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Split-belt treadmills that move the legs at different speeds are thought to update internal 

representations of the environment, such that this novel condition generates a new 

locomotor pattern with distinct spatio-temporal features compared to those of regular 

walking. It is unclear the degree to which such recalibration of movements in the spatial 

and temporal domains is interdependent. In this study, we explicitly altered subjects’ 

limb motion in either space or time during split-belt walking to determine its impact on 

the adaptation of the other domain. Interestingly, we observed that motor adaptation 

in the spatial domain was susceptible to altering the temporal domain, whereas motor 

adaptation in the temporal domain was resilient to modifying the spatial domain. This 

non-reciprocal relation suggests a hierarchical organization such that the control of timing 

in locomotion has an effect on the control of limb position. This is of translational interest 

because clinical populations often have a greater defcit in one domain compared to the 

other. Our results suggest that explicit changes to temporal defcits cannot occur without 

modifying the spatial control of the limb. 

Keywords: locomotion, motor learning, split-belt, spatio-temporal, sensorimotor adaptation, kinematics 

1. INTRODUCTION 

We are constantly adapting our movements to demands imposed by changes in the environment 
or our body. In walking, this requires the adaptation of spatial and temporal gait features to control 
“where” and “when” we step, respectively. Particularly, in split-belt walking when one leg moves 
faster than the other, it has been observed that subjects minimize spatial and temporal asymmetries 
by adopting motor patterns specifc to the split environment (e.g., Malone et al., 2012). It is thought 
that this is achieved by updating internal representations of the treadmill for the control of the 
limb in space and time (Malone et al., 2012). There is a clinical interest in understanding the 
interdependence in the control of these two aspects of movement because pathological gait often 
has a greater defciency in one domain compared to the other (Malone and Bastian, 2014; Finley 
et al., 2015). Thus, there is a translational interest to determine if spatial and temporal asymmetries 
in clinical populations can be targeted and treated independently. 
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Ample evidence supports that the adaptation, and hence 
control, of spatial and temporal gait features is dissociable. 
Notably, studies have shown that inter-limb measures, such 
as step timing (temporal) and step position (spatial) adapt at 
di�erent rates (Malone and Bastian, 2010; Sombric et al., 2017), 
they exhibit di�erent generalization patterns (Torres-Oviedo 
and Bastian, 2010), and follow distinct adaptation dynamics 
throughout development (Vasudevan et al., 2011; Patrick et al., 
2014) or healthy aging (Sombric et al., 2017). In addition, 
several behavioral studies show that subjects’ adjustment of 
spatial metrics can be altered (Malone and Bastian, 2010; Malone 
et al., 2012; Long et al., 2016) without modifying the adaptation 
of temporal gait features. However, the opposite has not been 
demonstrated. For example, altering intra-limb measures (i.e., 
characterizing single leg motion) of timing, such as stance time 
duration (Afzal et al., 2015; Krishnan et al., 2016) also leads to 
changes in intra-limb spatial features, such as stride lengths. In 
sum, the spatial and temporal control of the limb is thought to 
be dissociable, but it remains unclear if the adaptation of internal 
representations of timing can be altered and what is the impact of 
such manipulation in the temporal domain on the spatial control 
of the limb. 

In this study we aimed to determine the interdependence 
between the spatial and temporal control of the limbs during 
walking, particularly of inter-limb parameters characterizing 
bipedal coordination. We hypothesized that spatial and temporal 
inter-limb features are adapted independently based on previous 
studies demonstrating their dissociation. To test this hypothesis, 
subjects walked on a split-belt treadmill, which requires the 
adaptation of spatial and temporal inter-limb coordination. We 
further altered subjects’ movements during split-belt walking 
by either instructing them “where” (spatial feedback) or 
“when” (temporal feedback) to take a step. We contrasted 
the impact of explicitly manipulating movements in one 
domain on the adaptation of the other domain to determine 
their interdependence. 

2. MATERIALS AND METHODS 

We recruited twenty-one healthy young subjects (13 women, 
8 men, mean age 24.69 ± 4 years) to voluntarily participate 
in this study. Subjects were randomly assigned to three groups 
(n = 7, each): (1) control, (2) spatial feedback, (3) temporal 
feedback to determine if explicitly altering the limb motion on 
either the spatial or the temporal domain with visual feedback 
during split-belt walking had an impact on the adaptation of the 
other domain (Figure 1A). Notably, if the control of these two 
domains was dissociable, altering one would not have an e�ect on 
the other. Alternatively, if they were interdependent, modifying 
the adaptation of one domain not only would have an e�ect 
on the targeted domain, but will also alter the other one. The 
protocol was approved by the Institutional Review Board of the 
University of Pittsburgh and all subjects gave informed consent 
prior to testing. 

2.1. Experimental Protocol 
All subjects walked on a split-belt treadmill during four 
experimental phases: Baseline, Familiarization, Adaptation, and 

Post-adaptation. The speed for each belt during these phases 
is shown in Figure 1B. This speed profle enabled individuals 
to walk at an averaged speed of 0.75 m/s throughout the 
experiment. In the Baseline phase, individuals walked with the 
two belts moving at the same speed of 0.75 m/s for 150 
strides (˘ 3 min). Recordings from these phase were used as 
the reference gait for every individual. In the Familiarization 
phase, all participants also walked at 0.75 m/s for 150 strides, 
but only subjects in the feedback groups received the same 
visual feedback that they were going to experience during the 
subsequent Adaptation phase. This was done to allow feedback 
groups to become habituated to use the provided visual feedback 
to control either spatial (spatial feedback group) or temporal 
(temporal feedback group) gait features. In the Adaptation phase, 
the belts were moved at a 2:1 ratio (1:0.5 m/s) for 600 strides (˘13 
min). We selected these specifc belt speeds because other studies 
have indicated that they induce robust sensorimotor adaptation 
(Reisman et al., 2005; Mawase et al., 2014; Sombric et al., 2017; 
Vervoort et al., 2019) and we observed in pilot tests that subjects 
with visual feedback at these speeds could successfully modify the 
spatial and temporal gait features of interest. The self-reported 
dominant leg walked on the fast belt. In the Post-adaptation 
phase, all individuals walked with both belts moving at 0.75 
m/s for 450 strides (˘10 min). This phase was used to quantify 
gait changes following the Adaptation phase. The treadmill belts 
were stopped at the end of each experimental phase. A handrail 
was placed in front of the treadmill for safety purposes, but 
individuals did not hold it while walking. A custom-built divider 
was placed in the middle of the treadmill during the entire 
experimental protocol to prevent subjects from stepping on the 
same belt with both legs. Subjects also wore a safety harness 
(SoloStep, SD) that did not interfere with their walking (no body 
weight support). 

