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Biomechanical modeling of actively 
controlled rectus extraocular 
muscle pulleys
Qi Wei1*, Bassam Mutawak2 & Joseph L. Demer3,4,5,6

The Active Pulley Hypothesis (APH) is based on modern functional anatomical descriptions of 
the oculomotor plant, and postulates behaviors of the orbital pulleys proposed to be positioned 
by the extraocular muscles (EOMs). A computational model is needed to understand this schema 
quantitatively. We developed and evaluated a novel biomechanical model of active horizontal rectus 
pulleys. The orbital (OL) and global (GL) layers of the horizontal rectus EOMs were implemented as 
separate musculoskeletal strands. Pulley sleeves were modeled as tube-like structures receiving the 
OL insertion and suspended by elastic strands. Stiffnesses and orientations of pulley suspensions 
were determined empirically to limit horizontal rectus EOM side-slip while allowing anteroposterior 
pulley travel. Independent neural drives of the OL greater than GL were assumed. The model was 
iteratively refined in secondary gazes to implement realistic behavior using the simplest mechanical 
configuration and neural control strategy. Simulated horizontal rectus EOM paths and pulley positions 
during secondary gazes were consistent with published MRI measurements. Estimated EOM tensions 
were consistent with the range of experimentally measured tensions. This model is consistent with 
postulated bilaminar activity of the EOMs, and the separate roles of the GL in ocular rotation, and OL 
in pulley positioning.

The oculomotor periphery was formerly regarded as a simple structure that executed complex behaviors by 
explicitly specified motor commands from the central nervous system. It is now recognized that three-dimen-
sional (3-D) eye orientation is substantially constrained by ocular motor plant mechanics because of the con-
nective tissue pulley apparatus, which is a system of connective tissues including collagenous sleeves in posterior 
Tenon’s fascia, stiffened by elastin and smooth muscle1, that constitute a nested gimbal arrangement for the 
globe1. Magnetic resonance imaging (MRI) evidence suggesting existence of pulleys2,3 was a major motivation 
for anatomical re-examination of the tissues using modern methods4–9 that changed understanding of the func-
tional anatomy of the orbit. The mechanically critical pulleys are proposed to stabilize paths of the extraocular 
muscles (EOMs) regardless of the eye’s rotational orientation, serve as the functional origins of the EOMs, and 
determine ocular kinematics5. Orbital tissues also interconnect as a ring that mechanically intercouples pulleys 
of the neighboring EOMs, forming an intricate gimbal system1.

Microscopy demonstrates that each rectus EOM is subdivided into a global layer (GL) and an orbital layer 
(OL)10–12. The GL passes through the EOM’s pulley ring, anterior to which the GL becomes tendinous and inserts 
on the sclera to exert oculorotary force. The OL inserts on the connective tissues of the pulley ring itself; it is 
proposed that this insertion permits the OL to shift the pulley anteroposteriorly in coordination with the GL 
insertion. The transverse positions of the pulleys are stabilized by suspensory connective tissues and intermus-
cular couplings.

Supported by MRI4,13, neurophysiological14, biomechanical15,16, and histological evidence10,11, the Active Pul-
ley Hypothesis (APH) presumes important interactions of EOMs with their pulleys. The APH proposes that 
Listing’s law of ocular torsion is implemented mechanically by anteroposterior positioning of the pulleys through 
active contraction of by the OLs of the rectus EOMs13. Specifically, the APH posits that active OL tension, bal-
anced against passive elastic forces in the pulley suspensions, maintains a constant distance between each rectus 
pulley and its corresponding scleral insertion over the entire range of ocular rotations. Consistent with selective 
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electromyographic observations in the OL and GL of human EOMs17, APH posits that contractile activity in the 
GL must differ from that in OL of that same EOM, and that resulting differential muscle force in the two layers 
produces different mechanical effects: the GL rotates the eye, while the OL translates associated pulley tissues13. 
The APH requires differential force generation in the OL and GL of the same EOM. Some have claimed based 
on theoretical18 or ultrastructural grounds that fibers in the same EOM cannot be mechanically independent19, 
although even that anatomical claim is disputed by tracing of single EOM fibers in humans12. Recent in vitro 
functional studies have directly demonstrated that both passive and active tensile forces in the GL and OL of the 
same bovine rectus EOM may be highly independent15,16. Because there is currently no way to directly measure 
tensions separately the two layers of physiologically functioning human EOMs in vivo, a modeling approach 
may shed light on the likely necessity of the differential functions of the OL and GL as postulated in the APH.

