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Mechanical basis for fibrillar bundle morphology†

Thomas C.T. Michaels,a Edvin Memet,b and L. Mahadevana,b,c

Understanding the morphology of self-assembled fibrillar bundles and aggregates is relevant to a
range of problems in molecular biology, supramolecular chemistry and materials science. Here, we
propose a coarse-grained approach that averages over specific molecular details and yields an effective
mechanical theory for the spatial complexity of self-assembling fibrillar structures that arises due to
the competing effects of (the bending and twisting) elasticity of individual filaments and the adhesive
interactions between them. We show that our theoretical framework accounting for this allows us to
capture a number of diverse fibril morphologies observed in natural and synthetic systems, ranging
from Filopodia to multi-walled carbon nanotubes, and leads to a phase diagram of possible fibril
shapes. We also show how the extreme sensitivity of these morphologies can lead to spatially
chaotic structures. Together, these results suggest a common mechanical basis for mesoscale fibril
morphology as a function of the nanoscale mechanical properties of its filamentous constituents.

1 Introduction
Fibrillar aggregates are ordered bundles composed of several fil-
aments wound around each other and held together by adhesive
forces. Such structures represent one of the simplest geometri-
cal examples of supramolecular self-assembly1, and are ubiqui-
tous both in living and synthetic systems. In living cells, fibril-
lar structures provide structural rigidity, serve as locomotory ap-
pendages, and guide cell division4; examples include actin fila-
ments, tubulin microtubules, the bacterial flagellum, aggregates
of the protein fibrin2, or actin microchaetes3. Fibrillar aggregates
are found also in the context of disease, such as in the case of
misfolded proteins that form amyloid fibrils linked to Alzheimer’s
and Parkinson’s diseases5,6 or sickle cell anaemia7,8. Finally, fib-
rillar bundles find widespread use in modern materials science for
various technological applications, either as protein-based mate-
rials9,10 or as inorganic nanotubes11,12.

Two central questions arising from the self-assembled nature
of fibrillar bundles are (i) understanding the mechanical basis for
morphology selection in natural living systems and (ii) learning
how to achieve precise control of fibrillar structures at the scale of
the aggregate, a key challenge of current nanotechnology15,17,18.
The ability to aggregate into fibrillar structures is common to a
large number of peptides, proteins and synthetic building blocks
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with very different chemical composition19. Notably, fibrillar
bundles are characterised by persistence lengths between 10-100
µm (e.g. haemoglobin fibrils8, actin bundle in Limulus sperm20),
which are orders of magnitude larger than the typical sizes of
the bundles themselves. This implies that self-assembled struc-
tures have well-defined shapes that are not affected significantly
by thermal fluctuations. Taken together, these observations raise
the natural question of whether we can go beyond the specific
molecular details that distinguish such systems and provide a uni-
fying generic mechanical model for the spatial complexity of the
morphology of fibrillar assemblies.

Motivated by this underlying question of morphology selection,
an emerging central theme in this area is geometric frustration;
the idea that locally preferred packing motifs may be incompati-
ble with global order constraints in the assembly. This mismatch
between local and global order yields non trivial bundle shapes,
and was already recognized in the early work by Makowski
and coworkers32,33, and later extended to account for inter-
filament stretch,8 orientational gradients,34–36 variable inter-
filament spacing,29 inter-filament shearing30,37,38 etc., More re-
cently, both continuum approaches using the formalism of liq-
uid crystals8,29–31,34–39,54 and coarse-grained computer simula-
tions15 have focused on the role of frustration-induced chirality
to study these assemblies, summarized and reviewed in17,18. Re-
cently these models have been extended also to achiral systems
with spontaneous twist, highlighting that chirality is not neces-
sary to yield frustration39. These studies show that under gen-
eral conditions frustration can yield to fibril structures with fi-
nite diameter, but have focussed mainly on straight bundle struc-
tures. Understanding the range of large-scale morphologies of
non-straight fibril bundles that emerge from the small-scale prop-
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erties of the constituent monomers still remains an open ques-
tion.

In this paper we take a step forward in this direction by propos-
ing an effective theory predicated on the hypothesis that the com-
plex spatial fibril configurations can emerge from just two simple
and natural physical ingredients: the competition between three-
dimensional bending and twisting of the filaments that constitute
the fibril, and thus the bending and twisting of the fibril itself,
and the adhesive interactions between the filaments in the fibril-
lar bundle. Using a combination of continuum theory and coarse-
grained simulations we explore systematically the range of fibril
bundle shapes that emerge in this mechanical model from the
mismatch between local packing due to inter-filament adhesion
and global constraints imposed by collective bundle bending and
twist. We show that our model, which is simple in its assumptions
but broad in its scope, can account for a variety of forms observed
in a number of natural and synthetic systems as diverse as Filopo-
dia and multi-walled carbon nanotubes20–23. Finally we exploit
a direct analogy between our mechanical model and the complex
motion in time of a rigid body in an external potential24–26 to
predict, that the resulting morphology of three-dimensional fib-
rillar bundles can be spatially chaotic.

2 Mesoscopic models for fibrillar bundles

Our starting point is the idea that the mesoscopic scale morphol-
ogy of fibrillar bundles can be captured in terms of a few impor-
tant coarse-grained parameters13–15,27–29,40,42,43, including long-
wavelength elastic deformations and the strength of the adhesive
forces that keep the filaments in the bundle together. Morphology
arises via a dynamical process that involves addition of monomer
material to the ends of fibrils followed by equilibration of elastic
energy. However, there is a separation of time scales between the
slower growth of bundles via addition of monomers and the rel-
atively rapid equilibration of elastic energy. An upper bound for
the equilibration time of elastic energy is obtained by consider-
ing the bending motion of a long filamentous object of length L,
radius r with aspect ratio L/r ' 100 and Young’s modulus E ' 10
GPa in a liquid medium with viscosity η ' 10−3 Ns/m2; balancing
the bending torque Er4/L with the viscous torque ηL3/τel gives
τel ' (η/E)(L/r)4 ' 10µs. At low monomer concentrations c, dif-
fusion limits the rate at which monomers can add to fibrils. For
a typical concentration c ' 1µM, the timescale for diffusion into
an effective reaction volume of linear dimension reff ' 1 nm is
estimated as τD ' (Dcreff)

−1 ' 1 ms, where D ' 10−10 m2/s is
a typical diffusion coefficient for monomers45. Since τel � τD,
we can treat the shaping of the fibrils as an equilibrium problem,
where the total elastic energy of bending/twisting and adhesion
is minimised after each monomer addition event to yield the equi-
librium fibril shape (see Supplementary Videos 1 and 2).

2.1 Simulations of interacting discrete filaments

As a first attempt to understand the morphology of fibrils, we
devised a computer simulation model of discrete adhering fib-
rils to provide a baseline against which to compare our effective
coarse-grained theory (Fig. 1 and Appendix A). Simulations are

carried out using Espresso, a coarse-grained molecular dynamics
software51. In our model it is sufficient to consider the interac-
tion of two fibrils, each composed of spherical monomers spaced
a distance a apart (2r0 ≤ a < 4r0), where a sets the corrugation
length scale. For simplicity we focus here on monomers with
spherical symmetry, but note that this model could be extended
to account for asymmetry and chirality in monomer interactions.
Monomers on distinct fibrils interact through a Lennard-Jones
(L-J) potential with equilibrium distance r0 and well depth γ

(Fig. 1(a)). Monomers on the same fibril are connected by springs
of rest length a (Fig. 1(a), top) and very large stiffness k (mod-
eling inextensibility), while triplets of neighbouring monomers
determine a bending interaction (see Methods). We describe
the configuration of the filament by using the Euler angles θ ,
ϕ and ψ, defined in Fig. 2(b). In a simplified two-dimensional
setting with constant ϕ and ψ, the bending interaction takes
the form B1/a [1− cos(θ −θ0)] ≈ B1/(2a)(θ −θ0)

2, where B1 is
the bending rigidity of the fibril, θ is the (smaller) angle deter-
mined by the segment joining the three consecutive monomers
(Fig. 1(a), bottom), θ0 is related to the intrinsic curvature κ0 of
the monomer/fibril (θ0 = π−κ0a), and θ̇ = (θ −θ0)/a is the local
curvature. We grow the filament by adding a pair of monomers at
a time, starting from an initial seed region and allowing the struc-
ture to relax to its equilibrium shape at each step (see Methods
and Supplementary Videos 1 and 2), consistent with our scaling
estimates above.

Figure 1(b) shows some representative simulations of 2D fib-
rils. When θ̇ = 0, with initial conditions θ (0)= 0 and θ̇ (0)= 0 cor-
responds to the solution θ (s) = 0 for the tangent vector of the fila-
ment, where s is the arc-length parameter along the filament: the
fibrils start and remain in register in the absence of any bending
(Fig. 1(b,i)). If adhesive interactions are weak, the energy density
is from bending alone B1θ̇ 2/2, with solution θ (s) = κ0s for initial
conditions θ (0) = 0 and θ̇ (0) = κ0, where κ0 represents the intrin-
sic curvature of monomers. Thus, a growing filament composed
of monomers with intrinsic curvature grows into a circular mor-
phology when adhesive interactions are very weak (Fig. 1b,ii).
However, in the presence of stronger adhesive interactions, the
penalty associated with monomer mismatch drives the formation
of a number of kinked-defects (Fig. 1b,iii). The frequency of kinks
is determined by the parameter χ = 2πd/a≈ 4πr0/a (e.g. a = 3r0

corresponds to χ ≈ 4, which results in 4 kinks, as in Fig. 1(c),
inset (ii)). Varying χ through adjusting a changes the number of
kinks appropriately (Fig. 1(c), inset (iii)).

Our simulations suggest that the Lennard-Jones interaction be-
tween monomers on different fibrils is periodic and can be re-
duced to a simpler effective potential Hadh with two parameters:
χ controlling periodicity, and γ controlling amplitude. To show
this, we determined the adhesive potential along the filament by
integrating the L-J potential (see Appendix A) to determine its
form as a function of the Euler angles θ and ϕ. Figure 1(c) il-
lustrates this dependence on θ in a 2D setting with ϕ,ψ = const
while Fig. 1(d) illustrates the ϕ dependence for θ ,ψ = const in
a 3D setting. The coarse-grained interaction parameters γ and
χ can be controlled through the parameters associated with the
“microscopic” Lennard-Jones interaction which control the well
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Fig. 1 Computer simulation model of adhering fibrils. (a) (Top): Two fibrils, composed of monomers of size r0 spaced a distance a apart, interact
through a Lennard-Jones potential with equilibrium distance r0 (which sets the monomer size) and well depth γ (inset). The interaction takes place
only between monomers on different fibrils while momoners on the same fibril are kept apart through springs with high stiffness k and equilibrium length
a. (Bottom): More generally, monomers may also have an intrinsic curvature κ0 (equivalently characterised through an equilibrium angle θ0 = π−κ0a
formed by triplets of neighbouring particles (inset). Deregistration will naturally occur in two fibrils spaced apart by some distance d that are trying
to maintain the same curvature. (b) Fibrils starting in register (θ (0) = 0) composed of monomers with no intrinsic curvature (κ0 = 0) can maintain
registration indefinitely (i). Fibrils composed of monomers with intrinsic curvature κ0 tend to attain a circular morphology when the adhesion energy
is sufficiently low (ii). The fibrillar structure develops kinks when adhesive interactions are sufficiently large to penalise monomer mismatch (iii). (c)
Shapes of fibrillar bundles obtained via our computer simulation model and measurement of the associated adhesion potential (red) as a function of the
angle θ (see Fig. 2(b)), keeping the other Euler angles constant. The adhesion potential changes when the distance between monomers is decreased
by a factor of 2/3 (black (ii) to red (i)) and when the adhesion strength γ1 is decreased six fold (black (ii) to blue (iii)). (d) Adhesion potential as a
function of the angle ϕ (see Fig. 2(b)) while keeping the other Euler angles constant. Increasing the strength of monomer-monomer interaction by a
factor of 4 (blue (iv) to red (v)) yields a change in the strength of adhesion γ by the same factor.

depth and equilibrium distance, and the fibril geometry which
controls the spacing between monomers. Our simulations show
that the adhesion potential is a periodic function of the Euler
angles θ and ϕ, i.e. Hadh[χ(θ + 2π)] = Hadh[χθ ], respectively,
Hadh[χ(ϕ + 2π)] = Hadh[χϕ]. Moreover, the adhesion potential
is proportional to the interaction strength between monomers,
V ∼ γ. Indeed, increasing the strength of the interactions be-
tween the monomers increases the effective potential proportion-
ally, while increasing the distance between monomers a yields an
effective adhesion potential with smaller periodicity χ (Fig. 1(c)
and (d)).

