
KOHEYHBIX pa3MepoB. B pa3BruBaemMoil COMCKAaTEIEM TEOPHUH PAaBHOBECHOE PACCTOSIHUE

MEXIy HEKOTOPHIMHU TUIIAMHU MYJIBTUIIOJEH OKa3bIBAETCS HECKOJIBKO OOJIbIIE Pa3MEPOB
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CaMOro MyJIbTUIIOJS, B TAKOM CIy4ae B IMPHUHIUIIE MOXKHO OOOMTUCH M 0€3 BBEJCHUSA
JOTIOJIHUTENIBHBIX OTTAIKHABAIOIINX TOTEHIUAJIOB.

[Ipencka3zanus pa3paOOTaHHON COMCKATENeM MOJIEIN TaKXKe IMOJTBEPKIAI0TCS
pe3yJibTaTamu, MOJYYEHHBIMHU B XOJI€ SKCIEPUMEHTAIBHOIO UCCIEA0BAHUS MOJEIbHBIX
CUCTEM, OJTHAKO Psijl BOIPOCOB, KACAIOIIUXCS MOBEJCHUS OCIKOBBIX MOJIEKYJT HA KOHIIAX
JUTIATHOM TPYOKH, OCTaeTCsl OTKPHITHIM. B ciienyromux noapaszaenax OyAeT npoBeacH
CPaBHUTEIIbHBIM aHAJIU3 Pa3HBIX TUIIOB I'PAHUYHBIX YCJIOBUH, Hajmaraemelx Ha TJIM u
CBSI3aHHBIX CO CHEIU(MUKON UCTIOIB3YyEeMbIX SKCIIEPUMEHTATOPAMHU MOJICIBHBIX CHCTEM.
Byner mnpomeMoHCTpUpOBaHO, Kak BBIOOp TpaHUYHBIX YCIOBHM BiusgeT Ha: (1)
paBHOBecHyto dhopmy TJIM; (i1) xapakTep B3aUMOICHCTBUSL OCIKOBBIX MOJIEKYJ APYT C

apyrow; (iil) pacupeaeneHrne OeNKOBBIX MOJIEKYJ Ha moBepxHOCcTH TJIM.
4.3 3akpemieHHasa Ha konuax TJIM

CornacHo mocieAHUM JTaHHBIM, TTOJTYYEHHBIM B SKCIIEPUMEHTAaX MO BBHITATUBAHUIO
u crabmwmuzanuu TJIM (cm. moapasaen 1.4) agcopOrus psiaa MHAYIHPYIOIIUX KPUBU3HY
OeJIKOB UMEET He COBCEM OTHOPOIHBIN XapakTep. Tak B padote [Al] ObLJIO yCTaHOBIICHO,
YTO MPU MOCTETICHHOM MOBBIIICHUN KOHIICHTPALIMU YHA0(PUINHA B PACTBOPE, B KOTOPOM
Haxoautcs TJIM, Momnekysbl 3Toro 6emnka aacopoupyroTcs B IEPBYIO 04epe/ib Ha KOHITAX
TpyOKHu (OoJiee MoAPOOHO pe3yNbTaThl MPOBEICHHOTO B paboTe IKCIEPUMEHTAIBLHOTO
uccleIoBaHms OyayT oOCyKaaThcs B mojapaszene 4.4). AHaiornyHas TeHACHIMS Oblia
oOHapy»KeHa U IS IPYTHX MHIYIHUPYIONIMX KpuBH3HY Oenkos [9, 61, 81, Al].

OueBHUIHO, UTO OOBSICHUTH TAKOE MOBEACHUE B paMKaxX MOJEIH C TPATULIUOHHO
UCIIOJIB3YyeMbIMU TpU u3ydeHuu TJIM mepuonuuecKuMu rpaHUYHBIMU YCIIOBUSIMU HE
MIPEICTaBIISICTCA BO3MOKHBIM. B IIepeuncIIeHHbIX SKCIIEpUMEHTax OAWH U3 KOHIIoB TJIM
MPUKPEIUICH K TOJUMEPHOMY IIAPUKY, YIEP)KUBAEMOMY ONTHYECKUM MUHIIETOM, YTO HE
TosibkO pukcupyet ymmHy TJIM, HO U ee paguyc B Touke npuKkperuieHus. CoeTMHECHHBINA
C BE3UKYJION KOHEIl TPYOKH TaK)Ke OCTAeTCsl HETIOIBUYKHBIM, a TIOCTOSIHCTBO €0 pajinyca
oOecrieuynBaeTcs 3a CYET BBICOKOM TUIOTHOCTH 3HEPruu Ha rpanuile koHtakra TJIM-

BE3UKYyJa W TPAKTUYECKH HYJIEBOW COOCTBEHHOW KPHUBHU3HBI JIUIKUTHOTO OHCIIOS
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BE3UKYJIbI. J[J151 TOrO, 4TOOBI M3YYUTh YIOMSHYTbIE OCOOCHHOCTH MOBEICHUS CUCTEMBI, B
JTaHHOM rozpasjiene Oyaer paccmorpera TJIM ¢ mapHUpHO 3aKperIeHHBIMU KOHIIAMM.
Takue rpaHW4YHBIE YCIOBHA C OJHOW CTOPOHBI JIy4II€ COOTBETCTBYIOT YCIIOBHUSM
IPOBEJCHUS HKCIIEPUMEHTA, a C APYTOM — ABJISIOTCSA HanOO0JIee MPOCTHIMU C TOUKH 3PEHUS
UCITIOJIB3yEMOI'0 MaTEMaTUYECKOT0 anmapara.

M3MeHeHne TpaHUYHbBIX YCIOBUM MOYKET MOBJIAATH HE TOJIBKO HA B3AUMOACHCTBHS
OCJIKOB ¢ MeMOpaHOM W JIpyr APyroM, HO U Ha KpUTHUECKOE TMoBeneHue camor TJIM.
[ToaTomy, kak u B ciaydae TJIM ¢ nepnoandecKkumMu rpaHUYHBIMU YCIOBUSMH HaYHEM C
aHanM3a YCTOMYMBOCTH UMIUMHApUYECKOW (a3bl cuctembl. g mepexoga K
3aKperieHHoM Ha KoHuax TJIM nocTtaTo4HO BMECTO passIOKEHHUs IOJI paavaibHbIX
cmemennid (2.18) mepeliTit K pa3IOKEHUIO IO HOBOMY Habopy Oa3WCHBIX (DYyHKIHA,

YAOBJICTBOPAIOIINX HOBBIM I'PAHUYHBIM YCIIOBHAM:

u.(4,2) = i i%,me“”"” sin(k,2), (4.20)

n=-oom=1
rae BonHOBOM Bektop K, =72M/L, m=12.%. Kak u B mogpasgene 2.5 paccmorpum
YIPOIIEHHYI0 Mojenb ¢ AP =0. IToBTOpHB BCE Te K€ CaMble OIEPaIldH, HO Y¥KE C
pas3ioXKeHUEeM IS u, (¢,z) 10 HOBoMy Oasucy ¢yHkimi (4.20), moiydaeM cieayromiee

MPUOJIMKEHHOE BRIPAKEHUE I SHEPTUH 3aKpeIUIeHHON Ha KoH1ax TJIM:

1ak & & « < m
(Dpinned = E?n:z_w;wln,mphmp\mm + kﬂa;'ab,mkm(l_ (_1) ) (421)
M, = (k2 +n* =1 + o r’k2 (4.22)

[Ipoananu3upyemM MMOJydeHHOE BBIPAKEHUE, CPABHHUB €TI0 C BBIPAKCHUEM IS
sHeprun TJIM ¢ epruouuecKuMU rpaHUYHbIMU yeioBusiME (2.41). KBaapaTuuHbiii 1Mo

aMIUTHTYaM A, 9JICH COBIAIacT C TAKOBBIM U3 (2.41) ¢ TOYHOCTBIO O MHOXKHUTEINS Y2 U

BOJIHOBOTO BekTopa K, =7M/L (Taxxke ormmyarorcs npenensl cymmupoBanus). OHaKo,

BeIpakeHue (4.21) coaepKUT TONOTHUTEbHBIN JIMHEHHBIHN WieH 1o cpaBHeHHO ¢ (2.41),

KOTOPBIN, BOOOIIE TOBOPS, CBUIETEIBCTBYET O TOM, 4TO (hopmMa TPSIMOTO KPYrOBOTO
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HWINHAPA HE SBJSIETCA pPaBHOBECHOM. Mcxonad W3 BHAA JIMHEMHOTO 4WIEHA MOYXHO
3aKJIFOYUTh, UTO IJ1aBHast ocb cumMeTpun TJIM coxpansiercs.

[Ipexxne uem paccmoTpeTh (opmy MemMOpaHbl B JACHCTBUTEIHLHOM BUJIE,
orpeaeauM 00acTh IPUMEHUMOCTH pasiioskeHus suepruu (4.21). [li1s 3Toro Kak u paHee
B KAaueCTBE KPUTEPHUS YCTOMUYMBOCTH (a3pl OyJIeM HCIIOIb30BaTh PACXOIUMOCTh
CPEIHEKBAAPATHIHBIX (DIYKTyaruii KpUTHIECKUX MO/

(MRS 3 (4.23)

m=—o0 n,m

[Tockonbky Marpunia koddduiuentop M, - (4.22) umeer Ty ke CTPYKTYpy, 4TO U B

cllydae IMepHOJUIECKUX TPAHHYHBIX yCIoBHiH (2.42), TO U YCTOMYMBOCTD 3aKPEILICHHOM
Ha koHIax TJIM orpanuyeHa TeMH K€ TUIIAMU MOJ: ABAXKIBI BBIPOKJICHHOM MOJOH
nporuba (n=+1,m=1) u Mool roppuposku (N=0, kir? ~1). OnHaKo, U3-3a TOTO, 4TO
MHUHUMAJIBHBIA BOJIHOBOM BEKTOpP CTAHOBHUTCS B JBa pa3za KOpode, aKCHaJIbHAas CHUJa,
HEeoOXouMas s U3ruda IIAPHUPHO 3aKPEIJICHHONW Ha KOHIAX JUIUIHON TpyOKH,
CTAHOBUTCSI B UETHIPE pa3a MEHBIIE MO CPABHEHHUIO C KPUTHUYECKOM CHUJIONH B Ciydae

NICPUOAMYCCKUX TPAHUYHBIX YCI0BHH (2.44):
azpinned — _(m,/ L)2 (424)

Takum oOpa3om, cwia, NPUBOAAIIAS K MOTEPE YCTONYMBOCTH LIMJIMHIPUYECKOM
da3bl, 3akperieHHoi Ha koHIax TJIM, paBHa cuie, HEOOXOIUMOM IS IeCTA0MITH3AIuU
TJIM ¢ nepuoIWyYecKMMHM TpaHUYHBIMU YCIOBUSMHM B JiBa pa3za OoOJIbLIEH JIMHBIL.
AHAJIOTHYHOE COOTHOIICHUE BBITIOIHICTCS JIJIs1 TOHKUX cTepikHei [25]. JlelicTBUTENBHO,
KpUTHYECKasl aKCHajlbHAsi Harpys3ka, NpPUBOASAIIAS K W3rMOYy CTEepXkHS, 3a4aercs
BBIPAKEHUEM:

P :JE72'2
crit (,UL)Z ! (425)

B Beipaxkenuu (4.25) J — miomaap momnepevyHoro cevyeHus, E — Momyinp tonra, a g —

npuBeAeHHas JuiMHa cTtepxkHa. Koadduuuent x4 Obul BoepBbie BBeAeH Dennkcom

CranucnaBoBuueM JSICUHCKHM U OIIPCACIIACTCA XapaKTCPOM 3aKPCIINICHHA KOHIIOB
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CcTepkHA: =05 U1 ABYyX 3alleMJICHHBIX KOHIIOB, =1 5149 JOBYX IIapHUPHO
3aKpETICHHBIX KOHIIOB, 4 =2 JJisl OJJHOTO 3alEMJICHHOTO U OJJHOTO CBOOOHOTO KOHIIA
[114].

[ToapoOubIit anamn3 3akpuTHIecKoro nopeaeHus TJIM ¢ 3aKperyieHHBIMA KOHITAMH
CBS3aH C PsAOM HETpUMBHAIBbHBIX 3a7ad. [loxxox Teopuum rpyrm, HCIOJb30BAaHHBINA IS
MOCTPOEHUSI UHBAPUAHTOB B OTeHIIMAIIE JIaHaay B paznesne 3, He MOKET ObITh HAIIPSIMYIO
UCIONIb30BaH uisd (yHKIUK Oasuca pasnoxenus (4.20). SIBHBIM BUA pa3ioKeHHH
sHeprun TJIM crapmmx nopsikoB CYIIIECTBEHHBIM 00pa30M OTIUYAETCS OT MOJIYYEHHBIX
JUISL CIlydasl TNEPUOAUYECKMX TPAHWYHBIX YCIOBHM, ITOATOMY B JaJbHEWUIIEM MBI

OrpaHUYMMCS PACCMOTPEHUEM MOBEACHHUS JIMITUTHON MEMOpaHbI U ee POopMbI B 001aCTH
YCTOMYMBOCTH HMIMHApHYecKoi dasel o €[~ 0..2].

PaBHOBecHyt0 (GopMy IMIApHUPHO 3aKPEIUICHHOW JIMMUIHOM TpyOKH B
paccMaTpUBaeMoi 00JIACTH JIETKO TOJIYYHTh, IPOMUHUMH3MPOBaB dHepruto (4.21) mo

aMIlINTyiaM A]]m, qTo (I)aKTI/IIIGCKI/I PaBHOCHUIIBHO PCIICHHIO Ha6opa HC3aBHUCHUMBIX

KBaJlpaTHbIX ypaBHeHWil. Ilpu paccmorpenun paBHoBecHOUM (opmel TJIM s

HaIJIIHOCTH B KayeCTBE YNPABJSAIOLIEr0o MapaMerpa OyleM  HUCIOJIb30BaTh
HOPMaJIM30BaHHYI0 KPUBU3HY JIMIUJIHOTO OucCios ¢.. B ciyudae HysneBod pa3HOCTH
JABJICHUI ASTOT TEPEXO0Jl OJIHO3HAYHO OCYIIECTBIISIETCS MNPU TOMOIIM YypaBHEHUS
ar =2-2a; (cM. pasgen 2). Eme pa3 HamoMHUM, 4TO TOYkKa O¢ =1 COOTBETCTBYyET
TpyOKe, COOCTBEHHAs KpUBU3HA JTUTTUIHOTO OUCIIOSN KOTOPOM coBMaaaeT ¢ (hakTUUeCKOn
KPUBU3HOH TTOBEPXHOCTH, a d =0 — TpyOKe ¢ HyJIeBOW KPUBU3HOW JIMITUIAHOTO OUCIIOS.

BeimonauB pacuer mist TJIM ¢ cootHomenuem L/r =100, momyyaeM HaOOp KPUBBIX,

M300paXEHHBIX HAa pUCyHKE 4.4, KOTOPBIE MPEACTABIISIOT COO0M 00pa3yroIIue JIUIMUIHOU

TpYOKH JJIsl pa3IMYHbIX 3HAYEHUI mapaMerpa o .
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m 0.=0

0 5 0 15 20 25
2) L/r )

Pucynox 4.4 — ®opma mapHupHO 3aKkperuieHHoN Ha kKoH1ax TJIM ¢ cooTHomennem

L/r=100: a) oOpa3yromue mapHupHO 3akperuieHHor TJIM mis pa3inyHbIX 3HAYCHHH

COOCTBEHHOW KPHBHU3HBI JIUITHIHOTO OMCIION: KpacHas JTUHUS — o =1,
3eneHas JimHusA — o = 0.9, cunss muams — o = 0.7, puoneroBast muHusA — o, =0.4,

yepHas TUHUA — ¢ =0. 3HaYeHNs 0 OCH OpJIMHAT HOPMHUPOBAHBI HAa PAJNYC B

cepenuHe TpyOKH, 3HAUSHHS 10 OCH abCIMCC TaK)Ke BBIPAKEHBI B €IMHUIIAX ATOTO
panuyca; 6) TJIM ¢ HyneBol cOOCTBEHHOW KPUBU3HOM JIMITUIHOTO OUCIOS (1151

HATJITHOCTH TPONOPIINH TPYOKH H3MEHEHBI)

W3 pucyHka XOpOIlo BUIHO, YTO JIUHEHHBIC WICHBI B BhIpakeHuu (4.21) mpuBoast
K BO3HUKHOBEHHIO XapaKTEPHBIX JepopmManuii Ha KOHIAX MEMOpaHbI, OJJHAKO, OOJIbIIas
€€ 4acTb BCE TaKXe COXpaHseT (opMy MPaBUIBLHOTO KpyroBoro IuiuHApa. B ciyudae
TJIM, coOcTBeHHast KpUBU3HA JIMITUIHOTO OMCIIOS] KOTOPOM COBMAMIAET C €€ (PaKTUYECKON

KPUBHM3HOM (B 3TOM TOYKE TaKkKe OTCYTCTBYET BHEIIHSS pACTATMBAarOLas CHUIIA),
nedopManui  MOJHOCTBIO OTCYTCTBYIOT. Ilpm mpubmmwkenun & Touke a¢ =0,

nedopMaIui MOCTEIIEHHO BO3PAcTaloT, 00pasys ABE XapaKTepHBIX 00JacTH, B KOTOPHIX
paauyc TJIM coctaBmsieT opsika 66% oT ero 3Ha4eHus B HeJie(hOPMUPOBAHHON YaCTH

Tpyoku (mist TJIM ¢ cootHomienueM L/r=100). Takum oOpa3oM, BHEpBbIE
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MCIIOJb30BaHHbIe npu paccMorpeHun TJIM rpaHudHBIE YCIIOBHS, COOTBETCTBYIOLIME
IIAPHUPHO 3aKpeIICHHOW Ha KOHIAX JUIUAHON TpyOKe, KaueCTBEHHO BIMSIOT Ha
MOBEJACHUE CHUCTEMBI. TakK JOake B CilIydae MOPOCTEHIIEH KIACCHYECKOW MOJIEIIH,
XapaKTepU3yeMON HyJEBOMl COOCTBEHHOW KpHUBM3HOW JIMOUAHOTO OHCIIOS, HX
IPUMEHEHUE NPUBOAUT K ToMY, uTo (popma TJIM Ha KOHIIAX CYIIECTBEHHBIM 00pa3oM

OTJIMYACTCA OT HUJIMHAPA ITIOCTOAHHOTO paanyca.