To demonstrate that it is mechanically plausible, or even necessary, for the rectus GL and OL to have different 
tensions when pulleys behave consistently with the APH, we implemented an anatomically realistic computa-
tional model of mechanics of the eye, associated connective tissue pulleys, and bilaminar EOMs, constrained as 
far as possible by known anatomy and such sparse mechanical and electrophysiological measurements as cur-
rently exist. Model simulations were then used to simulate ocular rotations, for which tensions in the GL, OL, 
and connective tissue suspensions were compared with existing whole EOM tension data.

Modeling of pulley biomechanics has been largely neglected heretofore. Even the few attempts made notable 
kinematic simplifications and did not model pulley forces at all20–24. Previously we developed the first neuro-
biomechanical orbit model capable of simulating dynamic eye movement in 3-D25. Two simplifications made 
by our previous model limited its application for examining functions of actively controlled pulleys. First, the 
model did not implement the GL and OL separately, and thus neglected their putative differential functions. 
Second, the pulleys were modeled by 1-D prismatic joints, which unrealistically simplified the pulley travel. Both 
simplifications were avoided in the new model presented here. Separate GL and OL were modeled, and pulleys 
were realistically modeled by a pulley tube structure.

In the current paper, we present a model implementing realistic mechanics of the horizontal rectus EOM 
pulleys to examine behavior for secondary gazes, which constitute single axis horizontal or vertical eye rotations. 
Through empirical iterations, we identified the necessary modeling components to realistically simulate pulley 
mechanics, which consist of a pulley tube structure, and suspensions to couple the tube to GL and OL. Kinematic 
behaviors of the model were compared to experimental data. Horizontal rectus EOM and pulley forces were 
examined to assess the model’s realism.

Results
We first examined kinematic behaviors of the new pulley model. Any rectus pulleys, whether active or not, are 
required to stabilize medial rectus (MR) and lateral rectus (LR) posterior paths during vertical ductions to permit 
what MRI demonstrates to be only small sideslip in the vertical direction4,5. Figure 1 shows simulated LR and 
MR paths in 30° supraduction, central gaze, and 30° infraduction. The model demonstrated posterior GL and OL 
paths to be transversely stable during vertical duction. LR pulley position, evaluated at the insertion of the OL 
on the pulley tube, sideslipped by less than 0.4 mm in 30° supraduction or infraduction, qualitatively consistent 
with empirical measurement by MRI in humans4.

Comparisons of simulated LR and MR sideslips with experimental data are presented in Table 1. The LR GL 
path showed a clear inflection near the LR pulley position, reflecting the known pulley’s role on serving as the 
EOM’s functional origin. The MR pulley exhibited less than 0.8 mm sideslip in the direction of vertical duction, 
also consistent with the empirical measurement. The MR GL path inflection occurred at the MR OL insertion, 
and was posterior to the globe center. Notice that there was little anteroposterior movement of the LR and MR 
pulleys during vertical gaze changes, so that the LR and MR anterior paths were inflected by about half the gaze 
angle; this is necessary and sufficient, without any contribution from oblique EOMs, to implement Listing’s law 
in the secondary positions of supraduction and infraduction1.

Figure 1.   Sagittal plane visualization of simulated paths of the (A) lateral and (B) medial rectus muscle orbital 
and global layers in supraduction, central gaze, and infraduction. Muscle paths are inflected at the pulleys, but 
exhibit small transverse displacement within physiological range measured empirically by MRI.
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Figure 2 shows computed LR and MR innervations as functions of horizontal eye position between 30o 
adduction and 30° abduction. By constraint consistent with human electromyographic data, the OL has greater 
innervation than GL throughout the field of action of each EOM. Innervations of OL and GL progressively 
increased as the eye rotates in the ON direction of the corresponding EOM. The relationships between innerva-
tion and eye position was roughly parabolic rather than linear.

