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Evidence of Energetic Optimization 
during Adaptation Differs for 
Metabolic, Mechanical, and 
Perceptual Estimates of Energetic 
Cost
Natalia Sánchez   , Sungwoo Park & James M. Finley

The theory that the sensorimotor system minimizes energetic cost during locomotion has long been 
supported by both computational models and empirical studies. However, it has yet to be determined 
if the behavior to which people converge when exposed to a novel perturbation during locomotion 
is also energetically optimal. We address this issue in the context of adaptation to walking on a 
split-belt treadmill, which can impose a left-right asymmetry in step lengths. In response to this 
asymmetry, participants gradually adjust their foot placement to adopt steps of equal length. Here, 
we characterized metabolic, mechanical, and perceptual estimates of energetic cost associated with a 
range of asymmetries to determine whether symmetry is the energetically optimal strategy for walking 
on a split-belt treadmill. We found that taking steps of equal length did not minimize metabolic cost or 
mechanical cost. In addition, perceptual estimates of cost were not sensitive to changes in asymmetry. 
However, symmetry was identified as the optimal strategy when energetic cost was estimated from 
a composite metric that combined both metabolic and mechanical costs. These results suggest that 
adaptation may arise from optimization of a composite estimate of effort derived from feedback about 
the interaction between the body and environment.

The field of motor control has long aimed to identify the principles underlying how the central nervous system 
selects from a broad set of feasible behaviors to perform a given motor task. These principles have often been 
cast in the framework of optimal control theory, which suggests that the sensorimotor system selects behaviors 
through a continuous optimization of a cost function1–3. In the context of locomotion, minimization of energetic 
cost is one of the most common optimization criteria used to predict behavior. Computational models which use 
energetic minimization as a behavior selection criterion have successfully reproduced kinematics and patterns 
of muscle activation during human locomotion4, 5. In addition, experiments during steady state walking have 
shown that self-selected spatiotemporal variables such as step width6, step frequency7–12, and step time13 are those 
that minimize energetic cost. However, it has yet to be determined whether the behavior that people select when 
adjusting to novel biomechanical demands during walking is shaped by energetic optimization.

The process of adjusting a well-practiced movement pattern (e.g. walking) when exposed to a perturbation or 
novel demands is known as motor adaptation14. During walking, adaptation often occurs when one is exposed 
to challenging surfaces such as ice or sand15, 16, and when compensating for extrinsic (tripping, slipping, adding 
loads17–20) or intrinsic perturbations (pain or injury, anatomical changes during growth21–23). The adaptation 
process is often explored in the field of motor control through use of novel perturbations such as prism goggles24, 
robotic force fields25, 26, visuomotor rotations27, 28, and split-belt treadmills29–31. In the split-belt adaptation par-
adigm, participants walk on a treadmill with two separate belts which can be independently controlled to move 
at different speeds. When exposed to walking on a split-belt treadmill, participants will initially walk with an 
asymmetric gait characterized by longer steps with the leg on the slow belt and shorter steps with the leg on the 
fast leg30, 32, 33. Over the course of multiple minutes, this asymmetry is reduced, until the difference between the 

Division of Biokinesiology and Physical Therapy, University of Southern California, Los Angeles, CA, 90033, USA. 
Correspondence and requests for materials should be addressed to J.M.F. (email: jmfinley@usc.edu)

Received: 31 January 2017

Accepted: 5 July 2017

Published: xx xx xxxx

OPEN

http://orcid.org/0000-0002-6467-1781
mailto:jmfinley@usc.edu


www.nature.com/scientificreports/

2Scientific REPOrtS | 7: 7682  | DOI:10.1038/s41598-017-08147-y

fast and slow step lengths converges toward zero. This adaptation of step length occurs simultaneously with a 
reduction in both metabolic cost and muscle activity32. Although these reductions are consistent with the idea 
that adaptation results from energetic optimization, they alone are not sufficient to determine whether taking 
steps of equal length is indeed the energetically optimal strategy.

The general question of whether motor adaptation is driven by energetic optimization has been explored in a 
few previous studies, however the results have been conflicting. Some studies have reported that adapting to novel 
dynamics is associated with a reduction in metabolic cost during reaching34–36 and minimization of kinematic 
error and effort during walking37. Another study concluded that task performance is prioritized over energetic 
optimization, such that energetic optimization only occurs after performance has been maximized38. In contrast, 
other studies have concluded that minimization of energy is not an important factor in determining how the cen-
tral nervous system adapts to novel task dynamics39–42. These latter studies have shown that participants do not 
choose movement patterns that minimize energy, measured as either mechanical work or muscle co-activation, 
but instead prefer behaviors that are habitual, such as choosing to reach in a straight over a curved trajectory39–41, 
or selecting behaviors associated with recent motor memories42. Additionally, studies often weight conclusions 
drawn from measures of muscle activity, joint mechanics or metabolic cost equally, but it remains to be seen if 
energetic estimates from multiple sources are comparable or whether the use of a composite estimate of energetic 
cost can better explain motor behavior.

The concept of energetic cost can be defined at multiple levels of analysis as either metabolic cost34, mechan-
ical cost39, 40, muscle activation37, 41, 42 or perceived effort43. For example, mechanical cost can be determined as 
the sum of the kinetic and potential energy for all limb segments44, as the magnitude of positive and negative 
work performed on the center of mass7, 11, 45, or as the amount of braking and propulsion generated to modulate 
walking speed46 and step length47. Metabolic cost, measured using indirect calorimetry, can be used to calculate 
the body’s rate of energy use (metabolic power)6, 48 to synthesize ATP. Finally, energetic cost has also been rep-
resented by perceived effort, an individual’s perception of the exertion involved in performing a specific task49. 
Thus, determining the energetically optimal behavior can be highly dependent on the method used to quan-
tify energetic cost. Moreover, these metrics may not co-vary in predictable patterns. For example, dissociations 
between mechanical power output and perceived effort50, between perceived effort and oxygen consumption51, 
and between mechanical and metabolic power13 have each been reported in the literature. Therefore, quantifica-
tion of only one metric of energetic cost likely provides an incomplete characterization of energetic optimization 
processes underlying motor adaptation.

Here, we determined whether adaptation to novel dynamics during locomotion is consistent with the hypoth-
esis that our walking patterns are selected via energetic optimization. We tested the hypothesis that walking with 
steps of equal length is the most energetically optimal behavior for walking on a split-belt treadmill by mapping 
the relationship between step length asymmetry and multiple metrics of energetic cost (metabolic cost, perceived 
effort and lower extremity mechanics). Contrary to our hypothesis, we found that taking steps of equal length 
was not the metabolically optimal solution for walking on a split-belt treadmill. However, taking steps of equal 
length did minimize a simple cost function that combined measures of lower extremity mechanics and metabolic 
cost. These results demonstrate that online minimization of a single energetic cost metric is not the objective of 
locomotor adaptation. Instead, it is possible that the goal of adaptation is to minimize composite estimates of 
energetic cost derived from multisensory feedback about the body’s physiological state and the mechanical inter-
action between the body and environment.

Results
The purpose of this study was to determine whether the energetic optimization hypothesis is a valid framework to 
explain how individuals adapt to imposed asymmetries during locomotion. To this end we mapped the relation-
ship between multiple estimates of energetic cost and step length asymmetry during walking on a split treadmill 
(Bertec, Fully Instrumented Dual-Belt Treadmill). A total of thirty healthy individuals (26 +/− 5 years old, 16 
female) participated in this study.