4.4 3akpemiennasi Ha koHuax TJIM, Ha MOBepXHOCTH KOTOPOi a1cOPOMPOBAHBI

MOJIEKYJIbl HHAYUHMPYIOIIUX KPUBU3HY 0€JIKOB

Teneps paccMOTpUM, KakuM 00pa3oM NEPEeXoJ K HOBBIM T'PAaHUYHBIM YCIOBHSIM
CKa3bIBAa€TCSl Ha B3aUMOJCHCTBUSIX OEIKOB ¢ MEMOpaHOM B paMKax pa3pabOTaHHOIO
IIOAXO0JAa CUJIOBBIX MYJIBTUNOJIEW. [[JI1 3TOro MCmosib3yeM TOT K€ INPHUEM, YTO U B

moapasacic 43 u IIepPePa3ioKumM q)YHKI_[I/IIO IINIOTHOCTH PACIIPCACICHUS CUJI KaK

M(g,2) = Y, e sin(k,2), (4.26)

n=—com=1
rae BOmHOBOWM Bexktop K, =72M/L, u mnpoBemeM pacCykIeHHMsS aHAJIOTMYHBIE
UCIIOJIb30BAaHHBIM paHee g Cliydas MEepUOJMYECKUX TPaHUYHBIX ycloBui. s
HaIJISTHOCTH pacCMOTPHUM cllydaid, koraa Ha noBepxHoctu TJIM agcopbupoBana ogHa
CAMHCTBEHHass MoJiekyna Oenka. [lefictBue OenmkoBo Monekynsl Ha TJIM Oynem
MOJICTUPOBATH TP MTOMOIIA CHUIIOBOTO KBAJIPYIOJISA KaK THUIA BO3MYIIEHHUS, HMEIOIIETO

HanOosee oOmMIA BUJ W3 BBEACHHBIX B mozpaszaene 4.2. J[edcTBUTEIbHO, WU3MEHSS
napameTpsl Agy u Az, , KBaIpymoJb MOKHO CBECTH K 00JIee POCTHIM MYJIBTHIONAM. Tak
B cirydae Ady #0,Az; =0 MBI IepexoIUM K TPHIIOJIO, a, BRIOUpast Ag, # 7, — k aurosnto. B
CHCTEME OPTOHOPMHUPOBAHHBIX (DYHKIIMH, 0 KOTOPhIM pa3ziokensl mois (4.20),(4.26),
KOA(pGUIUEHTHl pa3oKEHUs KBaJAPYNOJbHOrO Bo3aedcTBus 11, mpumyr Bufj,

HECKOJIbKO OTJIMYAIOIIHICS OT Bhipakenus (4.18):

_F zm _cos(nAdy) | i(ng)
I, = an(COS( 2 Azoj cos(Ag) ]sm(kmz)e , (4.27)
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B Beipaxkenun (4.27) ¢ — yriaoBas KoOpJIWHATa IIEHTpPAa KBAAPYIIOJS, Z OINPEACIISET
PacCTOSIHKE OT IEHTpa KBaApymnos 10 konna TJIM, a BonHoBol BexTop K, cranoBHTCS
B JIBa pa3a Kopode o cpaBHeHuIo ¢ (4.18).

Kak Obuto mokazano B monpasnene 4.3, make NpU OTCYTCTBUHM OEIKOB Ha
MOBEPXHOCTH JIUMIUHOTO OMCIIO0s IApHUPHO 3aKkperieHHo TJIM paBeHCTBO HYJIIO BCEX
K03 duureHToB A, HE COOTBETCTBYET MUHHMYMY SHEPTHH CHCTEMBI. B TO ke Bpems,
eciu paccmatpuBath Aedopmaruio TJIM, coznaBaemyro agcopOMpOBaHHBIMU OEJIKaMHU,
OTHOCUTEIIFHO €€ HOBOH paBHOBecHOW (opmbl, To BuA ¢opmynsl (4.3) ocraercs
HEM3MEHHBIM C TOYHOCTBIO JIO0 NEPEONpPENEIeHHs] BOJIHOBOrO Bektopa K, . OmHako B
OTJIMYME OT Ccliy4yash TMEePUOJUYECKUX TPAHUYHBIX YCJIOBUU SHeprusa aedopmanuu
meMOpanbl (4.5), comepskamas npoussenenue I1,,.I1, ., Termepb SABHO 3aBUCHT OT
KOOPAMHATHI Z PUKPETUICHUSI OETKOBOM MOJIEKYJIbI B0k ocu TJIM. 3ameTum, uto asis
J1000r0 HEHTPOCUMMETPUYHOTO MYJIBTUIIONS, CEPEUHA KOTOPOro BhIOpaHa B KAUYECTBE
KOOpAHUHAT OEIKOBOM MOJIEKYIIBI (¢ , Z;), BeIpakeHue it KO3(hGHUIIHEHTOB Pa3I0KEHHS
TOJIST CHJT MOYKHO TIPUBECTH K BHIy, aHaJIOrHUIHOMY (4.27) M colepikalieMy Takylo xKe
3aBUCUMOCTh OT KOOpAMHATHI Z. TakuMm 00pa3oM, M3MEHEHHE HHEPTUU CHUCTEMBI,

BBI3BAHHOE aJicopOIueit 0enka, 3aBUCUT OT €ro moJioxkeHus Ha moBepxHocTu TJIM. Jlns

KBaJIpyHoJsd €€ MOKHO 3aIIMCAaThb KaK

(cos(k Az )—COS(nA%)JZ
R " cos(Ag) ), (4.28)
B = Kl n:z—:oomzz:l M sin* k)

nm

B cnywae, xorga cuiibl, MOJENMPYIOIIME BO3JEHCTBHE Oelka Ha MeMOpaHny,
JIOCTaTOYHO CHJIBHO JIOKAJIM30BaHBI, MOXKHO OIIGHUTh pPa3Mepbl MYJIbTHIONS Kak
nojioBuHy panuyca TJIM (maHHas oleHKa XOpPOIIIO COTJIACYeTCsl ¢ COOTHOIICHUSIMU
pa3MepoB B pealibHBIX OWOJIOTHYECKUX cuctemMax [67, 66, 105, 108]). [Ipu takux
pa3Mepax MyJIbTHIIOJNS YHEPTHUS AeopManiu MEMOPaHbI KaK (PYHKITHS OT Z KOOPAUHATHI
MPUKPETITICHHUsS] OETKOBOW MOJIEKYJIBI Pe3Ko yOBIBAaeT 0 HyJs B 00JacTSX Ha KOHIIAX

TJIM pa3zmepoMm mopsiika IBYX paanmycoB HaHOTpyOku (cM. puc. 4.5). Bcromy, 3a
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UCKIIFOUEHHEM PACCMOTPEHHBIX 00JacTeil, HaJu4he 3aBUCUMOCTH OT KOOpPAUHATHI Z B
BbIpakeHUH (21) mpeHeOpekuMo ci1abo CKa3bIBAECTCS HA XapaKTepe B3aMMOJEHUCTBUSA
MYJIBTUIIONEH ¢ MeMOpaHOU W, KaK CIEACTBHE, APYr C ApyroM. UHCIIEHHBIE pacyeThl
DHEPIrUM B3aUMOJCUCTBUS MEXKIY KBAAPYNOJISAMHU IOKA3bIBAIOT, YTO HA PACCTOSHUU
HECKOJIBKHMX paguycoB oT KoHIa TJIM BeauunHa 3TOro B3aMMOJEHCTBHSI ONPEIAEISAETCS
B INIEPBYIO OYEpEIb PACCTOSTHUEM MEXKAY LEHTPAMH MYJBTHIIONEH U IMPAKTUYECKUA HE

3aBUCHUT OT ITIOJIOKCHUS ITaPhbI MYHBTHHOHGﬁ OTHOCHUTCIIbHO KOHIIa M€M6paHI>I.

| — N

0 1 2 3 4 5
Lir

Pucynox 4.5 — Beicokoe CpoCTBO MHAYIUPYIONTUX KPUBU3HY O€NKOB K KoHIIaM TJIM.

I'paduk — 3aBUCUMOCTb 3HEPTUH IePOpMALIUU MEMOPAHBI OT MOJOKEHHS KBAIPYITOJIS
otHocutensHO KoHIa TJIM. PaccrosiHue Boib IMIaBHOM OCH TPpyOKHM HOPMHUPOBAHO Ha

€€ paBHOBECHBIN pajnyc B CEpeIMHE, a DHEPTHUSI CUCTEMBI — HA YHEPTHUIO eopmariu,

y y Ey
BBI3BaHHYIO aJIcOpOLIMei 0IHON MoJeKyibl Oerka B cepeanne TJIM ~¢. KpacHbim

IIBETOM BbIJIeJIeHa 00J1aCTh, KOTOPYIO HEOOXOIMMO UCKITIOUUTH U3 PACCMOTPEHUSI BBUTY
KOHEYHBIX pazMepoB Oenka. BeraBka — ckaddonaunr sanodpununa A2. Sugodummun A2
3a cueT cBoero N-BAR nmomena npukperisercs K KOHIIaM TpyOoku, popmupys
3apobIIIK OEIKOBOrO KapKaca, KOTOpbIE CO BPEMEHEM pa3pacTaroTcs, 3aHUMas BCIO
MMOBEPXHOCTh TUMTUAHOU TpyOKkr. MOMEHTY BpeMeHH, B KOTOPbIN Ha moBepxHOCTH TJIM
ObLJIa 3aperucTpupoBaHa aicopoIus 6enka, coorBeTcTByeT =0. Pazmep maciitabHoM

MeTKH 2 mukpometpa [Al]
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[TomryuenHble 3HAUEHUS DHEPTUU COBIAJAIOT C PE3YJIbTAaTOM pacyeTa B MPUOIMKEHUU
MEPUOANYECKUX TpaHUYHbIX YyciioBuil. C OIHOW CTOPOHBI, 3TO MOJITBEPKIAET
CaMOCOTJIAaCOBAHHOCTh BBIOpaHHOW Monenu. C Apyroil CTOpoHBI, TOT (AaKT, UTO
pacrnosioxkeHue MysbTunosiei Boau3u koHios TJIM sBisieTcst Haubosiee SHEPreTUYECKU
BBITOJHBIM,  XOpOIIO  COTJlacyeTcss € DKCIEPUMEHTAIbHO  MOJYyYEHHBIMU
pacnpeieieHus MU MOJIEKYJI HHAYIUPYIOLUUX KPUBU3HY O0eTKkoB Ha nmoBepxHoctu TJIM,
HAXOSIIEHCs B UX HU3KO KOHIIEHTpUPOBaHHOM pactBope [Al] (cm. puc. 4.5).

B cnenyroiem noapasnaene B paMkax pa3pabOoTaHHON coMcKaTeneM MoJeiu OyayT
noApoOHEE PacCMOTPEHBI  pe3ydbTaThl, TOJNy4eHHBIE B pabdore [Al] mnpu
HKCIEPUMEHTAIBHOM HCCIEIOBAaHUU aAcopOLuu OEJKOB Ha MOJEJIBHON CHCTEME,

COCTOSIIIEN U3 BE3UKYJIBI U BBITAHYTOM 13 Hee TJIM.
4.5 Pe3yabTarhl IKCIEPHUMEHTAJIbHBIX HCCJIEJOBAHNN H UX AHAJIN3

Onnolt W3 KIIOYEBBIX OcoOeHHOcTeM pabdorhl [Al] ObUIO cHCTEMaTHYECKOE
WCCJICIOBAHNE XapAaKTEPHBIX OCOOEHHOCTEH B3aMMOJCHCTBHUS IIEJIOTO psa OEITKOB C
pa3IMYHOM CTPYKTYpOH C JIMINUAHBIMH MeMOpaHbl. ABTOopamMu pabOThl ObLIa
UCITOJIb30BaHA MOJIENIbHAS CHCTEMa, COCTOSINAs M3 BE3WKYJIBl W BBITIHYTOM W3 HEe
JUNUAHOW — TPyOKH,  YACpKUBAEMOM  ONTUYECKUM  IHHIIETOM, aHAJOTHYHAs
paccMOTpeHHBIM B moapaszaene 1.4 manHOM nuccepranmuu. Be3ukyiasl  ObuH
MPUTOTOBJICHBI U3 CMECH OOIIETO JIMIMUIHOTO MO3TOBOTO AKCTpakTa ¢ (hochomumumom
P1(4,5)P2 (momspasie moau 95/5). Bbuid HCHOAB30BaHbI TPH O€jKa C pa3sIndHON
crpykrypoit: (i) sumobumma A2 (endophilin A2) — xknaccuueckmii N-BAR 0Oernok,
YY4acTBYIOIIMA B  KJIATPUH-3aBUCUMOM  DHJOIMTO3¢ W  COACPXKAIIUN  YEThIpe
am(punaTuyeckre Crupaim, a Takke ero moaudukanus 3HA0GUIMH A2, y KOTOpOH
OTCYTCTBYIOT amdunatuueckue crnmpainy; (i) 6era2-nentaypun (P2-centaurin) — oesok
cemetictBa BAR, He comepxamnuit ambpunarndeckue crimpainy; (iii) smncun 1 (epsin 1) —
oenok, He conepxkamuii BAR moMeHa M TpUKpEIUIIOMMIACS K MeMOpaHe 3a CYeT

aM(UIaTUYECKUX CIIUpaei.
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OHA0(pUIUH TPOAEMOHCTPUPOBAI BBICOKOE CPOACTBO K KOHIIAM JIMIHIHOM TPYOKH.
B 53 tpex u3 59 skcniepuMeHTOB aAcopOIIHs MPOUCXOMIIA B IEPBYIO OUYepe/Ib HAa KOHIIAX
MeMOpaHbl, B 27 U3 HUX — Ha KOHIIE TPYOKH, COETMHEHHBIM C MOJUMEPHBIM HAPUKOM
(em. puc. 1.1). B 4 cnyyasx ObuUla 3aperHCTPUpPOBAaHHAs OJHOPOJHAS afCOPOLHs
SHAO(UINHA, OJHAKO OTO MOTJO0 OBITh CBSI3aHO C HEIOCTATOYHOM CKOPOCTBHIO
peructpauuu. M Tonpko B 2 ciaydasx u3 59 Hykieanus 3HA0(UINHA TPOUCXOANIIA BAATH
oT koH110B TJIM.

[Tocne o0pa3oBaHus 3€peH HyKJIEallMd O00JacTh, TMOKPHITas 3HAO(DHINHOM,
MOCTETNIEHHO pa3pacTajiach, MOKPbIBas JTUMUIHYIO TPYOKY MOJHOCTHIO JTMOO YAaCTHUHO.
[Ipu sTOM yMmeHbIIEHUE paauyca TpPyOKHM HaOMIOJaeTcs cpaly JKe Ioclie Haudaja
aacopouuu. Co BpemeneM takas TJIM u3rubaercs moJJoOHO KJIACCUYECKOMY SUIEPOBY
CTEP>KHIO, TOCKOJIbKY YBEJIMYEHUE COOCTBEHHOM KPUBU3HBI IPUBOJIUT K BOSHUKHOBEHHUIO
abdexTuBHON CKUMaroled Cuibl, JCHCTByromed Ha TpyOky. bbuio Takke
3apETUCTPUPOBAHO, YTO PAAUYC MOJHOCTHIO MOKPBHITOU SHAO(MIMHOM A2 TpyOKU HE
3aBUCHUT OT BEJIMYHUHBI TOBEPXHOCTHOTO HATSHKEHUS. DTOT (PaKT CBUIACTEIBCTBYET O TOM,
4yTO TpyOKa oOpacraer >KeCTKUM TPEXMEPHBIM KapKacoM, 3aJalolliM €€ paanyc. XOTs
OCNKOBBIA KapKac W HU3MEHSET MEXaHUYECKHE CBOWCTBA CHUCTEMbl KayeCTBEHHBIM
00pa3oM, aHAJIOTUYHOE MOBEACHUE MPEACKA3bIBAETCS MOJIETIbIO, pa3pabOTaHHOM B X0/1€
paGoTel Hanm jgumcceprammer (cm. moxpasgensl 2.5 wu  3.3). Hcmomb3oBaHue
MoauduiupoBaHHoro sHpo¢unMHa A2 (0e3 ampUNaTHYECKUX CHupayieid) MOBIHIIO
JIUIIL HAa CKOPOCTH aJcopO1nu OeKa.