Similar roughly parabolic curves for OL and GL innervations as functions of eye positions based on electro-
myography were reported by Collins17, who attributed the parabolic relationship to staggered fiber recruitment. 
This consistency between the EOM innervation profiles computed from the neural controller shown in Fig. 2 
and the electromyographic measurement of GL and OL fiber innervations from human medial rectus muscle 
during fixation and slow eye movement17 demonstrates our model’s realism, which otherwise might have required 
non-physiologic innervation. Both OL and GL remain active during fixation far outside the field of action of the 
corresponding EOM, which was also observed experimentally17.

Simulated LR and MR tensions as functions of horizontal eye position are shown in Fig. 3. During progres-
sive rotation from 30° add- to 30° abduction, simulated MR insertional force corresponded with empirical 
measurements on unrestrained eye movement26, both in pattern and tension magnitude. MR force was about 
25 g at 30° adduction, decreased as the eye moved temporally. After reaching its minimum, MR tension at its 
insertion increased to reach 10 g at 30° abduction. A similar relationship was observed for force at the LR inser-
tion. The force increase at an EOM’s insertion in its extreme inhibited field of action is probably be caused by 
the antagonist EOM’s passive elastic force and elastic pulley suspension forces. Both MR OL and GL tensions 
increased in MR’s field of action as the OL applied significantly greater tension than GL, demonstrating different 
mechanical actions of OL and GL in fixation. Pulley suspension forces were read out from the simulator. Only 
the four superior suspensions are shown in Fig. 3. The four inferior suspension forces were identical to their 
corresponding upper suspensions during horizontal gazes. Pulley suspension forces ranged between 3 and 13 g, 
all varying with eye position. The anterior superior suspension applied the greatest force and thus contributed 
the most to stabilizing the pulley tubes transversely. Simulation of horizontal and vertical eye movement was 
provided in the supplementary video.

Horizontal saccades were simulated. Figure 4 simulates a 30° saccade from central gaze to abduction. Simu-
lated innervations and tensions of the LR, which is the agonist for this saccade, showed the expected pulse and 
step pattern. Innervation of the LROL was higher than that of the LRGL during the main course of this saccade, 
which is consistent with the recordings of electromyographic activities in the GL and OL of an agonist human 
EOM17, and demonstrates differential laminar functions. The neural controller supplied zero innervation to the 

Table 1.   Comparison between simulated transverse pulley shifts (mm) in secondary vertical gazes and those 
measured empirically from MRI data (Clark et al.4).

Supraduction Infraduction

LR

Empirical  − 1.00 0.50

Simulated 0.30  − 0.26

MR

Empirical 0.40 0.00

Simulated 0.64  − 0.76

Figure 2.   Innervations of lateral and medial rectus muscles at different horizontal eye positions during 
simulated fixation. Innervation is a unitless scalar between 0 and 1.
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Figure 3.   (A) Diagram showing EOM layers and suspensions. Simulated tensions of (B) lateral and (C) medial 
rectus muscles and their associated pulley suspensions at different horizontal eye positions.

Figure 4.   Simulation of a 30° saccade from central gaze to abduction: (A) eye position, (B) velocity, (C) 
innervation of lateral and medial rectus muscle, and (D) muscle tension.
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antagonist MR, again consistent with experimental findings that an antagonist EOM receives no innervation 
during saccades exceeding 10° 17,27. The simulated MRGL tension showed a small peak despite zero innervation to 
the antagonist muscle during that period. This phenomenon demonstrated here has been observed empirically 
and has been explained by fast elongation during a high speed saccade17. The emergent ability of the new model 
to simulate the above specific mechanical characteristics of EOMs manifests the model’s realism and fidelity to 
empirical findings.