Participants walked in three different conditions (Fig. 1a): (1) a 5-minute BASELINE period at 1.0 m/s where 
we measured average, self-selected step lengths and step length variability; (2) a 5-minute period walking at 
1.0 m/s with visual feedback of their self-selected step lengths (TiedFBK); (3) seven, 5-minute walking periods 
with the left and right belts moving at 1.5 m/s and 0.5 m/s respectively (SplitFBK); and (4) a PostFBK period 
where participants performed an 8-minute adaptation trial on the split-belt treadmill with no visual feedback. 
Participants sat and rested for 3 minutes between all trials. Consistent with previous studies30, 52, participants were 
instructed to lightly touch a handrail placed in front of them to aid balance and prevent drift on the treadmill.

Visual feedback of the real-time position of infrared-emitting markers placed on the ankle and the target 
step lengths were projected onto a large monitor to aid participants in achieving the desired level of step length 
asymmetry (Fig. 1a). For the TiedFBK condition, participants matched their step lengths to the average step 
lengths measured during the BASELINE condition to measure the energetic cost increment due to walking with 
the added dual-task of accurate foot placement6. For the SplitFBK trials, step length asymmetry was defined as 
the normalized difference between their fast and slow step lengths (Equation 1, Methods). Participants were 
instructed to match the target step lengths on the right and left as soon as they began walking on the split-belt 
treadmill. Thus, they were not allowed to implicitly adapt to the split-belt perturbation but were explicitly 
clamped at specific step length asymmetries. All participants walked with target asymmetries of zero, +/−0.05, 
+/−0.10 and +/−0.15 with negative values corresponding to longer steps with the slow (right) leg and positive 
values corresponding to longer steps with the fast (left) leg. The negative values were selected to be consistent 
with the ranges that typically occur during locomotor adaptation30, 32, 53, and the positive values were selected to 
provide a uniform distribution of asymmetries around zero (Fig. 1b).
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Voluntary modification of step length asymmetry.  Overall, there was no significant difference 
between the mean step length asymmetries during BASELINE and TiedFBK (BASELINE: 0.0031 +/−0.016, 
TiedFBK: 0.0039 +/−0.023, paired-t test p = 0.71), indicating that participants were able to maintain their natural 
step lengths using visual feedback. During subsequent trials, participants systematically manipulated their step 
length asymmetry while walking on the split-belt treadmill (Fig. 2a and c). Participants rapidly updated their step 
length asymmetry using visual feedback and maintained this asymmetry for the duration of each five-minute 
trial.

Effects of voluntary modification of foot placement on energetic cost.  The voluntary con-
trol of step lengths through use of visual feedback resulted in modification of metabolic power (Fig. 2b) and 
lower extremity mechanics. Metabolic power was assessed using measures of oxygen consumption and carbon 
dioxide production, determined from indirect calorimetry. Across participants, precise foot placement in the 
TiedFBK condition resulted in an increase in metabolic power of 18% +/−13% above BASELINE values (Fig. 3a, 
p < 0.001). In addition, propulsive impulses increased by 20% +/− 15% and 20% +/− 14% on the left and right 
side, respectively (both p < 0.001), while braking impulses increased by 12% +/− 17% and 10% +/−17% on the 
left and right sides, respectively (both p < 0.001). Given the metabolic and mechanical effects of the visual feed-
back, energetic estimates for the SplitFBK conditions are subsequently expressed as a change from the TiedFBK 
condition.

Next, we examined the effect of having the belts move at different speeds on the metabolic power associated 
with a step length asymmetry of zero. Compared to the TiedFBK condition, walking with equal step lengths in 
the SplitFBK condition generated an increase in metabolic power of 28% +/− 24% (p < 0.001, Fig. 3a). This indi-
cates that walking with the belts moving at different speeds results in a substantial increase in metabolic power 
even if the level of asymmetry is the same as baseline walking. Importantly, the metabolic power measured when 
participants used visual feedback to maintain a symmetric walking pattern (3.14 ± 0.80 W/kg) was comparable 
to the metabolic power measured in a previous study when symmetry was achieved through implicit adaptation 
processes (3.05 ± 0.24 W/kg32).

Manipulation of step length asymmetry during the SplitFBK trials resulted in a large variation in meta-
bolic power across trials (Fig. 2b and d, Supplementary Fig. S1). Based on our hypothesis, we expected that 
the step length asymmetry associated with the lowest metabolic power would be normally distributed around 
zero, consistent with symmetry being the energetically optimal solution for walking on a split-belt treadmill. 
Kolmogorov-Smirnov tests rejected the null hypothesis that the asymmetries associated with the lowest power 
were normally distributed (Fig. 3b, p < 0.001). The sign test also rejected the null hypothesis that the distribution’s 
median was equal to zero (p = 0.016). The distribution of step length asymmetries associated with the minimum 

Figure 1.  Experimental protocol. (a) Visual feedback for all experimental conditions, only three of seven 
trials of the step length asymmetry (SLA) used during SplitFBK are shown. The lateral malleoli markers were 
projected on the screen in real time during the swing phase to enable participants to achieve the desired 
step lengths. A “Success!!!” message appeared on the screen when foot strike occurred within two standard 
deviations of the desired target. (b) Hypothesized relationship between metabolic cost and step length 
asymmetry. Step length asymmetry values shown on the x-axis were those used as our targets in the SplitFBK 
trials. The dashed line indicates asymmetries not explored during natural adaptation. (c) Schematic of the 
experimental setup, with the mask used to measure metabolic cost and marker locations for measurement of 
step lengths. LatMal: Lateral malleolus and GTro: greater trochanter.
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metabolic power was biased towards positive values with a median of 0.046, an interquartile range of 0.080 and 
skewness of −0.796, indicating an asymmetric distribution with greater spread to the left of the mean.

Figure 3c illustrates the metabolic power increment, expressed as a difference from the TiedFBK condition, 
for the most costly and least costly tasks as well as the metabolic power increment for symmetric walking. The 
minimum metabolic power increment relative to the TiedFBK condition was 0.40 +/− 0.59 W/kg. The power 
increment associated with taking equal step lengths was 0.66 +/− 0.61 W/kg, and the highest metabolic power 
increment across all asymmetries was 1.15 +/− 0.67 W/kg. These values were all significantly different from one 
another (repeated measures ANOVA, all p < 0.001) and together demonstrate that the optimal metabolic cost was 
significantly less than the cost associated with symmetry, indicating that symmetry is not metabolically optimal.

To further explore associations between metabolic power and asymmetry, we fit a linear mixed effect model 
to the metabolic power data (Equation 3 in Methods) and obtained the simplest model that best represented the 
data, based on a likelihood ratio test. Significant fixed effects were found for Asymmetry magnitude (p < 0.001) 
and the interaction between Leg and Asymmetry (p = 0.048), indicating that the effect of asymmetry depended 
on which leg took the longer step (Table S1). Specifically, metabolic power was greater when the slow leg took a 
longer step than when the fast leg took the longer step. The variance of the random intercept across participants 
was significantly different from zero which indicates that it was necessary to model the variation in metabolic 
power due to random differences between participants. We calculated effect sizes using Cohen’s d54 and obtained 
a value of 0.62 for the independent variable Asymmetry, and 0.36 for the interaction term i.e., medium effect sizes. 
This model had an R2 of 0.85 (Fig. 3d).