HecMoTpst Ha oTcyTcTBHE aM(uIaTHUECKUMX cHupaied y Oera2-lieHTaypuHa,
TpyOKH, TOJHOCTBHIO TOKPBITHIE ATUM OEJIKOM, MPOJAEMOHCTPUPOBAIM TOBEICHHUE,
aHAJIOTMYHOE PACCMOTPEHHOMY BbIlle. EIMHCTBEHHBIM OTJIMYHMEM SIBISUICS PAIAYC
MOKPBITHIX IIEHTAypUHOM TpyOOK: ~42.5 HM mpotuB ~10 HM mus sHIOGUIMHA. DTO
CBSI3aHHO C TE€M, YTO COOCTBEHHAs KpMBHU3HA OeTa2-IEHTayprHA 3HAYUTEIILHO MEHBIIIE
yeMm y sHpoguimHa A2. Yto Kacaercs mnpoiiecca aicopOLUuu, TO B cliydae IeHTaypuHa

OHa C CaMOT0 HayaJla SIBJSIIaCh 0OHOPOOHOLU.
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W nakoHerr, paccCMOTpUM TOBEACHHE dIICUHA | — ele 0HOTO OenKa, UTPAFOIIETO
BRXHYIO POJIb B IpoIleccax KIaTPUH-3aBUCUMOTO 3HAOIUTO3a [115], HO mpu 3TOM He
comepxkamero BAR nomena. I[lpu BBeneHMHM pacTBOpa »dICHHA HAOIIOAAIOCH
CUCTEMATUYECKOE YMEHBIICHUE pajauyca JUMNUAHOW TPYOKH, OJHAKO B OTIUYUE OT
[EHTaypUHA U SHAOPWINHA €€ PauyC BCErJa 3aBHCENl OT BEIUYUHBI TOBEPXHOCTHOTO
HaTsODKEHUS B cucTeme. JKecTkuii OeIKOBBIN Kapkac He GOpPMHPOBAJICS JaXKe B CIydae
OUYEHb BBICOKMX KOHIICHTpAlIUW IIEHTayprHa B pacTBope (IPUMEPHO B JIECITh Pa3 BhIIIE
YeM B DJKCIEpUMEHTax ¢ SHA0GWUiIMHOM), a 3¢ (dEeKTUBHAS BHEIIHSS CHJIa BCErna
OCTaBajach PacTATUBAIOLICH.

J171s1 TOTO, 4TOOBI MOMBITATHCS JaTh OTBET HA MTOCTABJICHHBIN paHee Bonpoc: «Kakum
00pazom mo2ym 83aumMo0eticmeosams 0enKosvie MOAEKYIbl, A0COPOUPOBAHHbIE HA
NOBEPXHOCMU JUNUOHO20 OUCnoA?», PE3yNbTaThl MPUBEIACHHBIX AKCIIEPUMEHTATBHBIX
HaOJIOICHUI TIpeIcTaBUM B BUE Tabiuilbl. Ha OCHOBaHMYU JTaHHBIX MPEJICTABICHHBIX B
tabauie 4.1 MoXXHO cienats BEIBOA, 0 ToM, uTo BAR nomen sBnseTcss HE0OXO0IMMBIM
CTPYKTYPHBIM KOMITOHEHTOM, TO3BOJISIFOIIMM COJIEpKaIlllUM €ro OesnkaM (popMUpPOBaATh
KECTKHE KapKachl Ha TOBEPXHOCTH MeMOpaH. Hamnune ampunaTudeckux crimpaneii He
SBIISIETCS HEOOXOIWMBIM yCJIOBHEM s cKaddoiauHra, OJHAKO OHH CIIOCOOHBI
MOBBINIATh COOCTBEHHYIO KPUBU3HY JIMITHIHOTO OHMCIIOSN M, BO3MOXKHO, CIIOCOOCTBYIOT

oosiee 3 PpeKTUBHOMY OCakACHUIO OCJIKOB HA TOBEPXHOCTh MEMOPAHHI.

Tabnuia 4.1 — Pe3ynbraTsl SKCIIEpUMEHTOB 10 BhITsATHBaHUIO TJIM c yuactuem

MHIYLHUPYIOUIUX KPUBU3HY JIMIIUIHOTO OUCIION OENIKOB, MPOBEAEHHBIX B [Al].

0eJoK BAR nomen | unayuupyemas | cka@osguHr | CpOACTBO K
KpUBHU3HA koHnam TJIM

OunopunuH A2 €CTh CUJIbHAs eCTh eCTh

OunopunuH A2 €CTh CUJIbHAs eCTh eCTh

(Mommd.)

bera2-uenraypun €CTh ciabas €CTh HET

Oncwun 1 HET cnabast HET HET
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Bricokoe cpoacTBO K KOHIIAaM TpyOKH, HaOmtogaemMoe Juist SHAO0(PHINHA, IO BCE
BUJIIMOCTH CBSI3aHO CO 3HAUUTEIHHON COOCTBEHHOM KPUBHU3HOM BXOJIAIIETO B €T0 COCTAB
BAR nomena u crmocoOHOCTHIO JHAO(DHWINHA CYIIECTBEHHO HW3MEHSTh KPHUBU3HY
JUNUIHOTO Oucnos. B pamkax pa3BuBaeMoro B auccepTanuud (GopMain3Ma CHIOBBIX
MYJIbTUTIONEH SHAO0(PUIUHY OyAeT COOTBETCTBOBATH HAOOP CHIJI C TOpas3no OOJBIIMMHU

aMIUIUTyAaMH, 4YeM JJIs LEHTaypuHa M OHICHHA. JTO TMPUBEAET K TOMY, YTO
SHepreTHUecKuii 6apbep N300paKeHHBIH Ha pHCYHKe 4.5 GyaeT 3HAYNTeNbHO BhImTe Kol

, B TO BpeMs KaK B Clly4a€ LIEHTaypuHA W S3IICUHA OH, MO BCEH BUAMMOCTH, MPOCTO
HKPAHUPYETCA TEIJIOBBIMU (PITYKTYaIlUSIMH.

Takum o00pa3oM, B JaHHOM pasjelie AMCCepTalry Oblaa IMOCTPOECHAa TEOopus,
OMUCHIBAIONIAS JIMOUIHYIO TPYOKY C aacopOMpOBAaHHBIMHM Ha €€ IOBEPXHOCTHU
Mosiekysamu Oenka. PazpaboraHHas MoJieib OMUCHIBACT JAIBHOJCHCTBYIONIUE CHUJIBI,
BO3HUKAIOIIME MEXTY MOJIEKYyJIaMU O€Jika B pe3yJIbTaTe NEPEKPHITUS BhI3bIBAEMBIX UMHU
nosielr nedopmaruit MemOpaHbl. B kauecTBe MCTOYHMKOB MMOJS CHUJI MCIOJIB3YHOTCS
MYJIBTUIIONH, MPEJCTABISAIONINE COO0OM MpOCTEHIne, YAOBICTBOPSIONIUE YCIOBUSM
MEXaHUUYECKOTO pPAaBHOBECHUSI KOMOWHAIMM TOYEUHBIX CWJI, BBI3BIBAIOIIUE TAaKYIO
nepopmanmio TJIM, koTopas aHajgoruyHa aedopmaliiy, BO3HUKAIOIICH BCIIEICTBHE
azicopOIUM paccMaTpuBaeMoro Oeka.

B nanHoMm pazzene ObUTM pacCMOTPEHBI MYJBTUIIONUA COCTOSIIHUE U3 ABYX, TPEX U
YyeTbIpex cwi. bpulo MOKa3aHo, YTO €CIIM BO3AECUCTBUE MOJIEKYJIbl MOJCIIUPYETCS TPEMS
CUJIaMU, JIeKAIIMMH B IUIOCKOCTH, NEPHEHAUKYISApHOM ocu TJIM, TO HX MOXKHO
JIOKAJIN30BaTh B 00JIACTU COMOCTABUMOW MO pa3MepaMm C TUIMOTETUYECKON MOJEKYJION
oenka. [lapa Takux MyJBTHUIIONEH CTPEMHUTCS PACIIONIONKHUTCS B OJHOM TMIIOCKOCTH, a,
CJIeI0BAaTEIbHO, UHAYLMPOBAHHOE AepopManyeid MEMOpPaHbl B3aUMOACHCTBUE MOXKET
MIPUBOIUTH K 00pa3oBaHUIO KoJiell, onosichiBaronux TJIM. Tenaenmus k GopMupoBaHHio
JIMHEUHBIX OEJIKOBBIX arperaroB Ha MOBEPXHOCTHU TPYOUAThIX M IUIOCKUX JIMITHUIHBIX
MeMOpaH HEeOTHOKpaTHO o0cy»aanack B auteparype [62, 110, 116]. CoracHo qaHHBIM
KPUORJICKTPOHHON MHMKPOCKOTHMH MOJEKybl psana BAR GenkoB o0pasyroT crimpanu ¢

HEOOJIBIIIMM YTIJIOM XUPAJIbHOCTH Ha IMOBEPXHOCTH TpyOuaThix MemOpan [66, 67].
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AHQJIOTUYHOE TOBEACHUE BOCIPOU3BOAUTCS U NPU TMOMOIIA  MOJEKYISIPHO-
nuHaMudeckoro wmojenupoBanus [106]. B pamkax pa3pabOTaHHOTO COHCKaTeIeM
noAxoJa, MO BCEH BUIMMOCTH, TaKXKE€ MOXHO CKOHCTPYUPOBATh MYJIbTHUIIONH,
YIOPSIAOUMBAIOIINECS B  CIHPAJIBHBIE CTPYKTYpbl. ECIM pacnoioKeHHE TO4YeK
MIPUJIOKEHUSI CWIIBI B MYJIBTHUIIONE HE SIBIISIETCS 3€PKAJIbHO CUMMETPUYHBIM, TO TaKOW
MYJIBTUIIONB, OYEBUIHO, CO3JAeT XupalbHOe mosie nedopmanuii. OZHAKO YUCICHHOE
MOJICJIMPOBAHUE MPOIIECCOB CAMOOPraHU3alMK TTOJI0OHBIX MYJIBTUIIONEH Ha TPYOUATHIX
WIN TJIOCKUX MeMOpaHaxX BBIXOAHT 3a paMKU JaHHOW AUCCEPTAllMOHHON paOOTHI.

VYCcTaHOBJIEHO, UTO B 00JIACTHM MPUMEHHUMOCTH MOJIeN (KOrja KOHIEHTpaIHUs
Oesika HE IOCTaTOYHA JUIsl 00pa30BaHMs KECTKOrO OEITKOBOTO KapKaca, MOKPHIBAIOIIETO
JUNUAHYIO TpYOKY) MaKCUMaIbHBIA painyC B3aUMOICUCTBHS MEXIY MOJIEKyJlaMu OeJka
oka3biBaeTca mnopsnka nepumerpa TJIM M mpakTUYECKHM HE 3aBHCUT OT BEIUYHUHBI
pactsaruBawomeid TJIM cuibl. OCHOBHBIM (DakTOpOM, BIMSIONIUM Ha PaBHOBECHBIC
MOJIOKEHUSI MYJIBTUIIONEH SIBISIETCS UX CTpoeHHEe. B O1u3M TOUKM HEYyCTOMYMBOCTH,
korga mnpuioxkeHnHas Kk TJIM cuna, a BMecTe ¢ HEM U MOBEPXHOCTHOE HATSIKEHUE
oOpaIiarTcs B HOJIb, PaJANYC B3aUMOCHCTBUS MEXY aCOPOMPOBAHHBIMU OEITKOBBIMU
MOJIEKYJIaMH PE3KO BO3paCTaeT, MOJJ0OHO TOMY, KaK 3TO MPOUCXOIUT B ClIydae MIOCKOU
memOpans [62, 86, 101, 109].

Hapsny ¢ uccnenoBanremM NoBeACHUs CUCTEMbI TIPU MEPUOTUYECKUX TPAHUYHBIX
YCIIOBHSX, MCIOJIb3YeMbIX B OonbIMHCTBE padoT [9, 86 — 89], B HacTosmieM paszaene
nucceptaiu Obiia paccMoTpena TJIM ¢ 3akperieHHbIMM KoHUamu. IlokaszaHo, yTo
WCIIOJIb30BaHUE JAHHBIX TPAaHUYHBIX YCJIOBUN MPUBOAUT K BO3ZHUKHOBEHHUIO OCOOBIX
oOnacTeit nmrmHOM nopsinka 1ByxX paaunycoB TJIM y koHiioB MeMOpaHbl. B 3Tux obmacTsax
aJcopOLMsl MPOTEMHOB SBIISIETCA Tropas3io Oojee >HEPreTUYECKH BBITOAHOW, YeM Ha
OCTAJIbHOM TOBEPXHOCTH JIMMHUAHOW TpyOKW. JlaHHBIN TeOpeTHUecKuil pe3ynbTaT
COTJIacyeTcs C pe3ysibTaTaMu, IOJyYeHHBIMU B SKCTIEPUMEHTAX T10 aJIcOpOIiy OEITKOB Ha
BBITSAHYTOM U3 Be3uKyysl TJIM [Al].

Pa3paboTanHubiii couckareneM MYJIbTUMIONBHBIA TOAXOA SBJISAETCS MOITHBIM

HHCTPYMCHTOM JIA MOJACIUPOBAHHA  AHU3O0TPOITHBIX BSaHMO)IeI\/'ICTBI/II\/’I MCKOY
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OENKOBBIMH MOJIEKYJIaMHd KOHEYHOro pasmepa. PaszBuras Teopus MOXKET OBITh JIETKO
aJlanTHUpPOBaHa JUIsl KCCIIeIOBaHUsI MeMOpaH co chepruyecKoi U TIaHapHOM TeoMeTpueH,

qTO ACTIacCT €€ HpHMeHHMOﬁ JJIA OEJI0ro Kjiacca 3aaay.
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5 MOJIEJIb AOPTbBI SMBPUOHA JAHUO PEPUO

MexaHu3M MOSBJICHUS CTBOJIOBBIX/YHUIIOTEHTHBIX KJIETOK M3 JOPCAIBHON aopThI
(IA) 6611 oTkpeIT B 2010 TOMY B TIpOIiecce MUCCIENOBaHUS YMOPHOTEHE3a PBHIOBI JAHUO
pepuo 1 ObLI Ha3BaH YHI0TEIHO-TeMorodTnaeckuM repexoom (II'TT) (anr:. endothelio-
haematopoietic transition) [119]. B npomuecce OI'TI yacTh KI€TOK, COCTABISIOIINX CTCHKU
JOpCaNbHOM aopThl HSMOpUOHA, TOKUAAIOT €€, HEe Hapymas I[eIOCTHOCTH, U
nepeKBATU(PUIMPYIOTCS B CTBOJIOBBIE, UTOOBI 3aTE€M 3aCEIUTh KPOBETBOPHBIE OPraHBbI.
JlaHHBI MeXaHU3M, MO0 BCEH BUIUMOCTH, SIBISICTCS YHUBEPCAIbHBIM U pEain3yeTcs B
npolecce AMOpHOreHe3a NTul, peld 1 MmiuekonuTarommx. JopcanpHas aopra sMOpHOHa
JAHUO PEpPHO TMPEACTABISIET €000 TPyOKy JAMAMETPOM HECKOJBKO JIECSITKOB
MUKpPOMETPOB, COCTOSIIIYIO M3 OJHOIO CIIOSI TUIOCKMX KIIETOK, 3alOJHEHHYI0 KpPOBBIO
[119]. HecmoTps Ha To, uTO JIA 3MOpHOHA TaHUO PEPUO — OYCHb KOMITAKTHAs CHCTEMa
(ee paaryc COCTaBIISIET HECKOJBKO JIECITKOB MUKPOMETPOB) B MpoIecce 3MOpuorenesa
OHa JIEMOHCTpUpyeT BechMa cioxHoe mnoseaeHue. [Ipouecc DTl compoBoxkmaercs
pocTtoM, Murpanueit u nedopmaiueit, cocrapisromux JIA KIeTok, a Takke U3MEHEHUEM
KPOBSIHOTO JIaBJCHUS B CHUCTEME, KOTOpble NPUBOAAT K KPYIMHOMACIITaOHBIM
U3MEHEHUsIM pa3MepoB U Gopmbl gopcaidbHO aopthl [119]. HecmoTpst Ha TO, 4TO
JAHHBIN MIporiecc ObLT OTKPHIT MouTH 10 JeT Ha3aj, HaM He YJal0Ch HAWTH B JIUTEpAType
MOMNBITOK TMOCTPOUTh MAaTEMaTHYECKYIO MOJIEIb JTaHHOW CHUCTEMBbl U OOBICHUTH C
MO3UIIKN (PU3UKU SBOIOIUIO CUCTEMBI B IIPOIIECCE PA3BUTHUS IMOPHOHA.