We tested three groups: (1) control group, (2) spatial feedback 
group, (3) temporal feedback group. The control group was 
asked to “just walk” without any specifc feedback on subjects’ 
movements. Each subject in the spatial or temporal feedback 
groups was instructed to either maintain his/her averaged 
baseline step position (spatial feedback group) or averaged 
baseline step time (temporal feedback group) when the feedback 
was on. Step position was defned as the sagittal distance between 
the leading leg’s ankle to the hip at heel strike (Figure 1C). 
Step time was defned as the time period from heel strike 
(i.e., foot landing) of one leg to heel strike of the other leg 
(Figure 1D). We chose to manipulate step position and step 
time for consistency with other studies (Malone et al., 2012; 
Long et al., 2016) and because these parameters are adjusted 
during split-belt walking to reduce spatial and temporal inter-
limb asymmetries, respectively (Malone et al., 2012). Panels 
C and D in Figure 1 show sample screen shots of the visual 
feedback observed by each group on a screen placed in front of 
them. More specifcally, we permanently displayed either spatial 
or temporal targets (blue rectangles) indicating the averaged 
step position (spatial feedback group) or averaged step time 
(temporal feedback group) across legs during baseline walking. 
These targets turned green when subjects achieved the targeted 
baseline values and they turned red when they did not. A 
tolerance of ±0.75 and ±1.25% of the baseline value was given to 
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FIGURE 1 | Expected outcomes, paradigm and feedback visualization. (A) Expected outcomes for dissociable and interdependent internal representations of space 

and time. If dissociable, the feedback manipulation will only affect the targeted domain without changing the other domain. For example, spatial feedback (indicated 

with blue outline) would alter spatial features (S) of the motor pattern while temporal ones (T) remain invariant. On the other hand, if the domains are interdependent, 

feedback manipulation of one domain will also alter the other domain. For example, spatial feedback modifying spatial features of the motor pattern would also 

change temporal ones. (B) Split-belt walking paradigm used in all groups. Dashed lines separate the different experimental phases. All groups experienced the same 

number of strides during each phase (Baseline: 150, Familiarization: 150, Adaptation: 600, and Post-adaptation: 450). The two belts moved at the same speed 

(0.75 m/s) during the Baseline and Familiarization phases. Only subjects in the feedback groups walked while observing their movements on a TV screen placed 

directly in front of them (Feedback On) during the familiarization phase. The feedback to these groups was also given during the Adaptation phase (gray shaded area) 

during which one belt (fast belt) moved at 1 m/s and the other one (slow belt) moved at 0.5 m/s. Finally, during Post-adaptation subjects walked again with the two 

belts moving at the same speed (0.75 m/s). (C,D) Visual feedback schematic. Schematic of the legs in the top row illustrate the step position (e.g., f and s) and 

step time (e.g., ts), which were the walking features used in the spatial and temporal feedback tasks, respectively. Bottom rows in (C,D) illustrate the screen shots 

observed by individuals in the spatial feedback group (C) or in the temporal feedback group (D). Blue rectangles indicated the target step position or step time value 

that subjects had to achieve with each leg. These rectangles turned green when subjects met the desired step position or step time values and red when they did not. 

Yellow lines indicated either the step position value (C) or the step time value (D) at heel strike (HS) when taking a step with the right or left leg (e.g., left leg’s step 

position is shown in the screen shot #1). In the example shown, the step position was correct for the right leg but not for the left leg. The light gray progression bars 

showed in real-time either the distance from the ankle to the hip markers as subjects swing the leg forward (C) or the time that the subject had spent on the standing 

leg since it hit the ground (D). 

subjects in the spatial and temporal feedback groups, respectively. 
Yellow lines indicated the actual step position and step time 
for each leg at every step. Thus, subjects could appreciate how 
far they were from the targeted spatial or temporal value at 
every step. 

2.2. Data Collection 
Kinetic and kinematic data were collected to quantify subjects’ 
gait. Kinematic data was collected at 100 Hz with a motion 
capture system (VICON motion systems, Oxford, UK). Passive 
refective markers were placed bilaterally on bony landmarks at 

Frontiers in Human Neuroscience | www.frontiersin.org 3 July 2019 | Volume 13 | Article 207 

https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org
https://www.frontiersin.org/journals/human-neuroscience#articles


� �

� �

� �

�

� �

�




�




�





 



 



 


Gonzalez-Rubio et al. Interdependent Spatio-Temporal Recalibration of Walking 

the ankle (malleolus) and the hip (greater trochanter). Kinetic 
data was collected at 1,000 Hz with the instrumented split-belt 
treadmill (Bertec, OH). The normal ground reaction force (Fz) 
was used to detect when the foot landed (i.e., heel strike) or was 
lifted o� (i.e., toe o�). A threshold of 10 N was used for detecting 
heel strikes and toe o�s for data analysis, whereas a threshold of 
30 N was used for counting strides in real-time. 

2.3. Data Analysis 
2.3.1. Gait Parameters 
We computed six gait parameters previously used (Malone et al., 
2012) to quantify the adaptation of spatial and temporal control 
of the limb during split-belt walking: Sout , Tout , SA, TA, SnA, 
and TnA. We used Sout and Tout because our feedback was 
designed to directly alter these metrics. For example, subjects 
in the spatial feedback group were given feedback to maintain 
the same baseline step position in both legs. Sout is, therefore, a 
good metric of performance for the spatial feedback group since it 
quantifes the di�erence in step positions, f and s, when taking 
a step with the fast and slow leg, respectively. Formally expressed: 

f − s 
Sout = (1) 

f + s 

i is a length measurement that indicates the position of the ankle 
marker relative to the hip marker at heel strike. The subscript i 
can be either f or s for the leg that is on the fast belt or slow 
belt, respectively. By convention, Sout is positive when the fast 
leg’s foot lands farther away from the body when taking a step 
than the slow leg’s one (i.e., f > s). Sout is zero during baseline 
and subjects in the feedback group were instructed to maintain 
this value during split-belt walking. 