Figure 2.  Metabolic cost and step length asymmetry. (a) Raw data for a representative participant for step 
length asymmetry. Each data point represents the average asymmetry during a 15-stride interval. The target 
asymmetries for this participant were presented in the following order: −0.10, 0.10, −0.05, −0.15, 0.05, 0 
and 0.15. (b) Raw metabolic cost data for the representative participant in (a). Each data point corresponds 
to the average metabolic power for a 30s interval. (c) Target step length asymmetry vs. achieved step length 
asymmetry for all participants (N = 30). Accurate performance would follow the gray the line. Participants 
typically undershot the targets for the end ranges (+/−0.15) due to the difficulty of the task. (d) Distributions of 
metabolic cost associated with each level of achieved asymmetry.
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Previous research has shown that changes in cadence are associated with modifications in the metabolic cost of 
walking8 which could have influenced our results. Therefore, we used mixed effect models to determine whether 
stride time varied with changes in step length asymmetry and if these changes explained significant variance in 
metabolic cost. Significant effects of step length asymmetry on stride time were observed (p = 0.002, Table S2), 
but there were no significant effects of stride time on metabolic cost (p = 0.18, Table S3, Fig. S4). Therefore, the 
changes in metabolic cost measured were not driven by changes in cadence.

Associations between step length asymmetry and lower extremity mechanics.  To examine 
the possibility that energetic optimization occurs in the domain of lower extremity mechanics, we explored 
the distribution of step length asymmetries that minimized the net impulse across limbs. Net impulses were 
baseline corrected to those measured in the TiedFBK condition to control for the effects of the accurate foot 
placement due to the added visual feedback on lower extremity mechanics. Propulsive and braking impulses 
corresponded to the area under the curve for the positive and negatives values of the fore-aft ground reaction 
force, respectively. Across asymmetries there were systematic variations in fore-aft ground reaction forces and 
resulting braking and propulsive impulses for each limb (Fig. 4a, Fig. S2). Because both braking and propulsive 
impulses require muscle contraction and contribute to total energetic cost, we summed the magnitude of the 

Figure 3.  Associations between step length asymmetry and metabolic cost. (a) Metabolic cost measured 
during baseline walking, walking with feedback (TiedFBK) and symmetric walking with belts split (SplitFBK 
at 0% asymmetry). Significant increases in metabolic cost from BASELINE were measured for all conditions 
(p < 0.001). (b) Histogram of step length asymmetries (SLA) associated with the minimum metabolic cost 
for all participants. For the distribution of step length asymmetries that produced the minimum cost, values 
were biased towards asymmetries greater than zero (longer steps on the fast belt). (c) Maximum and minimum 
metabolic cost and metabolic cost during symmetry in the SplitFBK conditions. Here, metabolic cost is 
expressed as an increase from the TiedFBK conditions to account for the cost of precise foot placement using 
visual feedback. Significant differences between the maximal, minimal and symmetric metabolic costs were 
measured at the p < 0.001 level. (d) Predicted metabolic cost derived from the linear mixed effects model 
that tested for associations between asymmetry, direction of asymmetry and metabolic cost (Equation 3 in 
Methods).
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braking and propulsive impulses for the fast and slow legs to obtain the net impulse. Kolmogorov-Smirnov tests 
rejected the null hypothesis that the step length asymmetries associated with the net impulse minima were nor-
mally distributed (p < 0.001). However, the sign test failed to reject the null hypothesis that the median of the 
distribution of step length asymmetries that minimized net impulse was equal to zero (p = 0.58). The step length 
asymmetry associated with the lowest net impulse increment had a median of −0.03, an interquartile range of 
0.12, and a skewness of 0.21 (Fig. 4b). Although the median was not significantly different from zero, the width of 
the interquartile range indicates that symmetry was only optimal for a subset of participants, and in fact, optimal 
net impulses across participants were observed across the entire range of step length asymmetries tested except 
for +0.15.

We further explored the relationship between the net impulse and step length asymmetry using linear mixed 
effects models. We found that the net impulse was associated with Asymmetry magnitude (p = 0.03) and the inter-
action between Asymmetry and Leg (p = 0.02). This indicates that impulse magnitude increased more for positive 
asymmetries than negative asymmetries. Based on the AIC, the model required the inclusion of a random inter-
cept for each participant. The model explained 58% of the variability in impulses (Table S4, Fig. 4c). Net impulses 
were also strongly associated with metabolic cost (p = 0.03, Table S5).

Associations between step length asymmetry and composite estimates of energetic cost.  We 
next examined whether a combination of costs could explain why participants converged to symmetry during 
locomotor adaptation. Given that each of our energetic metrics measure different phenomena and are expressed 
in different units, we derived z-scores for each metric and summed the z-scores to obtain a composite estimate 
of energetic cost. We obtained a metabolic and mechanical composite z-score for all participants (Fig. S3). The 
Kolmogorov-Smirnov test rejected the null hypothesis that the step length asymmetries associated with the min-
imal composite cost were normally distributed (p < 0.001). However, the sign test failed to reject the null hypoth-
esis that the median of the distribution of step length asymmetries that minimized the composite cost was equal 
to zero (p = 0.58). The distribution had a median of 0.008, a skewness of −0.45 and an interquartile range of 0.05 
(Fig. 5), indicating that the step length asymmetry associated with the minimal composite cost was close to sym-
metry in 75% of participants. Linear mixed effects models to test associations between the composite cost, Leg, 
and Asymmetry (Equation 5) only included an intercept and Asymmetry as significant predictors (both p < 0.01, 
Table S6). Thus, any asymmetry different from zero would lead to an increase in the composite cost. These results 
corroborate our initial hypothesis that symmetry is energetically optimal during split belt walking, but only when 
energetic cost is quantified using a composite estimate.

Figure 4.  Associations between braking and propulsive impulses and asymmetry. (a) Fore-aft ground reaction 
forces for each achieved step length asymmetry for the fast (dashed) and slow (solid) leg. Data are pooled by 
achieved asymmetry, not by target asymmetry. The braking impulse was defined as the area under the negative 
portion of the leading limb’s fore-aft ground reaction curve during the first half of the gait cycle. Similarly, the 
propulsive impulse was computed as the area under the curve for the positive portion of the trailing limb’s 
fore-aft ground reaction force in the second half of the gait cycle. (b) Histogram of step length asymmetries 
associated with the minimum net impulse. (c) Plot of measured vs. predicted net impulses using the linear 
mixed effects model defined in Equation 4.
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Perceived Exertion.  For a subset of 15 participants, we assessed self-reported perceptions of effort using 
the Rating of Perceived Exertion (RPE) scale55 after each 5-minute walking trial. No visible relationship between 
RPE and asymmetry (p = 0.44), between RPE and metabolic power (p = 0.43) or between RPE and net impulses 
(p = 0.48) was observed (Fig. 6a–c). Surprisingly, there were many cases where participants indicated either the 
same or lower levels of perceived effort for trials that corresponded to their maximum energetic cost relative to 
trials where the minimum cost was observed (Fig. 6d,e). Because participants often indicated their lowest RPE 
for multiple trials across a range of asymmetries, it was not possible to discern the level of asymmetry that corre-
sponded to their lowest RPE. Overall, our assessment of RPE revealed that participants had no explicit, systematic 
awareness of the differences in metabolic or mechanical cost associated with the levels of step length asymmetry 
explored in this study.

We also obtained a composite score that included perceptual metrics of effort for the subset of 15 participants 
in which perceived effort was quantified. For the composite cost using all three metrics of energetics (metabolic, 
mechanical and perceptual), the distribution of asymmetries associated with the minimal composite was flat 
(Fig. S5). The flatness of the distribution may be due to the fact that 15 observations may not effectively determine 
the distribution of optimal step length asymmetries.