N3menenuss Mopdosorun nopcaibHoM aoptel B mpouecce OITI cxoxu ¢
nedopManusiMyu BO3ZHUKAIOIIMMHU BO MHOTUX OMOTUYECKUX U a0MOTUYECKUX CUCTEMAX C
nogoOHol reoMmeTrpueit. IloMuMoO HeEyCTOMYMBOCTEH, BO3HHMKAIOIIMX B JIMIHIHBIX
MeMOpaHax, KOTOpble ObUIM MOAPOOHO HCCIENOBaHBI B pazfenax 2 W 3 JaHHOU
nucceptanuu, aedopmanuu  aopThl TAaKXKE HANOMHHAIOT HEYCTOMYMBOCTH B
BhIChIXaromux ressix [120] u kiaccnyeckux MUIMHAPHIECKUX 000I0YKaX, HAXOIAIUXCS
1oJ1 ACCTBHEM oceBoro cxkatus [121]. Onupasich Ha 3TH aHAJIOTHH, a TAKXKE HA JaHHBIC
MOJIYY€HHBIC TIPU MUKPOCKOITMYECKOM HCCIICIOBAHUH PAa3BUTHUS SMOPHOHA JJAHUO PEPHO,

KOTOpBIE OyIyT 00CYXAaThCsA B JAIbHEHIIIEM, MOKHO TIPEATOJIOKUTh, YTO TJI00ATBHBIC
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u3MeHeHus: ¢popmel aopTel B mporecce DITl cBsSi3aHbl UMEHHO C BO3HUKAIOIIUMHU B
CUCTEME MEXAaHWYECKUMHU HANpPsDKEHUSMU W ABJISIOTCS  PE3YJIbTAaTOM  IOTEpHU
YCTOMYMBOCTU CUCTEMOM M MEPEXO/y €€ B HOBOE COCTOSHUE, a HE OCYIIECTBIISIIOTCS
3apaHee TeHEeTUYECKH 3alporpaMMUPOBAaHHBIMU MEXaHU3MaMHU AYMOPHUOTEHE3A.

[enpr0 MaHHOTO pasjiesia AUCCEPTALUU SIBISETCS MOCTPOCHHE MHUHHMAIbHOMN
MOJIETIH I0PCaTbHON a0pThI, OOBSICHSIONIEH KPYITHOMACIITA0OHbBIE U3MEHEHUS €€ (POPMBI
u pazmepoB B npouecce OI'Tl. JIA paccmarpuBaercs, Kak TOHKas LUIMHIAPUYECKAS
000JI0YKa M3 H30TPOIHOTO YIPYroro Marepuana, HaXOAAIascs TMOJ ACHCTBHEM
PA3HOCTH JABJIEHUS U BHEIIHUX YIPYTUX CUJ, HAJIAraeMbIX MaTPULEH OKPYKAIOIIHUX €€

TKaHEH.
5.1 Mopeab aopThl

Hecmotpss Ha Hamumume oOmMX dYepT y TPyOUATHIX JUMHIHBIX MEMOpaH |
JIOPCaTbHOM a0pPThI PHIOBI TAHUO PEPUO, ITH CUCTEMBI 001a/1at0T PSIIOM CYIIECTBEHHBIX
paznmuuuii. Tak pgopcanpHas aopta B oriuude oT TJIM ob6magaeT TUOUYHOM
XapaKTePUCTUKOW TBEPJOTO Tella — HAIMYHEeM MOJYyJIeH CIBUTOBOH YIPYTOCTH, U B
OTIIMYHME OT JUMUIAHOW TPYOKH dHEprus aeGopManuy aopThl 3aBUCUT HE TOJBKO OT €€
KOHEeYHOU (hopMbI (cM. BeipakeHue (2.3)), HO ¥ OT BCeX TPEX KOMITOHEHT ITOJIsl CMEIIICHHU
(y TJIM 3TO TONBKO pajauanbHas KOMIIOHEHTA). YUMTHIBAas 3TU pa3nyusi, 0000IMM
MOJIeJTb, IIOCTPOCHHYIO B TIPEIBIAYIINX pa3jenax AUCcepTaIuu, u paccMoTpuM JA kak
JBYMEPHYIO YIIPYTYIO MWJIMHIPUYECKYIO 000JI0UKY B TPEXMEPHOM MPOCTPAHCTBE. MbI

napameTpHu3yeM MOBEPXHOCTh IOPCATIbHOM a0pPThI KaK:
X =[(R+ur ) cos ¢ -u, sin go]
y =[(R+ur )sin ¢ tu, cos go] (5.1)
Z,:Z‘H/lz
rie R — paanyc TpyOKH B paBHOBECHOM HEHAIPSIKEHHOM COCTOSIHUM, & W=[u,. ,u, ,u, | —

MoJIe CMENIEHUI MOBEPXHOCTU JIA B IMIIMHIPUYECKON CUCTEME KOOPAUHAT.
Baxxnolt ocobenHoctbio JIA siBisierca TOT (DakT, yTO BO BpeMsi OOJbIIEH 4acTh

npoiiecca EHT oHa HaxoauTcst B HAMPSXKEHHOM COCTOSTHUU (TI0JJOOHO MHOTHUM JAPYTUM
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OMOJIOTMYECKUM TKaHSIM TpU (PU3NOJOTHUECKUX yCIOoBUAX [122]). OTu HanpsokeHus B
OCHOBHOM BbI3BaHbI JJaBJIeHUEM KpoBU AP U pa3nuuusiMu B CKOPOCTH pOCTa 10PCaIbHON
aopThl M OKPYKAIOIIMX €€ TKaHe W MOTyT OBIThb Kak OJHOPOJHBIMH, TaK U
HEOJTHOPOAHbIMU. HeoaHOpoaHble HaIlpspDKEHHs MOTYT BO3HUKATh, HallpUMeEp, H3-3a
HEPAaBHOMEPHOCTH pocTa/fAedopmaniui OTAEIBHBIX KIETOK, oOpasyroumx JIA. Huxke,
OyJIeT TOCTpO€HA MOJENIh TPyOdaTol ympyroil MemMOpaHbl, CHUJIBHO YIpOIIaroas
pEabHYIO CUCTEMY U HE YUUThIBaIOIas IOJOOHbBIE HEOJHOPOIHBIE HAMIPSIKEHMS, @ 3aTEM
OyayT paccMOoTpeHbl mnyTh ee Moaudukanuu. Kak Oyaer mnpoIeMOHCTPUPOBAHO,
HECMOTPS Ha PsI/i CYIIECTBEHHBIX YIPOIICHUH MOJIEIh MOXKET OBITh HCIOJIb30BaHa JIJIs
MHTEPIIPETALNN HKCIIEPUMEHTAIBHBIX TAHHBIX U ITO3BOJISIET MOJIyYUTh HOBBIE 3HaHUS 00
aopTe ’MOpHUOHA JAaHUO PEPHO.

[Tpenmnosnarast HaaMuMe OJHOPOJHOTO HAIPSDKEHUS C BEJIMYMHOU G,, BAOJIb OCHU

JA, 3anuiiemM ee CBOOOJHYIO SHEPIHUIO KaK
A 2 2\ K N2
o = L [E (Sl-l- ) +u (eik ) + 3 (AH) — 0, '8Zuz] dS—APV, (5.2)
TJI€ &; — JIBYMEPHBI HENMHEHHbIN TeH30p nepopmanuii, A U U — IBYMEPHbBIE aHAJIOTH
koa(purmentos Jlame, Kk — xkordPuIeHT U3rHOHON YIPYrOCTH, AH’=(8§,ur+R2 8§ur-

8¢u¢)/R2 — IIPUBEICHHOE W3MEHEHWE KPHUBU3HBI IMOBEPXHOCTH TOPCAIBHOM AOPTHI.

WnrterpupoBanue Benercs mo Bcedl moBepxHoctd JA. V — BHyTpeHHHH 00BeM
nedhopMupoBaHHON MeMOpaHbl, a AP — mepenaj JaBieHUs B cucteMe. B cremyrommx
nozapasnaenax 5.2, 5.3 u 5.4 OyayT neTaibHO PacCMOTPEHBI: MOCTPOCHUE HETMHEHHOTO
TeH30pa AedopMaliu, BbIpaXKEHHUE IJIs1 TPUBEICHHON KPUBU3HBI TOBEPXHOCTH U pacyueT

o0beMa 1epopMUPOBAaHHOMN JOpPCATLHON a0PThl, COOTBETCTBEHHO.
5.2 HeauHeiiHblii TeH30p AedopMaIuu.

Kaxk HN3BCCTHO, KBaApaT pacCTOAHHA dTZ MCXKAY ABYMsS COCCAHUMH TOYKaAMH
MMOBCPXHOCTU MOZKHO BBIPA3UTh C IIOMOIOBIO €€ MCTPHUYCCKOI'O TCH30pPa g’-] u

NpUpAILEHNs dVj BEKTOPA NEPEMEHHBIX, TAPAMETPU3YIOLINX MOBEPXHOCTD:
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drz = gijdvidvj (53)

OpHako B cily4ae IMOBEPXHOCTH Je(HOPMHUPOBAHHOW ITWIMHAPEYECKOH MEMOpAHHI,
napaMeTpU30BaHHOW BEKTOPOM V=< ,Z>, BMECTO KJIACCHUYECKOTO METPUUYECKOTO

teHzopa [123] ymoOHee HCIONB30BATh «HOPMAJIM30BAHHBIN» METPUUYCCKUN TEH30D

— — — 0 .
m;; =My = YeGuVy> e Y =49% a g —  METpUYECKHH  TEH30p

Hee(OPMUPOBAHHOI TOBEPXHOCTH MEMOPAHLI. DJIEMEHTHI 9TOT0 TEH30Pa: Jo; = oy =

0, 92, =1/R, u g9, =1. Torna Beipaxenue (5.3) MOKHO HepenucaTh B BUJIE:
dTZ = mideide, (54)

raie w=< @R, z>. Tlocne TakoW NEPEHOPMUPOBKHM TEH30pD MM;;, XapaKTEPU3YIOUIMM
METPUKY  HEAeQOPMHUPOBAHHOW  UWIMHIPUYECKOH  IMOBEPXHOCTH,  CTAHOBUTCS

0e3pa3MepHBIM U UICHTUYHBIM TAKOBOMY JiJ1s1 EBKIIMI0BA MPOCTpaHCTBA pa3MEPHOCTH 2

— CAWMHHUYHBIM TCH30POM KpOHeKepa 61- ,Z[anee BOCIIOJIB3YyCMCA TCM, 4YTO B ClIy4dac

jo
nepopmanuu  oObgHOTO EBKIMIOBa mpocTpaHcTBa JitoOOW Manblii BekTop dX’
ne(OPMHUPOBAHHOTO IPOCTPAHCTBA BBIpaXKaeTCs dYepe3 TOT ke Bektop OXi 10

nedopMalm Kaxk
dX; = (8;; + &;)dX; (5.5)

[Mpuyem B ciaydyae omHOpOAHON nedopmanmu BeipakeHue (5.5) okaspIBacTCsS TOYHBIM

nake Ui HeMajblx BekTopoB. Mcnonb3ys (5.4) u (5.5) 3anumem
(511 + Aml])dWldWJ = (6ik + eik)(Sjk + Ejk)dWldW] (56)

rae Am;; = m;; — §;; — W3MEHEHNE HOPMAJIU30BAHHOIO METPUYECKOTO TEH30pa INPH
nedopmaruu. Pemras ypaBaenue (5.6) OTHOCHUTEIbHO KOMIIOHEHT TEH30pa AehopMaIiuu

&j, TIOTyYaeM:

e=Yym-46 (5.7)

HJIK C TOYHOCTBIO 0 YICHOB BTOPOIO IOPpAAKAa MaJIOCTH 110 mij:
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_ Amu AmikAmkj
UTT T8

[TocuntaB kKO3(PUIMEHTH METPUUYECKOTO T€H30pa 1e(HOPMUPOBAHHON MOBEPXHOCTH B

(5.8)

SBHOM BHJIC, ITOJTyYaeM CJICIYIOIIHE BRIpaKeHUs i KommoHeHT (5.8):

_upt 6(pu(p N (6¢uz)2 + (6(pur — u(p)z B (R62u¢ + a(,,uz)z

o0 =R 2R? 8R2
_ Riyu, + d,u,  Oyu, (6<pur - u(p) (R@Zu(p — a(puz) (ur + updy — Razuz)
2= ' 4R * 4R? (5.9)
(8Zu<p)2 + (0,u)? B (RO,uy, + 0¢uz)2

&2z = Ozl 2 8RZ2
[TouepkHEeM, YTO, XOTS JAHHBIA BBIBOJ OTIMYAETCS OT BbIBoja B [124], nuHEHHbIC
YJeHbl TCH30pPOB, TOJy4YaeMbIX B 000MX mMoaxojax, coBmagawr (B [124]

paccMarpuBaiach UCKIIOYHUTEILHO JIMHEHHAS 3a/1a4a).
5.3 IlepeHopmupoBKa cpeHell KPUBU3HBI MOBEPXHOCTH

[lepeHOpMUPOBKA BBIPAXKEHHUS JIJIs1 CpEJIHEN KPUBU3HBI MEMOpaHBI POBOIUTCS TS
TOTO, YTOOBI Pa3ACIUTh JHEPreTUYCCKHUE BKIANBI, CBSI3aHHBIE C AchOpMaIHsIMU
pPa3IUYHOTO THIIA, @ UMEHHO, YTOOBI C/IeTIaTh BKJIA] M3TMOHON COCTABIIAIONICH B YHEPTUN
(5.2) He3aBHCALIMM OT MPOU3BOJBHBIX OJHOPOJIHBIX Je(OpMAIHii TOPCATBHON a0PTHI,
COXPaHSIONMUX €€ MIIMHIPUIECKY0 ¢opmy. TakuMm oOpa3oM HOBOE BBIPOKECHHE IS

CpEIHEN KPUBU3HBI HAMJEM KakK
AH' = AH — AHR (5.10)

PaCCMOTpI/IM HN3MCHCHUC KPHMBU3HBI, CBA3dHHOC C OJHOPOJHBIM H3MCHCHHCM pagnyca

TPYOKH:
R 1 1
“R(1+e,,) R (5.11)
ITpuBeIst MOTyYEHHOE BEIPAKEHHE K OOIIIEMY 3HAMEHATEITIO, TIOJTydaeM:
R _ pg

"R ) 612
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YuuTeiBas, 94TO IJIsi IPOU3BOIBHBIX MAJBIX Jedopmaruit Epp K 1 Bxomsmas B (5.12)
KOMITOHEHTA TeH30pa ehopMaIiuu ONpeaesieTCs] BRIpaKEHUEM

(ur+0puyp)

Epp = P (5.13)
a cpeaHss KpuBH3HA MeMOpaHbl AH 3amaeTcst BeIpakeHueM (cM. padoty [124]):

02w, + R?0%u. +u
oUr z Ur r
AH = — — (5.14)

MoskeM 3amucaTh B IBHOM BHjie Beipaxxernue (5.10):

dguy + R?07u, — 0,u,,
RZ

B pe3ynbrare nojsyyaeM nNepeHOPMUPOBAHHOE U3MEHEHUE KPUBHU3HBI, HE 3aBUCAILIEE OT

AH' =

(5.15)

OJTHOPOJTHOTO M3MEHEHUS pajauyca MUIMHIPUICCKON MOBEPXHOCTH. JleCTBUTEIHHO, B
Bpipaskenuy (5.15) OTCYTCTBYIOT NuHeifHBIE KOMIOHEHT TeH3opa Aedopmanuu £f. C
(GU3HYECKON TOYKHU 3PEHHS MCIIOIH30BAaHUE 3TOTO BHIPAXKCHUS JOMYCTUMO, MTOCKOJIBKY
BKJIAJ] B SHEPTHIO CHCTEMBI OT OJHOPOHOTO YBEIUYCHHUS PaNyca aOpThl, CBA3AHHBIH C
ee pacTsDKeHHEM/CKaTHEM 3HAYUTEIIEHOTO MMPEBOCXOIUT BKJIAJI, OT TEX JKe AeGopMariuii,
HO CBSI3aHHBIH ¢ M3MCHEHHEM KPUBHU3HBI IOBEPXHOCTH BBHJIY MaJOCTH KOI(PPHUIIUCHTA