Discussion
We have presented here a novel bilayer biomechanical model that realistically implements mechanical behavior 
of actively-controlled pulleys in secondary gazes. The model was verified against experimental data showing 
consistency in terms of EOM innervation, force and path when compared to measurement from human subjects 
reported in literature. Our model demonstrates differential control of OL and GL tensions and the physical plau-
sibility of the actively controlled pulleys and their interactions with OL and GL of rectus EOMs in implementing 
fixation and saccadic eye movements. We conclude that Active Pulley Hypothesis is mechanically plausible on 
the horizontal rectus muscles.

Ocular motor modeling continues to play an important role in understanding mechanics and neural control 
of eye movement 28, but it has principally been failures rather than successes of modeling that have motivated 
progress in understanding the ocular motor plant. Unrealistic predictions of Robinson’s first 3D computer model 
of the orbit in 1975 inspired Joel Miller’s MRI study that motivated discovery of the pulley connective tissues2, 
revolutionizing our understanding of orbital anatomy and EOM structure and function. Several models of 
oculomotor biomechanics were developed subsequently but suffer from critical limitations and failures that 
motivated further anatomical and functional discoveries in the ocular motor system. Neurophysiology of nuclear 
and supranuclear ocular motor brainstem control centers cannot advance rationally without a mechanical model 
of the way that EOMs actuate ocular rotations. We plan to augment the current model to incorporate the pulley 
mechanics of the vertical EOMs to enable study of tertiary gazes.

The model proposed here is the first to explicitly simulate dynamic behaviors of the OL and GL of horizon-
tal rectus extraocular EOMs. Although most previous biomechanical studies of the ocular plant have chiefly 
considered its behavior in fixation, simulating non-fixational eye movement can be informative to understand 
the compartmental architecture of the EOMs and how such a structural design might influence precision and 
stability. Such dynamic simulation can also be useful in clinical interpretation of rectus EOM palsy, where the 
dynamics of saccades and smooth pursuit might someday allow clinicians to distinguish the relatively common 
compartmental palsy from partial complete palsy.

Methods
Modeling global layer and orbital layer of the horizontal rectus muscles.  Lateral rectus and 
medial rectus muscles are each represented by three musculotendon strands as defined in our previous papers25. 
A strand is a computational modeling primitive that represents the geometry and biomechanical characteristics 
of a part of the musculotendon aligned with the fibers. Each strand is a cubic B-spline curve associated with 
mass and constitutive models. Strands have been used to simulate muscle biomechanical functions25,29. The 
GL and OL are individually modeled by two contractile-elastic strands, while the EOM tendon is modeled by a 
non-contractile elastic strand. Each of the vertical and superior oblique EOMs is represented by a single layer 
contractile-elastic strand in series with a non-contractile elastic strand. The inferior oblique EOM is modeled by 
a single layer contractile-elastic strand. Insertion positions on the globe, and tendon lengths, were taken from 
published anatomical measurements30.

The three-element Hill type muscle constitutive model was used for the EOM strands. The total 
force of a muscle strand Fmuslce was a function of its activation a ∈ [0, 1] , length lmuscle and veloc-
ity vmuscle . Muscle force Fmuslce was computed as the sum of the active force and the passive force: 
Fmuslce = Factive + Fpassive = a · FL(lmuscle) · FV(vmuscle)+ Fpassive . FL(lmuscle) and FV(vmuscle) are nonlinear 
force–length and force–velocity functions and more details about EOM strand mechanics can be found in our 
previous paper25. The globe was assumed spherical and constrained to rotate about its geometric center.

Pulley modeling.  During head-fixed eye rotation without vergence, even strabismic eye movements 
robustly conform to Listing’s law, which specifies uniqueness of torsion for any combination of horizontal and 
vertical eye orientation30–32. In order to enable the ocular plant to implement Listing’s law in fixation13, the APH 
implies that a realistic active pulley model must possess the following characteristics. The net force on the pul-
ley transverse to the EOM path direction should be sufficiently large to permit very little EOM sideslip for all 
secondary and tertiary eye positions. The net longitudinal force on the pulley should be sufficiently small to be 
compatible with physiologic EOM tension over the full range of contraction and relaxation. The APH proposes 
that anteroposterior pulley position is regulated by the balance of tensions in the OL and pulley suspensions, so 
that the pulley can serve as the functional origin of each rectus EOM.