Similarly, subjects in the temporal feedback group were given 
feedback to maintain the same baseline step times in both legs. 
Tout is, therefore, a good metric of performance for the temporal 
feedback group since it quantifes the di�erence in step times, ts 
and tf . Step time ts is defned as the time interval to take a step 
on the slow belt (i.e., duration from heel strike on the fast belt to 
the subsequent heel strike on the slow belt) and vice versa for ts. 
Formally expressed: 

ts − tf ts − tf 
Tout = = (2) 

ts + tf Tstride 

Where Tstride is the stride time (i.e., time interval between two 
consecutive heel strikes with the same leg). By convention, Tout 

is positive when the slow leg’s step time is longer that the 
fast leg’s one. Tout is zero during baseline and subjects in the 
feedback group were instructed to maintain this value during 
split-belt walking. It has been previously shown that Sout and 
Tout are adapted during split-belt walking to minimize spatial and 
temporal baseline asymmetries defned as SA and TA, respectively 
(Malone et al., 2012). Therefore, we also quantifed SA and TA 

because these are adaptive parameters (Reisman et al., 2005; 
Malone and Bastian, 2010; Malone et al., 2012) that could be 
indirectly altered by our spatial and temporal feedback even 

if subjects in these groups were not explicitly instructed to 
modify them. 

SA quantifes di�erences between the legs in where they 
oscillate with respect to the body. The oscillation of each leg was 
computed as the ratio between two distances: step position ( ) 
and stride length ( ) (i.e., anterior-posterior distance from foot 
position at heel strike to ipsilateral foot position at toe o�). Thus, 
SA (legs’ orientation asymmetry) was computed as the di�erence 
between these ratios when taking a step with the slow leg (i.e., 
slow leg leading) vs. the fast leg (see Equation 3). 

s f 
SA = − (3) 

s f 

In the temporal domain, TA quantifed the di�erence in double 
support times (i.e., period during which both legs are on the 
ground) when taking a step with the fast leg (DSs) or slow 
leg (DSf ), respectively (see Equation 4). In other words, DSs is 
defned as the time from fast heel strike to slow toe o� and DSf as 
the time from slow heel strike to fast toe o�. 

TA = DSs − DSf (4) 

Lastly, we computed gait parameters defned as SnA and TnA, to 
test the specifcity of our feedback. Namely, it has been previously 
observed that these parameters do not change as subjects walk in 
the split-belt environment (Reisman et al., 2005; Malone et al., 
2012; Yokoyama et al., 2018). Thus, these measures are thought 
to simply refect the speed di�erence between the legs, and hence, 
we expected that our feedback would not alter them. Specifcally, 
SnA quantifes the di�erence between the fast and slow leg’s ranges 
of motion f and s. Formally expressed as: 

f − s 
SnA = 

f + s 
(5) 

The non-adaptive measure in the temporal domain TnA 

quantifes the di�erence between the slow and fast leg’s stance 
time durations (which is defned as the interval when the foot 
is in contact with the ground), which we labeled as STs and STf , 
respectively. Formally expressed as: 

STs − STf 
TnA = (6) 

Tstride 

2.3.2. Outcome Measures 
We computed steady state and after-e�ects to respectively 
characterize the adaptation and recalibration of walking in the 
spatial and temporal domains. Both of these outcome measures 
were computed for each gait parameter described in the previous 
section. Steady state was used to characterize the spatial and 
temporal features of the adapted motor pattern once subjects 
reached a plateau during split-belt walking. Steady state was 
computed as the averaged of the last 40 strides during the 
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Adaptation phase, except for the very last 5 strides to exclude 
transient steps when subjects were told to hold on to the 
handrail prior to stopping the treadmill. After-e�ects were used to 
characterize the recalibration of subjects’ internal representation 
of the environment (Roemmich and Bastian, 2015) leading to 
gait changes that were sustained following split-belt walking 
compared to baseline spatial and temporal gait features. After-
e�ects were computed as the averaged value for each gait 
parameter over the frst thirty strides of post-adaptation. We used 
30 strides, rather than only the initial 1–5 strides, because we were 
interested in characterizing long lasting after-e�ects (Long et al., 
2015; Roemmich and Bastian, 2015; Mawase et al., 2017). We 
removed baseline biases from both measures by subtracting the 
baseline values for each gait parameter averaged over the last 40 
strides during baseline (minus the very last transient 5 strides). 
This was done to exclude individual biases before aggregating 
subjects’ outcome measures in every group. 

2.4. Statistical Analysis 
We performed separate two-way repeated measures ANOVAs 
(factors: group and epoch) comparing the control group to 
either the temporal or spatial feedback groups. This was done 
to determine the e�ect of experimentally altering either spatial 
or temporal measures during split-belt walking on outcome 
measures in both domains. When main e�ects of group or epoch 
were found (p < 0.05), we used Fisher’s LSD post-hoc testing 
to assess if main e�ects were driven by di�erences between the 
control group and feedback group in either domain. We applied 
a Bonferroni correction to account for 2 comparisons of interest 
resulting in a signifcance level set to = 0.025. We selected to 
do our analysis with unbiased data (i.e., subject-specifc baseline 
bias removed) to reduce inter-subject variability due to distinct 
baseline biases and focus on group e�ects due to the distinct 
experimental manipulations. Lastly, we performed independent 
sample t-tests to determine if steady state or after-e�ects were 
signifcantly di�erent from baseline. We applied Bonferroni 
corrections to account for four comparisons of interest (baseline 
vs. steady state and baseline vs. after-e�ects for each of the 
experimentally targeted Sout and Tout parameters) setting the 
signifcance level to = 0.0125. For all other parameters, we 
set the signifcance level to = 0.025 to account for only two 
comparisons of interest (baseline vs. after-e�ects in the spatial 
and temporal domains). This was done since we were primarily 
interested in the impact of the experimental manipulation on the 
after-e�ects of the parameters that were not explicitly targeted 
with the visual feedback. 