2.2 Coarse-grained continuum theory

These results allow us to transition to a continuum rod model
to capture the interplay between bending/twisting elasticity and
inter-filament adhesion that emerges from our discrete rod sim-
ulations (Fig. 2(a)). A natural strategy for constructing a gener-
alised rod theory for adhering fibrils is to consider the mechanics
of curved and twisted rods in SO(3) coupled with a periodic po-
tential for filament adhesion.

2.2.1 Bending and twisting elasticity

To capture the long-wavelength elastic deformations of the fibril,
we model the bundle as an effective elastic rod of homogeneous
cross section that is easy to bend and twist, but hard to stretch or
shear46,47.∗ The spatial configuration of the fibril is then spec-
ified by a local body coordinate system {d1(s),d2(s),d3(s)} as-
signed to every point s ∈ [0,L] along the center line r(s), with s
being the arc-length. The vector d3(s) = dr(s)/ds is tangential to
the centre line of the fibril and perpendicular to the cross-section,
while the vectors d1(s) and d2(s) lie in the cross sectional plane.
This local body coordinate system evolves with s according to
ḋi(s)/ds = κ(s)× di(s), i = 1,2,3 where · = d/ds, and the vector
of strains κ(s) has three components: κ1(s), κ2(s) are the curva-
tures in the principal directions d1(s), d2(s) while κ3(s) = τ(s) is
the twist density. The components of κ(s) are most conveniently
parameterised in terms of the Euler angles θ ,ψ,ϕ, which are de-

∗ Inextensibility and unshearability of fibrils is justified here because the ratio of bend-
ing (and twisting) stiffness to stretching (and shearing) stiffness scales with fibril’s
aspect ratio as (r/L)2, where r is the cross-sectional radius and L� r is the fibril
length.
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<latexit sha1_base64="fPRIv9mwnZ2e3Agxca+kuq4fUWA=">AAAB7nicdVBNSwMxEM3Wr1q/qh69BIvgacnWpa23ohePFawttEvJptk2NJsNSbZQlv4ILx4U8erv8ea/MdtWUNEHA4/3ZpiZF0rOtEHowymsrW9sbhW3Szu7e/sH5cOje52kitA2SXiiuiHWlDNB24YZTrtSURyHnHbCyXXud6ZUaZaIOzOTNIjxSLCIEWys1OlPsZJjNihXkHvZqFX9GkQuQnWv6uWkWvcvfOhZJUcFrNAalN/7w4SkMRWGcKx1z0PSBBlWhhFO56V+qqnEZIJHtGepwDHVQbY4dw7PrDKEUaJsCQMX6veJDMdaz+LQdsbYjPVvLxf/8nqpiRpBxoRMDRVkuShKOTQJzH+HQ6YoMXxmCSaK2VshGWOFibEJlWwIX5/C/8l91fWQ6936lebVKo4iOAGn4Bx4oA6a4Aa0QBsQMAEP4Ak8O9J5dF6c12VrwVnNHIMfcN4+AdtZj+g=</latexit><latexit sha1_base64="fPRIv9mwnZ2e3Agxca+kuq4fUWA=">AAAB7nicdVBNSwMxEM3Wr1q/qh69BIvgacnWpa23ohePFawttEvJptk2NJsNSbZQlv4ILx4U8erv8ea/MdtWUNEHA4/3ZpiZF0rOtEHowymsrW9sbhW3Szu7e/sH5cOje52kitA2SXiiuiHWlDNB24YZTrtSURyHnHbCyXXud6ZUaZaIOzOTNIjxSLCIEWys1OlPsZJjNihXkHvZqFX9GkQuQnWv6uWkWvcvfOhZJUcFrNAalN/7w4SkMRWGcKx1z0PSBBlWhhFO56V+qqnEZIJHtGepwDHVQbY4dw7PrDKEUaJsCQMX6veJDMdaz+LQdsbYjPVvLxf/8nqpiRpBxoRMDRVkuShKOTQJzH+HQ6YoMXxmCSaK2VshGWOFibEJlWwIX5/C/8l91fWQ6936lebVKo4iOAGn4Bx4oA6a4Aa0QBsQMAEP4Ak8O9J5dF6c12VrwVnNHIMfcN4+AdtZj+g=</latexit><latexit sha1_base64="fPRIv9mwnZ2e3Agxca+kuq4fUWA=">AAAB7nicdVBNSwMxEM3Wr1q/qh69BIvgacnWpa23ohePFawttEvJptk2NJsNSbZQlv4ILx4U8erv8ea/MdtWUNEHA4/3ZpiZF0rOtEHowymsrW9sbhW3Szu7e/sH5cOje52kitA2SXiiuiHWlDNB24YZTrtSURyHnHbCyXXud6ZUaZaIOzOTNIjxSLCIEWys1OlPsZJjNihXkHvZqFX9GkQuQnWv6uWkWvcvfOhZJUcFrNAalN/7w4SkMRWGcKx1z0PSBBlWhhFO56V+qqnEZIJHtGepwDHVQbY4dw7PrDKEUaJsCQMX6veJDMdaz+LQdsbYjPVvLxf/8nqpiRpBxoRMDRVkuShKOTQJzH+HQ6YoMXxmCSaK2VshGWOFibEJlWwIX5/C/8l91fWQ6936lebVKo4iOAGn4Bx4oA6a4Aa0QBsQMAEP4Ak8O9J5dF6c12VrwVnNHIMfcN4+AdtZj+g=</latexit><latexit sha1_base64="fPRIv9mwnZ2e3Agxca+kuq4fUWA=">AAAB7nicdVBNSwMxEM3Wr1q/qh69BIvgacnWpa23ohePFawttEvJptk2NJsNSbZQlv4ILx4U8erv8ea/MdtWUNEHA4/3ZpiZF0rOtEHowymsrW9sbhW3Szu7e/sH5cOje52kitA2SXiiuiHWlDNB24YZTrtSURyHnHbCyXXud6ZUaZaIOzOTNIjxSLCIEWys1OlPsZJjNihXkHvZqFX9GkQuQnWv6uWkWvcvfOhZJUcFrNAalN/7w4SkMRWGcKx1z0PSBBlWhhFO56V+qqnEZIJHtGepwDHVQbY4dw7PrDKEUaJsCQMX6veJDMdaz+LQdsbYjPVvLxf/8nqpiRpBxoRMDRVkuShKOTQJzH+HQ6YoMXxmCSaK2VshGWOFibEJlWwIX5/C/8l91fWQ6936lebVKo4iOAGn4Bx4oA6a4Aa0QBsQMAEP4Ak8O9J5dF6c12VrwVnNHIMfcN4+AdtZj+g=</latexit>

d1
<latexit sha1_base64="YKrDjo0ZEsdo2aB4ntsabOi0BUY=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m98jj056Fb9xreAmid+CWpQ4lW6H4NYkmyhApDONa673upCXKsDCOczmuDTNMUkwke0b6lAidUB/ki+RxdWCVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2RL81S+vk85Vw/ca/uN1vXlX1lGFMziHS/DhBprwAC1oA4EpPMMrvDm58+K8Ox/L0YpT7pzCHzifP9zck8o=</latexit><latexit sha1_base64="YKrDjo0ZEsdo2aB4ntsabOi0BUY=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m98jj056Fb9xreAmid+CWpQ4lW6H4NYkmyhApDONa673upCXKsDCOczmuDTNMUkwke0b6lAidUB/ki+RxdWCVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2RL81S+vk85Vw/ca/uN1vXlX1lGFMziHS/DhBprwAC1oA4EpPMMrvDm58+K8Ox/L0YpT7pzCHzifP9zck8o=</latexit><latexit sha1_base64="YKrDjo0ZEsdo2aB4ntsabOi0BUY=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m98jj056Fb9xreAmid+CWpQ4lW6H4NYkmyhApDONa673upCXKsDCOczmuDTNMUkwke0b6lAidUB/ki+RxdWCVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2RL81S+vk85Vw/ca/uN1vXlX1lGFMziHS/DhBprwAC1oA4EpPMMrvDm58+K8Ox/L0YpT7pzCHzifP9zck8o=</latexit><latexit sha1_base64="YKrDjo0ZEsdo2aB4ntsabOi0BUY=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m98jj056Fb9xreAmid+CWpQ4lW6H4NYkmyhApDONa673upCXKsDCOczmuDTNMUkwke0b6lAidUB/ki+RxdWCVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2RL81S+vk85Vw/ca/uN1vXlX1lGFMziHS/DhBprwAC1oA4EpPMMrvDm58+K8Ox/L0YpT7pzCHzifP9zck8o=</latexit>

d2
<latexit sha1_base64="L1sKnwyyBNGkqdE96PKwc7zJ+4g=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReeRw25qFb8+reAmid+CWpQYlW6H4NYkmyhApDONa673upCXKsDCOczquDTNMUkwke0b6lAidUB/ki+RxdWiVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2hL81S+vk06j7nt1//G61rwr66jAOVzAFfhwA014gBa0gcAUnuEV3pzceXHenY/l6IZT7pzBHzifP95hk8s=</latexit><latexit sha1_base64="L1sKnwyyBNGkqdE96PKwc7zJ+4g=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReeRw25qFb8+reAmid+CWpQYlW6H4NYkmyhApDONa673upCXKsDCOczquDTNMUkwke0b6lAidUB/ki+RxdWiVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2hL81S+vk06j7nt1//G61rwr66jAOVzAFfhwA014gBa0gcAUnuEV3pzceXHenY/l6IZT7pzBHzifP95hk8s=</latexit><latexit sha1_base64="L1sKnwyyBNGkqdE96PKwc7zJ+4g=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReeRw25qFb8+reAmid+CWpQYlW6H4NYkmyhApDONa673upCXKsDCOczquDTNMUkwke0b6lAidUB/ki+RxdWiVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2hL81S+vk06j7nt1//G61rwr66jAOVzAFfhwA014gBa0gcAUnuEV3pzceXHenY/l6IZT7pzBHzifP95hk8s=</latexit><latexit sha1_base64="L1sKnwyyBNGkqdE96PKwc7zJ+4g=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReeRw25qFb8+reAmid+CWpQYlW6H4NYkmyhApDONa673upCXKsDCOczquDTNMUkwke0b6lAidUB/ki+RxdWiVGQ6nsEQYt1N8bOU50Ec5OJtiM9apXiP95/cwMb4OciTQzVJDlQ8OMIyNRUQOKmaLE8JklmChmsyIyxgoTY8uq2hL81S+vk06j7nt1//G61rwr66jAOVzAFfhwA014gBa0gcAUnuEV3pzceXHenY/l6IZT7pzBHzifP95hk8s=</latexit>