We initially experimented with several pulley architectures by varying the number of pulley suspension 
strands, their orientations and lengths, as well as their mechanical couplings among the associated rectus EOMs. 
The essential characteristic of pulleys is that they limit (not eliminate) muscle sideslips. Two opponent pulley 
suspensions are the most concise architecture to mechanically accomplish such function therefore we started 
with two pulley suspension strands. As more components being added during model improvement, it became 
clear that more pulley suspensions were needed. The final model included 8 pulley suspensions, which is the 
minimal set to implement the coupling among EOM layers, orbital wall and pulley tube as well as to result in 
realistic horizontal rectus EOM contraction/elongation in both transverse and longitudinal direction. We kept 
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the model as simple as possible to avoid an “overfitting” model with unnecessary complexity that would have 
defeated our purpose to understand the essential underlying mechanism of extraocular muscle mechanics.

In this new model that we term the “pulley tube system,” 8 strands supporting a tubular ensheathment of 
each horizontal rectus EOM were used to model the pulley. Figure 1 shows the pulley tube system associated 
with the LR muscle. The pulley is modeled by a rigid tube to which the OL is inserted. This pulley tube works 
as a common junction for the OL, GL, and all pulley suspensions. Position of the pulley tube was evaluated as a 
criterion for model performance to correspond with pulley positions empirically measured by MRI in human 
adults13. The pulley tube is associated with a geometric mesh. Surface contact constraint is enforced between 
the GL and pulley tube surface to confine the GL within the tube. This constraint ensures that the GL slides 
through the pulley tube with no more than permitted transverse movement, and never strays outside the tube, 
which is a physiological impossibility. The pulley tube is supported by four suspensions, referred as the outer 
pulley suspensions in Fig. 5. Each pulley suspension is modeled as a non-contractile elastic strand, similar to a 
tendon strand. These outer pulley suspensions have fixed origins (on the orbital wall) and insert on the pulley 
tube, contributing to proper positioning of the pulley. Four inner pulley suspensions were created to simulate 
the mechanical interaction between the GL and the pulley tube. These inner suspensions allow longitudinal 
movement of the GL relative to the pulley tube while restricting transverse movement. Stiffnesses, orientations, 
and origin locations of the outer suspensions were determined empirically to limit side-slip of OL and GL while 
allowing anteroposterior travel of OL and GL.

Neural controller.  We employed the neural controller in our previously developed orbit model to imple-
ment EOM innervations25. The neural controller25 was formulated to find the set of innervations of the minimal 
summed muscle innervation for a given dynamic eye movement. No assumption was made explicitly on the 
reciprocal innervations of the six EOMs, which were treated as independent actuators of the ocular plant. In 
this study, we computed the innervation set A needed for the new model both to fixate the eye at a particular 
eye position, and also to simulate saccadic eye movement. The 8 variables in A include unitless innervations of 
the LR global layer (LRGL), LR orbital layer (LROL), MR global layer (MRGL), MR orbital layer (MROL), superior 
rectus muscle (SR), inferior rectus muscle (IR), superior oblique (SO) muscle, and inferior oblique (IO) muscle: 
A = [aLRGL , aLROL , aMRGL , aMROL , aSR, aIR , aSO , aIO] . Innervation set A  is solved by minimizing the following 
cost function consisting of the weighted sum of the total EOM innervation ‖A‖2 and eye velocity error which is 
the difference between eye velocity veye and target velocity vtarget:

wa and wx are the blending weights of the two terms so that both the summed innervation and velocity error are 
minimized. The neural controller was formulated in velocity space and more details can be found in our previ-
ous paper25. To simulate static fixation, zero target velocity was applied at the target position. Two additional 
constraints were added to enforce greater OL than GL innervation during MR and LR contraction. Differential 
innervation was set to be 0.05 to approximate the greater OL than GL electromyographic activities measured by 
Collins in humans17. Such constraints were not enforced between onset and offset of simulated saccades, which 
were defined as globe velocity of at least 20°/s.