Effects of prior exposure to energetically optimal solutions on split-belt adaptation.  Fifteen 
participants also completed an 8 minute period of split-belt adaptation with no visual feedback after all SplitFBK 
trials (PostFBK, Fig. 7a). This allowed us to determine whether exploration of the energetic cost landscape led 
participants to converge to a step length asymmetry that minimized metabolic cost, as has been demonstrated 
in other forms of locomotor learning56. For this analysis, we computed the difference between the final level of 
asymmetry during the PostFBK condition and the asymmetry observed during (a) BASELINE walking, (b) the 
conditions in which the lowest costs were observed (metabolic, mechanical and composite), and (c) the asym-
metry observed in the final SplitFBK trial. We found that the difference in asymmetry between PostFBK and 
BASELINE was significantly smaller than the difference between PostFBK and all other conditions (repeated 
measures ANOVA p < 0.05), (Fig. 7c). The step length asymmetry to which participants converged during 
PostFBK was associated only with their baseline asymmetry (p = 0.017) and was not at all associated with the 
energetically optimal strategy as measured by metabolic cost (p = 0.77), mechanical cost (p = 0.95), mechanical 
and metabolic composite cost (p = 0.35), the composite using all three metrics of energetic cost (p = 0.31), or the 
asymmetry generated during the final SplitFBK trial (p = 0.12). The outliers in Fig. 7c come from one participant 
who converged to an asymmetry of 0.26 in the absence of feedback. This individual was biased toward the large 
positive asymmetry experienced in the final SplitFBK trial. Removing this participant from the analysis did not 
change results. These results indicate that prior exposure to more metabolically optimal strategies does not alter 
participants’ self-selected walking patterns on the split-belt treadmill, in contrast to previous work56.

Discussion
Energetic optimization has long been proposed as a method by which we select locomotor patterns6–13. However, 
whether gait features are selected to minimize energetic cost in the context of locomotor adaptation had yet to be 
determined. To test the hypothesis that symmetry is the energetically optimal solution for adapting to walking 
on a split-belt treadmill, we mapped the energetic cost landscape associated with different levels of step length 

Figure 5.  Associations between a composite estimate of energetic cost and asymmetry. (a) Histogram of step 
length asymmetries associated with the minimum composite cost. (b) Plot of measured vs. predicted composite 
costs defined in Equation 5. (c) Distributions of composite costs associated with each level of achieved 
asymmetry. These results match the hypothesized relationship presented in Fig. 1b.
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asymmetry. Surprisingly, and contrary to our hypothesis, we found that symmetry was not the energetically 
optimal solution to walking on a split-belt treadmill when energetics was assessed using metabolic cost. Instead, 
our results indicate that positive step length asymmetries (longer steps on the fast belt and shorter steps on the 
slow belt) optimized metabolic cost below the cost of symmetry, despite the fact that these asymmetries are 
rarely, if ever, explored during adaptation. In contrast, mechanical measures of energetic cost were not sensitive 
to changes in asymmetry. This observation that multiple estimates of energetic cost produced conflicting support 
for the energy minimization hypothesis suggests that assessments of single metrics of energetic cost may not be 
appropriate for assessing the role of effort minimization in the study of motor control. In fact, here we show that 
taking steps of equal length appeared to be optimal for the majority of our participants when energetic cost was 
estimated using a composite metric combining metabolic and mechanical costs.

A potential explanation for why equal step lengths are selected during split-belt walking despite the metabolic 
cost penalty is that the motor system may be more concerned with or better able to estimate a composite cost that 
simultaneously reflects the dynamics of the interaction between the body and environment. Because we did not 
observe associations between ratings of perceived effort and step length asymmetry, this suggests that variations 
in cost due to asymmetry did not reach conscious awareness and may instead contribute to optimization of asym-
metry through implicit, sub-conscious processes.

We initially expected results from estimates of energetic cost based on expired gas analysis and lower extrem-
ity mechanics to show reasonable agreement such that each metric would be minimized at the same step length 
asymmetry. Although this is not what we observed, it is possible that other metrics like EMG57, joint moments45 
or work performed on the center of mass11 may be optimized for similar asymmetries as metabolic cost. A close 
association between metabolic and mechanical estimates of energetic cost has been demonstrated in previous 
studies where metabolic cost was assessed in conjunction with the mechanical cost of transport6, 11. However, this 
work demonstrated that the relationship between metabolic and mechanical cost diverged for habitual behaviors 
such that the actual metabolic cost was lower than what would be predicted based on mechanics. This diver-
gence could result, for example, from reductions in agonist/antagonist co-contraction that would not be captured 

Figure 6.  Ratings of perceived exertion (RPE). (a) RPE associated with each achieved step length asymmetry. 
(b) RPE as a function of the measured metabolic power. (c) RPE as a function of the measured net impulse. (d) 
RPE for the asymmetries associated with minimum (left) and maximum (right) metabolic power. Only five 
participants reported an increase in perceived exertion for the condition where the maximum metabolic cost 
was observed relative to the condition where the minimum cost was observed. (d) RPE for the asymmetries 
associated with minimum (left) and maximum (right) net impulse. No explicit awareness of the mechanical 
effort required was reported.
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through mechanical estimates. A potentially interesting area of exploration for future studies would be to develop 
a paradigm where mechanical and metabolic costs can be manipulated independently of one another to further 
elucidate potential energetic optimization principles in motor control during habitual and novel behaviors.

The results from our PostFBK trial contrast a recent study which concluded that participants adopt gait fea-
tures that corresponded to recently-experienced, metabolically optimal strategies56. Here, we observed that when 
visual feedback was removed and participants were allowed to freely choose their walking pattern, they did not 
converge to the recently experienced, metabolically optimal strategy, but instead converged to patterns strongly 
associated with their own baseline level of symmetry. Importantly, the absolute metabolic cost savings for the 
energetically optimal strategy in our study were comparable to those reported previously56. One potential expla-
nation for this discrepancy is that there may have been a strong association between mechanical energetics (i.e. 
ground reaction force impulses) and metabolic cost in the prior study which would prevent one from determining 
which of the two variables are most important to the central nervous system. Despite our findings that symmetry 
was optimal when energetics was quantified using a composite cost, the asymmetry participants converged to in 
the absence of feedback was not associated with the optimal composite cost. This may be due to the fact that for 
these analyses we only used a subset of our study sample.

Although energetic cost and effort can be characterized using a number of objective (metabolic cost, joint 
moments, center of mass work, etc.) and subjective (perceived effort) assessments, our understanding of how 
effort is represented by the nervous system and how this representation influences action selection may benefit 
from the use of composite metrics that account for the differential contribution of these signals to central rep-
resentations of effort. The use of composite scores has been proposed in the domain of cognitive science58 where 
one is interested in the value of some underlying psychological construct (e.g. intelligence), but lacks a direct 
measure of its true value. A solution to this problem is to combine multiple, imperfect measurements thought to 
correlate with the underlying construct and create a composite score using these measures59. This is, in principle, 
similar to improvements in sensory estimation resulting from the weighting of estimates from multiple sensory 
modalities60, 61. Because a generalized, central representation of effort is likely to be multidimensional and influ-
enced by both cognitive and physical demands62, the study of effort in motor control may be best served by the 
standard use of composite metrics based on multiple measures in each sub-domain.