d3
<latexit sha1_base64="6lUmPJsKRHaYMqPLfzydgFx6M+s=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReeRxezkO37jW8BdBf4pekDiVaofs5iCXJEioM4Vjrvu+lJsixMoxwOq8NMk1TTCZ4RPuWCpxQHeSL5HN0ZpUYDaWyRxi0UH9u5DjRRTg7mWAz1qteIf7n9TMzvAlyJtLMUEGWDw0zjoxERQ0oZooSw2eWYKKYzYrIGCtMjC2rZkvwV7/8l3QuGr7X8B+u6s3bso4qnMApnIMP19CEe2hBGwhM4Qle4NXJnWfnzXlfjlaccucYfsH5+Abf5pPM</latexit><latexit sha1_base64="6lUmPJsKRHaYMqPLfzydgFx6M+s=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReeRxezkO37jW8BdBf4pekDiVaofs5iCXJEioM4Vjrvu+lJsixMoxwOq8NMk1TTCZ4RPuWCpxQHeSL5HN0ZpUYDaWyRxi0UH9u5DjRRTg7mWAz1qteIf7n9TMzvAlyJtLMUEGWDw0zjoxERQ0oZooSw2eWYKKYzYrIGCtMjC2rZkvwV7/8l3QuGr7X8B+u6s3bso4qnMApnIMP19CEe2hBGwhM4Qle4NXJnWfnzXlfjlaccucYfsH5+Abf5pPM</latexit><latexit sha1_base64="6lUmPJsKRHaYMqPLfzydgFx6M+s=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReeRxezkO37jW8BdBf4pekDiVaofs5iCXJEioM4Vjrvu+lJsixMoxwOq8NMk1TTCZ4RPuWCpxQHeSL5HN0ZpUYDaWyRxi0UH9u5DjRRTg7mWAz1qteIf7n9TMzvAlyJtLMUEGWDw0zjoxERQ0oZooSw2eWYKKYzYrIGCtMjC2rZkvwV7/8l3QuGr7X8B+u6s3bso4qnMApnIMP19CEe2hBGwhM4Qle4NXJnWfnzXlfjlaccucYfsH5+Abf5pPM</latexit><latexit sha1_base64="6lUmPJsKRHaYMqPLfzydgFx6M+s=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReeRxezkO37jW8BdBf4pekDiVaofs5iCXJEioM4Vjrvu+lJsixMoxwOq8NMk1TTCZ4RPuWCpxQHeSL5HN0ZpUYDaWyRxi0UH9u5DjRRTg7mWAz1qteIf7n9TMzvAlyJtLMUEGWDw0zjoxERQ0oZooSw2eWYKKYzYrIGCtMjC2rZkvwV7/8l3QuGr7X8B+u6s3bso4qnMApnIMP19CEe2hBGwhM4Qle4NXJnWfnzXlfjlaccucYfsH5+Abf5pPM</latexit>

e3
<latexit sha1_base64="7QlWCl0hSv1HXv+x6hS2fYN6JGg=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0v56Fb9xreAugv8UtShxKt0P0cxJJkCRWGcKx13/dSE+RYGUY4ndcGmaYpJhM8on1LBU6oDvJF8jk6s0qMhlLZIwxaqD83cpzoIpydTLAZ61WvEP/z+pkZ3gQ5E2lmqCDLh4YZR0aiogYUM0WJ4TNLMFHMZkVkjBUmxpZVsyX4q1/+SzoXDd9r+A9X9eZtWUcVTuAUzsGHa2jCPbSgDQSm8AQv8OrkzrPz5rwvRytOuXMMv+B8fAPhbZPN</latexit><latexit sha1_base64="7QlWCl0hSv1HXv+x6hS2fYN6JGg=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0v56Fb9xreAugv8UtShxKt0P0cxJJkCRWGcKx13/dSE+RYGUY4ndcGmaYpJhM8on1LBU6oDvJF8jk6s0qMhlLZIwxaqD83cpzoIpydTLAZ61WvEP/z+pkZ3gQ5E2lmqCDLh4YZR0aiogYUM0WJ4TNLMFHMZkVkjBUmxpZVsyX4q1/+SzoXDd9r+A9X9eZtWUcVTuAUzsGHa2jCPbSgDQSm8AQv8OrkzrPz5rwvRytOuXMMv+B8fAPhbZPN</latexit><latexit sha1_base64="7QlWCl0hSv1HXv+x6hS2fYN6JGg=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0v56Fb9xreAugv8UtShxKt0P0cxJJkCRWGcKx13/dSE+RYGUY4ndcGmaYpJhM8on1LBU6oDvJF8jk6s0qMhlLZIwxaqD83cpzoIpydTLAZ61WvEP/z+pkZ3gQ5E2lmqCDLh4YZR0aiogYUM0WJ4TNLMFHMZkVkjBUmxpZVsyX4q1/+SzoXDd9r+A9X9eZtWUcVTuAUzsGHa2jCPbSgDQSm8AQv8OrkzrPz5rwvRytOuXMMv+B8fAPhbZPN</latexit><latexit sha1_base64="7QlWCl0hSv1HXv+x6hS2fYN6JGg=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZlRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ6oGQwzn3kpMTpZxp43lfTmVtfWNzq7pd29nd2z9wD486WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkrvC7U6o0k+LRzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0v56Fb9xreAugv8UtShxKt0P0cxJJkCRWGcKx13/dSE+RYGUY4ndcGmaYpJhM8on1LBU6oDvJF8jk6s0qMhlLZIwxaqD83cpzoIpydTLAZ61WvEP/z+pkZ3gQ5E2lmqCDLh4YZR0aiogYUM0WJ4TNLMFHMZkVkjBUmxpZVsyX4q1/+SzoXDd9r+A9X9eZtWUcVTuAUzsGHa2jCPbSgDQSm8AQv8OrkzrPz5rwvRytOuXMMv+B8fAPhbZPN</latexit>

e2
<latexit sha1_base64="11rKBWzvbjGjSRyuxRVkLeWvAiU=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0b89CteXVvAbRO/JLUoEQrdL8GsSRZQoUhHGvd973UBDlWhhFO59VBpmmKyQSPaN9SgROqg3yRfI4urRKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWVVbQn+6pfXSadR9726/3hda96VdVTgHC7gCny4gSY8QAvaQGAKz/AKb07uvDjvzsdydMMpd87gD5zPH9/ok8w=</latexit><latexit sha1_base64="11rKBWzvbjGjSRyuxRVkLeWvAiU=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0b89CteXVvAbRO/JLUoEQrdL8GsSRZQoUhHGvd973UBDlWhhFO59VBpmmKyQSPaN9SgROqg3yRfI4urRKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWVVbQn+6pfXSadR9726/3hda96VdVTgHC7gCny4gSY8QAvaQGAKz/AKb07uvDjvzsdydMMpd87gD5zPH9/ok8w=</latexit><latexit sha1_base64="11rKBWzvbjGjSRyuxRVkLeWvAiU=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0b89CteXVvAbRO/JLUoEQrdL8GsSRZQoUhHGvd973UBDlWhhFO59VBpmmKyQSPaN9SgROqg3yRfI4urRKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWVVbQn+6pfXSadR9726/3hda96VdVTgHC7gCny4gSY8QAvaQGAKz/AKb07uvDjvzsdydMMpd87gD5zPH9/ok8w=</latexit><latexit sha1_base64="11rKBWzvbjGjSRyuxRVkLeWvAiU=">AAAB+XicbVDLSgMxFL3js9bXqEs3wSK4KjNF0GXRjcsK9gHtMGQyaRuaSYYkUyhD/8SNC0Xc+ifu/Bsz7Sy09UDI4Zx7ycmJUs608bxvZ2Nza3tnt7JX3T84PDp2T047WmaK0DaRXKpehDXlTNC2YYbTXqooTiJOu9HkvvC7U6o0k+LJzFIaJHgk2JARbKwUuu4gkjzWs8ReOQ0b89CteXVvAbRO/JLUoEQrdL8GsSRZQoUhHGvd973UBDlWhhFO59VBpmmKyQSPaN9SgROqg3yRfI4urRKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWVVbQn+6pfXSadR9726/3hda96VdVTgHC7gCny4gSY8QAvaQGAKz/AKb07uvDjvzsdydMMpd87gD5zPH9/ok8w=</latexit>

e1
<latexit sha1_base64="ka1pgA6Zxw6yDlGhe3tDt/gqFOA=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m9chr689Ctew1vAbRO/JLUoUQrdL8GsSRZQoUhHGvd973UBDlWhhFO57VBpmmKyQSPaN9SgROqg3yRfI4urBKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWXVbAn+6pfXSeeq4XsN//G63rwr66jCGZzDJfhwA014gBa0gcAUnuEV3pzceXHenY/laMUpd07hD5zPH95jk8s=</latexit><latexit sha1_base64="ka1pgA6Zxw6yDlGhe3tDt/gqFOA=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m9chr689Ctew1vAbRO/JLUoUQrdL8GsSRZQoUhHGvd973UBDlWhhFO57VBpmmKyQSPaN9SgROqg3yRfI4urBKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWXVbAn+6pfXSeeq4XsN//G63rwr66jCGZzDJfhwA014gBa0gcAUnuEV3pzceXHenY/laMUpd07hD5zPH95jk8s=</latexit><latexit sha1_base64="ka1pgA6Zxw6yDlGhe3tDt/gqFOA=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m9chr689Ctew1vAbRO/JLUoUQrdL8GsSRZQoUhHGvd973UBDlWhhFO57VBpmmKyQSPaN9SgROqg3yRfI4urBKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWXVbAn+6pfXSeeq4XsN//G63rwr66jCGZzDJfhwA014gBa0gcAUnuEV3pzceXHenY/laMUpd07hD5zPH95jk8s=</latexit><latexit sha1_base64="ka1pgA6Zxw6yDlGhe3tDt/gqFOA=">AAAB+XicbVDLSgMxFL1TX7W+Rl26CRbBVZkRQZdFNy4r2Ae0w5DJpG1oJhmSTKEM/RM3LhRx65+482/MtLPQ1gMhh3PuJScnSjnTxvO+ncrG5tb2TnW3trd/cHjkHp90tMwUoW0iuVS9CGvKmaBtwwynvVRRnEScdqPJfeF3p1RpJsWTmaU0SPBIsCEj2FgpdN1BJHmsZ4m9chr689Ctew1vAbRO/JLUoUQrdL8GsSRZQoUhHGvd973UBDlWhhFO57VBpmmKyQSPaN9SgROqg3yRfI4urBKjoVT2CIMW6u+NHCe6CGcnE2zGetUrxP+8fmaGt0HORJoZKsjyoWHGkZGoqAHFTFFi+MwSTBSzWREZY4WJsWXVbAn+6pfXSeeq4XsN//G63rwr66jCGZzDJfhwA014gBa0gcAUnuEV3pzceXHenY/laMUpd07hD5zPH95jk8s=</latexit>