(1)min
A

wa·�A�
2 + wx ·�v

eye − vtarget�
2
.

Figure 5.   A lateral view of the new pulley model. The global layer and orbital layer of the lateral extraocular 
muscle are modeled as two separate muscle strands, as also implemented for the two layers of the medial rectus 
muscle that is not seen in this view. A pulley tube system was developed to model active pulley mechanics. LR: 
lateral rectus muscle.
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Data availability
Recordings of simulated eye movement were submitted as supplementary materials. Simulation results are avail-
able from the corresponding author on reasonable request.
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References
	 1.	 Demer, J. L. Pivotal role of orbital connective tissues in binocular alignment and strabismus: The Friedenwald lecture. Investig. 

Ophthalmol. Vis. Sci. 45, 729–738 (2004).
	 2.	 Miller, J. M. Functional anatomy of normal human rectus muscles. Vis. Res. 29, 223–240. https://​doi.​org/​10.​1016/​0042-​6989(89)​

90126-0 (1989).
	 3.	 Miller, J. M., Demer, J. L. & Rosenbaum, A. L. Effect of transposition surgery on rectus muscle paths by magnetic resonance imag-

ing. Ophthalmology 100, 475–487 (1993).
	 4.	 Clark, R. A., Miller, J. M. & Demer, J. L. Three-dimensional location of human rectus pulleys by path inflections in secondary gaze 

positions. Investig. Ophthalmol. Vis. Sci. 41, 3787–3797 (2000).
	 5.	 Clark, R. A., Miller, J. M. & Demer, J. L. Location and stability of rectus muscle pulleys. Muscle paths as a function of gaze. Investig. 

Ophthalmol. Vis. Sci. 38, 227–240 (1997).
	 6.	 Demer, J. L., Poukens, V., Miller, J. M. & Micevych, P. Innervation of extraocular pulley smooth muscle in monkeys and humans. 

Investig. Ophthalmol. Vis. Sci. 38, 1774–1785 (1997).
	 7.	 Kono, R., Poukens, V. & Demer, J. L. Quantitative analysis of the structure of the human extraocular muscle pulley system. Investig. 

Ophthalmol. Vis. Sci. 43, 2923–2932 (2002).
	 8.	 Miller, J. M. et al. Extraocular connective tissue architecture. J. Vis. 3, 240–251. https://​doi.​org/​10.​1167/3.​3.5 (2003).
	 9.	 Porter, J. D., Poukens, V., Baker, R. S. & Demer, J. L. Structure-function correlations in the human medial rectus extraocular muscle 

pulleys. Investig. Ophthalmol. Vis. Sci. 37, 468–472 (1996).
	10.	 Demer, J. L., Oh, S. Y. & Poukens, V. Evidence for active control of rectus extraocular muscle pulleys. Investig. Ophthalmol. Vis. 

Sci. 41, 1280–1290 (2000).
	11.	 Oh, S. Y., Poukens, V. & Demer, J. L. Quantitative analysis of rectus extraocular muscle layers in monkey and humans. Investig. 

Ophthalmol. Vis. Sci. 42, 10–16 (2001).
	12.	 Lim, K. H., Poukens, V. & Demer, J. L. Fascicular specialization in human and monkey rectus muscles: Evidence for anatomic 

independence of global and orbital layers. Investig. Ophthalmol. Vis. Sci. 48, 3089–3097. https://​doi.​org/​10.​1167/​iovs.​06-​0692 
(2007).

	13.	 Kono, R., Clark, R. A. & Demer, J. L. Active pulleys: Magnetic resonance imaging of rectus muscle paths in tertiary gazes. Investig. 
Ophthalmol. Vis. Sci. 43, 2179–2188 (2002).

	14.	 Ghasia, F. F. & Angelaki, D. E. Do motoneurons encode the noncommutativity of ocular rotations?. Neuron 47, 281–293. https://​
doi.​org/​10.​1016/j.​neuron.​2005.​05.​031 (2005).