3. RESULTS 

3.1. Confrmation of Results Supporting 
Dissociable Representation of Spatial and 
Temporal Walking Features 
Spatial and temporal gait features adapted and recalibrated 
independently when feedback was used to alter the spatial 
control of the limb. This is indicated by the group di�erences 
qualitatively observed in the Sout ’s time courses during 

Adaptation and Post-adaptation (left panel in Figures 2A,B, 
respectively) contrasting the overlapping time courses of Tout 

in the control group (red trace) and spatial feedback group 
(blue trace) (right panel in Figures 2A,B). Accordingly, we 
found a signifcant group e�ect on Sout (p = 0.0039), but not 
a group (p = 0.3748) or group by epoch interaction e�ect on 
Tout (p = 0.2293). Post-hoc analysis indicated that the spatial 
feedback reduced the steady state of Sout relative to the control 
group (S ! S : p = 0.0021); such that the steady state values 
reached by the spatial feedback group were not signifcantly 
di�erent from zero (p = 0.0481), whereas those of the control 
group di�ered from zero (p = 0.0004). This indicated that 
individuals in the spatial feedback group were able to maintain 
their baseline Sout values with the visual feedback on this metric. 
In contrast, the steady state values of Tout were signifcantly 
di�erent from zero in both groups (control group: p < 0.0001; 
spatial feedback group: p = 0.0004). The dissociation between 
spatial and temporal control was also shown by the after-e�ects 
of Sout and Tout in the control vs. spatial feedback groups 
(Figure 2B). Post-hoc analysis indicated that the spatial feedback 
group had reduced after-e�ects of Sout compared to the control 
group (S ! S : p = 0.0159) and that only the control group 
had after-e�ects di�erent from zero (control group: p = 0.0003; 
spatial feedback group: p = 0.0164). Conversely, Tout was 
once again not qualitatively di�erent between the groups and 
the after-e�ects were non-signifcantly di�erent from zero on 
either group (control group: p = 0.4235; spatial feedback group: 
p = 0.1023). In sum, spatial feedback had a domain-specifc 
e�ect: it altered the adaptation and recalibration of Sout (targeted 
spatial parameter) without modifying the adaptation and 
aftere�ects of step time (Tout). 

The dissociation in adaptation and recalibration of spatial 
and temporal representations of walking was also supported 
by the analysis of spatial and temporal features known to 
be adapted by the split-belt task, but not directly targeted 
by our feedback. Namely, the spatial feedback also modifed 
the Adaptation and Post-adaptation time courses of the legs’ 
orientation asymmetry quantifed by SA, which is expected given 
its relation to Sout . Note that the time courses of SA for the spatial 
feedback group (blue trace) and control group (red trace) do 
not overlap during Adaptation and Post-adaptation (left panel 
Figures 3A,B). In contrast, the time courses of double support 
asymmetry (TA) were not altered by the spatial feedback, as 
shown by the overlap of TA values during Adaptation and Post-
adaptation of the temporal feedback and control groups (right 
panel Figures 3A,B). Consistently, we found a signifcant group 
e�ect in SA (p = 0.0091) and a non-signifcant group (p = 

0.8679) or group by epoch interaction (p = 0.2229) in TA. 
Post-hoc analyses revealed that between group di�erences in 
SA were driven by the signifcantly di�erent SA’s steady state 
(S ! SA : p = 0.0177) and trending di�erences in SA ’s after-
e�ects (S ! SA : p = 0.0358); such that after-e�ects were 
signifcant in the control group (p = 0.0009) but not in the 
spatial feedback group (p = 0.0542). Conversely, after-e�ects in 
double support asymmetry (TA) were signifcantly di�erent from 
zero in all groups (control group:p = 0.0044; spatial feedback 
group:p = 0.0007). These results reiterated that changes in the 
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FIGURE 2 | Adaptation and post-adaptation of the parameters Sout (targeted) and Tout in the spatial feedback and control groups. Stride-by-stride time courses 

show the effect of altering step positions in the adaptation (A) and post-adaptation (B) of Sout and Tout. Each data point in the time courses represents the average of 

fve consecutive strides and shaded areas around the data points represent the standard errors. Bar plots indicate the mean average behavior in the epochs of interest 

(indicated with the black rectangles), gray dots indicate values for individual subjects, and vertical black lines are standard errors. Horizontal lines between bars 

illustrate signifcant differences between groups (p < 0.025). (A) Steady state values of Sout and Tout: we found a signifcant group difference in Sout ’s steady state. 

Colored asterisks indicate that the mean steady state for that group is signifcantly different from zero (p < 0.0125). (B) After-effect values of Sout and Tout: we found a 

signifcant group difference in Sout ’s after-effects. Colored asterisks indicate that the mean after-effect for that group is signifcantly different from zero (p < 0.0125). 

spatial domain did not modify the temporal control of the limb 
in the temporal domain, replicating previous fndings (Malone 
et al., 2012; Long et al., 2016). 

3.2. New Evidence for Interdependent 
Representations of Spatial and Temporal 
Walking Features 
Interestingly, we found that spatial and temporal gait features 
were not independent in their adaptation and recalibration when 
feedback was used to alter the temporal control of the limb. 
This is indicated by the qualitative di�erences between the time 
courses of Tout and Sout during the Adaptation (Figure 4A) and 
Post-adaptation phases (Figure 4B). Namely, the control group 
(red traces) and temporal feedback group (yellow traces) are 
di�erent in both spatial and temporal parameters. Consistently, 
we found a signifcant group e�ect on Sout (p = 0.0005) and 
Tout (p = 0.0034). Post-hoc analyses revealed that the Tout ’s 
steady state was signifcantly di�erent from zero in the control 
(p = 0.0004) and temporal feedback group (p = 0.0092). Thus, 
subjects in the temporal feedback group did not fully maintained 
the baseline values of Tout , even if they were able to use the visual 
feedback to signifcantly reduce the Tout steady state during split-
belt walking relative to the control group (T ! T : p < 0.0001). 
While the temporal feedback group was designed to alter Tout , we 

did not anticipate a reduction in the Sout ’s steady state relative to 
the control group (T ! S : p = 0.0027) because this parameter 
was not directly targeted by the feedback. The interdependence 
between spatial and temporal domains was also shown by the 
analysis of after-e�ects in Post-adaptation (Figure 4B). Post-
hoc analyses indicated that temporal feedback did not change 
the recalibration of Tout (T ! T : p = 0.4663), but altered 
the recalibration of Sout (T ! S : p = 0.0010). The non-
signifcant e�ect on the recalibration of Tout was expected given 
that after-e�ects in this parameter are very short lived resulting in 
Tout after-e�ect values that are non-signifcantly di�erent from 
zero (control group: p = 0.4235; temporal feedback group: 
p = 0.8550). In contrast, both groups had after-e�ects in Sout 
that were signifcantly di�erent from zero (control group: p = 