M3rMOHOM yIPYrOCTH MO CPABHEHUIO C IBYMEPHBIMU aHanoramu ko3¢ ¢uurenton Jlame.
5.4 O06beM nedopMUPOBAHHOI A0PTHI

O6beM neGopMUPOBAaHHOW HOpcayibHOW aopThl V OyaeM pacuuThiBaTh IpPHU

IIOMOIIIHY BBIPAXKCHUA:

1271 L a( )
. xX,V,Z
= d3R‘“=JJJ dadedz
J a(a <p,z) Y (5.16)
00 O
rne RN = (ax,ay,z) — COBOKYITHOCTh TOYEK, 3aKJIIOUYEHHBIX BHYTPU IWJIMHJIpA, a
0(x,y,2)
BBIPAXKEHUE a(a_q)z) — sKoOWaH Tmepexoja B HOBYI cucremy koopauHaT. [locre

WHTETPUPOBAHUSA O W NEPEXOo]ly K HMHTErPUPOBAHUIO MO MOBEpXHOCTU JA MbI

HoJTy4aeM BhIpaKeHHUe JUIsl o0bema nedopmupoBanHoit TpyOku (5.17).
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21

121 L
d(x,y,2)
V=R daded
e R
00 0
B Ur OplUy Uy 0u, 0Oy, 0 U,
—Llur<1+azuz+2R+ R + 2R + R

(5.17)
1
—z (up — Opur — 0yuy - puy + Uy - O,u,) + Ea(,,u(,,u + d,u,)

Uy * O U, N U, - azu(,,>

R R

1 1
+ EROZuZ — Ea(puz . <62u<p — >

1
+=R|dS
5.5 HanpsizkeHHOe COCTOSIHHE CHCTEMbI 1 MATPHUIIA YCTOHYHUBOCTH

Hanuuue OJHOPOIHBIX MEXAaHMYECKUX HAMNPSHKEHUM, BO3HUKAIOIMIUX IO
JEUCTBUEM OKPYKAIOIINX a0pTy TKAHEW U THAPOCTATHUECKOTO JIaBJICHUS (YWICHBI £,,0,,
u APV B suepruu (5.2)) BeeT K BOSHUKHOBEHHIO OJTHOPOIHOM e opManuu J0pcaabHON
aopThl, coxpauswoonieit ee Gopmy. Ilpu sToM mnosHoe mone cmemeHuit (1) MOXKHO

ICPCIIUCaTh KakK:

_ !
u=uy+u (5.18)
T'I€ BBI3BBAHHOC OI[HOpOI[HBIMI/I BHCIHIHUMMHU HaHp)DKeHI/ISIMI/I I10JI€ UMECT BU.

Uy =< S oR,0, £,z >, (5.19)

Haiinem siBHBIN BUJ OJIS Uy U pacCUUTaeM OJHOPOJIHBIE TeopMaliii, BOZHUKAIOIIUE B
cucreme. i1 3TOro JOCTaTOYHO pacCMOTPETH JIMHEWHYIO IOCTAHOBKY 3a/1a4H, 3aI11MCaB

SHEPrUIo OAHOPOHOM Aedhopmaniuu JIA kak:

A
AE = 2nRL (E (e9y + szz) +u((ed)? + (e2)?) — )
(5.20)
— APTR?L(1 + 2€0, + €5,)
B naHHOM BBIpaX€HUU OTCYTCTBYET M3THMOHAs YIPYrOCTh K U COOTBETCTBYIOIIMI BKJIA[
CBSI3aHHBIA C U3MEHEHHEM KPHBU3HBI MTOBEPXHOCTH JOPCAIBHOU aOpThl. DTO BBI3BAHO

TeM, 4TO BbIpakeHue Jyisi AH’ He 3aBUCHUT OT OJJHOPOAHBIX JePopMaIinii, He MEHSIOIINX

dbopmy aopThl. MUHUMU3HUPYS TAHHOE BBIPAKECHHE IO e&p ¥ £2, morydaeM BHIPaKEHHS
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JUISL OAHOPOAHBIX JedopMaluidl AOPCATbHOM aopThl, HE H3MEHSAIOIIUX CHUMMETPHIO
CUCTEMBI.

L0 APR(A + 4u) — 240, 20 20,,(A+ 2u) — APR(A — 2u)
ee 8u(d + p) T 8u(d+ p)

CtouT OTMETUTH, YTO TOJIe AedopManuii (5) BO3HUKAIOIIME TIPU PEIICHUH JITHHEHHOM

(5.21)

3aJ1ayu TaAK)KE COOTBETCTBYET MUHUMYMY B HEIMHEWHON TTOCTAHOBKE. ITO BBHIMOTHACTCS
Oylarogapsi TOMy, UTO HeluHelinbil TEH30p (5) ocTaeTcs uHetiHbimM 110 BeTUYUHAM U, U
d,u,

Jns Toro, yto6sl aedopmaruu (5) ocTaBaauCh MajJbIMU MBI IIOJaraeMm, 4to oda
KOHTpoJiupyomux mapamerpa APR W o0,, HaMHOTOo MeHbIIe (MO abCONIOTHOMY
3HAYEHUIO0) YeM JII000i u3 ko3 duiireHToB Jlame. B Takom citydae cBOOOIHYIO SHEPTHIO
cucteMbl A® MOXHO HaWTH KakK (YHKIHIO JOMOJHUTEIBHBIX BHPTYATBHBIX
JIOTIOJTHUTEIBHBIX CMEIICHUN W', BHIOPAB HANPSHKCHHBIH [IJTUHJIP, OMTUCHIBAEMbIH MOJIEM

CMeIICHHI U U dHeprueir @ (Uy) B KaueCTBE HOBOTO MOJOKCHHSI PABHOBECHSL.

AD(u') = O(u) — P(uy), (5.22)

BrimoHuB Bce He0OX0IMMBbIe T10JICTAaHOBKH B (5.22) M HMCIOJIB3YST COOTHOIICHHS
(05, ,APR < A, u), nuHEapU3yeM MOJCIIb, OCTABIISAS JIUIIb JUHCHHBIC WieHBI 10 AP u
0,, ¥ WICHBI MIEPBOrO W BTOPOTO TOPSIKA IO KOMIIOHEHTAaM IOJI CMEIICHUH U’ U UX
NpOU3BOIHBIM. [TOCKONIBKY KOMIIOHEHTBHI PaBHOBECHOTrO mojisi cmemeHuid ug (5.19)
SIBIIIIOTCS TMHEHHBIMU 110 HAIPSDKCHUIO 0,, W JaBJcHUIO AP, TO BCe COJIEpKalue ux
4JICHBI B BhIpaXeHUH —APV OyayT Kak MUHUMYM KBaJIPATUIHBIMHU 10 3TUM BEJIMYUHAM.
CrnenmoBarenbHO, (pakTHUECKH M3MEHEHHE 00beMa Je(opMHUpPOBaHHOM aopThl HE OyaeT
3aBHCETh OT HAYAJIbHBIX PABHOBECHBIX CMEIIEHUH Ug. CaMo ke BeIpaKeHUE I 00beMa
naroiee Bkiaan B (5.22) Oyaer B TOYHOCTH MOBTOPATH Beipakenue (5.17), mociie 3aMeHbl
U —> U’ ¥ MCKITIOYEHUS KyOUUECKHX 110 CMENIEHUSAM M X ITPOM3BOIHBIM YWIEHOB, TaK KaK
MBI pacCMaTpHBacM HCKIIOYMTEILHO TapMOHHUYECKYIO Teopuio. Mrak, B pamkax

JMHEAPU30BAHHON TEOPUM BHIPAKEHUE JII CBOOOTHOW SHEPTUU CUCTEMBI MPUHUMAET

Buj (5.23).
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AD = ADD 4+ f
S

A
(E (¢4 )2 +u (elik2)> + 0,,J1 +APJ;

(5.23)
N E(@éur + R?0Z2u, — 6¢u¢>2] s

2 R?

C1(2R9, w,)” + (RO, up— B, w;)’

178 R?
1 2 2
Jo=T¢w ((ZRal u) —8RO,u, 0, u+3(8,w;) +80,ur(8,ur —u,) (5.24)
— 8u, (u, — 9, u, + 2RO, w;) + RO, u, (3RO, uy, + 20, ul)>
9 Uy AP .
rie AW = &, a &, — (OpMabHO JHHEAPU30BAHHBIM TCH30p JedopMaruii &,

KOMITOHEHTBI KOTOPOT0 OBLTH TOJTydeHbI B moapasaeie (5.2). [ToguepkueM erie pas, uTo
(5.22) — QyHKIMOHAT MCKIIIOUUTENHLHO HEPAaBHOBECHOTO Toyst ', mostomy B (5.23) u
Jajee JJisl MPOCTOTHI MbI OIYCTUM INTPUXHU B 0003HAYCHUH ITOTO MOJIS.

Cuuras JAaMHY aopThl paBHOM L pasmokum Tmosie CMelieHdui u' B psa 10

cienyroneMy 0a3ucy OpTOHOPMHUPOBAHHBIX (PYHKITUH:

w; (p,2) = 2 Z (AL, et Umztne) (5.25)

NnN=—oco m=—oo

2mm ; .
rae k,, = — 5 MM — TeNble BOJHOBBIC YHCIA, A;Lm,l = 1..3 — KOMIUIEKCHEIE

aMILTATYIbI COOTBETCTBYIOIIUX TrapMOHUK pasyiokenus. Ilocne moacranosku (5.25) B
(5.23) u wuHTerpupoBaHHUs, JHHEHHBIC wWieHbl B (5.23) ucUe3alOT M BBIPAKCHHE

MpeBpaniaeTcs B

(0]

A® = 27RL Z My A A, (5.26)

n=—00,m=—00

riae matpunia M umeer cienyrommii Bug (5.27):

A+2u  k(R?k2, +n*)? AP(R?kZ, + 2n% —2) ) (k(R?KkZ, +1n%) A+ 2u (A —APR
R? R¥ + 2R + Ouzkm o R* R? _l( R ) m
a,
(K(R?kZ +1n%) A+ 2u R*(A+2p) +x 2+(3APR+8;4+2022) 2 (l+u—f) 3AP .
: R* Rz " R# " 8 ™ R g |™m

Ozz2

_(A—APR (/Hﬂ—T) 3AP , . (3APR+8u+ 20, ,
l( R )km <7R -5 nk, (A+2u)km+(—8R2 )n
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Matpuna M ompenensieT yCIOBUS BO3MOXKHOTO coOCyllecTBoBaHHS (a3. B
BBICOKOCUMMETPUYHON UUIUHAPUYECKON (a3e MOKHO BBIMIOIHITCS HEPaBEHCTBO
Det(M) > 0, a moreps Marpuieii M IOJ0XHWTEIBHON OIpPEIEIEHHOCTH O3HA4YaeT

CYILIECTBOBAHHE CMEXHBIX (OpM paBHOBeCHUs. TOUYKM MPOCTPAHCTBA KOHTPOIUPYIOUTUX

napameTpoB (APR,0,, ), KOTOpble HApyIIAIOT 3TO HEPABEHCTBO JUIsI KOHKPETHBIX
3HAYEHUH BOJIHOBBIX YHCEII N, M, COOTBETCTBYIOT TOUKAM IIEPEX0/1a B COOTBETCTBYIOIINE
HU3KOCUMMETPUYHBIE (pa3bl.

B nanHOoM pazzmene Mbl 00OOIIMIM pPa3BUTYIO paHee B JAHCCEPTAlUUd MOJEIb
JunuAHOW MeMmOpaHbl Ha ciaydail o000J04YkM, OOJiajaromield HEHYJIEBbIM MOIyJIeM
CABUTOBOM YNPYTOCTH, U MOJYYHIH HOBYI0O MUKPOMEXAHUYECKYIO MOJENb TOPCATBHON
aopThl IMOPHOHA PHIOBI JAHUO PEPUO — YPE3BBIYANHO MOMYJISIPHON MOJIETIEHON CUCTEMBbI
JUISL 3KCIEPUMEHTAJIBHOTO HCCJIEIOBAaHUS MPOLECCOB 3MOpHOreHe3a. JTa MOJAEIb
paccMaTpuBaeT AaopTy Kak M30TPOMHYI TpyOdaTyro MeMOpaHy, OO0JaJaollyto
CABUIOBOM YNPYTOCTHIO, HAXOMSILYIOCS O IEWCTBUEM T'MAPOCTATUYECKOTO AABICHUS
KPOBU M aKCHAJIBHOW HArpy3KoW, BO3HHKAIOLIEH M3-3a Pa3iu4Mii B CKOPOCTH pPOCTa
Mexay JIA u Tkanel BOKpyT Hee. [locTpoeHHas MOAeNb SBIIETCS CHIIBHBIM YIIPOIIEHUEM
peaNnbHOW CHCTEMBI, OJIHAKO €€ MWCIOJb30BAHUE JUIS IIOJYyYEHHsS KadeCTBEHHBIX
pEe3yNbTaTOB M BBIABICHHUS KIIOYEBBIX (DaKTOPOB, BIMSIIOUIMX HA H3MEHEHUE
MOp(}OJIOrMH MOBEPXHOCTH JOPCATbHON a0pThl, OMPaBIaHO, TOCKOJIbKY B HACTOSLIMIMA
MOMEHT HE MMEETCS] TOUHBIX KOJIMYECTBEHHBIX JIAHHBIX HU O BEJIMYMHE JABJICHHUS HU O
MaTepHalbHBIX KOHCTAHTAX, XapaKTEPU3YIOIINX, KAK CaMy a0pTy, TaK U OKPYKAIOIIHE €€
TKaHu. B ormimume ot padot [125, 126], paccMaTpUBaONMX aHATOTUYHBIC CUCTEMBI U
HaJararmMx OrpaHUYeHHs] HA CHMMETPUIO MUKPOTPYOKH elie Ha Tane GopMyIUpOBKU
MOJIeNIM, B pPa3pabOTaHHON B AMCCEPTAUMU MOJECIH CUMMETPHUSL CHCTEMBI SIBISIETCS
IIPOU3BOJIBHOW, a IMIOJY4YEHHas MaTpHla II03BOJISIET MCCIIEI0BAaTh YCTOWYMBOCTh

OTHOCHUTCIIBHO ITIOJTHOTI'O Ha60pa MOJ.
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6 AHAJIM3 YCTOMYUBOCTHU JOPCAJIBHOM AOPTHI

B nanHom paszene nuccepTanuy IpH MOMOINM MOJYYEHHOW paHee martpuilbl M
UCCIIEYEeTCSl YCTOMUYMBOCTh JOPCANBHOM aopThl 3MOpHOHA AaHWUO pepuo. s 3Toro
BBOJIUTCS Ppsii HE HapyHIAIOUUX CaMOCOTJIaCOBAaHHOCTh MOJEIU MPUOIUKEHUH,
MO3BOJISIONIMX TMOJYYUTh AHAJUTHYECKH BBIPAKEHUS [UJII KPUTHUYECKUX 3HAYCHUU
KOHTPOJMPYIOIINX TapaMETPOB: MPOJOJILHOIO OCEBOI0 HAINPSIKEHUS M Iepernaja
naBneHus. IlocTpoeHHass Teopus HCHOJIB3YeTCs JUIsl OMUCaHUSl SBOJIOUUUA  (HOPMBI
nopcanbHO aopThl B mpoiiecce DI'TI. B pazgene nmpoBoaAUTCS CpaBHUTEIBHBIN aHAIU3
MOJTYYEHHBIX PE3YJIbTATOB C YK€ M3BECTHBIMU PEIICHUSMHU JIJIsl KIIACCUYECKUX CHUCTEM,

paccMaTpuBaEeMbIX B MEXAHHUKE.
6.1 OcecuMMeTpHYHbIe KPUTHYECKHE MObI

Hcnone3ys maTtpuily M BechbMa MPOCTO MPOBECTH UYMCICHHYIO OLIEHKY OOJIacTH
YCTOMYMBOCTU BBICOKOCUMMETPUYHOM (ha3bl OTHOCUTENIBHO MOJHOrO0 Habopa MoJ MpH
YCIIOBUHM, YTO M3BECTHbl 3HAYEHUS MATEPUAIbHBIX KOHCTAHT, XapaKTEPU3YIOIIHUX
cuctemy. OqHaKo, BBUIY CIIOKHOCTHA ONPEACIUTENS], MOJYYUTh U MPOAHAIUIUPOBATH
AQHAJIUTUYECKUE BBIPAXKEHUS ISl KPUTHUECKUX 3HAUCHUN YIPABISIOUIMX TMapaMeTpPOB
APR wu 0,, HanmpsMyl0 BecbMa CIIOXHO. [lo3TOMy MBI BOCIOJB3yeEMCS PSAIOM
npUOIMKEHUHN, HE HAPYIIAIOIINX CAaMOCOTJIACOBAHHOCThH MoJieNu. Tak Kak XxapakTepHbIe
pasmepsl A yIOBIETBOPSIOT COOTHOIIEHHWIO L>>R, MBI MOXeMm paccmaTpuBath
BOJIHOBOUW BEKTOp k,,, Kak BETMYMHY C HEMPEpPHIBHBIM CHEKTPOM 3HaueHHil. B Toxe
BpeMs, MOCKOJIbKY COTJIACHO AaHHBIM (PIIyOPECLIEHTHOW MUKPOCKOIHMH B XOJI€ PA3BUTHS
aMOpuoHa ock JIA ocraercs npsMoH, pa3yMHO MPEAINOJIOKHUTh, YTO BO3MOXKHAs MOTEPS
YCTOWUYMBOCTU B CHCTEME OCECUMMETPUYHA U CYUTATH BOJTHOBOE YHCJIO N paBHBIM HOJIIO.
Torma xoadpduuuentsr Miz,M21,M23,M3, oOpamatorcss B HOab W Marpuna M
KBa3WIMaroHAJIM3YyeTCs, a MOTEPS YCTOMYMBOCTH CUCTEMOM IMPOUCXOIUT OTHOCUTEIBHO

MOJ TOPUPOBKH B TOUKE

My1M33 — My3M3, =0 (6.1)
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Bripaxas u3 (6.1) 0,, kak QyHKIIHIO BOJHOBOI'O BEKTOpa K,,,, HAXOJAUM €ro 3HaYCHHE,

MUHAMH3UpYIoMee (110 a0COFOTHOW BEIMUNHE) HANIPSDKCHHE O, -

4u(A+ w) — APR(APR — A+ 2p)
K(A+ 2u)R?