	15.	 Shin, A., Yoo, L. & Demer, J. L. Independent active contraction of extraocular muscle compartments. Investig. Ophthalmol. Vis. 
Sci. 56, 199–206. https://​doi.​org/​10.​1167/​iovs.​14-​15968 (2014).

	16.	 Shin, A., Yoo, L., Chaudhuri, Z. & Demer, J. L. Independent passive mechanical behavior of bovine extraocular muscle compart-
ments. Investig. Ophthalmol. Vis. Sci. 53, 8414–8423. https://​doi.​org/​10.​1167/​iovs.​12-​10318 (2012).

	17.	 Collins, C. C. In Basic Mechanisms of Ocular Motility and Their Clinical Implications (eds Bach-y-Rita, P. & Lennerstrand, G.) 
145–180 (Pergamon Press, 1975).

	18.	 Miller, J. M. EOM pulleys and sequelae: A critical review. Investig. Ophthalmol. Vis. Sci. 60, 5052–5058. https://​doi.​org/​10.​1167/​
iovs.​19-​28156 (2019).

	19.	 McLoon, L. K., Vicente, A., Fitzpatrick, K. R., Lindstrom, M. & Pedrosa Domellof, F. Composition, architecture, and functional 
implications of the connective tissue network of the extraocular muscles. Investig. Ophthalmol. Vis. Sci. 59, 322–329. https://​doi.​
org/​10.​1167/​iovs.​17-​23003 (2018).

	20.	 Miller, J. M., Pavlovski, D. S. & Shamaeva, I. Orbit 1.8 Gaze Mechanics Simulation (Eidactics, 1998).
	21.	 Haslwanter, T., Buchberger, M., Kaltofen, T., Hoerantner, R. & Priglinger, S. SEE++: A biomechanical model of the oculomotor 

plant. Ann. N. Y. Acad. Sci. 1039, 9–14. https://​doi.​org/​10.​1196/​annals.​1325.​002 (2005).
	22.	 Iskander, J., Hossny, M., Nahavandi, S. & Del Porto, L. An ocular biomechanic model for dynamic simulation of different eye 

movements. J. Biomech. 71, 208–216. https://​doi.​org/​10.​1016/j.​jbiom​ech.​2018.​02.​006 (2018).
	23.	 Iskander, J., Hossny, M. & Nahavandi, S. in 2017 IEEE International Conference on Systems, Man, and Cybernetics (SMC). 3356–3361.
	24.	 Gunawardane, P. D. S. H., Silva, C. W. d. & Chiao, M. in 2019 41st Annual International Conference of the IEEE Engineering in 

Medicine and Biology Society (EMBC). 6128–6131.
	25.	 Wei, Q., Sueda, S. & Pai, D. K. Physically-based modeling and simulation of extraocular muscles. Prog. Biophys. Mol. Biol. 103, 

273–283. https://​doi.​org/​10.​1016/j.​pbiom​olbio.​2010.​09.​002 (2010).
	26.	 Collins, C. C., O’Meara, D. & Scott, A. B. Muscle tension during unrestrained human eye movements. J. Physiol. 245, 351–369. 

https://​doi.​org/​10.​1113/​jphys​iol.​1975.​sp010​850 (1975).
	27.	 Scott, A. B. & Collins, C. C. Division of labor in human extraocular muscle. Arch. Ophthalmol. 90, 319–322. https://​doi.​org/​10.​

1001/​archo​pht.​1973.​01000​05032​1017 (1973).
	28.	 Robinson, D. A. The use of control systems analysis in the neurophysiology of eye movements. Annu. Rev. Neurosci. 4, 463–503. 

https://​doi.​org/​10.​1146/​annur​ev.​ne.​04.​030181.​002335 (1981).
	29.	 Sueda, S., Kaufman, A. & Pai, D. K. Musculotendon simulation for hand animation. ACM Trans. Graph. 27, 1–8. https://​doi.​org/​

10.​1145/​13606​12.​13606​82 (2008).
	30.	 Von Noorden, G. K. & Campos, E. C. Binocular Vision and Ocular Motility: Theory and Management of Strabismus 6th edn. (Mosby, 

2002).
	31.	 Wong, A. M. Listing’s law: Clinical significance and implications for neural control. Surv. Ophthalmol. 49, 563–575. https://​doi.​

org/​10.​1016/j.​survo​phthal.​2004.​08.​002 (2004).
	32.	 Hepp, K. Theoretical explanations of Listing’s law and their implication for binocular vision. Vis. Res. 35, 3237–3241. https://​doi.​

org/​10.​1016/​0042-​6989(95)​00104-m (1995).