Although this study focused on energetic optimization, it is also plausible that adaptation is driven by other 
objectives such as balance maintenance, minimizing injury risk, reducing sensory prediction errors, or even 
optimization of a multifactorial cost function. Recent research has shown that adaptation to maintain balance 
during perturbations of whole body movements, such as a squat to stand task, occur over a much faster timescale 
than what is typically observed during other motor adaptation studies such as reaching, because of the potentially 
catastrophic consequences of a fall63. With respect to the current study, it is possible that step length symmetry is 
preferred because it is a safer strategy given that prolonged use of an asymmetric walking pattern could increase 

Figure 7.  Step length asymmetry during PostFBK. (a) Average step length asymmetry (SLA) adaptation curve 
for the PostFBK trial for 15 participants. The shaded area surrounding the curve represents the standard error. 
(b) Difference between the final step length asymmetry during PostFBK relative to the baseline asymmetry for 
each participant. (c) Magnitude of the difference in step length asymmetry during the PostFBK trial compared 
to baseline (Base), the asymmetry associated with the minimum metabolic cost (MinMetCost), the last 
SplitFBK trial (LastFB), the asymmetry associated with the minimal impulse (MinImp) and the asymmetry 
associated with the minimal composite cost (MinCompos). The distribution of step length asymmetries 
observed at the end of the PostFBK trial was closest to each participant’s baseline asymmetry.
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the risk of injury due to overuse of one limb. It has also been demonstrated that learning, as measured by the 
presence of an aftereffect, can occur without explicit changes in behavior during adaptation, which suggests that 
learning can be driven through minimization of sensory prediction errors64. Lastly, symmetric walking patterns 
could be preferred because taking steps of equal length has been reinforced over a lifetime and may be the nerv-
ous system’s preferred strategy even if it requires one to use unequal step times. In line with this idea, previous 
studies have observed that habitual behaviors, or those that have been practiced over a lifetime, are often selected 
over those that may further reduce energetic cost39–42. A key challenge in identifying central principles of action 
selection is that multiple hypothesized processes may yield similar behaviors in a given experimental paradigm. 
As a result, there still remains a need to develop innovative approaches capable of distinguishing between com-
peting hypotheses.

One of the limitations of our study is that there was considerable variability in performance across partici-
pants, with only seven participants successfully achieving all seven levels of step length asymmetry, while all other 
individuals undershot the end ranges (Fig. 2c and d). In order to provide a more complete mapping of the land-
scape relating step length asymmetry and associated costs, future studies should increase the reward provided 
to participants to better encourage accurate performance65 or repeat trials where the target was not achieved. 
Another possible limitation is that participants held on to a handrail during the study, to prevent drifting on the 
treadmill. Light touch to a fixed surface during treadmill walking can aid stability66. Given that we reduced the 
requirement for active control of stability, which is another potential cost function to be optimized, we believe 
that our paradigm would be well-suited to promote energetic optimization, given that balance maintenance was 
not a concern. The use of visual feedback to explicitly control step length asymmetry may also not reflect the same 
processes involved in more implicit adaptation. Whether or not this is true, our measures of metabolic cost were 
comparable to those observed during implicit selection of step lengths during adaptation32. This suggests that 
the change in metabolic cost due to precise foot placement has a negligible influence on metabolic cost during 
split-belt walking. Lastly, another potential limitation in our study is the use of z-scores to obtain a composite 
energetic cost. This is primarily evidenced by the low R2 value for our model relating Asymmetry and the compos-
ite cost. Future work should focus on developing systematic approaches for combining estimates of energetic cost 
from multiple sources. In particular, approaches for creating composite metrics using non-standardized parame-
ters that allow for subject-specific effects may provide a better explanation of observed behavior.

Conclusion
This study demonstrates that taking steps of equal length does not appear to be the energetically optimal strategy 
for walking on a split-belt treadmill when energetic cost is captured using single metrics. However, symmetry 
may be the optimal strategy when cost is assessed using a composite metric of energetics that combines both 
the mechanical effort necessary to interact with the environment and the physiological cost of adapting to a 
perturbation. Because motor skill learning is the basis of many therapies aimed at movement rehabilitation and 
recovery, further understanding of the objectives that drive movement selection by the central nervous system 
can aid in the development of more effective interventions for the recovery of walking function. Future research 
should continue to identify the potential hierarchy of goals driving locomotor learning, be it optimization of a 
single cost, optimization of a weighted sum of multiple costs, or a desire to converge toward features of behavior 
exhibited in everyday life.

Methods
Thirty healthy participants completed our study. All experimental procedures were approved by the University of 
Southern California Institutional Review Board and each participant provided written, informed consent before 
testing began. All aspects of the study conformed to the principles described in the Declaration of Helsinki.

Mapping Energetic Cost using Online Feedback of Step Length Asymmetry.  We mapped the rela-
tionship between multiple estimates of energetic cost (metabolic cost, braking and propulsive impulses, and per-
ceived effort) and step length asymmetry to determine whether symmetry was the optimal behavior for walking 
on a split-belt treadmill. To achieve the desired level of step length asymmetry, real-time visual feedback of step 
lengths was provided during a series of 5-minute walking trials. For all feedback conditions, participants viewed 
the desired step length targets and the real-time location of makers on their ankles via a 52″ screen placed in front 
of the treadmill. Participants were instructed to match the feedback immediately after the treadmill was started, 
and therefore participants did not adapt to the treadmill but used explicit feedback to generate specific step 
lengths during each trial. Ankle location feedback was provided during the swing phase of each leg. The display 
was controlled by custom software written in Vizard (Worldviz, Santa Barbara, CA). Participants were instructed 
to step such that foot strike would occur within two standard deviations (as measured during BASELINE) of the 
target step length asymmetry. A “Success!!!” message appeared on the screen whenever this condition was satis-
fied. Participants were encouraged to achieve as many “Success!!!” messages as possible (Fig. 1a).

Step length asymmetry was defined as follows:

=
−

+
Step Length Asymmetry

SL SL
SL SL (1)

fast slow

fast slow

Here, step length (SL) is defined as the fore-aft distance between the markers on the lateral malleoli at the time 
of the respective limb’s footstrike. During all feedback trials we constrained the sum of the step lenghts to be equal 
to the baseline stride length as follows:

+ =SL SL Stride (2)fast fast baseline
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Participants performed SplitFBK trials with target asymmetries of 0, +/−0.05, +/−0.10 and +/−0.15 with 
negative values corresponding to longer steps with the slow (right) leg and positive values corresponding to 
longer steps with the fast (left) leg. The order of all SplitFBK trials was randomized to reduce any systematic 
effects of learning or fatigue. A vital feature of our design was the measurement of positive step length asym-
metries. As illustrated in Fig. 1b, positive step length asymmetries are not typically explored during split-belt 
adaptation. Although it is necessary to characterize this range of asymmetries to gain a full picture of the ener-
getic cost landscape of split-belt walking, no previous studies have done so. Fifteen of the thirty participants 
also completed a PostFBK trial, which allowed for locomotor adaptation to occur and involved walking without 
augmented feedback of their step lengths. This trial was used to determine the level of asymmetry they naturally 
selected when walking on a split-belt treadmill.

Data Acquisition.  Kinematic data for active, infrared markers placed bilaterally on the lateral malleoli and 
greater trochanters were collected using an 11 camera Qualisys Oqus camera system (QTM, Sweden). Markers 
on the lateral malleoli were used to measure step lengths30, 33, 64 (Fig. 1c). Foot strike and lift-off were estimated 
from peak anterior and posterior lateral malleoli excursions, respectively67. Stride times were defined as the time 
between successive foot strikes of the same limb. Ground reaction forces were recorded from force plates located 
under each belt.

Metabolic cost was assessed using expired gas analysis. Expired gas was sampled on a breath-by-breath basis 
from a mask that covered the participant’s nose and mouth, and the rate of oxygen consumption and carbon diox-
ide production were measured using a TrueOne® 2400 system (Parvomedics, UT).