K =

(6.2)

Kak Oyzer nmpoieMOHCTPUPOBAHO B CIEAYIOIIEM IOJpa3jese, MMEHHO OTHOCHUTEIBHO

KpHTquCKOﬁ MOJbI FO(I)pI/IpOBKI/I C TaKUM BOJIHOBBIM BCKTOPOM CHUCTEMaA U IIOTCPACT

YCTOI‘/’I‘II/IBOCTB. HpI/I 9TOM KPHUTHYCCKOC 3HAYCHUEC O0,, 3a4aCTCs BbIPAKCHUCM:

_ APR 2V |4u(A+p) — APR(APR — A + 2p)
92z =777 TR 1+ 24

(6.3)

O6a ympamswonux napamerpa APR u 0,, MHOrO MeEHbIIE JO00ro U3
ko3punueHToB Jlame mno aOCOMOTHOMY 3HAYEHUIO (MajJOCTh ATHX MApaMeTPOB
oOecrieuynBaeT MajocTh aedopmanun). Benencrsre 3Toro, NOJKOPEHHOE BBIPAKEHHUE C

TOYHOCTBH OO YJICHOB BTOPOTI'O IIOPAAKA MAJIOCTH ITPUHUMACT BHU!:

APR K 2,/ KE5p

O,, = —— 1+2Qv,p—1) £, R? — R (6.4)

4u(A+ o
rae E,p = lf1(+—2;) — AByMepHbIA Moaynb FOHra, a vyp =

— IBYMEPHEINA aHAJIOT
A+2u ABYMED

kodpdunmenta Ilyaccona. Ilockonbky TomamumHa cTeHOK JIA sBIseTcs Mallol IO

CPaBHEHHMIO C €€ JAMaMETPOM, C XOPOIlIeH TOYHOCTBHIO BBIMOJHSAETCS COOTHOIIECHUE

APR
k < E,pR?, Torna BblpakeHHE B CKOOKax IpH ——, MOXHO CUMTaTh ~ 1. Takum

o0pa3oM, OTpHUIlaTeIbHBIC (CKUMAIOIINE) HAIMPSHKEHUS POCTa JEHCTBUTEIHLHO MOTYT
necrtadbmimmsupoBarh JIA, mpuBeas Kk oOpasoBanuio rodpupoBku. [lpu sTOM
MOJIOKHUTENIBHOE  TUJIPOCTATUYECKOE  JIABJICHHE  KPOBM  HAO0OpPOT  SIBISIETCS

CTAOMIM3UPYIOIUM (DAKTOPOM, TaK KaK JJIsi IPEOI0JICHUS CO3/]JaBaeMOT0 UM B MeMOpaHe
APR
PACTArMBAIOWIETO HANPHKCHUA ———  HYKHO OoJpITlIee CKUMAIOIIECE HATMpPsHKEHUE.

Beipaxkenne (6.4) WHTEPECHO CpPaBHUTh C KJIIACCHYECKUM  PE3yJbTaTOM  JUIs

TOHKOCTEHHOM IUJIMHIPUYECKON 000JI0UKH, CKUMAEMOU BIIOJIb €€ TiiaBHOM ocH. [locne
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nojactanoBkn AP =0 B Bbeipaxkenue (6.4), mocienHee CTaHOBHUTCS aHAJOTHYHO

Kiaaccuueckomy [121]:

2VDEh
Opp = ——5— (6.5)

rae h — tommuua oGomoukw, E — momyns HOnra, R — paamyc oGomoukm, D — ee

IIWIMHAPUYECKas )KECTKOCTb.
6.2 IBoutonus GopMbl peaibHON CHCTEMBbI

Teneps nepenieM K CPaBHEHHIO IIOJYYEHHBIX PE3YyJbTAaTOB C KCIIEPUMEHTAIBHO
HaOmomaemoir  opmoit JIA Ha BpeMEHHOM NpOMEXyTke 25-65 wyacoB mnocie
omntoaotBopeHus (UI10), B KOTOpOM MPOTEKAIOT TaK U1K HHAYE CBSI3AHHBIE C YHI0TEINO-
reMOIIO3TUYECKUM IIEPEXOOM IPOLIECCHL. 3a 3TO BPEMS a0pTa MPETEPIIEBAET HECKOIBKO
I100aNbHBIX U3MEHEHUH: Ha TpoMexkyTKe ~25-30 UIIO ee paanyc yBennmuuBaeTcs No4TH
B 2 pa3a, ogHako ¢opma ocraeTcs IIMHApUuyeckoil; okoio ~40 YIIO B cucreme
HAYMHAECT Pa3BUBATHCSA HEYCTOMYHMBOCTH C JOCTATOYHO SIPKO BBIPA)KEHHBIM BOJIHOBBIM
BekTopoM (Pucynok 6.1) n Hakoner mocie ~60-65 YIIO aopta Bo3BpamaeTcs K CBOMM
UCXOAHBIM pa3mepaM U GpopMe.

HecMoTpst Ha To, 4yTO pa3paboTaHHas JHHEApU30BaHHAs TEOPHUS paccMaTPHUBAET
CPaBHUTEIBHO HEOOJbIINE Ne(opMaIlii CUCTEMBI, B TO BPEMs KakK paJudyc aopTbl Ha
UCCJIENYEMOM BpPEMEHHOM IIPOMEXKYTKE M3MEHSAETCSd MpPakTUYECKH B 2 pasa,
HEpPaBHOBECHbIE HANPSDKEHMS, BBI3BIBAIOIINE TOTEPI0 IMIMHIPUYECKON (HOPMBI,
SBJIAIFOTCS MaJIbIMH, M MOJEJIb MOXET HMCIOJIb30BaThCS Ul aHAJIW3a YCTOWYMBOCTH
CUCTEMBl B KaxaoM Touke mnponecca. I[lpu 3TOM, MarepuandbHble KOHCTAHTHI,
XapaKTEepU3yIOLIME CUCTEMY, ONPEAECIAIOTCS OTAECIBHO Ha KAXKJIOM JTalle €€ pa3BUTHS,
MOCKOJIbKY JKHMBBIE TKaHU TPHU (PU3MOJOTHYECKHX YCIOBHUSX B OOJIBIIMHCTBE CBOEM
00JIalal0T HEJIMHEWHOM ynpyrocthlo. [10g00HBIM TMOAXO0J 4YacTO HUCIOIb3YeTCS IS

MO/ICIMPOBAHUS JKUBBIX TKaHel [122].
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Pucynoxk 6.1 — @otorpadus cermeHTa 10pcaibHOI a0pThl 3MOpHOHA 1aHuo pepuo — 50
4acoB NOcJIe OMI00TBOpeHUs. CTpeNKoi MoKa3aH BOJIHOBOW BEKTOP Ky,
HEYCTOWYMBOCTH TUIIA TOPPUPOBKA, BOSHUKAIOIIEH B cucTemMe. MaciiraOHas MeTKa —

25 MUKpPOMETPOB.

[To Bceil BUAMMOCTH, Ha HayaJbHBIX 3TaNax POCT TPYOKH U OKPYKAIOIIHUX €€
TKaHEWN ABJISETCS OJHOPOAHBIM M HE COMPOBOXKIACTCS BOZHUKHOBECHHEM HAIPSIKCHUU,
JIOCTATOYHBIX JIJIs1 BOBHUKHOBEHUS Jiepopmariuil, U3MEHSIOINX CUMMETPHUIO CUCTEMBI. B
TOXKE BpEMs YBEITMUCHHUE pajinyca TPYOKH JAOJKHO MPUBOJUTH K CHUKEHUIO KPOBSHOTO
JMaBJICHHUS M, COTJIaCHO Hammed wmojenn (cM. BbipakeHue (6.4)), K yMEHBIICHHUIO
YCTOMYMBOCTH CUCTEMBI K aKCHAJIBHOM HAarpy3Ke. 3aTeM, Korja pa3HOCTh CKOPOCTH POCTa
CTaHOBUTCSI JOCTATOYHOM JJII CO3JAHMSI KPUTHUYECKOTO CHKMMAIOIIETO HAMNPSKECHUS B
JIA, TpyOKa TepsieT yCTORYHUBOCTD M TOSABISICTCS 1ehopMaliysi C BOJTHOBBIM BEKTOPOM K,
n300paxkeHHbIM Ha PucyHok 6.1. B panbHeiimem oTAenbHBbIE KIETKH B pPE3yJIbTaTe
pa3Butua npouecca OI'Tl HaumHaroT nmokupars J[A, 4TO NPUBOAAT K YMEHBIIEHUIO
IJIOIIA/IA €€ IOBEPXHOCTH, a, CJIEIOBATENIbHO, U MEXaHUYECKUX HAIMPSKEHUN B CUCTEME,
1 MUKPOTPYOKa IMOCTETIEHHO BO3BPAIIAETCSI K CBOUM MCXOJIHBIM pa3mepam u Gopme.

Nuannuanus camoro mpouecca BbIX0JIa CTBOJIOBBIX KJIETOK M3 J[A Takke MOXeET
ObITh OO0yCIIOBJIEHA TMOTEPEM YCTOWYMBOCTH OTACIBbHBIMU KJIETKaMHu aopThl. Kak
oocyxaanocs B [119] mucnonp3oBaHnMe PEaKTUBOB, HAPYIIAIOIIUX MOJMMEPHU3AIUIO U
COKpAIllEHUE aKTHHA, (DOPMUPYIOMIETO KOJBIIO BOKPYT KJIETOK TOTOBBIX K BBIXOIY H3
aopThI KJIETOK, IPUBOJAUT K TOMY, YTO YacCTh TAKUX KIJIETOK BBIIIyUYHUBAETCSA HE HAPYXKY, a
Bo BHYTpb [IA. Ha ocHOBaHMM ATHUX MAaHHBIX MBI MOXEM IMPEANOJI0XKUTh, YTO K
HEYCTOMYMBOCTH, BbI3biBatouied OI'Tl, mpuUBOAST MMEHHO HANPSIKEHUS B IJIOCKOCTHU

a0pThl, CO3JaBa€MbIC HCOAHOPOAHOCTAMH  POCTa COCCAHHUX  KIICTOK, a HE
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TUAPOCTATUYECKOE AaBJIEHNE KpOBU. [Ipyu 3TOM 3ameTnM, 4TO YyCTOMYMUBOCTh OTIEIBHBIX
KJIIETOK MOYKET OTIMYaTbCsd OT YCTOMYMBOCTU AOPThl KakK LEJIOW LMJIMHIPUYECKOU
TpyOKu. Tak AOMOIHUTENBHYIO KECTKOCTh JIA MOTyT oOecrneunBaTh MeCTa COSIUHEHHUS
KJIIETOK JApYr C APYroM. YCTOMYUBOCTH OTIEIBHBIX KIETOK MOYKHO OLICHUTb, KakK
YCTOMYMBOCTh IPUMEPHO IIOCKUX IUIACTUH cO cTopoHOoM R. Ilpu aToM 1uisi BETMYMHBI

KPUTUYICCKOI'O HAIIPSIKCHUA UMCCM:
— bl 2
Ozz = —0z; — Kk (6.6)

rae k = l.m/R, a gL} — nonoxkuTenbHbIe (pacTATUBAIONINE) HAMPSKEHNUS, CO3/]aBaeMble
KpoBbio. Koo durment [, 3aBUCUT OT TUNA TPAaHUYHBIX yCIOBHMA. Tak JJIsl MIApHUPHO
3aKpeIICHHOW Ha KOHNax kietku [.=1 (ucxons w3 (Gopmbl KIETOK M TOBEACHUS HX
rpanul] B ipouecce DI 'TI, mapHupHOE 3aKperieHue sapisgercs Handoee OJU3KUM BUIOM
I'PaHUYHBIX YCIOBHH M3 CTaHAapTHOTO Habopa). Beipaxkenue (6.6) moctaTowHO MpPOCTO
IOJIYYHTh, B YACTHOCTHU 3TO MOKHO CJI€NIaTh, UCXOAs U3 TOTO, uTo M1 = 0 mpu R — oo,

49TO COOTBCTCTBYCT IICPCXOAY OT HI/IJII/IHI[pI/I‘IGCKOﬁ T'COMCTPHUH K IJIOCKOM.

6.3 HeocecumMeTpHUHbIe HEYCTOHYMBOCTH B I0PCaIbHON aopTe U 00Cy:KIeHHe

CXO0KHX CHCTEM.

Pa3zBuTas Moziens MOKET OBITh UCIIOJIB30BAHA U JIJISl ONMCAHUS APYTHUX MOJOOHBIX
aopte cucteM. HWHTepecHO CpaBHUTh MpEJICKa3aHUsd MOJEIU C pe3yibTaTaMu
UCCIICIOBAHHI TOX0XKUX CHCTEM, MPEICTABICHHBIMU B iuTeparype. Tak B padote [126]
paccMaTpuBaiach apTepusi, HAXOAIASCS MO ICHCTBUEM Pa3HOCTH JTaBJICHUN U OCEBBIX
HanpspkeHnil. COrJIacHO aBTOpam MOJ JACHMCTBUEM PACIHPAIOLIETO THIPOCTATUYECKOTO
nasnenuss AP > 0 TpyOuaras memMOpaHa MOXET NOTEpPATh YCTOMUMBOCTh Ha)ke MpuU
MOJIOKUTENIbHBIX 3HAYCHUSX HAMPSDKCHUS 0,,. [Ipu 3TOM B KayecTBe KPUTHUUYECKOM
BBICTYIMA€T MOJAa Mporuda ¢ BOJIHOBBIM BEKTOpoM k,, = m/L. Ananorudy"as moja
OMUCHIBAET MOTEPIO YCTOMUUBOCTH YIPYTOTO CTEPXKHSI C HMIAPHUPHO 3aKPEIICHHBIMU
KOHIIaMH, TIOJIBEp)KEHHOTO oceBoMmy cxaruio [91]. PaccmarpuBarh momo00HYIO

HeycToluuBocTh [IA (B oTiuumMe OT apTepuii) HelenecooOpa3Ho, MOCKOJbKY Kak
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MMOKa3bIBAIOT SKCIIEPUMEHTAIBHBIE TAHHBIE €1 HE IACT PA3BUTHCS MATPHUILIA OKPYKAOIINX
aopTy TkaHed. TeM He MeHee MHTEPECHO PACCMOTPETh YCTOMYMBOCTH OTHOCUTEIBHO
MoI00HOM MOJIBI B pamMKax Hamied mojaenu. JIjist 3Toro mojokuM N=1 u, Kak U paHee,
HCCIICYEM MOJIOKUTEIBHYIO ONPEACICHHOCTh MaTpullbl M. Onpenenuresib MaTpULIbl B

TaKOM CcClIydac ABJICTCA MHOT'OYJICHOM BOCbBMOH CTCIECHHU II0 BOJIHOBOMY BCKTODPY

k., Buna:
D = a;k2, + ayky, + ask$, + a, k8, (6.7)

2mm
34€Ch, KaK U paHEe, km = T' a KOG(l)(bHHI/ICHTBI a; ABJIAIOTCA Q)YHKHI/ISIMI/I InmapaMeTpOB

AP u 0,,. Onpenenurens (6.7) HE COIEPKUT CBOOOTHOTO WICHA M oOpaIiaeTcs B HOJb

npu k,, = 0. Takoe TpuBHAIBLHOE pEIICHHUE COOTBETCTBYET O€3dPHEPreTUYECKON

(ronmncroyHoBcoi) mone (N=1,k=0), omuceiBaromiell ABMXKCHHE TPYOKH Kak IIEJIOTO.