0.0003; temporal feedback group: p = 0.0021), but they were 
unexpectedly smaller in the temporal feedback group compared 
to the control group. In sum, the temporal feedback impact on 
adaptation and recalibration of Sout (spatial parameter) indicated 
an interdependence between the spatial and temporal control of 
the limb. 

The possible interdependence in space and time was further 
supported by the analysis of spatial and temporal features 
known to be adapted by the split-belt task, but not directly 
targeted by our feedback. Namely, the temporal feedback also 
modifed the Adaptation and Post-adaptation time courses of 
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FIGURE 3 | Adaptation and post-adaptation for the adaptive but non-targeted parameters SA (leg orientation asymmetry) and TA (double support time asymmetry) in 

the spatial feedback and control groups. Stride-by-stride time courses show the effect of altering the step positions in the adaptation (A) and post-adaptation (B) of 

SA and TA. Each data point in the time courses represents the average of fve consecutive strides and shaded areas around the data points represent the standard 

errors. Bar plots indicate the mean average behavior in the epochs of interest (indicated with the black rectangles), the gray dots indicate values for individual subjects, 

and vertical black lines are standard errors. Horizontal lines between bars illustrate signifcant differences between groups (p < 0.025). We found a signifcant group 

effect in SA. (A) Steady States for SA and TA: the signifcant group effect on SA was driven by differences between the spatial feedback and control group in the 

non-targeted spatial motor output (adaptive motor output). (B) After-Effects values of SA and TA: we found signifcant group differences in SA. Colored asterisks 

indicate after-effect values are signifcantly different from zero (p < 0.025) according to post-hoc analysis. 

the legs’ orientation asymmetry, quantifed by SA, which is a 
spatial measure related to step position. Note that the time 
courses of SA for the temporal feedback group (yellow trace) and 
control group (red trace) do not overlap during Adaptation and 
Post-adaptation (left panel Figures 5A,B). In contrast, the time 
courses of double support asymmetry (TA) were not altered by 
the temporal feedback, as shown by the overlap of TA values 
during Adaptation and Post-adaptation of the temporal feedback 
and control groups (right panel Figures 5A,B). Consistently, we 
found a group e�ect in SA (p = 0.0029) and a non-signifcant 
group (p = 0.8151) or group by epoch interaction (p = 0.3189) 
in TA. post-hoc analyses revealed that these e�ects were driven 
by group di�erences in SA’s steady state (T ! SA : p = 0.0138) 
and SA’s after-e�ects (T ! SA : p = 0.0163). Surprisingly, we did 
not fnd di�erences on TA’s steady state and after-e�ects, which 
we expected given the relation between TA and the temporal 
measure (Tout) directly altered with the temporal feedback. Thus, 
after-e�ects in SA and TA were signifcantly di�erent from zero in 
all groups (control group: SA : p = 0.0009 and TA : p = 0.0044; 
temporal feedback group: SA : p = 0.0080 and TA : p = 0.0009), 
but only those of SA were reduced in the temporal feedback 
group compared to controls. In sum, these results indicate that 
temporal feedback did not have a ubiquitous e�ect in all gait 
parameters, but it did alter the adaptation and recalibration of 

the legs’ orientation, which also characterizes the spatial control 
of the limb in locomotion. 

3.3. Temporal Feedback Modifed the 
Split-Belt Task to a Greater Extent Than the 
Spatial Feedback 
Surprisingly, temporal feedback altered the di�erence in stance 
times between the legs (TnA), whereas the spatial feedback did 
not. This was unexpected given previous literature indicating 
that SnA and TnA do not change as subjects walk in the split-
belt environment (Reisman et al., 2005; Malone et al., 2012; 
Yokoyama et al., 2018). Thus, we anticipated that either type 
of feedback (spatial or temporal) would not alter these “non-
adaptive” gait features. Qualitatively, we observed that this 
was the case for the spatial (SnA), but not for the temporal 
(TnA) “non-adaptive” parameter (Figure 6A). Note that SnA 
has the same time course for both groups, whereas TnA has 
a di�erent time course for the control group (red trace) and 
the temporal feedback group (yellow trace). Consistently, we 
found a signifcant group e�ect (p = 0.0030) and group 
by epoch interaction (p = 0.0047) in TnA, whereas a non-
signifcant group (p = 0.3860) or group by epoch interaction 
e�ect (p = 0.3719) in SnA. Post-hoc analysis revealed that 
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FIGURE 4 | Adaptation and post-adaptation of the parameters Sout and Tout (targeted) in the temporal feedback and control groups. Stride-by-stride time courses 

show the effect of altering step times in the adaptation (A) and post-adaptation (B) of Sout and Tout. Each data point in the time courses represents the average of fve 

consecutive strides and shaded areas around the data points represent the standard errors. Bar plots indicate the mean average behavior in the epochs of interest 

(indicated with the black rectangles), the gray dots indicate values for individual subjects, and vertical black lines are standard errors. Horizontal lines between bars 

illustrate signifcant differences between groups (p < 0.025). There was a signifcant group effect on Sout and Tout. (A) Steady States values of Tout and Sout: we 

found signifcant group differences in Sout ’s and Tout ’s steady state. Colored asterisks indicate that the mean steady state for that group is signifcantly different from 

zero (p < 0.0125). (B) After-effect values of Tout and Sout: we found a signifcant group difference in Sout ’s after-effects. Colored asterisks indicate that the mean 

after-effect for that group is signifcantly different from zero (p < 0.0125). 

the temporal feedback group reached a signifcantly lower 
steady state when compared to the control group (T ! 