s
<latexit sha1_base64="N1eK0lTaQQAFA6yHzcECkl4oWJk=">AAAB6HicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqMeiF48t2A9oQ9lsJ+3azSbsboQS+gu8eFDEqz/Jm//GbZuDtj4YeLw3w8y8IBFcG9f9dgobm1vbO8Xd0t7+weFR+fikreNUMWyxWMSqG1CNgktsGW4EdhOFNAoEdoLJ3dzvPKHSPJYPZpqgH9GR5CFn1FipqQflilt1FyDrxMtJBXI0BuWv/jBmaYTSMEG17nluYvyMKsOZwFmpn2pMKJvQEfYslTRC7WeLQ2fkwipDEsbKljRkof6eyGik9TQKbGdEzVivenPxP6+XmvDGz7hMUoOSLReFqSAmJvOvyZArZEZMLaFMcXsrYWOqKDM2m5INwVt9eZ20r6qeW/Wa15X6bR5HEc7gHC7BgxrU4R4a0AIGCM/wCm/Oo/PivDsfy9aCk8+cwh84nz/epYz3</latexit><latexit sha1_base64="N1eK0lTaQQAFA6yHzcECkl4oWJk=">AAAB6HicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqMeiF48t2A9oQ9lsJ+3azSbsboQS+gu8eFDEqz/Jm//GbZuDtj4YeLw3w8y8IBFcG9f9dgobm1vbO8Xd0t7+weFR+fikreNUMWyxWMSqG1CNgktsGW4EdhOFNAoEdoLJ3dzvPKHSPJYPZpqgH9GR5CFn1FipqQflilt1FyDrxMtJBXI0BuWv/jBmaYTSMEG17nluYvyMKsOZwFmpn2pMKJvQEfYslTRC7WeLQ2fkwipDEsbKljRkof6eyGik9TQKbGdEzVivenPxP6+XmvDGz7hMUoOSLReFqSAmJvOvyZArZEZMLaFMcXsrYWOqKDM2m5INwVt9eZ20r6qeW/Wa15X6bR5HEc7gHC7BgxrU4R4a0AIGCM/wCm/Oo/PivDsfy9aCk8+cwh84nz/epYz3</latexit><latexit sha1_base64="N1eK0lTaQQAFA6yHzcECkl4oWJk=">AAAB6HicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqMeiF48t2A9oQ9lsJ+3azSbsboQS+gu8eFDEqz/Jm//GbZuDtj4YeLw3w8y8IBFcG9f9dgobm1vbO8Xd0t7+weFR+fikreNUMWyxWMSqG1CNgktsGW4EdhOFNAoEdoLJ3dzvPKHSPJYPZpqgH9GR5CFn1FipqQflilt1FyDrxMtJBXI0BuWv/jBmaYTSMEG17nluYvyMKsOZwFmpn2pMKJvQEfYslTRC7WeLQ2fkwipDEsbKljRkof6eyGik9TQKbGdEzVivenPxP6+XmvDGz7hMUoOSLReFqSAmJvOvyZArZEZMLaFMcXsrYWOqKDM2m5INwVt9eZ20r6qeW/Wa15X6bR5HEc7gHC7BgxrU4R4a0AIGCM/wCm/Oo/PivDsfy9aCk8+cwh84nz/epYz3</latexit><latexit sha1_base64="N1eK0lTaQQAFA6yHzcECkl4oWJk=">AAAB6HicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqMeiF48t2A9oQ9lsJ+3azSbsboQS+gu8eFDEqz/Jm//GbZuDtj4YeLw3w8y8IBFcG9f9dgobm1vbO8Xd0t7+weFR+fikreNUMWyxWMSqG1CNgktsGW4EdhOFNAoEdoLJ3dzvPKHSPJYPZpqgH9GR5CFn1FipqQflilt1FyDrxMtJBXI0BuWv/jBmaYTSMEG17nluYvyMKsOZwFmpn2pMKJvQEfYslTRC7WeLQ2fkwipDEsbKljRkof6eyGik9TQKbGdEzVivenPxP6+XmvDGz7hMUoOSLReFqSAmJvOvyZArZEZMLaFMcXsrYWOqKDM2m5INwVt9eZ20r6qeW/Wa15X6bR5HEc7gHC7BgxrU4R4a0AIGCM/wCm/Oo/PivDsfy9aCk8+cwh84nz/epYz3</latexit>

s = L
<latexit sha1_base64="2Wmo66Q+nC50SBGdLUChjjG0NTQ=">AAAB6nicbVA9SwNBEJ2LXzF+RS1tFoNgFe5E0EYI2lhYRDQfkBxhb7OXLNnbO3bnhHDkJ9hYKGLrL7Lz37hJrtDEBwOP92aYmRckUhh03W+nsLK6tr5R3Cxtbe/s7pX3D5omTjXjDRbLWLcDargUijdQoOTtRHMaBZK3gtHN1G89cW1ErB5xnHA/ogMlQsEoWunBXN31yhW36s5AlomXkwrkqPfKX91+zNKIK2SSGtPx3AT9jGoUTPJJqZsanlA2ogPesVTRiBs/m506ISdW6ZMw1rYUkpn6eyKjkTHjKLCdEcWhWfSm4n9eJ8Xw0s+ESlLkis0XhakkGJPp36QvNGcox5ZQpoW9lbAh1ZShTadkQ/AWX14mzbOq51a9+/NK7TqPowhHcAyn4MEF1OAW6tAABgN4hld4c6Tz4rw7H/PWgpPPHMIfOJ8/+UWNlA==</latexit><latexit sha1_base64="2Wmo66Q+nC50SBGdLUChjjG0NTQ=">AAAB6nicbVA9SwNBEJ2LXzF+RS1tFoNgFe5E0EYI2lhYRDQfkBxhb7OXLNnbO3bnhHDkJ9hYKGLrL7Lz37hJrtDEBwOP92aYmRckUhh03W+nsLK6tr5R3Cxtbe/s7pX3D5omTjXjDRbLWLcDargUijdQoOTtRHMaBZK3gtHN1G89cW1ErB5xnHA/ogMlQsEoWunBXN31yhW36s5AlomXkwrkqPfKX91+zNKIK2SSGtPx3AT9jGoUTPJJqZsanlA2ogPesVTRiBs/m506ISdW6ZMw1rYUkpn6eyKjkTHjKLCdEcWhWfSm4n9eJ8Xw0s+ESlLkis0XhakkGJPp36QvNGcox5ZQpoW9lbAh1ZShTadkQ/AWX14mzbOq51a9+/NK7TqPowhHcAyn4MEF1OAW6tAABgN4hld4c6Tz4rw7H/PWgpPPHMIfOJ8/+UWNlA==</latexit><latexit sha1_base64="2Wmo66Q+nC50SBGdLUChjjG0NTQ=">AAAB6nicbVA9SwNBEJ2LXzF+RS1tFoNgFe5E0EYI2lhYRDQfkBxhb7OXLNnbO3bnhHDkJ9hYKGLrL7Lz37hJrtDEBwOP92aYmRckUhh03W+nsLK6tr5R3Cxtbe/s7pX3D5omTjXjDRbLWLcDargUijdQoOTtRHMaBZK3gtHN1G89cW1ErB5xnHA/ogMlQsEoWunBXN31yhW36s5AlomXkwrkqPfKX91+zNKIK2SSGtPx3AT9jGoUTPJJqZsanlA2ogPesVTRiBs/m506ISdW6ZMw1rYUkpn6eyKjkTHjKLCdEcWhWfSm4n9eJ8Xw0s+ESlLkis0XhakkGJPp36QvNGcox5ZQpoW9lbAh1ZShTadkQ/AWX14mzbOq51a9+/NK7TqPowhHcAyn4MEF1OAW6tAABgN4hld4c6Tz4rw7H/PWgpPPHMIfOJ8/+UWNlA==</latexit><latexit sha1_base64="2Wmo66Q+nC50SBGdLUChjjG0NTQ=">AAAB6nicbVA9SwNBEJ2LXzF+RS1tFoNgFe5E0EYI2lhYRDQfkBxhb7OXLNnbO3bnhHDkJ9hYKGLrL7Lz37hJrtDEBwOP92aYmRckUhh03W+nsLK6tr5R3Cxtbe/s7pX3D5omTjXjDRbLWLcDargUijdQoOTtRHMaBZK3gtHN1G89cW1ErB5xnHA/ogMlQsEoWunBXN31yhW36s5AlomXkwrkqPfKX91+zNKIK2SSGtPx3AT9jGoUTPJJqZsanlA2ogPesVTRiBs/m506ISdW6ZMw1rYUkpn6eyKjkTHjKLCdEcWhWfSm4n9eJ8Xw0s+ESlLkis0XhakkGJPp36QvNGcox5ZQpoW9lbAh1ZShTadkQ/AWX14mzbOq51a9+/NK7TqPowhHcAyn4MEF1OAW6tAABgN4hld4c6Tz4rw7H/PWgpPPHMIfOJ8/+UWNlA==</latexit>

s = 0
<latexit sha1_base64="EMowjfwmRJdBWIk5+GhmjaBOF38=">AAAB6nicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqBeh6MVjRfsBbSib7aRdutmE3Y1QQn+CFw+KePUXefPfuG1z0NYHA4/3ZpiZFySCa+O6305hbX1jc6u4XdrZ3ds/KB8etXScKoZNFotYdQKqUXCJTcONwE6ikEaBwHYwvp357SdUmsfy0UwS9CM6lDzkjBorPehrt1+uuFV3DrJKvJxUIEejX/7qDWKWRigNE1Trrucmxs+oMpwJnJZ6qcaEsjEdYtdSSSPUfjY/dUrOrDIgYaxsSUPm6u+JjEZaT6LAdkbUjPSyNxP/87qpCa/8jMskNSjZYlGYCmJiMvubDLhCZsTEEsoUt7cSNqKKMmPTKdkQvOWXV0nrouq5Ve/+slK/yeMowgmcwjl4UIM63EEDmsBgCM/wCm+OcF6cd+dj0Vpw8plj+APn8wfO1Y14</latexit><latexit sha1_base64="EMowjfwmRJdBWIk5+GhmjaBOF38=">AAAB6nicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqBeh6MVjRfsBbSib7aRdutmE3Y1QQn+CFw+KePUXefPfuG1z0NYHA4/3ZpiZFySCa+O6305hbX1jc6u4XdrZ3ds/KB8etXScKoZNFotYdQKqUXCJTcONwE6ikEaBwHYwvp357SdUmsfy0UwS9CM6lDzkjBorPehrt1+uuFV3DrJKvJxUIEejX/7qDWKWRigNE1Trrucmxs+oMpwJnJZ6qcaEsjEdYtdSSSPUfjY/dUrOrDIgYaxsSUPm6u+JjEZaT6LAdkbUjPSyNxP/87qpCa/8jMskNSjZYlGYCmJiMvubDLhCZsTEEsoUt7cSNqKKMmPTKdkQvOWXV0nrouq5Ve/+slK/yeMowgmcwjl4UIM63EEDmsBgCM/wCm+OcF6cd+dj0Vpw8plj+APn8wfO1Y14</latexit><latexit sha1_base64="EMowjfwmRJdBWIk5+GhmjaBOF38=">AAAB6nicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqBeh6MVjRfsBbSib7aRdutmE3Y1QQn+CFw+KePUXefPfuG1z0NYHA4/3ZpiZFySCa+O6305hbX1jc6u4XdrZ3ds/KB8etXScKoZNFotYdQKqUXCJTcONwE6ikEaBwHYwvp357SdUmsfy0UwS9CM6lDzkjBorPehrt1+uuFV3DrJKvJxUIEejX/7qDWKWRigNE1Trrucmxs+oMpwJnJZ6qcaEsjEdYtdSSSPUfjY/dUrOrDIgYaxsSUPm6u+JjEZaT6LAdkbUjPSyNxP/87qpCa/8jMskNSjZYlGYCmJiMvubDLhCZsTEEsoUt7cSNqKKMmPTKdkQvOWXV0nrouq5Ve/+slK/yeMowgmcwjl4UIM63EEDmsBgCM/wCm+OcF6cd+dj0Vpw8plj+APn8wfO1Y14</latexit><latexit sha1_base64="EMowjfwmRJdBWIk5+GhmjaBOF38=">AAAB6nicbVBNS8NAEJ3Ur1q/qh69LBbBU0lEqBeh6MVjRfsBbSib7aRdutmE3Y1QQn+CFw+KePUXefPfuG1z0NYHA4/3ZpiZFySCa+O6305hbX1jc6u4XdrZ3ds/KB8etXScKoZNFotYdQKqUXCJTcONwE6ikEaBwHYwvp357SdUmsfy0UwS9CM6lDzkjBorPehrt1+uuFV3DrJKvJxUIEejX/7qDWKWRigNE1Trrucmxs+oMpwJnJZ6qcaEsjEdYtdSSSPUfjY/dUrOrDIgYaxsSUPm6u+JjEZaT6LAdkbUjPSyNxP/87qpCa/8jMskNSjZYlGYCmJiMvubDLhCZsTEEsoUt7cSNqKKMmPTKdkQvOWXV0nrouq5Ve/+slK/yeMowgmcwjl4UIM63EEDmsBgCM/wCm+OcF6cd+dj0Vpw8plj+APn8wfO1Y14</latexit>