YtoOBI HAUTH KPUTHYCCKOC 3HAUCHUEC CXKUMAIOIICTO HAIIPSAXKCHUA O,,, IPUBOAAIICTIO K

NOTEPU OCECUMMETPUYHON (POpMBI TpyOKH, BBEIEM HOPMAJIU30BAHHBIA BOJHOBOM
BeKTOp k = k,, R. YuuTbIBasi, 4To s AnMuHHON TpyOku (L>>R) kpuTryecKuii BOJIHOBOI
BEKTODP K SIBJISIETCSI MAJIOM, HO B TO>KE BpeMsI KOHEYHOM BEJIMYMHOM, 3HAUEHUE [TapaMeTpa
07, TIPH KOTOPOM Pa3BHBAETCS HEYCTOHUMBOCTh, MOKHO OIIEHHTH U3 ypaBHEHHs a; k% +
a,k* = 0. Jlng aHANMTHYECKOH ONEHKH pEIIeHHS BOCIONB3YEeMCS COOTHONICHHEM

APR < u,A, a taxke manocteio K. Torma KpuTHUeCKOe CXKHMAIOIIEE HAMpsHKCHHE

MOJKHO 3aIluCaTh B CJICAYIOIICM BUJC!

2

A+ wWR?* +k

o = =2p > (6.8)
A+ 2WR?* + K

Tenepr paccMOTpUM JpPYyrol TUN HEYCTOMYMBOCTH B CHUCTEME, BbI3BIBAEMBIN

pa3zHocThio naBneHuid AP. Ilpenmnonoxum, 4yTo mocie MOTEpPH YCTOMYMBOCTH TpyOKa

COXpaHseT TPAHCISAIMOHHYIO CHMMETPHUIO U TOJIcTaBlsieM k,, = 0 B matpuiry M. Ecnu

BBIMIOJHSIETCSL yCioBUe |n| > 1, yCTOWYMBOCTD CHUCTEMbI OMPEACISICTCS CIIEAYOIUM

HEPABEHCTBOM:

M11M3y — M1,Mp4 >0 (6.9)
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[lpu stoM cnyyait ¢ |n| <1 nmomkeH paccMaTpUBATBCS OTHAEIBHO, IMOCKOJBKY
TPAHCIISLNS ¥ TIOBOPOT TPYOKHM KakK I1€JI0r0 HapyIIaloT HepaBeHCTBO (6.9), HO He BIUSIOT
Ha YCTOHYMBOCTH TpyOku. Pemas HepaBeHcTBO (6.9) oTHOocuTenbHO AP, monydaem
BBIPKEHUE VISl pa3HOCTH JJABJICHUM:

(n? -1+ 2wk

AP > —
R3(A+ 21 + /R?) (6.10)
[TpuHUMas Bo BHUMaHKeE cOOTHoMmeHus k << AR?, uR?, Mbl MokeM ynpocTuTs (6.10) 1o:
(n? — Dk
AP > TR (6.11)

W3 HepaBencTBa (6.11) jerko Mmoixy4mTh, YTO paccMaTpuBacMas HEYCTOMUHNBOCTh
CBsI3aHA C IBaKIIbI BRIPOKICHHON Mool [n| = 2, k,,, = 0 1 BO3HHKaET, KOT/1a pa3HOCTh

JaBJICHUI JOCTUTACT KpUTHIEeCKOro 3HaueHus (6.12).

AP = —— (6.12)

CornacHO 3TOMY KiaccuueckoMmy pesynbTaTy [121], momepeuHoe cedeHue YIpyrou
HWIMHAPUYECKOM  00OJIOYKM, HaXOJsIIeHcss TMoa  JIEWCTBHEM  KPUTHYECKOTO
CKUMAIOIIETO THAPOCTATUYECKOTO JaBJICHUS, TPUHUMAET OBaIbHYIO Gopmy. OmHako,
KaK M pacCMOTpEHHas paHee OilepoBa HEYCTOMYMBOCTb, 3Ta HEYCTONYMBOCTH
MOMEPEYHOT0 CEUEHUs TakKe He HaOII0JaeTcss B JOPCATbHON aopTe, MOCKOJBbKY
JIaBJICHUE KPOBU SIBJIACTCS, OUYEBUIHO, MOJIOKUTEITBHBIM.

Teneps cpaBHUM YCTOMYMBOCTh TPYOKH OTHOCUTEIHHO HAWJEHHBIX KPUTUUECKUX
MO/ JIJIMHHOBOJIHOBOTO H3rvba, roppupoOBKH U TOMEpeyHoro cedeHus. st storo

BBEJIEM J[Ba MaJIbIX O€3pa3MEpPHBIX MMapaMeTpa: HopMalu3oBaHHoe naBinenne p = APR/E

¥ HOPMAJIM30BAaHHYIO U3THOHYIO YIIPYTOCTh Y = Y JUISI HATJISTHOCTH PaCcCMOTPUM

E,pR?

Cllydyail HEC)KMMAaeMmMoro Marepuana TpPyOKH, TIOJIOKMB  JIBYMEPHBIA  aHAJOT
kodpdunmenta IlyaccoHa paBHBIM e€AuHUIE V,p = 1 (B OTIMYHE OT TPEXMEPHOIO
ciydasi, B KOTOPOM HEC)KUMAEMOMY MaTepHanly COOTBETCTBYET 3HaueHue v = 1/2).
Torna, OCTaBHB TOJILKO MEPBBIC 3HAYAIIKME MO ¥ U K 4WieHbI, BeipaxkeHus (6.4), (6.8) u

(6.12) mosxHO TIepenucaTh COOTBETCTBEHHO Kak (6.13),(6.14) u (6.15) cooTBEeTCTBEHHO.
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p
o2 == [E 1+ 2) + 7] Bz (6.13)
E 2R\ ?
ot~ =) (014
p ~ —3y? (6.15)

VYpaBuenue (6.14) mokas3pIBacT, YTO KPUTHUECKOE 3HAUCHUE OCEBOTO HAINPSHKCHUS
o2k penymee k DiinepoBoii HEYCTOHYMBOCTH NPOMOPLMOHATBLHO KBAAPaTy OTHOIICHHUS
paanyca TpyOKM K €€ JJIMHE, B TO BpeMsl KaK yCTOWYHUBOCTH MOJBI TOGPUPOBKU HE
3aBHCUT OT COOTHOIICHHS 3TUX pa3MepoB BoBce (6.13). Ha pucynke 6.2 u3zoOpakeHa

00JaCTh YCTOMYMBOCTH CHUCTEMBI B MPOCTPAHCTBE MapaMETPOB HOPMAIU30BAHHOTO

o
JABJIEHUSI P U HOPMAJIM30BAaHHOTO OCEBOT0 HANPSKEHUS 0 = Eﬂ B paccmaTtpruBaeMom
2D

NPUOJIMKEHUU TPaHUIA YCTOMYMBOCTU MOJbI DiiepoBa m3ruba OyJeT MpeacTaBisiTh

co00¥ MPSMYIO TOPU3OHTATIBHYIO JIMHUIO, @ TPAaHUIA YCTOMUYUBOCTh MOJIbI TOGPUPOBKHU
. 1 .
OyneT 3amaBaThCsl MPSMON C KOA(DPUIIMEHTOM HAKJIOHA = — 5> Tlepecekaromer och

abcupcc B TOYKE O = —), M, HAKOHEll, BEpPTHKaIbHAas OpaAMas JUHUA p = —3)y?2
COOTBETCTBYET HEYCTOWYMBOCTH IIOTIEPEYHOTO CEUCHHUS C BOJIHOBBIMH YHCJIAMHU
In]=2,m=0. B otauuue ot [126] B pa3paboTaHHO# B AMCCEPTAIIMM MOJCIIH PACTSIHYTAasI

TpyOKa HE MOXET OBITh ACCTAOMIN3UPOBAHA MTOJIOKUTEIHHBIM ITEPENaoM TaBIICHUS.
6.4 BkJaja okpy:KamuX TKaHel B yCTOHYUBOCTH CUCTEMBI.

Wtak, B moapasznenax 6.1 u 6.3 ObUIM paccMOTPEHBI BO3MOXKHBIE KPUTHUECCKUE
MOJbI, @ TakkKe TO, KaKUM O0pa3oM MaTepHaJIbHbIE KOHCTAHTBI, XapaKTEPHU3YIOLIUE
TpyOKy, OIpenenstoT  00JlacTh  YCTOWYMBOCTH  CHCTEMBbl B INPOCTPAHCTBE
KOHTPOJIMPYIOIIHUX NapameTpoB < 0,p > (HOPMAIM30BAHHOE OCEBOE HAINPSIKEHUE U
HOPMaJIM30BaHHOE JIaBJIEHHWE, COOTBETCTBEHHO). OJIHaKO BCE 3TO BpEMs MBI JIMIIb
KOCBEHHO YYHUTBIBAJIM BIUSHUE OKPYXAIOMIMX TPYOKy TKaHed. B manHoM mopapaznene
UCCIIEYeTCSl KaK YCTOWYMBOCTH CUCTEMbI 3aBUCUT OT CBOWCTB OKPY KAIOILIEW MaTpULIbI

TKaHEN.
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Pucynok 6.2 — YCTOHYMBOCTD KPUTHYECKUX MOJT TPYOKH C COOTHOIIICHHEM
r/L=1/50. He 3akpatienHast 06J1acTb COOTBETCTBYET BHICOKOCUMMETPUIHOM
nuuHApudeckoit dase. KpacHas TuHUS COOTBETCTBYET KPUTHUECKUM 3HAUYCHUAM
aAKCHUAJILHOM CHUJIBI 0 PUBOSIIIUM K BOBHUKHOBEHHIO KJIACCUYECKOTO OAKIIMHTA C
MIEpUOIOM PAaBHBIM JIJTMHE aOPThI. 3€JI€Hasl BEPTUKAIbHAS JIUHUS COOTBETCTBYET
KPUTHYECKOMY 3HAUCHHIO JABJIEHUS BEAYIIEMY K HEYCTOMYMBOCTH IONIEPEYHOTO
CEUCHHUSI C BOJTHOBBIMU uuciIamMu |n|=2, m=0 nis TpyOKH ¢ HOpMaJTU30BaHHON M3rHOHON
ynpyrocteio Y = 1/25. HaGop cMHUX TMHUIA COOTBETCTBYET KPUTHICCKUM 3HAUCHUSM
AKCUAJIbHOW CUJIBI 0, PUBOASAIIMM K BOSHUKHOBEHHUIO HEYCTOMYMBOCTH THIIA
ropupoBKa B TPyOKax C pa3InYHBIMU U3THOHBIMU KECTKOCTSIMU: CIUIONTHAS JTMHUS —
y = 1/25, npepoiBuctas nunusg —y = 1/250, nynxrupnas munausg —y = 0.

[IpocreiimM cmocoboM y4ecTh BIUSHUE Cpebl B ciaydae [IA siBisieTcst BBEICHHE
c .
B SHepruto (6) ueHa P u,.2, rne C — QpeHoMeHoNornyeckuii Kod(pQUIUEeHT NTMHUHTa

[124,125]. OObyHO B cCily4ae IWIMHAPUYECKUX O00JI0YEK, OKPYKEHHBIX YIPYroi
AIACTUYHOM CPeIoi, TaHT CHIIMATBHBIN MUHUHT HAMHOTO cjlabee paauaibHOTO, TIOATOMY
JUTsl OOJIBITICH HATJISITHOCTH MBI OCTABJISIEM JIMIID YiIEH MPOTOPIMOHAIBHBINA KBaIpaTy
paauanbHbIX cMeriennid B 3Heprun (5.23), kak 310 ObLIO caenano B padotax [124,125].

3aM€TI/IM, 4TO COrJIaCHO SKCIICPUMCEHTAJIbHBIM JaHHBIM B ITPOLUCCCE PA3BUTHUS 3M6pI/IOHa
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(30-60 YITO) kneTku, popMupyromme TpyoKy, CIOCOOHBI CO BpeMEHEM MUTPUPOBATH,
o0ecrieunBasi  IICIOCTHOCTh MEMOpaHBI, TIIOCJIE€ BBIXOJA OTACTBHBIX  KIETOK,
npeBpanarommxcss B cTBojioBble [119]. DTOT »KCIEpUMEHTAIBHBIA (aKT TaKkKe
MOJITBEPXKIAET IIEJIeCO00Pa3HOCTh HCIOJNB30BAHUSA HCKIIOUUTEIBHO PaJHaIbHOTO
nuHUHTa. B Matpuie M 3To npuBeneT K MOSIBICHHUIO TOTIOTHUTEIRHOTO caraemoro C B
anemeHnTe M1, B pesynbprare n3-3a B3auMOAEHCTBUM MEXKILY A0OPTON U OKPYKAIOIINMHU €€
TKaHSMH HEPaBEHCTBO, OIMCHIBAIONIEE HEYCTOWYUBOCTh IOMEPEYHOTO CCUCHHSI
MUKpOTpyOKH (6.11) mprHUMaET Clenyromuii BU:

CR (n? — Dk

AP > — —
(n2-1) R3

(6.16)

Ecny nuHUHT 10cTaTodHO cnadeii CR* < Kk, To moTeps yCcTOMYMBOCTH IIONEPEYHOIO
CeUCHUS MPOUCXOIUT 1o Mojie |n|=2, m=0, kak u B ciry4ae cBoOOHOM TpyOKH. OHAKO,
KOT'JIa B3aUMOJIEHCTBHE C OKpY:Karoleil cpeoil urpaer cymecTseHHyto poiab CR* [k >>
1 — TpyOKa TepsieT yCTOWYMBOCTD IO MOJIaM C BOJIHOBBIMH YHCIIaMU |N|>2.

BripaxeHne 11 KPUTHYECKOTO 3HAYEHHS OCEBOTO  HAIPSDKCHHS O,
COOTBETCTBYIOIIECTO TOTEPHU YCTONYMBOCTH OTHOCHUTEIHHO MOJ TO(MPUPOBKH, TAKKE

H3MCHSICTCA IIPU BBCACHUEC paallaIbHOIO IMHUHIA.

APR K 2\/kE},  APR 2\/KkE},
0z =———|1+22v—-1) "R)T R 2 &R (6.17)

rne E',p = E,p + CR? — >dpdextunnbli Moxyns FOHra. B Toke BpeMs 1oclie BBEIEHUS
nuHUHra B TnouHOME (6.7) TOSIBIISICTCSI JOTIOJHUTENBHBIA CBOOOIHBIN  YJICH,
IPUBOJAIIMNA K TOMY, YTO MOJIbI C TIEPUOJIOM TOPSAKA AJIMHBI TPYOKHU YK€ HE SBISIOTCS
KpUTHYeCKMMH. TakuMm oOpa3oM, TMONy4YeHHas paHee B mojapaszznene 6.1 ormenka
KPUTHYECKUX CKMMAIOIIMX HANpSKEHUM O,, OCTA€TCA AaJEKBAaTHOM, C TOW JIMIIb
pa3HUIIEH, 4YTO ydeT B3auMoAeHcTBHA J[A C OKpYXAIOIIMMHU €€ TKaHAIMHU MOKET
CYILLECTBEHHO MOBBIATH 3 (PekTUBHBIN MO1ysb FOHTa a0pThl, HE CKa3bIBASICh MPU ITOM
Ha U3TUOHOM )KECTKOCTH K. AHAJOTUYHBIN pe3yabTaT ObLI oydyeH B padore [125], rae

OBLIO TIPOBEICHO MCCIIEIOBaHUE CX0XKel cucteMsl. [IpocT ¢ coaBTOpamu mokasajiu, 4To



140

MOTPYKCHHAas B MATpUIly TKAaHEW apTepusi TepseT YCTOWYMBOCTH HMEHHO IIPH
BO3HUKHOBEHUU OTPHIIATEIBHBIX CKUMAIONINX HANPSDKEHUH MO MoJaM TO(PHUpPOBKU
(rHaspIBaeMbIX B pabote [125] varicose instability), a He mogo0HO DitlepoBOMY CTEPIKHIO,
kak B pabore [126]. CrouT, OaHAKO, OTMETUTh PSJA CYIIECTBEHHBIX OTJIUYUN
pa3BHBacMON B JIHCCEPTAlMM MOJEIH OT Mojaenu u3 pabotsl [125]. Ilpexnme Bcero
uccienyemas B pabore [125] aprepusi HE HAXOAUTCSA TOA JIEHCTBUEM CIKUMAFOIIMX
OCEBBIX HAIPSHKCHH, HO TIPOCTO 00JIaaeT SHEPTrueil aHAIOTMYHOW SHEPTUU TPaHHUIIBI
paszzmena cpen, mMoAoOHO munuaHoW MemOpane. B [125] mamHas ocoOeHHOCTH
OOBACHSCTCS CYIIECTBOBAHMEM CIIOKHOW CTPYKTYpPBI apTephii, pacCMaTPUBAEMBIX Kak
DJIACTUYHBIE TPYOKH, MOKPBITHIC U3HYTPH MOHOCIIOEM SIUTEIHATIBHBIX KIETOK, POCT
KOTOPBIX, COTJIACHO aBTOpaM, ¥ IMIPUBOIUT K BOSHUKHOBCHHIO aHAJIOTa IIOBEPXHOCTHOTO
HaTsDKCHHS. B TO BpeMs KakK WCIIOIh30BaHKUE JAHHOTO MPUOIMKCHHSI TI0 OTHOIICHHUIO K
apTepHsIM MOKET OBITh B PsIJIe CITydaeB OMPaBIaHHBIM, JJIS1 OMTUCAHUS JOPCATBHOMN aOPTHI

HYMOpPHOHA JTaHUO PEPHO, COCTOSALIEN M3 OJHOTO €0 TOHKHX KJIETOK, MCIOJIb30BaHUE

KOMIIOHEHT HalpsDKEHUU THUIA 0;; SABISETCS HEOOXOIUMBIM, BBUJLy HAJTUYMS MOAYJEH
CABUTOBOM YIPYTOCTH.