TnA : p < 0.0001). Conversely, the spatial feedback group 
exhibited the non-adaptive behavior of these parameters SnA 
and TnA that we anticipated. Namely, the time courses of 
SnA (Figure 6B, left panel) and TnA (Figure 6B, right panel) 
were overlapping in these two groups. This similarity is 
substantiated by the non-signifcant group e�ect (SnA : p = 

0.2338 and TnA : p = 0.3002) or group by epoch interaction 
(SnA : p = 0.7452 and TnA : p = 0.8163) in the non-adaptive 
spatial and temporal parameter. In sum, feedback modifying 
the adaptation of spatial and temporal gait features had a 
distinct e�ect on “non-adaptive” temporal parameters thought 
to only depend on the speed di�erence between the legs in the 
split-belt task. 

4. DISCUSSION 

4.1. Summary 
Our study confrms previous results suggesting that there 
are internal representations of space and time for predictive 
control of movement. We replicated previous results showing 
that altering the recalibration in the spatial domain does 

not impact the temporal domain. However, we also observed 
that the opposite was not true. That is, explicitly reducing 
the recalibration in the temporal domain altered movement 
control in space, suggesting some level of interdependence 
between these two domains. Interestingly, double support 
asymmetry was consistently corrected across the distinct spatio-
temporal perturbations that subjects experienced, whereas 
spatial asymmetries were not. This indicates that correcting 
asymmetries in space and time is prioritized di�erently by 
the motor system. Our results are of translational interest 
because clinical populations often have greater defcits in 
either the spatial or the temporal control of the limb 
and our fndings suggest that they may not be treated 
in isolation. 

4.2. Separate Representations for 
Predictive Control of Movements in Space 
and Time 
We fnd that adaptation of movements to a novel walking 
situation results in the recalibration of internal representations 
for predictive control of locomotion; which are expressed as 
robust after-e�ects in temporal and spatial movement features. 
This is consistent with the idea that the motor system forms 
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FIGURE 5 | Adaptation and post-adaptation for the adaptive but non-targeted parameters SA (leg orientation asymmetry) and TA (double support time asymmetry) in 

the temporal feedback and control groups. Stride-by-stride time courses show the effect of altering step times in the adaptation (A) and post-adaptation (B) of SA 
and TA. Each data point in the time courses represents the average of fve consecutive strides and shaded areas around the data points represent the standard 

errors. Bar plots indicate the mean average behavior in the epochs of interest (indicated with the black rectangles), the gray dots indicate values for individual subjects, 

and vertical black lines are standard errors. Horizontal lines between bars illustrate signifcant differences between groups (p < 0.025). There was a signifcant group 

effect in SA, but no in TA. (A) Steady State values of TA and SA: the signifcant group effect on SA was driven by differences between the temporal feedback and 

control group in the non-targeted spatial motor output (adaptive motor output). (B) After-effects of TA and SA: we found a signifcant group difference in SA. Colored 

asterisks indicate after-effect values are signifcantly different from zero (p < 0.025) according to post-hoc analysis. 

internal representations of space (Marigold and Drew, 2017) 
and time (Drew and Marigold, 2015; Avraham et al., 2017; 
Breska and Ivry, 2018) for predictive motor control. Several 
behavioral studies suggest separate recalibration of these internal 
representations of space and time in locomotion because 

spatial and timing measures exhibit di�erent adaptation rates 
in the mature motor system (Malone and Bastian, 2010; 

Darmohray et al., 2019) throughout development (Vasudevan 
et al., 2011; Patrick et al., 2014) or healthy aging (Sombric 
et al., 2017). Spatial and temporal recalibration also have 

distinct generalization patterns across walking environments 

(Torres-Oviedo and Bastian, 2010; Mariscal et al., 2018) and 
most importantly, altering the adaptation of spatial features 

does not modify the adaptation and recalibration of temporal 
ones, as shown by us and others (Malone et al., 2012; 
Long et al., 2016). This idea of separate representations of 
space and time in locomotion is also supported by clinical 
and neurophysiological studies indicating that di�erent neural 
structures might contribute to the control (Lafreniere-Roula 
and McCrea, 2005; Rybak et al., 2006) and adaptation 
(Choi et al., 2009; Vasudevan et al., 2011; Statton et al., 
2018) of the spatial and temporal control of the limb 
in locomotion. 

4.3. Hierarchic Control of Timing Leads to 
Interdependent Adaptation of Movements 
in Space and Time 
Nonetheless, we also found that explicit control of step timing 
modifes the adaptation and recalibration of movements in 
space. This result directly contradicts the dissociable adaptation 
of spatial and temporal features upon explicitly modifying the 
adaptation of step position (spatial parameter) (Malone et al., 
2012; Long et al., 2016). We fnd two possible explanations 
to reconcile these fndings. First, there might be a hierarchical 
relationship between the spatial and temporal control of the limb, 
such that timing cannot be manipulated without obstructing 
the adaptation of spatial features. We believe that this type of 
hierarchical organization is not exclusive to explicit control, but 
it is also applicable to implicit control of the limb in space 
and time. This is supported by a recent study indicating that 
lesions to interpose cerebellar nuclei altering the adaptation of 
double support asymmetry (temporal parameter) also reduced 
the after-e�ects of spatial features (Darmohray et al., 2019), 
whereas the recalibration of spatial features can be halted without 
modifying the temporal ones (Darmohray et al., 2019). Future 
studies are needed to determine if similar results would be 
observed in human bipedal locomotion. This type of hierarchical 
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FIGURE 6 | Adaptation of SnA and TnA measures that are non-adaptive and non-targeted parameters in temporal feedback and control group (A) and spatial 

feedback and control group (B). Stride-by-stride time courses show the effect of altering the step times or step positions on “non-adaptive” temporal and spatial 

measures (SnA and TnA) during adaptation. Each data point in the time courses represents the average of fve consecutive strides and shaded areas around the data 

points represent the standard errors. Bar plots indicate the mean average behavior in the epochs of interest (indicated with the black rectangles), the gray dots 

indicate values for individual subjects, and vertical black lines are standard errors. Horizontal lines between bars illustrate signifcant differences between groups 