r(s)
<latexit sha1_base64="F6Ffy8nO0Ahw/aWsJOxdFlUUimY=">AAAB+nicbVC7TsMwFL0pr1JeKYwsFhVSWaoEIcFYwcJYJPqQ2qhyHKe16jiR7YCq0E9hYQAhVr6Ejb/BaTNAy5EsH51zr3x8/IQzpR3n2yqtrW9sbpW3Kzu7e/sHdvWwo+JUEtomMY9lz8eKciZoWzPNaS+RFEc+p11/cpP73QcqFYvFvZ4m1IvwSLCQEayNNLSrAz/mgZpG5srkrK7OhnbNaThzoFXiFqQGBVpD+2sQxCSNqNCEY6X6rpNoL8NSM8LprDJIFU0wmeAR7RsqcESVl82jz9CpUQIUxtIcodFc/b2R4Ujl6cxkhPVYLXu5+J/XT3V45WVMJKmmgiweClOOdIzyHlDAJCWaTw3BRDKTFZExlpho01bFlOAuf3mVdM4brtNw7y5qzeuijjIcwwnUwYVLaMIttKANBB7hGV7hzXqyXqx362MxWrKKnSP4A+vzB20JlBY=</latexit><latexit sha1_base64="F6Ffy8nO0Ahw/aWsJOxdFlUUimY=">AAAB+nicbVC7TsMwFL0pr1JeKYwsFhVSWaoEIcFYwcJYJPqQ2qhyHKe16jiR7YCq0E9hYQAhVr6Ejb/BaTNAy5EsH51zr3x8/IQzpR3n2yqtrW9sbpW3Kzu7e/sHdvWwo+JUEtomMY9lz8eKciZoWzPNaS+RFEc+p11/cpP73QcqFYvFvZ4m1IvwSLCQEayNNLSrAz/mgZpG5srkrK7OhnbNaThzoFXiFqQGBVpD+2sQxCSNqNCEY6X6rpNoL8NSM8LprDJIFU0wmeAR7RsqcESVl82jz9CpUQIUxtIcodFc/b2R4Ujl6cxkhPVYLXu5+J/XT3V45WVMJKmmgiweClOOdIzyHlDAJCWaTw3BRDKTFZExlpho01bFlOAuf3mVdM4brtNw7y5qzeuijjIcwwnUwYVLaMIttKANBB7hGV7hzXqyXqx362MxWrKKnSP4A+vzB20JlBY=</latexit><latexit sha1_base64="F6Ffy8nO0Ahw/aWsJOxdFlUUimY=">AAAB+nicbVC7TsMwFL0pr1JeKYwsFhVSWaoEIcFYwcJYJPqQ2qhyHKe16jiR7YCq0E9hYQAhVr6Ejb/BaTNAy5EsH51zr3x8/IQzpR3n2yqtrW9sbpW3Kzu7e/sHdvWwo+JUEtomMY9lz8eKciZoWzPNaS+RFEc+p11/cpP73QcqFYvFvZ4m1IvwSLCQEayNNLSrAz/mgZpG5srkrK7OhnbNaThzoFXiFqQGBVpD+2sQxCSNqNCEY6X6rpNoL8NSM8LprDJIFU0wmeAR7RsqcESVl82jz9CpUQIUxtIcodFc/b2R4Ujl6cxkhPVYLXu5+J/XT3V45WVMJKmmgiweClOOdIzyHlDAJCWaTw3BRDKTFZExlpho01bFlOAuf3mVdM4brtNw7y5qzeuijjIcwwnUwYVLaMIttKANBB7hGV7hzXqyXqx362MxWrKKnSP4A+vzB20JlBY=</latexit><latexit sha1_base64="F6Ffy8nO0Ahw/aWsJOxdFlUUimY=">AAAB+nicbVC7TsMwFL0pr1JeKYwsFhVSWaoEIcFYwcJYJPqQ2qhyHKe16jiR7YCq0E9hYQAhVr6Ejb/BaTNAy5EsH51zr3x8/IQzpR3n2yqtrW9sbpW3Kzu7e/sHdvWwo+JUEtomMY9lz8eKciZoWzPNaS+RFEc+p11/cpP73QcqFYvFvZ4m1IvwSLCQEayNNLSrAz/mgZpG5srkrK7OhnbNaThzoFXiFqQGBVpD+2sQxCSNqNCEY6X6rpNoL8NSM8LprDJIFU0wmeAR7RsqcESVl82jz9CpUQIUxtIcodFc/b2R4Ujl6cxkhPVYLXu5+J/XT3V45WVMJKmmgiweClOOdIzyHlDAJCWaTw3BRDKTFZExlpho01bFlOAuf3mVdM4brtNw7y5qzeuijjIcwwnUwYVLaMIttKANBB7hGV7hzXqyXqx362MxWrKKnSP4A+vzB20JlBY=</latexit>

e3
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Fig. 2 Mechanical model for the morphology of fibrillar bundles. (a) A
fibril is an ordered bundle of a number of filaments linked together by
adhesive interactions (inset). To describe bending and twisting modes,
we model the fibril as a thin elastic rod with centre line r(s) and ho-
mogeneous cross-section. Bending and twisting are then described by a
local body reference system attached to each point s ∈ [0,L] along the
fibril length: d3(s) points tangentially along the fibril’s centre line, while
d1(s), d2(s) point along the principal axes of the fibril. (b) At each point
s, the Euler angles θ ,ϕ,ψ describe the rotation of the vectors di relative
to the fixed reference frame ei, i = 1,2,3. (c) Schematic representation
of the bending of two adhering inextensible corrugated filaments to illus-
trate the nature of the adhesive energy term: (i) when the two filaments
are straight, the corrugations are in register; (ii) inextensibility of the
filaments causes corrugations of bent adhering filaments to be out of
registry. Adhesion energy penalises corrugation mismatch between ad-
hering filaments accumulated along the fibril’s length and it is minimal
when all corrugations are fully in register.

fined in Fig. 2(b), as46

κ1 = ϕ̇ sinθ sinψ + θ̇ cosψ , (1a)

κ2 = ϕ̇ sinθ cosψ− θ̇ sinψ , (1b)

τ = ψ̇ + ϕ̇ cosθ . (1c)

Then the total elastic energy per unit length is written in terms
of the strain vector as Hel =

B1
2 (κ1(s)− κ0

1 )
2 + B2

2 (κ2(s)− κ0
2 )

2 +
B3
2 (τ(s)− τ0)2, where B1(s), B2(s) are the locally averaged bend-

ing rigidities in the directions d1 and d2, and B3 is the locally
averaged twisting rigidity. here κ0

1 , κ0
2 and τ0 are spontaneous

curvatures and twist that give rise to naturally curved or twisted
bundles (Fig. 4(a)). We will initially focus on the case when
κ0

1 = κ0
2 = τ0 = 0 but will come back to naturally curved or twisted

bundles in Sec. 4. Substituting the Euler angle expressions for the
curvature and twist, Eqs. (1), allows us to write the energy den-

sity as46,47:

Hel =
B1

2

(
θ̇

2 + ϕ̇
2 sin2

θ

)
+

B3

2

(
ψ̇ + ϕ̇ cosθ

)2
. (2)

We note that the potential energy density of the rod (2) is iden-
tical to the kinetic energy of a rigid body once we identify arc-
length s with time, the angular velocity with the vector of cur-
vatures and twist, and the bending and twisting stiffnesses with
the moments of inertia. This is termed the Kirchhoff kinetic anal-
ogy46,47, which we will see a use for later on.

2.2.2 Adhesion

To the elastic energy of bending and twisting of the fibril, (2),
we add the adhesion energy between individual filaments in the
bundle. As seen in our discrete rod simulations, this energy con-
tribution originates in the fact that bending and twisting a bundle
of inextensible filaments necessarily couples to sliding and dereg-
istration of inter-filament adhesive bonds. The adhesive potential
measured in our simulations is a periodic function of the Euler
angles θ and ϕ. The periodicity of the potential is set by the pa-
rameter χ = 2πd/a, where a is the separation between monomers
and d is the distance between adhering filaments. The ampli-
tude of the potential is determined by the strength of adhesion
γ. To construct a simple mean-field energy term to capture this
behaviour, consider the interaction between adjacent filaments
in the bundle. These filaments are inextensible and unshearable
chains of discrete monomers that can be described as thin rods
with periodic corrugations along their length (Fig. 2(c)). In the
absence of bending or twisting, all corrugations are perfectly in
register (Fig. 2(c,i)). However, since filaments are inextensibile,
bending (or twisting) the bundle will cause these corrugations
to deregister due to the different path lengths traversed by the
neighbouring filaments (Fig. 2(c,ii)). In the continuum limit, the
adhesion energy per unit length in its simplest form can be writ-
ten as:

Hadh =
γ1

2
cos(χ1θ)+

γ2

2
sin(χ1θ)cos(χ2ϕ) (3)

+
γ3

2
sin(χ1θ)sin(χ2ϕ)+

γ4

2
sin(χ3ψ),

where the parameters γi measure the strength of adhesive interac-
tions and we have decomposed (3) into its principal components
associated with the different ways in which the filaments in the
bundle can be sheared relative to each other at a cross section,
assigning different strengths for each component. The adhesive
bonds may possess intrinsic asymmetry due to corrugations hav-
ing different spatial dimensions along and perpendicular to the
filament cross section. We allow for this possibility by introduc-
ing different periodicities χi for each angle. Moreover, we could
account for local packings favouring non-straight configurations
by introducing in (3) rest angles θ 0, ϕ0, ψ0 in (3) with respect to
which all angles in the adhesion energy are measured.

We note that the coarse-grained adhesion energy functional
given by (3) was not explicitly implemented in the discrete rod
simulations. Instead, our discrete simulations consider only
Lennard-Jones interactions between the monomers in the fila-
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ments and the periodic nature of the adhesion energy potential
emerges naturally from these ingredients, giving credence to our
simple choice for the adhesion energy above. Intuitively, deregis-
tration between filaments causes monomers to be further apart,
which leads to weaker adhesive interactions locally. Crucially,
while a particular functional dependence of the adhesion poten-
tial is assumed for concreteness in (3), it is the periodicity, not the
specific form that is important in general.

2.2.3 Effective continuum model

Taken together, the equilibrium shape of fibrils is determined by
searching for the configuration with minimal total energy, Etot =∫ L

0 (Hel +Hadh)ds, as solution to the Euler-Lagrange equations.
Once the Euler-Lagrange equations associated with Etot have been
solved, the centre line of the filament, r(s), is constructed from the
tangent vector d3(s) = (sinϕ(s)sinθ(s),cosϕ(s)sinθ(s),cosθ(s))
using the relationship d3(s)= dr(s)/ds. Within the kinetic analogy,
the Euler-Lagrange equations associated with Eqs. (2) and (3)
(see Appendix B) give rise to an “initial-value” problem, whereby
initial conditions, corresponding roughly to the nucleation so-
lution, and mechanical parameters determine the fibril shape.
Non-trivial fibril shapes emerge in our model from the compe-
tition between ‘kinetic energy’ (2), associated with bending and
twisting, and adhesion energy (3), which favours straight con-
figurations to maintain corrugations in registry. A natural length
scale, termed ‘adhesion length’28 emerges from this competition
as `adh = (B/γ)1/2 and thus sets the characteristic size of fibril
shape deformations.

3 Naturally straight and untwisted fibril bundles
Before moving towards a phase diagram of the morphologies and
transitions therein, we first show some representative shapes that
arise from the minimisation procedure outlined above (see SM
for details). In Fig. 3(a) we show an image of a zig-zag shaped
Limulus polyphemus (horseshoe crab) acrosome20, a 60 µm long
bundle of crosslinked actin filaments, characterised by a series of
almost straight “arms” separated by kinks, where bending is con-
centrated, a feature that our mechanical model can reproduce.
As another example of natural fibrils, we consider the shape of
Filopodia fibrils. These are slender protrusive structures that are
made of bundles of actin filaments, cross-linked by proteins such
as fascin or plastin, and that are involved in cell locomotion52,53.
Figure 3(b) shows the image of a reconstituted Filopodia fib-
ril with complex helical shape reproduced using our mechanical
model22. Different kinds of helical fibril morphologies are ob-
served also for inorganic and synthetic structures. An important
example are multi-walled carbon nanotubes, fibrils composed of
several concentric graphene nanotubes. Figs. 3(c,d) show images
of two such multi-walled carbon nanotubes with supercoiled he-
lical and zig-zag shape simulated using our mechanical model23.