B nmanmHoM pasnmene  guccepraliud  ObUIM  PAcCMOTPEHBI  KPUTHUUYECKHUE
HEYCTOMYMBOCTH BO3MOXKHble B JIA, a wuMmeHHO: paauanbHas Tro@pupoBKa,
JUTMHHOBOJIHOBBIN M3rv0 U feopmanus nonepeyHoro ceueHus. bouia HaiieHa obiacthb
YCTOMYMBOCTU BBICOKOCUMMETPUYHON LuIuHApuueckod ¢as3sl JJA B mpocTpaHCTBE
Oe3pa3MepHBIX  MapaMeTpoB:  HOPMAJIM30BAHHOE  OCEBOE  HANpsHKEHUE U
HOPMAJIM30BAaHHOE THJIPOCTATUYECKOE JaBICHHUE, a TAKKE HCCIIEJOBAHO, KAK €€ FPAHMIIbI
3aBUCAT OT MAaTEPUAIBHBIX KOHCTAHT, XAPAKTEPU3YIOIIUX AOPTy U OKPYKAKOIIHUE €€
TKaHU. Pe3ynbTarhl MpOBEACHHOIO TEOPETUUECKOIO aHaiu3a ObUIM MCIOJIb30BaHbI NS
MHTEPHPETALUN IKCIIEPUMEHTAIBHBIX JAHHBIX, MOJTYYEHHBbIX rpynnoi mpod. Kapumbr
Kuccer (anrn. Karima Kissa) B xoze ucciieZoBaHusI pa3BUTHSA aOPThl SMOPHOHA JaHHO
pepuo. beio mokazaHo, yTo oOpa3zoBaHHEe TOPPUPOBKH AOPTHI B MPOIECCE PA3BUTHUS
HHAO0TEINO-TEMONIOITUYECKOIO MEPEX0JA CBA3AHO C MOTEPEN YCTOMYMBOCTH CHCTEMBI

nona I[eﬁCTBHeM MCXaHHNYCCKUX HaHpH)KeHHﬁ, a4 HC OCYHCCTBILACTCA IIPpW ITOMOIIU
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CHELUATU3UPOBAHHBIX T€HETUYECKU 3aMporpaMMHPOBAaHHBIX MEXaHU3MOB
smOpuoreHesa. bosee TOoro, mamMeHeHue (OpMbl OTAEIBHBIX, MOKHJIAIOLIUX AOPTY B
npouecce DI'TI, KIETOK Takke ynaaoch OOBSICHUTH C MO3UUUN IMOCTPOCHHON TEOPHUHU.
Pa3zpaboranHas B quccepTaluy MOJIEIb MOKET OBbITh TAK)KE UCIIOJIb30BaHA JUIsl aHAJIU3a
NOBEJICHUSI JIPYTUX CHUCTEM CO CXOXKEH TreoMeTpueil, Kak OWOTHYECKHX, TaK U
aOMOTHYECKHUX: KPOBEHOCHBIX COCY/IOB, YPETPBI, UM OOBIYHBIX BOJOMPOBOIHBIX TPYO.
[TpennoxkeHHyt0 TEOPUIO TOCTATOYHO MPOCTO aJalTHpPOBaTh Ha ciy4yaill cepuueckon

TCOMCTPUM ST MOACIIMPOBAHNMA, HAIIPHUMCEP, KOMIIO3SUTHBIX BC3UKYJIL.



142

3AK/IIOYEHUE

OcHOBHBIE Pe3yJbTAThI U BHIBOJbI JUCCEPTALMHU CBOASATCSA K CIEAYIOIIEMY:

1. Pa3pabotana Mmozenp BBITSHYTOW W3 BE3UKYJbl JIMIIMIHON TpPYyOKH,
YUUTBHIBAIONIAS] ACUMMETPHUIO JIUMIUIHOTO OUCIOS, CUITy MOBEPXHOCTHOTO HATSKEHUS,
nepenaj JaBjeHus MEXy BHYTPEHHUM MIPOCTPAHCTBOM MEMOpaHbl M BHEIIIHEN Cpe/ioH,
a TaKXe NPUII0KEHHYIO K TPYOKE OCEBYIO BHEIIHIOKO CUILY.

2. [TokazaHo, YTO COBMECTHOE PAaBHOBECHUE JUTMUIHON TPYOKH M BE3UKYJIbI B
MPOCTPAHCTBE: HOPMAJIM30BaHHAsg oOceBas cwia, npwiokeHHas K TJIM, wu
HOpPMAJIM30BaHHasi COOCTBEHHAs KpPWBHM3HA JIMIIUJHOTO OHUCIOS, pealn3yercs Ha
HEKOTOPOM KpHUBOM, KOTOpas XapaKTepU3yeTcs MallbIMM 3HAYCHUSAMHU Ilepenaja
JABJICHHS U 3aKaHYMBAETCS B TOYKE HEYCTOWYNBOCTH SMIIEPOBOTrO THUIIA.

3. [Tpu nmomomm dopmanuszma teopun ¢azobbix nepexonon JI. JI. Jlanmay B
KpUCTaJUIaX M KOHUENUMU KPUTHUYECKUX MAapaMEeTpOB IOPsJKa IOCTPOCHA TEOpHs,
OMKCHIBAIONIAST KPUTUYECKOE MW 3aKPUTHUECKOE NOBEACHUE JHMMUIAHOM TPYOKH, H
NIOKa3aHO, YTO TpyOKa CHayajla MpeTepreBacT pajAualbHyI0 TOQPUPOBKY C BOJHOBBIM
BEKTOpOM rmopsiaka mnepumerpa TJIM, a 3areM XupajlbHbld W3rUO, BIIEPBHIE
OoOHapy>KEHHBIN B TAKOTO POJIa CUCTEMAX.

4, [IpemyioxkeH T1OAXOMA, OMKCHIBAIONIMK HUHIYIIUPOBAHHBIE MEMOpaHOM
AHU30TPOITHbIE B3aUMOJEHCTBUS MEXKIY O€lIKaMu, KOTOPBIA MOJEIUpPYET IEUCTBUE
aJIcCOpPOMPOBAHHBIX OEJIKOBBIX MOJIEKYJ Ha JIMMUIHBINA OUCIONW MpHU MOMOIIU CHIJIOBBIX
MYJIBTUIIOJIEN — HA0OPOB TOYEUHBIX CHJI, YIOBJIETBOPSIIOUINX YCIOBHIM MEXaHUYECKOTO
PaBHOBECHSI.

S. BriepBble HMCNONIB30BaHHBIE [JII TAKOM CUCTEMBbI TPAHUYHBIE YCIIOBUS,
COOTBETCTBYIOIIME MIAPHUPHO 3aKpEIUieHHOW Ha KoHuax TJIM, mo3Bonuiau omucarb
CKJIOHHOCTbH TaKHX OCJIKOB, KaK dHIOMDHINH, K OCAXICHUIO B 001aCTAX BOJIM3U KOHIIOB
JUMHUIHON TPyOKH, HAOII0JaeMYIO SKCIIEPUMEHTAIIBHO.

6. JlokazaHo, 4YTO paBHOBECHass (Qopma 3akperieHHOM Ha konmax TJIM
HECKOJIBKO OTJIMYAETCA OT MACAIBHOIO LWIMHAPA, AAXE B IMPOCTEUIIEM CIlydae ¢

HYJIEBOW Pa3HOCTHIO AABJICHUI U HYJIEBOW COOCTBEHHOM KPUBU3HOM JIUIIUTHOTO OUCIIOS.
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1. PazButas momenr TJIM o006o00meHa Ha ciy4ail ynpyrod TpyOKw cC
HEHYJIEBBIM MOJYyJIEM CJIBUI'a, KOTOpas BCTPOCHA B YNPYIYI0 MaTpHIly TKaHEHd H
HaxXOJMUTCS MOJ AEHUCTBUE PA3HOCTH JABJICHUS U OCEBBIX HAIIPSKEHMS, U UCIIOJIb30BaHa
JUISL OUCAHUS HI0TENO-TEMOIIOATUYECKOTO IIEPEX0/ia B JOPCAIBHON aopTe 3MOpHOHa
PBIOBI JTAHUO PEPUO.

8. [Tonyyena o0macTb yCTOMYMBOCTH JOPCAIBHON aOpPThl B IMPOCTPAHCTBE
[IapaMeTPOB: HOPMAJIW30BAaHHOE [JABJICHUE, HOPMAJIM30BAHHOE OCEBOE HAIIPSOKEHUE,
MOKa3aHO, YTO OHA OrpPaHWYEHAa TPeMsl TUIIAaMU MOJ: roppHUpOBKa, HEYCTOMUHUBOCTD
IIONIEPEYHOT0 CEYEHUSI, HEYCTOMYMBOCTh 3MJIEPOBOIO THIIA.

Q. Ha ocHOBaHMM HpPOBEJEHHOTO TEOPETUYECKOTO AaHaIW3a M JIAHHBIX
AIEKTPOHHON MHUKPOCKOIHH OBLJIO YCTAHOBJIEHO, YTO KPYMHOMACIITAOHbIE U3MEHEHUS
(GopMbI JTOpcaibHONW AOpPThI, @ TaKXKE OTAENBHBIX KIETOK, KOTOpbIE B IOCIEACTBUU
CTaHOBSITCS CTBOJIOBBIMH, SIBJISIFOTCS CJIEACTBUEM HEYCTOMUYMBOCTEH, BO3HHMKAIOIIUX B

CHUCTEME MOJI JEUCTBUEM MEXAHUYECKUX HANPSKEHUM.
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Résumé de la thése en francais:

Les méthodes classiques de physique de I'état solide telles que la diffraction des rayons X et la microscopie électronique ont permis la
compréhension de la structure des membranes cellulaires. Aujourd'hui, leur composition et structure étant bien connues, les recherches se concentrent sur
les processus actifs des membranes. Des processus tels que I'endocytose impliquent des modifications substantielles de la forme des membranes lipidiques,
réalisées par des protéines induisant la courbure membranaire. L'une des méthodes expérimentales parmi les plus populaires est dite « TLM-pulling », ou la
membrane lipidique tubulaire (TLM) est formée a partir de la vésicule en tirant par une force externe. Des structures similaires relient les vésicules
endocytiques aux compartiments du donneur et servent de canaux pour le transfert de matiére dans la cellule et entre les cellules adjacentes, établissant ainsi
une voie de communication intercellulaire. De tels systémes formés in vitro en raison de leur simplicité et grande homogénéité peuvent étre décrits avec
précision par la physique théorique.

Dans la premiére partie de la thése, nous développons un modéle théorique de TLM, basé sur la mécanique classique et la thermodynamique, et
l'appliquons aux expériences de « TLM-pulling » avec adsorption de protéines induisant la courbure. Le modéle tient compte de 1'asymétrie de la bicouche
lipidique, de la tension superficielle, de la force longitudinale appliquée au TLM et de la différence de pression dans le systéme. Nous modélisons I'action
que les protéines exercent sur la TLM via des ensembles de forces normales a la surface de la membrane a I'équilibre mécanique. Cette nouvelle approche
multipolaire permet de modéliser les interactions anisotropes, entre les protéines adsorbées a la membrane, qui sont induites par sa déformation. Notre
théorie décrit les premiers stades de la formation des échafaudages protéiques, c-a-d la disposition caractéristique des protéines et leur grande affinité avec
les extrémités de la TLM. Le comportement collectif des protéines induisant la courbure est extrémement important pour effectuer des déformations a grande
échelle des membranes au cours de processus tels que I'endo et I'exocytose, I'entrée du virus dans la cellule hote ainsi que la formation et la sortie des virions.
L'étude de ce dernier processus pourrait conduire au développement de nouvelles méthodes de traitement en virologie.

La deuxi¢me partie de la thése est consacrée a I'étude de 'aorte dorsale (DA) de I'embryon de poisson Danio-Rerio. On étudie 1'évolution de la
forme du DA pendant la transition endothélio-hématopoiétique (EHT). Le processus EHT conduit a l'extrusion des cellules souches/hématopoiétiques qui
coloniseront en suite la moelle osseuse permettant 'hématopoicse tout au long de la vie. Ce processus semble étre universel et devrait s'appliquer aussi bien
aux mammiféres qu'aux oiseaux, ce qui fait de son étude un probléme fondamental de I'embryologie.

Le DA a une géométrie cylindrique et semblable aux TLM, mais en méme temps, il est beaucoup plus gros que les tubes lipidiques, a un module de
cisaillement non nul et est incorporé dans la matrice des tissus environnants : un systéme beaucoup plus complexe du point de vue mécanique. Nous relions
les changements globaux de forme de 1'aorte pendant 'EHT aux principes génériques de la mécanique et montrons que les instabilités mécaniques conduisant
a I'évolution de la forme de 1'aorte sont invoquées par des stress résultant des inhomogénéités de croissance et de l'interaction avec les tissus environnants.
Sur la base de l'analyse théorique et des données en microscopie confocale 4D, nous proposons un schéma détaillé du processus et postulons que les
instabilités mécaniques préparent I'ensemble du processus EHT avant son controle génétique spécifique, suggérant un mécanisme universel et auto-organisé
du processus de réorganisation collective des tissus dans les organismes en croissance.

Thesis summary in English:

Applications of classical solid state physics methods such as X-ray diffraction analysis and electron microscopy allowed making a giant step in
understanding of cellular membranes’ structure. Today since their composition and structure are well known, the focus of research has shifted to active
processes involving cell membranes. As we know, such processes as endocytosis involve substantial shape changes of cell membranes, which are performed
by curvature-inducing proteins. One of the most popular methods to study how these proteins interact with lipid membranes and each other is TLM-pulling
experiment, where tubular lipid membrane (TLM) is formed from the vesicle by pulling. Similar structures connect endocytic vesicles with the donor
compartments and serve as channels for the matter transfer within the cell and between adjacent cells establishing cell-to-cell communication pathway. Such
systems formed in vitro due to their simplicity and high homogeneity can be accurately described by the means of theoretical physics.

In the first part of the present thesis, we develop a theoretical model of the TLM pulled out of the vesicle on the basis of classical mechanics and
thermodynamics and apply it to the TLM-pulling experiments with curvature-inducing proteins adsorption. The developed model takes into account
asymmetry of the lipid bilayer, surface tension, longitudinal force applied to the TLM and pressure difference in the system. We model the action that
proteins exert on TLM via sets of forces normal to the membrane’s surface and satisfying conditions of mechanical equilibrium. This novel force multipole
approach allows us to model anisotropic interactions between proteins adsorbed at the membrane surface that are induced by the membrane deformation.
Our theory describes early stages of protein scaffolds formation i.e. characteristic arrangement of proteins and their high affinity to the membrane ends.
Collective behavior of curvature-inducing proteins is extremely important for performing large scale deformations of lipid membranes during such processes
as endo and exocytosis, virus entry in the host cell as well as formation and exit of daughter virions later on. Studying of the latter process can possibly lead
to the development of fundamentally new methods of viral disease treatment.

The second part of the thesis is devoted to the study of zebrafish embryo’s dorsal aorta (DA). It focuses on DA’s shape evolution during the
Endothelio-Haematopoietic Transition (EHT). The EHT process leads to the extrusion of haematopoietic stem/progenitor cells (HSPCs) which will later on
colonize haematopoietic organs allowing haematopoiesis throughout adult life. This process seems to be universal and should also apply for both mammals
and birds, which makes its investigation a fundamental problem of embryology.

DA has a cylindrical geometry that makes it similar to the TLM’s, however at the same time DA is much bigger than lipid tubes, has a non-zero
share modulus and is embedded in the matrix of surrounding tissues, which makes it a much more complex system from the mechanical perspective. We
relate the global shape changes of the aorta during EHT to generic principles of mechanics and show that mechanical instabilities leading to the aorta shape
evolution are invoked by different stresses resulting from the growth inhomogeneities and interaction with surrounding tissues. Based on the performed
theoretical analysis and the data obtained with a help of 4D confocal microscopy we propose a detailed scheme of the process and postulate that mechanical
instabilities prepare and support the whole EHT process prior to its specific genetic control. Our interpretation suggests a universal and self-organized
mechanism underlying collective tissue reorganization processes in the growing organisms such as EHT.