(p < 0.025). (A) Steady State values of TnA and SnA: we found a signifcant group effect and group by epoch interaction driven by differences between the temporal 

feedback and control group in the non-targeted temporal motor output (adaptive motor output). (B) Steady State values of SnA and TnA: we did not fnd a signifcant 

group effect or group by epoch interaction for the spatial feedback and control group in the parameters of interest. 

organization suggests that the execution of spatial and temporal 
control of the limb can be encoded by separate interneuronal 
networks (Lafreniere-Roula and McCrea, 2005; Rybak et al., 
2006), but the volitional recruitment of those networks cannot 
occur in isolation. Second, it is possible that the observed 
interdependence arose as a byproduct of how we tested it. 
Namely, it remains an open question if our fndings result from 
altering step time, or similar interdependence would be observed 
if we had manipulated other temporal measures, such as double 
support asymmetry. More specifcally, our feedback on step time 
inadvertently reduced the stance time asymmetry associated to 
split-belt walking. The stance time asymmetry is thought to 
be critical for forcing subjects to adjust their gait during split-
belt walking (Reisman et al., 2005). Therefore, subjects in the 
temporal feedback group might have reduced the adaptation 
of spatial parameters because the “perturbation” inducing their 
update was reduced. In sum, future work is needed to determine 
the generality of temporal measures infuencing spatial ones, 
however our study provides initial evidence for interdependence. 

4.4. Relevance of Double Support 
Symmetry Over Spatial Asymmetries 
We demonstrated that double support symmetry (i.e., TA) 
is recovered in all groups, regardless of the task. This is 

in accordance with multiple observations that individuals 
consistently reduce double support asymmetries induced by 
split-belt walking since very early age (Patrick et al., 2014) or after 
lesions to cerebral (Reisman et al., 2007) or cerebellar regions 
(Vasudevan et al., 2011). Only children with hemispherectomies, 
where half of the cerebrum is missing, do not correct double 
support asymmetry when this is augmented (Choi et al., 
2009). The adaptation and after-e�ects of double support were 
surprising to us because previous work showed that halting 
the adaptation of step position (Sout ˇ 0) limited the 
correction of spatial errors (defned as SA) (Malone et al., 
2012). In an analogous manner, we anticipated that preventing 
the adaptation of step times (Tout ˇ 0) during split-
belt walking was going to limit the adaptation of double 
support asymmetry (i.e., temporal error Malone et al., 2012). 
However, we observed that individuals prioritize di�erently the 
correction of spatial and temporal asymmetries: they minimize 
temporal asymmetries, but not spatial ones. This might be 
because double support time is the transition period when 
the body mass is transferred from one leg to the other, 
which is demanding in terms of energy expenditure (Perry, 
1992). Therefore, double support symmetry might be critical 
for eÿcient body transfer between the limbs (Kuo et al., 
2005; Ruina et al., 2005). Taken together our results suggests 
that the motor system prioritizes the maintenance of double 
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support symmetry, which might be critical for balance control in 
bipedal locomotion. 

4.5. Explicit vs. Implicit Processes in 
Locomotor Adaptation 
Our study contributes to recent e�orts to unveil the 
potential interaction between explicit corrections and implicit 
sensorimotor recalibration in locomotion (Malone et al., 2012; 
Long et al., 2016; Roemmich et al., 2016; Statton et al., 2016; 
Maeda et al., 2017). Interestingly, we found that preventing 
foot adjustments during split-belt walking signifcantly reduced 
post-adaptation e�ects compared to the control group. This 
was also observed when using explicit corrections to reduce the 
adjustment of foot placement in response to a 2:1 speed belt ratio 
(Malone et al., 2012) but not in response to a larger 3:1 speed 
belt ratio (Long et al., 2016). Notably, after-e�ects following 
the 3:1 perturbation were equally large with or without explicit 
corrections during the split condition (Long et al., 2016). One 
interpretation for these results is that the implicit sensorimotor 
adaptation in walking is scaled with perturbation magnitude. 
Thus, explicit corrections preventing foot adjustments in the 
split condition will have a lesser impact on after-e�ects induced 
by large perturbations. This interpretation is consistent with 
the proportional relation between perturbation size and after-
e�ects upon experiencing unexpected constant forces (Green 
et al., 2010; Torres-Oviedo and Bastian, 2012; Yokoyama et al., 
2018), contrasting the fxed amount of implicit sensorimotor 
recalibration upon visuomotor perturbations (Kim et al., 2018). 

4.6. Study Implications 
We provide a novel approach for manipulating stance time, 
which is a major defcit in stroke survivors (Patterson et al., 
2008). It would be interesting to determine if this type of 
feedback overground or on a regular treadmill could lead to gait 
improvements post-stroke as those induced by split-belt walking 
(Reisman et al., 2013; Lewek et al., 2018). Our results also indicate 
that manipulating the adaptation of movements in the temporal 
domain alters movements in the spatial domain, suggesting 
that spatial and temporal defcits in individuals with cortical 
lesions (Malone and Bastian, 2014; Finley et al., 2015) cannot 
be treated in complete isolation. Only the correction of timing 
asymmetries through error-based sensorimotor adaptation could 
occur while preventing the adaptation of spatial ones, as we 
did in the spatial feedback group. However, the opposite is 

REFERENCES 

Afzal, M. R., Oh, M. K., Lee, C. H., Park, Y. S., and Yoon, J. (2015). A 

portable gait asymmetry rehabilitation system for individuals with stroke using 

a vibrotactile feedback. Biomed. Res. Int. 2015:375638. doi: 10.1155/2015/ 

375638 

Avraham, G., Leib, R., Pressman, A., Simo, L. S., Karniel, A., Shmuelof, L., et al. 

(2017). State-based delay representation and its transfer from a game of pong 

to reaching and tracking. eNeuro 4, 1–30. doi: 10.1523/ENEURO.0179-17.2017 

Breska, A., and Ivry, R. B. (2018). Double dissociation of single-interval 

and rhythmic temporal prediction in cerebellar degeneration and 

Parkinson’s disease. Proc. Natl. Acad. Sci. U.S.A. 115, 12283–12288. 

doi: 10.1073/pnas.1810596115 

not possible, at least with the temporal feedback task that 
we used. 