We note that the values for the elastic parameters used to repro-
duce the fibrillar shapes in Fig. 3 were not determined by using
experimentally measured parameters. In fact, while estimates for
bending rigidities B are readily available for different fibril sys-
tems from the values of persistence lengths (`p = B/kBT ) [e.g.
actin bundles have `p ' 1 m, i.e. B ' 10−21 Nm2 at room tem-
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Fig. 3 Examples of natural and synthetic fibrillar morphologies (top)
and simulations (bottom) from numerical solution of the Euler-Lagrange
equations associated with Eqs. (2) and (3) (see Appendix B). (a) Image
of a zig-zag shaped actin bundle released from the Limulus polyphemus
sperm20,21. (b) Image of a curved Filopodia-like structure reconstituted
on supported lipid bilayers22. (c,d) Tunnel electron microscopy images of
multi-walled carbon nanotubes with super-helical and zig-zag morpholo-
gies23. Scale bars for the simulated shapes correspond to half of the
adhesion length `adh = (B1/γ1)

1/2; comparing this length scale with the
size of observed fibril deformations yields, using bending rigidities deter-
mined from persistence lengths, an estimate for the strength of adhesive
interactions. For parameters see Appendix B.

perature; single-walled carbon nanotubes have `p ' 10 µm, i.e.
B' 10−25 Nm2 at room temperature, etc.], explicit measurements
of the strength of adhesion (parameters γ) are not available for
these structures. However, we can use the fibril images together
with the associated parameters from our simulations to indirectly
estimate the strength of adhesive interactions γ. Indeed, a direct
prediction from our model is that fibril deformations occur over
a characteristic length scale given by `adh = (B/γ)1/2, the adhe-
sion length, which measures the competition between bending
and adhesion energies. Together with values of bending rigidities
estimated from persistence lengths, a comparison between the
elastocapillary lengths for simulated fibril shapes and the actual
size of deformations for real fibril images would thus allow us to
estimate the strength of adhesive interactions. We illustrate this
idea on the actin bundle in Fig. 3a. The simulation parameters
allow us to express the simulated fibril shape in units of adhesion
length (see scale bars in Fig. 3a, bottom). Comparing the adhe-
sion length of the simulated shape with the actual scale bars in
fibril image, yields the estimate `adh = (B/γ)1/2 ' 10 µm. Using
B' 10−21 Nm2, the estimated adhesion length yields an adhesion
strength of about γ = 10kBT/nm. This value is broadly consistent
with estimates of adhesion energies from explicit calculations of
Van der Waals attraction between two protein rods obtained us-
ing an Hamaker constant for proteins interacting through water
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Fig. 4 Naturally curved and twisted fibrillar bundles. (a) Definition of
natural curvatures κ0

1 , κ0
2 and natural twist τ0. The shapes illustrate a

naturally straight fibril (left) and naturally curved or twisted fibrils with
τ0 6= 0, κ0

1 6= 0 or κ0
2 6= 0. The red line on the fibril shapes indicates the

rotation of the tangent d3(s) along the bundle, hence describing the twist
of the fibril. (b) Effect of spontaneous curvatures and twist on the fibril
shape of Fig. 3(d). The parameters are the same as for Fig. 3(d) with
τ0 = 3, κ0

1 = 0.06 and κ0
2 = 0.07, respectively. (c) Emergence of chirality

in our model.

are in the order HA = 1-10kBT and distances of closest approach
between rods in the nm range28.

4 Naturally curved and twisted fibril bundles
Our theory so far has focussed on naturally straight struc-
tures. However, fibril bundles can possess spontaneous cur-
vature and/or twist and many biological8,32,33,54–57 and syn-
thetic11,58–60 filament assemblies are chiral. To account for this
fact, we now investigate how the predictions from our model are
modified when natural curvatures κ0

1 , κ0
2 and spontaneous twist

τ0 are introduced in the system (Fig. 4(b), and see Appendix C for
the full Hamiltonian and associated Euler-Lagrange equations).
We see that τ0 6= 0 introduces additional twist to the structure, but
does not affect the overall shape of the fibril. This result follows
intuition since τ0 does not break the symmetries associated with
the unperturbed Hamiltonian (see Sec. 5), hence making the pre-
dictions of our model applicable to systems with τ0 6= 0. By con-
trast, introducing κ0

1 6= 0 or κ0
2 6= 0 breaks the symmetries of the

unperturbed Hamiltonian. This results in helical structures with
varying pitch, as expected from a competition between the de-
formations due to `adh = (B/γ)1/2 and the new natural curvature
forced by κ0

1 , κ0
2 . We also observe chiral structures (Fig. 4(c));

fibril bundles of a particular handedness are determined in our
model by the sign of the angular momentum `ψ and can there-
fore be selected by means of the initial conditions ϕ̇(0) and ψ̇(0).

Indeed reversing the sign of ϕ̇(0) and ψ̇(0) (and therefore `ψ )
switches the handedness of the fibril structure from Fig. 3(d).

5 Phase diagram for fibrillar bundle morphologies

Moving beyond specific morphologies, we now explore systemat-
ically the type of fibril shapes that emerge as energy minimizing
solutions in our mechanical model as a function of the relevant
mechanical parameters. To do so, it is useful to consider the case
γ2 = γ3 = 0 first and to introduce the terms proportional to γ2 and
γ3 in Eq. (3) as perturbations in a next step, focusing on the
case where we have a natural twist τ0 6= 0. When γ2 = γ3 = 0,
the resulting unperturbed Hamiltonian H0 is independent of ϕ

and ψ. Thus, the associated angular momenta `ϕ = ∂H0/∂ ϕ̇ and
`ψ = ∂H0/∂ψ̇ are conserved, and these symmetries allow us to
express H0 in terms of two variables only:

H0 =
`2

θ

2B1
+

(`ϕ − `ψ cosθ)2

2B1 sin2
θ

+
`2

ψ

2B3
+

γ1

2
cos(χθ), (4)

where `θ =B1θ̇ and for convenience we have introduced the nota-
tion χ1 = χ. For χ = 1, Eq. (4) may be conveniently recognized as
the Hamiltonian describing the configurations of a thin rod with
applied load, whose kinetic analogue is the motion of a symmet-
ric rigid body (or a pendulum in two dimensions, `ϕ = `ψ = 0)
in a gravitational field46. Using the kinetic analogy with rigid
body dynamics,† the different fibril morphologies emerging from
Eq. (4) can be classified into two main classes: (i) precession and
nutation modes, where the motion of the polar angle θ remains
bounded between some values θmin and θmax, and (ii) libration
modes, where the system has sufficient total energy to reach the
vertical point θ = 0 and undergo a “tumbling” motion (see Sup-
plementary Fig. S2). Note that, due to the centrifugal term in (4),
libration modes are accessible only when `ϕ = `ψ , such that we
shall assume `ϕ = `ψ throughout. Libration requires the system
to have sufficient "kinetic energy", due to bending and twisting,
to overcome the potential energy, due to adhesion, a competition
that in Eq. (4) is described by two natural dimensionless parame-
ters: `θ (0)/

√
B1γ1 and `ϕ/

√
B1γ1. In a phase diagram with these

parameters (Fig. 5), moving upwards diagonally corresponds to
increasing the ratio of bending and twisting energy ("kinetic en-
ergy") to adhesion energy (potential energy). Moreover, the ho-
moclinic orbit separates precession and nutation from libration
modes. This orbit connects the fixed point `θ = 0 and θ = 0 to
itself and, hence, it is the orbit of minimal total energy that is
able to librate. In Appendix D we show that a homoclinic orbit
exists only if `ϕ/

√
2B1γ1 < χ and that this orbit is described by the

†Note the difference between our model of adhering fibrils and Euler buckling under
longitudinal compression: while both models lead to a cosθ term in the Hamilto-
nian, the origin of this term is fundamentally different in the two models. In our
model, this term comes from considering the mismatch between adhesion points
along the fibril, whereas, in Euler buckling, it is a force density coming from dis-
tributing the boundary load among each fibril’s cross-section. This analogy therefore
does not imply that boundary loading is imposed to the fibril’s end in our model.
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following equation:

`2
θ

B1γ1
= 1− cos(χθ)−

`2
ϕ

B1γ1

(1− cosθ)

(1+ cosθ)
. (5)

Thus, when `ϕ/
√

2B1γ1 > χ, only librational solutions exist, while
for `ϕ/

√
2B1γ1 < χ, precession and nutation modes are possible,

as shown in Fig. 5. The origin corresponds to having zero "ki-
netic energy" in the Kirchhoff analogy (e.g. because initial fibril
nucleus starts out straight) or infinite adhesion energy; fibrils will
thus remain straight. Precession and nutation modes are charac-
terized by low "kinetic energy" but relatively strong adhesion; the
resulting shapes are slightly bent fibrils. Libration modes corre-
spond to structures that have large bending energy (e.g. because
the fibril nucleus enforces a strong curvature) but relatively low
adhesion; the resulting shapes are largely bent fibrils. Interest-
ingly, librating solutions close to the homoclinic orbit are kinked
helices that concentrate bending at kinks but are otherwise rela-
tively straight. These solutions maximize the length that is in reg-
istry without having to straighten the fibril completely; the cost
to pay is the large curvature at the kinks. In the kinetic analogy,
kinked helices emerge because these solutions are characterized
by points of almost vanishing angular momentum `θ ; thus, if we
think of s as a time variable, the system will spend a lot of time in
the proximity of these points, but the angle θ in turn changes only
very little. As we move away from the homoclinic orbit, solution
orbits are characterized by large "kinetic energy" due to bend-
ing and twisting and low adhesion energy, such that the kinked
character disappears and the cross-section of the helix adopts an
increasingly circular shape.

6 Morphological chaos in 3-d fibrillar bundles

We now turn on the terms proportional to γ2 and γ3 in Eq. (3) and
show that this can lead to spatially chaotic solutions, i.e. com-
plex spatial configurations for the shape of fibrillar bundles with
a very sensitive dependence on the mechanical parameters and
initial conditions. The hallmark of chaotic behavior is that small
changes in the initial conditions can generate trajectories that de-
viate from each other significantly (i.e. exponentially) over time,
which in the context of fibril bundles means that very disparate
fibril shapes emerge for very similar initial conditions. The oc-
currence of spatially chaotic fibril shapes can be thought as a
direct implication of Kirchhoff’s kinetic analogy. Indeed, it is a
well known fact that chaotic dynamics is possible for a spinning
top with distinct moments of inertia or for rigid bodies subject
to small external torques24,25,64. However, it must be stressed
that, in the context of the morphology of three dimensional fib-
rillar bundles, chaotic deformations have a different origin: the
components of the adhesion energy perpendicular to the long fib-
ril axis that break the integrability of the full Hamiltonian.‡ The
existence of chaotic solutions can be proved in a rigorous manner

‡Note that the adhesion energy (3) breaks the symmetry associated with the con-
servation of `ϕ . The non-integrability of the perturbed Hamiltonian is a necessary
condition to give rise to complicated fibril shapes, although this condition is not
sufficient for the existence of chaotic behavior, see e.g. Ref. 49.

using the Melnikov integral approach25,26,61,64 (see Appendix E).
The underlying idea of the Melnikov function method is to inves-
tigate whether the introduction of terms proportional to γ2 and
γ3 as perturbations to the fully integrable Hamiltonian system,
Eq. (4), leads to transverse homoclinic orbits. Transverse ho-
moclinic orbits are distinctive signs of chaotic behavior, which
in practice can be tested by establishing whether the Melnikov
function has simple zeros. In Appendix E we determine explic-
itly the Melnikov function for our Hamiltonian and show that this
function has simple zeros, therefore indicating the existence of
chaotic solutions. This finding may have important implications
in the way we think about control in these systems. In particular,
tools developed to study complex temporal dynamical systems,
such as finite-time and finite-size Lyapunov exponents (FTLE and
FSLE)65, might be deployed to detect spatially chaotic fibril mor-
phologies experimentally. Moreover, different approaches, that
have been devised for controlling chaotic systems, including OGY
method66, may be employed as strategies for achieving morphol-
ogy control of fibril shapes.