Data processing and analysis.  Lower Extremity Mechanics.  We measured changes in lower extremity 
mechanics as a function of step length asymmetry to determine if energetic optimization might occur in the 
domain of mechanical energetics. Fore-aft ground reaction forces were obtained from each force plate (Fig. 4a) to 
calculate braking and propulsive impulses on the fast and slow belt for each condition. The braking impulse was 
defined as the area under the negative portion of the leading limb’s fore-aft ground reaction curve during the first 
half of the gait cycle. This corresponds to the contribution of the leading limb to reduce the forward momentum 
of the body. Similarly, the propulsive impulse was computed as the area under the curve for the positive portion 
of the trailing limb’s fore-aft ground reaction force in the second half of the gait cycle. This propulsive impulse 
corresponds to the contribution of the trailing limb to increase the body’s forward momentum.

Metabolic cost.  Measures of oxygen consumption and carbon dioxide production were used to compute met-
abolic power based on a standard equation48. The average metabolic power from a standing baseline trial was 
subtracted from measurements made during all subsequent walking periods to yield net metabolic power. The 
metabolic power corresponding to each level of asymmetry was calculated as the average net metabolic power 
measured during the last two, steady state minutes of each trial, which corresponds to approximately the last 100 
strides used for the step length asymmetry analyses. To facilitate comparison between participants, all metabolic 
power data were expressed as a difference from the cost of the TiedFBK condition, to remove the cost resulting 
from participants’ efforts to attend to the feedback and make precise foot placement. All measures of metabolic 
power were normalized by body mass.

For 15 participants we assessed self-reported ratings of perceived effort during the SplitFBK trials to test the 
hypothesis that perceived effort is a reliable proxy for metabolic cost during walking on the treadmill. Perceived 
effort was assessed using the Borg Rating of Perceived Exertion (RPE) scale55. After each 5-minute walking trial, 
participants were presented with a table containing the RPE Scale, and then indicated the number that best 
described their perceived level of effort for each trial. Similar to our measures of metabolic cost, the RPE during 
the SplitFBK trials was expressed as a difference from the RPE for the TiedFBK condition.

Statistical analyses.  All statistical analyses were performed in Matlab version R2015b (Mathworks, Natick, 
MA, USA). Paired sample t-tests were used to test the null hypothesis that step lengths, metabolic cost, and brak-
ing and propulsive impulses were equal in the BASELINE and TiedFBK conditions. We did not expect to observe 
differences in step length between conditions but did expect that there might be differences in metabolic cost and 
mechanics due to the precise foot placement requirements of the TiedFBK trial. Repeated measures ANOVAs 
were run to test differences in the metabolic power between BASELINE, TiedFBK and symmetry conditions. 
Post-hoc analyses were run using Tukey's honest significant difference criterion.

We then tested the hypothesis that step length asymmetries of zero, i.e., symmetry, corresponded to the min-
imum metabolic cost. For this analysis, we first identified the level of step length asymmetry that corresponded 
to each participant’s minimum metabolic cost. Because the asymmetries associated with the minimum metabolic 
cost did not follow a standard normal distribution based on the Kolmogorov-Smirnov test, the Sign test was used 
to test the hypothesis that the median of this distribution was zero. To quantify the asymmetry of the distribution 
around the median we also computed the skewness of the distribution of step length asymmetries associated with 
the lowest metabolic costs. Repeated measures ANOVAs were performed to test for differences in metabolic cost 
between the most and least costly asymmetries and symmetry during SplitFBK trials.

A linear mixed effects model was used to represent the relationship between metabolic cost and step length 
asymmetry. In this model we defined the independent variables to be: (1) asymmetry (Asym), which corresponds 
to the magnitude of the average step length asymmetry during each trial, (2) a categorical variable Leg with values 
of −1 when the slow leg took longer steps than the fast leg and 1 when the fast leg took longer steps, and (3) an 
interaction between Leg and Asym which was used to determine whether asymmetries in one direction were more 
costly than in the other. The model structure was defined as follows:
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β β β β= + + + ∗ + + + + ∗Met Power Asym Leg Asym Leg b b Asym b Leg b Asym Leg (3)0 1 2 3 0 1 2 3

Bi (i = 0, 1, 2, 3) correspond to the coefficients for the fixed effects and bj(j = 0, 1, 2, 3) correspond to the coef-
ficients for the random effects. These random effects were included to account for variability in metabolic power 
due to unexplained differences between subjects. A random slope was allowed for asymmetry, leg, and their 
interaction. Final model selection was achieved using a likelihood ratio test which compared the full model with 
simplified versions of the model (without random slopes and intercepts) to test the hypothesis that additional 
terms were necessary.

Linear mixed effects models were also used to test whether step length asymmetry induced systematic changes 
in stride time as previous research has shown that changes in cadence8 affect the metabolic cost of walking, and 
could, therefore, influence our results. We also fit linear mixed effects models to test whether changes in metabolic 
cost were associated with changes in stride time (Equations S1 and S2).

Next, to identify how differences in lower extremity mechanics, measured as the net braking and propulsive 
impulses, related to changes in asymmetry, we used the model shown in Equation 4. Here, the net impulse is 
expressed as the sum of the propulsive and braking impulse magnitudes, baseline corrected to the TiedFBK 
condition.

β β β β∆ = + + + ∗ + + + + ∗NetImpulse Asym Leg Asym Leg b b Asym b Leg b Asym Leg (4)0 1 2 3 0 1 2 3

For the distribution of step length asymmetries that minimized the net impulse, defined as the sum of the 
magnitude of fast and slow braking and propulsive impulses, normality and skewness were tested as described 
for metabolic cost, and the median and interquartile range were identified to determine whether symmetry was 
associated with the mechanical optima.

Finally, to determine whether a more generalized estimate of effort combining each of our measures of ener-
getic cost was optimized during adaptation, we derived z-scores for metabolic and mechanical metrics in our full 
dataset and for metabolic, mechanical and perceptual metrics in N = 15 participants. We summed these scores to 
obtain a composite estimate of cost. The distribution of asymmetries that minimized this composite metric was 
analyzed as described above. We also used the linear mixed effects model described in Eq. 5 to determine whether 
the composite cost was associated with asymmetry magnitude or direction. Given that the z-scores are standard-
ized metrics for each participant, the inclusion of random effect terms was not necessary.

= + + + ∗Composite Cost b b Asym b Leg b Asym Leg (5)0 1 2 3

For the PostFBK condition, we tested the hypothesis that the asymmetry participants selected at the end of this 
period would be associated with either (1) their natural, baseline asymmetry, (2) the asymmetry that minimized 
energetic costs, (3) or the asymmetry they experienced during their last trial. These options would be consistent 
with hypotheses that adaptation is driven by (1) error-minimization, (2) energetic optimization, and (3) recent 
experience, respectively. In 15 participants, a composite cost that included mechanical, metabolic and perceptual 
metrics of energetic cost was derived and used in the subsequent analysis. For this analysis, we fit linear mixed 
effects models for late-PostFBK of the form:

β β β β β

β

= + + + +

+ + + + +

+ +

SLAPostFBK SLA SLA SLA SLA

SLA b b SLA b SLA b SLA

b SLA b SLA (6)

Baseline MinPower FinalSplitFBK minNetImpulse

minComposite Baseline MinPower FinalSplitFBK

minNetImpulse minComposite

0 1 2 3 4

5 0 1 2 3

4 5

For this analysis, we defined the step length asymmetry during PostFBK as the average step length asymmetry 
during the last 10 strides of the trial, after participants had already adapted to the split belt, i.e., late adaptation32, 

53. Therefore, the analysis of this portion of the experiment avoided the initial period where participants were 
potentially adjusting to the absence of visual feedback.