Acknowledgements
Supported by U.S. Public Health Service, National Eye Institute: grants EY029715, EY008313 and EY000331, 
and Unrestricted Grant from Research to Prevent Blindness. J. Demer is Arthur L. Rosenbaum Professor of 
Pediatric Ophthalmology.

https://doi.org/10.1016/0042-6989(89)90126-0
https://doi.org/10.1016/0042-6989(89)90126-0
https://doi.org/10.1167/3.3.5
https://doi.org/10.1167/iovs.06-0692
https://doi.org/10.1016/j.neuron.2005.05.031
https://doi.org/10.1016/j.neuron.2005.05.031
https://doi.org/10.1167/iovs.14-15968
https://doi.org/10.1167/iovs.12-10318
https://doi.org/10.1167/iovs.19-28156
https://doi.org/10.1167/iovs.19-28156
https://doi.org/10.1167/iovs.17-23003
https://doi.org/10.1167/iovs.17-23003
https://doi.org/10.1196/annals.1325.002
https://doi.org/10.1016/j.jbiomech.2018.02.006
https://doi.org/10.1016/j.pbiomolbio.2010.09.002
https://doi.org/10.1113/jphysiol.1975.sp010850
https://doi.org/10.1001/archopht.1973.01000050321017
https://doi.org/10.1001/archopht.1973.01000050321017
https://doi.org/10.1146/annurev.ne.04.030181.002335
https://doi.org/10.1145/1360612.1360682
https://doi.org/10.1145/1360612.1360682
https://doi.org/10.1016/j.survophthal.2004.08.002
https://doi.org/10.1016/j.survophthal.2004.08.002
https://doi.org/10.1016/0042-6989(95)00104-m
https://doi.org/10.1016/0042-6989(95)00104-m


8

Vol:.(1234567890)

Scientific Reports |         (2022) 12:5806  | https://doi.org/10.1038/s41598-022-09220-x

www.nature.com/scientificreports/

Author contributions
Q.W. contributed to computational model design, development, and simulation, result analysis, and manuscript 
writing and editing. B.M. contributed to model simulation. J.L.D. contributed to computational model design, 
result analysis, and manuscript editing. All authors reviewed the manuscript.

Competing interests 
The authors declare no competing interests.

Additional information
Supplementary Information The online version contains supplementary material available at https://​doi.​org/​
10.​1038/​s41598-​022-​09220-x.

Correspondence and requests for materials should be addressed to Q.W.

Reprints and permissions information is available at www.nature.com/reprints.

Publisher’s note  Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

Open Access   This article is licensed under a Creative Commons Attribution 4.0 International 
License, which permits use, sharing, adaptation, distribution and reproduction in any medium or 

format, as long as you give appropriate credit to the original author(s) and the source, provide a link to the 
Creative Commons licence, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons licence, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons licence and your intended use is not 
permitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly from 
the copyright holder. To view a copy of this licence, visit http://​creat​iveco​mmons.​org/​licen​ses/​by/4.​0/.

© The Author(s) 2022

https://doi.org/10.1038/s41598-022-09220-x
https://doi.org/10.1038/s41598-022-09220-x
www.nature.com/reprints
http://creativecommons.org/licenses/by/4.0/

	Biomechanical modeling of actively controlled rectus extraocular muscle pulleys
	Results
	Discussion
	Methods
	Modeling global layer and orbital layer of the horizontal rectus muscles. 
	Pulley modeling. 
	Neural controller. 

	References
	Acknowledgements