7 Summary and outlook
We have proposed a coarse-grained model to understand the me-
chanical basis for the shape of three-dimensional fibrillar bundles.
Our simulations of adherent filaments in the plane and in space
suggest that two basic ingredients naturally define the form of or-
dered bundles of filaments: intra-filament bending and twisting,
and inter-filament adhesion. In terms of these, we derive a Hamil-
tonian that is analogous to that for a rigid body in an external field
and use the Euler-Lagrange equations derived from minimizing it
to explain the complex morphologies observed for different nat-
ural and synthetic fibrillar bundles. Our phase diagram for the
morphologies has a simple interpretation in terms of an analogy
to different types of solutions for a spinning rigid body. We also
derive a condition for the existence of spatially chaotic morpholo-
gies in terms of its nucleation solution. This suggests that regulat-
ing the micron-scale shape of three-dimensional self-assembling
fibrillar structures is a fundamentally difficult problem, whose so-
lution would require controlling spatial chaos in these systems.
With sufficient experimental control on initial conditions (nucle-
ation), a number of self-assembly reactions could be started with
slightly different initial conditions to establish how these differ-
ences give rise to changes in overall fibril shape. Quantifying
the statistics of fibril curvature and torsion from images of fibril
shapes, and using this to determine strategies for controlling the
shape of three-dimensional fibrillar bundles in space remains an
open problem. Although we have demonstrated the existence of
chaotic fibril shapes for a specific free energy (Eqs. (2) and (3)),
we note that the flexibility of the Melnikov formalism allows one
to include in the future other forms for the energy penalty of ge-
ometric frustration in self-assembled fibril bundles.

A Computer simulations
Simulations begin with an initial seed region consisting of two
particles on each fibril, enough to establish the initial condition
θ (0). Meanwhile, θ̇ (0) = κ0 is prescribed through the intrinsic
monomer curvature κ0 (Fig. 1(a), bottom). To grow the filament,
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Fig. 5 Phase diagram of fibrillar bundle morphologies. Fibrillar bundle shapes are obtained as energy minimizing solutions from the Hamiltonian
Eq. (4) as a function of the dimensionless parameters `ϕ/

√
B1γ1 and `θ (0)/

√
B1γ1 for χ = 8, θ(0) = 0.5 and τ0 = 2. Fibril shapes are classified as

precession and nutation modes (red shaded area) or libration modes (blue shaded area). The boundary line (solid red) is the homoclinic orbit, given
in Eq. (5). Fibrils near the homoclinic orbit in the libration region are kinked helices (purple); `ϕ = 0 corresponds to 2D shapes (orange). The images
show comparisons to real fibril systems, including (i,ii) circular and supercoiled carbon nanotubes from63, (iii) a kinked carbon nanotube from23, and
(iv) Filopodia structures from22. The parameters are listed in Appendix D.

one pair of particles is added at a time, except when a single
monomer needs to be added to prevent runaway of one of the
fibrils relative to the other (see Supplementary Videos 1 and 2).
Once added, the pair of monomers is allowed to equilibrate, by
trading off between elastic stress and adhesion penalty due to
mismatch. During equilibration, only the most recently added
pair of monomers and the pair prior to it are mobile, while the rest
of the filament is fixed (as – according to the rigid body dynamics
analogy – it constitutes the past). The reason the last two pairs
of monomers need to be mobile, rather than only the last pair,
is to properly model the adhesive interaction, which requires a
neighbor on either side.

Each monomer interacts with monomers of the opposite type
(i.e. on the other fibril) via a Lennard-Jones potential with
equilibrium distance r0, and cutoff 2r0. The cutoff prevents
longer-range interactions, ensuring that the adhesive interaction
potential depends only on the local geometry; effectively each
monomer only interacts with one or two neighbors on the oppo-
site fibril.

Triplets of particles determine a bending interaction, which is
mentioned in the main text in the context of a simplified 2d model
with ϕ = const., ψ = const. The bending interaction is simply a
discretized bending energy and its general form is analogous to
that in the main text, with the 2d angle θ replaced by a 3D angle
β : B/a [1− cos(β −β0)] ≈ B/(2a)(β −β0)

2, where B is the bend-
ing rigidity of the fibril, β is the (smaller) angle determined by the

segment joining the three consecutive monomers and β0 is related
to the intrinsic curvature κ0 of the monomers, β0 = π−κ0a.

B Euler-Lagrange equations

The Euler-Lagrange equations for Eqs. (2) and (3) read

B1θ̈ +(B3−B1)ϕ̇
2 sinθ cosθ +B3 sinθ ϕ̇ ψ̇ +

γ1χ1

2
sin(χ1θ)

− γ2χ1

2
cos(χ1θ)cos(χ2ϕ)+

γ3χ1

2
cos(χ1θ)sin(χ2ϕ) = 0 ,

(B1)

ϕ̈(B1 sin2
θ +B3 cos2

θ)+B1ϕ̇ θ̇ sin(2θ)+B3
(
ψ̈− ϕ̇ θ̇ sinθ

)
cosθ

−B3 (ψ̇ + ϕ̇ cosθ)sinθ θ̇ +
γ2χ2

2
sin(χ1θ)sin(χ2ϕ)

− γ3χ2

2
sin(χ1θ)cos(χ2ϕ) = 0 , (B2)

B3
(
ψ̈ + ϕ̈ cosθ − ϕ̇ θ̇ sinθ

)
− γ4χ3

2
cos(χ3ψ) = 0 . (B3)

These equations are integrated for given initial conditions θ(0),
ϕ(0), ψ(0), θ̇(0) = 0, `ϕ (0) and `ψ (0), where `ϕ and `ψ are the
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angular momenta with respect to ϕ and ψ and are given by

`ϕ = B1 sin2
θ ϕ̇ +B3

(
ψ̇ + cosθ ϕ̇

)
cosθ , (B4)

`ψ = B3

(
ψ̇ + cosθ ϕ̇

)
. (B5)

The centre line of the fibril r(s) is obtained by integrating the
tangent vector

d3(s) =

sinϕ(s)sinθ(s)
cosϕ(s)sinθ(s)

cosθ(s)

 (B6)

as d3(s) = dr(s)/ds. The twist along the centre line can be fol-
lowed by means of the vectors

d1(s) =

cosϕ(s)cosθ(s)cosψ(s)− sinϕ(s)sinψ(s)
sinϕ(s)cosθ(s)cosψ(s)+ cosϕ(s)sinψ(s)

−sinθ(s)cosψ(s)

 (B7)

and

d2(s) =

−cosϕ(s)cosθ(s)sinψ(s)− sinϕ(s)cosψ(s)
−sinϕ(s)cosθ(s)sinψ(s)+ cosϕ(s)cosψ(s)

sinθ(s)sinψ(s)

 . (B8)

The parameter used in Fig. 3 are listed here below. In all
cases θ(0) = ψ(0) = 1, and ϕ(0) = −1. For (a) the parameters
were: θ(0) = 0.96, a = 0.9, β = 0.9, χ1 = 4, and γ2 = γ3 = 0,
i.e. `adh =

√
B1/γ1 = 1.05 (see Eq. (D11)). For (b): θ̇(0) = 1.3,

ϕ̇(0) = 1.8, B3`ψ = 2.9, B1 = 1, B3 = 1, γ1 = 1.3, γ2 = γ3 = 1.3,
χ1 = 2, χ2 = 3, `adh =

√
B1/γ1 = 0.88. For (c): θ̇(0) = 3.2,

ϕ̇(0) = 1.9, B3`ψ = 2, B1 = 1, B3 = 1, γ1 = 1, γ2 = γ3 = 0, χ1 = 1,
`adh =

√
B1/γ1 = 1. For (d): θ̇(0) = 0, ϕ̇(0) = 2, B3`ψ = 1, B1 = 1,

B3 = 1, γ1 = 1, γ2 = γ3 = 0, χ1 = 1, `adh =
√

B1/γ1 = 1.

C Euler-Lagrange equations for chiral fibrils

For chiral fibrils, we consider the following Hamiltonian with nat-
ural curvatures κ0

1 , κ0
2 and natural twist τ0

H =
B1

2

(
ϕ̇ sinθ sinψ + θ̇ cosψ−κ

0
1

)2

+
B2

2

(
ϕ̇ sinθ cosψ− θ̇ sinψ−κ

0
2

)2

+
B3

2

(
ψ̇ + ϕ̇ cosθ − τ

0
)2

+
γ1

2
cos(χ1(θ −θ

0))

+
γ2

2
sin(χ1(θ −θ

0))cos(χ2(ϕ−ϕ
0)) (C1)

+
γ3

2
sin(χ1(θ −θ

0))sin(χ2(ϕ−ϕ
0))+

γ4

2
sin(χ3(ψ−ψ

0)),

The Euler-Lagrange equations associated with (C1) are

−ϕ̇

(
B1 cosθ(κ0

1 sinψ +κ
0
2 cosψ)−B3τ

0 sinθ +B3 sinθ ψ̇

)
+(B1−B3)sinθ cosθ ϕ̇

2−B1

(
ψ̇(κ0

1 sinψ +κ
0
2 cosψ)+ θ̈

)
+

χ1γ1

2
sin(χ1(θ −θ

0))− χ1γ2

2
cos(χ1(θ −θ

0))cos(χ2(ϕ−ϕ
0))

+
χ1γ3

2
sin(χ1(θ −θ

0))sin(χ2(ϕ−ϕ
0)) = 0 (C2)

for θ(s)

θ̇
(
− (B1−B3)sin(2θ)ϕ̇ +B1κ

0
1 cosθ sinψ +B1κ

0
2 cosθ cosψ

−B3τ
0 sinθ +B3 sinθψ̇

)
+

1
2

ϕ̈((B1−B3)cos(2θ)−B1−B3)

+B1 sinθ ψ̇(κ0
1 cosψ−κ

0
2 sinψ)−B3 cosθ ψ̈

+
χ2γ2

2
sin(χ1(θ −θ

0))cos(χ2(ϕ−ϕ
0))

− χ2γ3

2
sin(χ1(θ −θ

0))sin(χ2(ϕ−ϕ
0)) = 0 (C3)

for ϕ(s), and

θ̇

(
B1κ

0
1 sinψ +B1κ

0
2 cosψ +B3 sinθ ϕ̇

)
−B1 sinθϕ̇(κ0

1 cosψ−κ
0
2 sinψ)−B3 (cosθ ϕ̈ + ψ̈)

− γ4χ3

2
cos(χ3(ψ−ψ

0)) = 0 (C4)

for ψ(s).

D Analysis of unperturbed equations

In this appendix we study the solutions that emerge from the un-
perturbed Hamiltonian:

H0 =
B1

2

(
θ̇

2 + sin2
θ ϕ̇

2
)
+

B3

2

(
ψ̇ + cosθ ϕ̇−τ

0
)2

+
γ

2
cos(χθ) , (D1)

where for convenience we have introduced the notation γ1 = γ

and χ1 = χ.

D.1 Special limits

The Hamiltonian (D1) has two important limits. When χ = 1, the
Hamiltonian (D1) becomes the Hamiltonian of the heavy sym-
metric top, i.e. the motion of a symmetric rigid body around a
fixed point under the influence of gravity:

H =
B1

2

(
θ̇

2 + sin2
θ ϕ̇

2
)
+

B3

2

(
ψ̇ + cosθ ϕ̇

)2
+

γ

2
cosθ . (D2)

In this analogy, the adhesion potential term corresponds to the
gravitational potential, with γ/2 = mg, where m is the rigid body
mass and g is the acceleration due to gravity. Moreover, when χ =

1 and ψ̇ = ϕ̇ = 0, Eq. (D1) simplifies to the Hamiltonian describing
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the motion of a pendulum in the plane with θ̂ = π−θ :

H =
B1

2
˙̂
θ

2− γ

2
cos θ̂ , (D3)

where, in this case, γ/B1 corresponds to g/L, where L is the length
of the pendulum.