References
	 1.	 Todorov, E. & Jordan, M. I. Optimal feedback control as a theory of motor coordination. Nat. Neurosci. 5, 1226–1235 (2002).
	 2.	 Scott, S. H. Optimal feedback control and the neural basis of volitional motor control. Nat. Rev. Neurosci. 5, 532–546 (2004).
	 3.	 Todorov, E. Optimality principles in sensorimotor control. Nat. Neurosci. 7, 907–15 (2004).
	 4.	 Kuo, A. D. A simple model of bipedal walking predicts the preferred speed-step length relationship. J. Biomech. Eng. 123, 264–269 

(2001).
	 5.	 Anderson, F. C. & Pandy, M. G. Dynamic optimization of human walking. J Biomech Eng 123, 381–390 (2001).
	 6.	 Donelan, J. M., Kram, R. & Kuo, aD. Mechanical and metabolic determinants of the preferred step width in human walking. Proc. 

Biol. Sci. 268, 1985–1992 (2001).
	 7.	 Umberger, B. R. & Martin, P. E. Mechanical power and efficiency of level walking with different stride rates. J. Exp. Biol. 210, 

3255–3265 (2007).
	 8.	 Holt, K. G., Hamill, J. & Andres, R. O. Predicting the minimal energy costs of human walking. Med. Sci. Sports Exerc. 23, 491–498 

(1991).
	 9.	 Zarrugh, M. Y., Todd, F. N. & Ralston, H. J. Optimization of energy expenditure during level walking. Eur. J. Appl. Physiol. Occup. 

Physiol. 33, 293–306 (1974).
	10.	 Cavagna, G. A. & Franzetti, P. The determinants of the step frequency in walking in humans. J. Physiol. 373, 235–242 (1986).
	11.	 Donelan, J. M., Kram, R. & Kuo, A. D. Mechanical work for step-to-step transitions is a major determinant of the metabolic cost of 

human walking. J. Exp. Biol. 205, 3717–3727 (2002).
	12.	 Bertram, J. E. & Ruina, A. Multiple walking speed-frequency relations are predicted by constrained optimization. J. Theor. Biol. 209, 

445–53 (2001).

http://S1
http://S2


www.nature.com/scientificreports/

13Scientific REPOrtS | 7: 7682  | DOI:10.1038/s41598-017-08147-y

	13.	 Ellis, R. G., Howard, K. C. & Kram, R. The metabolic and mechanical costs of step time asymmetry in walking. Proc. Biol. Sci. 280, 
20122784 (2013).

	14.	 Reisman, D. S., Bastian, A. J. & Morton, S. M. Neurophysiologic and rehabilitation insights from the split-belt and other locomotor 
adaptation paradigms. Phys. Ther. 90, 187–195 (2010).

	15.	 Ferris, D. P., Louie, M. & Farley, C. T. Running in the real world: adjusting leg stiffness for different surfaces. Proc. Biol. Sci. 265, 
989–94 (1998).

	16.	 Lejeune, T. M. & Willems, P. a & Heglund, N. C. Mechanics and energetics of human locomotion on sand. J. Exp. Biol. 201, 
2071–2080 (1998).

	17.	 Taga, G. A model of the neuro-musculo-skeletal system for anticipatory adjustment of human locomotion during obstacle 
avoidance. Biol. Cybern. 78, 9–17 (1998).

	18.	 Grabiner, M. D., Koh, T. J., Lundin, T. M. & Jahnigen, D. W. Kinematics of recovery from a stumble. J. Gerontol. 48, M97–M102 
(1993).

	19.	 Cham, R. & Redfern, M. S. Lower extremity corrective reactions to slip events. J. Biomech. 34, 1439–1445 (2001).
	20.	 Cham, R. & Redfern, M. S. Changes in gait when anticipating slippery floors. Gait Posture 15, 159–171 (2002).
	21.	 Perry, J. & Burnfield, J. M. Gait analysis: normal and pathological function (SLACK, 2010).
	22.	 Bouyer, L. J. Challenging the adaptive capacity of rhythmic movement control. From denervation to force field adaptation. Progress in 

Brain Research 188, (Elsevier BV., 2011).
	23.	 Olney, S. J. & Richards, C. Hemiparetic gait following stroke. Part I: Characteristics. Gait Posture 4, 136–148 (1996).
	24.	 Martin, Ta, Keating, J. G., Goodkin, H. P., Bastian, aJ. & Thach, W. T. Throwing while looking through prisms: I. Focal olivocerebellar 

lesions impair adaptation. Brain 119, 1183–1198 (1996).
	25.	 Shadmehr, R. & Mussa-Ivaldi, Fa Adaptive representation of dynamics during learning of a motor task. J. Neurosci. 14, 3208–3224 

(1994).
	26.	 Sainburg, R. L., Ghez, C. & Kalakanis, D. Intersegmental dynamics are controlled by sequential anticipatory, error correction, and 

postural mechanisms. J. Neurophysiol. 81, 1045–1056 (1999).
	27.	 Krakauer, J. W., Ghilardi, M. F. & Ghez, C. Independent learning of internal models for kinematic and dynamic control of reaching. 

Nat. Neurosci. 2, 1026–31 (1999).
	28.	 Mazzoni, P. An Implicit Plan Overrides an Explicit Strategy during Visuomotor Adaptation. J. Neurosci. 26, 3642–3645 (2006).
	29.	 Prokop, T., Schubert, M. & Berger, W. Visual influence on human locomotion. Modulation to changes in optic flow. Exp. Brain Res. 

114, 63–70 (1997).
	30.	 Reisman, D. S., Block, H. J. & Bastian, A. J. Interlimb coordination during locomotion: what can be adapted and stored? J. 

Neurophysiol. 94, 2403–2415 (2005).
	31.	 Dietz, V., Zijlstra, W. & Duysens, J. Human neuronal interlimb coordination during split-belt locomotion. Exp. Brain Res. 101, 

513–520 (1994).
	32.	 Finley, J. M. Bastian, a J. & Gottschall, J. S. Learning to be economical: the energy cost of walking tracks motor adaptation. J. Physiol. 

591, 1081–1095 (2013).
	33.	 Finley, J. M., Long, A., Bastian, A. J. & Torres-Oviedo, G. Spatial and Temporal Control Contribute to Step Length Asymmetry 

During Split-Belt Adaptation and Hemiparetic Gait. Neurorehabil. Neural Repair doi:10.1177/1545968314567149 (2015).
	34.	 Huang, H. J., Kram, R. & Ahmed, A. A. Reduction of metabolic cost during motor learning of arm reaching dynamics. J. Neurosci. 

32, 2182–2190 (2012).
	35.	 Huang, H. J. & Ahmed, A. A. Older adults learn less, but still reduce metabolic cost, during motor adaptation. J. Neurophysiol. 111, 

(2014).
	36.	 Huang, H. J. & Ahmed, A. A. Reductions in muscle coactivation and metabolic cost during visuomotor adaptation. J. Neurophysiol. 

112, (2014).
	37.	 Emken, J. L., Benitez, R., Sideris, A., Bobrow, J. E. & Reinkensmeyer, D. J. Motor Adaptation as a Greedy Optimization of Error and 

Effort. J. Neurophysiol. 97, 3997–4006 (2007).
	38.	 Balasubramanian, R., Howe, R. D. & Member, S. Task Performance is Prioritized Over Energy Reduction. IEEE Transactions on 

Biomedical Engineering 56, 1310–1317 (2009). 
	39.	 Kistemaker, Da, Wong, J. D. & Gribble, P. L. The central nervous system does not minimize energy cost in arm movements. J. 

Neurophysiol. 104, 2985–2994 (2010).
	40.	 Mistry, M. et al. Optimal control of reaching includes kinematic constraints. J. Neurophysiol. 110, 1–11 (2013).
	41.	 de Rugy, a, Loeb, G. E. & Carroll, T. J. Muscle Coordination Is Habitual Rather than Optimal. J. Neurosci. 32, 7384–7391 (2012).
	42.	 Ganesh, G., Haruno, M., Kawato, M. & Burdet, E. Motor memory and local minimization of error and effort, not global optimization, 

determine motor behavior. J. Neurophysiol. 104, 382–90 (2010).
	43.	 Roper, J. A., Stegemöller, E. L., Tillman, M. D. & Hass, C. J. Oxygen consumption, oxygen cost, heart rate, and perceived effort during 

split-belt treadmill walking in young healthy adults. Eur. J. Appl. Physiol. 113, 729–734 (2013).
	44.	 Waters, R. L. & Mulroy, S. The energy expenditure of normal and pathologic gait. Gait Posture 9, 207–231 (1999).
	45.	 Burdett, R. G., Skrinar, G. S. & Simon, S. R. Comparison of mechanical work and metabolic energy consumption during normal gait. 

J. Orthop. Res. 1, 63–72 (1983).
	46.	 Peterson, C. L., Kautz, S. A. & Neptune, R. R. Braking and propulsive impulses increase with speed during accelerated and 

decelerated walking. Gait Posture 33, 562–567 (2011).
	47.	 Hsiao, H., Knarr, B. A., Higginson, J. S. & Binder-Macleod, S. A. The relative contribution of trailing limb angle and ankle moment 

to propulsive force during speed modulation for individuals poststroke. J. Neuroeng. Rehabil. 39, 212–221 (2015).
	48.	 Brockway, J. M. Derivation of formulae used to calculate energy expenditure in man. Hum Nutr Clin Nutr 41, 463–71 (1987).
	49.	 Borg, G. A. V. Psychophysical bases of percieved exertion. Med. Sci. Sport. Exerc. 14, 377–381 (1982).
	50.	 Swart, J., Lindsay, T. R., Lambert, M. I., Brown, J. C. & Noakes, T. D. Perceptual cues in the regulation of exercise performance - 

physical sensations of exercise and awareness of effort interact as separate cues. Br. J. Sports Med. 46, 42–48 (2012).
	51.	 Joseph, T. et al. Perception of fatigue during simulated competition. Med. Sci. Sports Exerc. 40, 381–386 (2008).
	52.	 Finley, J. M., Statton, M. A. & Bastian, A. J. A novel optic flow pattern speeds split-belt locomotor adaptation. J. Neurophysiol. 111, 

969–76 (2014).
	53.	 Vazquez, A., Statton, M. A., Busgang, S. A. & Bastian, A. J. Split-belt walking adaptation recalibrates sensorimotor estimates of leg 

speed but not position or force. J. Neurophysiol. 114, 3255–3267 (2015).
	54.	 Cohen, J. Statistical Power Analysis. Curr. Dir. Psychol. Sci. 1, 98–101 (1992).
	55.	 Borg, G. A. V. Physical Performance and Perceived Exertion. Stud. Psychogia Paedagog. 11, 1–35 (1962).
	56.	 Selinger, J. C., O’Connor, S. M., Wong, J. D. & Donelan, J. M. Humans Can Continuously Optimize Energetic Cost during Walking. 

Curr. Biol. 25, 1–5 (2015).
	57.	 Finley, J. M., Bastian, A. J. & Gottschall, J. S. Learning to be economical: the energy cost of walking tracks motor adaptation. J. 

Physiol. 591, 1081–1095 (2013).
	58.	 Moreau, D., Kirk, I. J. & Waldie, K. E. Seven Pervasive Statistical Flaws in Cognitive Training Interventions. Front. Hum. Neurosci. 

10, 1–17 (2016).
	59.	 Babbie, E. R. The practice of social research (Wadsworth Cengage, 2010).

http://dx.doi.org/10.1177/1545968314567149


www.nature.com/scientificreports/

1 4Scientific REPOrtS | 7: 7682  | DOI:10.1038/s41598-017-08147-y

	60.	 Beers, R. J., van, Sittig, A. C. & Gon, J. J. Dvander Integration of Proprioceptive and Visual Position-Information: An Experimentally 
Supported Model. J. Neurophysiol. 81, 1355–1364 (1999).

	61.	 Sober, S. J. & Sabes, P. N. Multisensory integration during motor planning. J Neurosci 23, 6982–92 (2003).
	62.	 Chong, T. T.-J. et al. Neurocomputational mechanisms underlying subjective valuation of effort costs. PLOS Biol. 15, e1002598 

(2017).
	63.	 Babic, J., Oztop, E. & Kawato, M. Human motor adaptation in whole body motion. Sci. Rep. 6, 32868 (2016).
	64.	 Long, A. W., Roemmich, R. T. & Bastian, A. J. Blocking trial-by-trial error correction does not interfere with motor learning in 

human walking. J. Neurophysiol. 2715, jn.00941.2015 (2016).
	65.	 Hasson, C. J., Manczurowsky, J. & Yen, S.-C. A reinforcement learning approach to gait training improves retention. Front. Hum. 

Neurosci. 9, 459 (2015).
	66.	 Dickstein, R. & Laufer, Y. Light touch and center of mass stability during treadmill locomotion. Gait Posture 20, 41–47 (2004).
	67.	 Zeni, J. A., Richards, J. G. & Higginson, J. S. Two simple methods for determining gait events during treadmill and overground 

walking using kinematic data. Gait Posture 27, 710–714 (2008).

Acknowledgements
This work was supported by the Eunice Kennedy Shriver National Institute of Child Health & Human 
Development of the National Institutes of Health under Award Number K12HD073945, a Zumberge Research 
and Innovation Award from the University of Southern California, and by the American Heart Association under 
Award Number 16POST29610000.

Author Contributions
N.S. designed the experimental setup, collected the data, analyzed the data, and wrote the manuscript; S.P. 
collected the data and contributed to the analysis; J.M.F. conceived the experiment, advised in data analyses and 
edited the manuscript.

Additional Information
Supplementary information accompanies this paper at doi:10.1038/s41598-017-08147-y
Competing Interests: The authors declare that they have no competing interests.
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 Cre-
ative Commons license, and indicate if changes were made. The images or other third party material in this 
article are included in the article’s Creative Commons license, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons license and your intended use is not per-
mitted 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 license, visit http://creativecommons.org/licenses/by/4.0/.
 
© The Author(s) 2017

http://dx.doi.org/10.1038/s41598-017-08147-y
http://creativecommons.org/licenses/by/4.0/

	Evidence of Energetic Optimization during Adaptation Differs for Metabolic, Mechanical, and Perceptual Estimates of Energet ...
	Results

	Voluntary modification of step length asymmetry. 
	Effects of voluntary modification of foot placement on energetic cost. 
	Associations between step length asymmetry and lower extremity mechanics. 
	Associations between step length asymmetry and composite estimates of energetic cost. 
	Perceived Exertion. 
	Effects of prior exposure to energetically optimal solutions on split-belt adaptation. 

	Discussion

	Conclusion

	Methods

	Mapping Energetic Cost using Online Feedback of Step Length Asymmetry. 
	Data Acquisition. 
	Data processing and analysis. 
	Lower Extremity Mechanics. 
	Metabolic cost. 

	Statistical analyses. 

	Acknowledgements

	Figure 1 Experimental protocol.
	Figure 2 Metabolic cost and step length asymmetry.
	Figure 3 Associations between step length asymmetry and metabolic cost.
	Figure 4 Associations between braking and propulsive impulses and asymmetry.
	Figure 5 Associations between a composite estimate of energetic cost and asymmetry.
	Figure 6 Ratings of perceived exertion (RPE).
	Figure 7 Step length asymmetry during PostFBK.