D.2 Integration of unperturbed equations

We note that H0 is independent of ϕ and ψ, i.e. ϕ and ψ are
cyclic variables. Therefore, the angular momenta associated with
the angles ϕ and ψ must be conserved so that

∂H0

∂ψ̇
= B3

(
ψ̇ + cosθ ϕ̇−τ

0
)
= const≡ `ψ (D4)

and

∂H0

∂ ϕ̇
= B1 sin2

θ ϕ̇ +B3

(
ψ̇ + cosθ ϕ̇−τ

0
)

cosθ = const≡ `ϕ .

(D5)
By combining Eqs. (D4) and (D5), we find

ϕ̇ =
`ϕ − `ψ cosθ

B1 sin2
θ

. (D6)

Using these relationships, we can reduce the Hamiltonian (D1) to

H0 =
`2

θ

2B1
+

(`ϕ − `ψ cosθ)2

2B1 sin2
θ

+
`2

ψ

2B3
+

γ

2
cos(χθ). (D7)

where `θ =B1θ̇ is the angular momentum in the θ direction. Note
that `θ is not conserved since θ is not a cyclic variable of (D1).

The problem can be simplified further by noticing that the
Hamiltonian (D1) does not depend on s explicitly, i.e. ∂H0/∂ s =
0. Hence, H0 must be equal to a constant for all s:

E =
`2

θ

2B1
+

(`ϕ − `ψ cosθ)2

2B1 sin2
θ

+
`2

ψ

2B3
+

γ

2
cos(χθ). (D8)

Finally, it is useful to introduce the following new variable u =

cosθ such that Eq. (D8) becomes:

E =
B1

2
u̇2

1−u2 +
(`ϕ − `ψ u)2

2B1(1−u2)
+

`2
ψ

2B3
+

γ

2
Tχ (u) , (D9)

where Tχ (u) = cos(χθ) denotes the Chebyshev polynomial of de-
gree χ. Solving the above equation for u̇ yields

u̇2 = [α−βTχ (u)](1−u2)− (a−bu)2 ≡ f (u), (D10)

where

α =
2E
B1
−

`2
ψ

B1B3
(D11a)

β =
γ

B1
(D11b)

a =
`ϕ

B1
(D11c)

b =
`ψ

B1
. (D11d)

Note that, by definition, u is defined only for −1 ≤ u ≤ 1. More-
over, since the left-hand side of Eq. (D10) is non-negative, u̇2 ≥ 0,
Eq. (D10) has a solution only when f (u)≥ 0. Under these circum-
stances, the solution reads

s(u)− s(u0) =
∫ u

u0

du′√
f (u′)

. (D12)

From (D12), we can determine, using u(s) = cosθ(s), the evolu-
tion of the angles ϕ(s) and ψ(s) by means of the following rela-
tionships:

ϕ̇ =
a−bu
1−u2 , ψ̇ =

`ψ+τ0

B3
− u(a−bu)

1−u2 . (D13)

The parameters used to generate the fibril structures in Fig. 5
are `θ (0)/

√
B1γ1 = 0, 0.07, 0.7, 0.93, 1.35, 2.55, 2.55, 2.55, 2.55, re-

spectively, `ϕ/
√

B1γ1 = 0, 0.8, 3, 3.5, 0.15, 0, 0.56, 1, 2.

D.3 Existence of homoclinic orbits

A homoclinic orbit is an orbit that connects the saddle point
(θ , θ̇) = (0,0) to itself (starting at s→−∞ and ending at s→ ∞).
Because the total energy is conserved, the energy of a homoclinic
orbit can be calculated by evaluating (D8) at (θ , θ̇) = (0,0), lead-
ing to:

E =
`2

ψ

2B3
+

γ

2
. (D14)

Thus, when `ϕ = `ψ , the differential equation describing homo-
clinic orbits reads:

B1θ̇ 2

2
+

`2
ϕ (1− cosθ)

2B1(1+ cosθ)
+

γ

2
cos(χθ) =

γ

2
, (D15)

or, equivalently,

u̇2 = (1−u)2

[
β

(
1−Tχ (u)

)
(1+u)

1−u
−b2

]
. (D16)

Note that, since the left-hand side of Eq. (D16) is non-negative
(u̇2 ≥ 0), a homoclinic orbit can exist only if also the right-hand
side of Eq. (D16) is non-negative, i.e. if

β

(
1−Tχ (u)

)
(1+u)

1−u
≥ b2 (D17)

for some subset of u ∈ [−1,1]. Since the maximum of the left-
hand side of (D17) on u∈ [−1,1] is attained at u = 1, it is useful to
consider the following identify for Chebyshev polynomials Tχ (u):

lim
u→1

1−Tχ (u)
1−u

= χ
2. (D18)

Equation (D18) can be proved by using the following explicit for-
mula for Tχ (u)

Tχ (u) =
[χ/2]

∑
k=0

(−1)k
(

χ

2k

)
uχ−2k(1−u2)k, (D19)
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where [χ/2] denotes the integer part of χ/2, and find

1−Tχ (u)
1−u

=
1−uχ

1−u
−

[χ/2]

∑
k=1

(−1)k
(

χ

2k

)
uχ−2k(1−u)k−1(1+u)k

=
χ−1

∑
i=0

ui−
[χ/2]

∑
k=1

(−1)k
(

χ

2k

)
uχ−2k(1−u)k−1(1+u)k,

(D20)

where in the last step with have used the formula for geomet-
ric sums ∑

n−1
i=0 ui = (1− un)/(1− u). Finally, evaluating the above

expression at u = 1, we find

lim
u→1

1−Tχ (u)
1−u

= χ +2
(

χ

2

)
= χ +χ(χ−1) = χ

2. (D21)

In summary, by using Eq. (D18) in Eq. (D17) we find that there
is an homoclinic orbit only when 2β χ2 ≥ b2, i.e. when

0≤ `ϕ ≤ χ
√

2B1γ. (D22)

E Melnikov function analysis of perturbed equation
and emergence of spatial chaos

In this appendix we investigate the existence of spatial chaos, i.e.
complex spatial configurations, in the full Hamiltonian. To do
so, we will employ the Melnikov function method61 by treating
the terms of the adhesion potential depending on γ2 and γ3 as a
perturbation of H0, i.e. wee write H = H0 + εH1 where

H0 =
`2

θ

2B1
+

(`ϕ − `ψ cosθ)2

2B1 sin2
θ

+
`2

ψ

2B3
+

γ1

2
cos(χ1θ) (E1)

and

H1 =
1
2
[sin(χ1θ)cos(χ2ϕ)+δ sin(χ1θ)sin(χ2ϕ)] (E2)

with δ = γ3/γ2 = O(1).

We have shown that for 0 < `ψ < χ1
√

2γ1B1 the unperturbed
Hamiltonian has a hyperbolic saddle point at (θ , `θ ) = (0,0) and
a homoclinic orbit of energy `2

ψ/(2B3)+ γ/2 connecting it to it-
self. Note that the homoclinic orbit has the following important
properties:

• ±θ h(t) are even functions of time, i.e. ±θ h(−t) =±θ h(t);

• ±`h
θ
(t) are odd functions of time, i.e. ±`h

θ
(−t) =∓`h

θ
(t).

We now use an extended Melnikov method developed by
Holmes and Marsden (formalism in terms of action-angle vari-
ables) to investigate the effect of the perturbation around the ho-
moclinic orbit.25 In this approach, the Melnikov function is de-
fined as:

M =
∫

∞

−∞

{
H0,

H1

Ω

}
(θ ,`θ )

dt, (E3)

where the integral is evaluated along the homoclinic orbit
(±θ h,±`h

θ
),

{ f ,g}(q,`) =
∂ f
∂q

∂g
∂`
− ∂ f

∂`

∂g
∂q

. (E4)

denotes the Poisson Bracket and

Ω =
∂H0

∂`ϕ

(E5)

is the unperturbed angular frequency along the homoclinic orbit.
For `ϕ = `ψ and using Eq. (E1), the angular frequency Ω reads:

Ω =
∂H0

∂`ϕ

=
`ψ

B1(1+ cosθ)
6= 0. (E6)

Hence, along the homoclinic orbit we have:

ϕ(t) =
∫ t

0
Ωdτ +ϕ0 = ϕ̄(t)+ϕ0, (E7)

where

ϕ̄(t) =
∫ t

0
Ωdτ =

∫ t

0

`ψ

B1
[
1+ cosθ h(τ)

]dτ. (E8)

Note that, since cosθ h(τ) is an even function of time, it follows
from Eq. (E8) that ϕ̄(t) is an odd function of time.§ We will make
use of this property later in the calculation.

The Poisson Bracket in Eq. (E3) is evaluated as:{
H0,

H1

Ω

}
(θ ,`θ )

=
∂H0

∂ pθ

∂ (H1/Ω)

∂θ

=
pθ

2pψ

[
χ1(1+ cosθ)cos(χ1θ)− sinθ sin(χ1θ)

]
×
[

cos(χ2ϕ)+δ sin(χ2ϕ)
]
. (E9)

The Melnikov function, Eq. (E3), is thus given by

M =
1

2pψ

∫
∞

−∞

ph
θ
W (θ h)

[
cos(χ2ϕ)+δ sin(χ2ϕ)

]
dt, (E10)

where

W (θ h) = χ1(1+ cosθ
h)cos(χ1θ

h)− sinθ
h sin(χ1θ

h). (E11)

where ϕ is given by Eq. (E7). To make progress with the integral
(E10), we use the following trigonometric identities

cos(χ2ϕ) = cos(χ2ϕ̄)cos(χ2ϕ0)− sin(χ2ϕ̄)sin(χ2ϕ0) (E12)

sin(χ2ϕ) = sin(χ2ϕ̄)cos(χ2ϕ0)+ cos(χ2ϕ̄)sin(χ2ϕ0) (E13)

such that (E10) can be rewritten as:

M =
1

2pψ

(∫
∞

−∞

ph
θ
W (θ h) cos(χ2ϕ̄)dt

)[
sin(χ2ϕ0)+δ cos(χ2ϕ0)

]
+

1
2pψ

(∫
∞

−∞

ph
θ
W (θ h) sin(χ2ϕ̄)dt

)[
cos(χ2ϕ0)−δ sin(χ2ϕ0)

]
.

(E14)

We note that W (θ h) is an even function of time (recall that θ h is
even); thus the term ph

θ
G(θ h) is an odd function of time. For this

§ If f (t) is some even function of time, then the time integral g(t) =
∫ t

0 f (s)ds is an
odd function of time. In fact, we can write g(−t) =

∫ −t
0 f (s)ds =

∫ t
0 f (−s)(−ds) =

−∫ t
0 f (s)ds =−g(t).
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reason, the first term in Eq. (E14) vanishes, since the integrand is
an odd function of time, and, hence, we can write the Melnikov
function in the following form:

M =
1

pψ

(∫
∞

0
ph

θ
W (θ h) sin(χ2ϕ̄)dt

)[
cos(χ2ϕ0)−δ sin(χ2ϕ0)

]
,

(E15)
i.e. we find that the Melnikov function is of the form

M(ϕ0) =C[cos(χ2ϕ0)−δ sin(χ2ϕ0)]. (E16)

From this expression it follows that the Melnikov function has
infinitely many simple zeros, which is a sign of the fact that the
flow associated with the perturbed Hamiltonian displays chaotic
behavior.

F Supplementary Videos

Supplementary Video 1
Simulation of interacting discrete filaments and their emerging
morphology for parameters γ = 0.07, B = 1, a = 1.5, θ(0) = 0,
θ̇(0) = 0.3 in a 2D setting with ϕ,ψ = const.

Supplementary Video 2
Simulation of interacting discrete filaments and their emerging
morphology for parameters γ = 0.01, B = 1, a = 1.5, θ(0) = 0.6,
ϕ̇(0) = 0.3 in a 3D setting with θ ,ψ = const.
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