DATA AVAILABILITY 

The datasets generated and analyzed for this study can be 
found in the Figshare repository [https://fgshare.com/articles/ 
ExplicitTemporal_SpatialModulations_mat/8145962]. The raw 
data supporting the conclusions of this manuscript will be made 
available by the authors, without undue reservation, to any 
qualifed researcher. Requests to access the datasets should be 
directed to gelsyto@pitt.edu. 

ETHICS STATEMENT 

This study was carried out in accordance with the 
recommendations of University of Pittsburgh Institutional 
Review Board (IRB). The protocol was approved by the 
University of Pittsburgh Institutional Review Board. All 
subjects gave written informed consent in accordance with the 
Declaration of Helsinki, except for registration in a database. 

AUTHOR CONTRIBUTIONS 

MG-R and NV equally contributed to data acquisition and 
processing. They also contributed in the interpretation of the data 
and fnal approval of the version to be published, and agreement 
to be accountable for all aspects of the work. GT-O contributions 
include conception and design of the work, analysis of the data, 
writing a complete draft of the manuscript, revising work for 
important intellectual content, fnal approval of the version to 
be published, and agreement to be accountable for all aspects of 
the work. 

FUNDING 

The project was funded by National Science Foundation 
(NSF1535036), and American Heart Association (AHA 
15SDG25710041). 

ACKNOWLEDGMENTS 

The authors acknowledge the valuable input from Pablo Iturralde 
and Carly Sombric. 

Choi, J. T., Vining, E. P., Reisman, D. S., and Bastian, A. J. (2009). Walking 

fexibility after hemispherectomy: split-belt treadmill adaptation and feedback 

control. Brain 132, 722–733. doi: 10.1093/brain/awn333 

Darmohray, D. M., Jacobs, J. R., Marques, H. G., and Carey, M. R. (2019). Spatial 

and temporal locomotor learning in mouse cerebellum. Neuron 102, 217–231. 

doi: 10.1016/j.neuron.2019.01.038 

Drew, T., and Marigold, D. S. (2015). Taking the next step: cortical 

contributions to the control of locomotion. Curr. Opin. Neurobiol. 33, 25–33. 

doi: 10.1016/j.conb.2015.01.011 

Finley, J. M., Long, A., Bastian, A. J., and Torres-Oviedo, G. (2015). Spatial 

and temporal control contribute to step length asymmetry during split-belt 

adaptation and hemiparetic gait. Neurorehabil. Neural Repair 29, 786–795. 

doi: 10.1177/1545968314567149 

Frontiers in Human Neuroscience | www.frontiersin.org 11 July 2019 | Volume 13 | Article 207 

https://figshare.com/articles/ExplicitTemporal_SpatialModulations_mat/8145962
https://figshare.com/articles/ExplicitTemporal_SpatialModulations_mat/8145962
https://doi.org/10.1155/2015/375638
https://doi.org/10.1523/ENEURO.0179-17.2017
https://doi.org/10.1073/pnas.1810596115
https://doi.org/10.1093/brain/awn333
https://doi.org/10.1016/j.neuron.2019.01.038
https://doi.org/10.1016/j.conb.2015.01.011
https://doi.org/10.1177/1545968314567149
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org
https://www.frontiersin.org/journals/human-neuroscience#articles
mailto:gelsyto@pitt.edu


Gonzalez-Rubio et al. Interdependent Spatio-Temporal Recalibration of Walking 

Green, D. A., Bunday, K. L., Bowen, J., Carter, T., and Bronstein, A. M. (2010). 

What does autonomic arousal tell us about locomotor learning? Neuroscience 

170, 42–53. doi: 10.1016/j.neuroscience.2010.06.079 

Kim, H. E., Morehead, J. R., Parvin, D. E., Moazzezi, R., and Ivry, R. B. (2018). 

Invariant errors reveal limitations in motor correction rather than constraints 

on error sensitivity. Commun. Biol. 1:19. doi: 10.1038/s42003-018-0021-y 

Krishnan, V., Khoo, I., Marayong, P., DeMars, K., and Cormack, J. (2016). Gait 

training in chronic stroke using walk-even feedback device: a pilot study. 

Neurosci. J. 2016, 1–8. doi: 10.1155/2016/6808319 

Kuo, A. D., Donelan, J. M., and Ruina, A. (2005). Energetic consequences 

of walking like an inverted pendulum: step-to-step transitions energetic 

consequences of walking like an inverted pendulum: step-to-step transitions. 

Excerc. Sport Sci. Rev. 33, 88–97. doi: 10.1097/00003677-200504000-00006 

Lafreniere-Roula, M., and McCrea, D. A. (2005). Deletions of rhythmic 

motoneuron activity during fctive locomotion and scratch provide clues to the 

Organization of the Mammalian Central Pattern Generator. J. Neurophysiol. 94, 

1120–1132. doi: 10.1152/jn.00216.2005 

Lewek, M. D., Braun, C. H., Wutzke, C. J., and Giuliani, C. (2018). The 

role of movement errors in modifying spatiotemporal gait asymmetry 

post-stroke: a randomized controlled trial. Clin. Rehabil. 32, 161–172. 

doi: 10.1177/0269215517723056 

Long, A. W., Finley, J. M., and Bastian, A. J. (2015). A marching-walking hybrid 

induces step length adaptation and transfers to natural walking. J. Neurophysiol. 

113, 3905–14. doi: 10.1152/jn.00779.2014 

Long, A. W., Roemmich, R. T., and Bastian, A. J. (2016). Blocking trial-by-trial 

error correction does not interfere with motor learning in human walking. J. 

Neurophysiol. 115, 2341–2348. doi: 10.1152/jn.00941.2015 

Maeda, R. S., O’Connor, S. M., Donelan, J. M., and Marigold, D. S. (2017). 

Foot placement relies on state estimation during visually guided walking. J. 

Neurophysiol. 117, 480–491. doi: 10.1152/jn.00015.2016 

Malone, L. A., and Bastian, A. J. (2010). Thinking about walking: e�ects 

of conscious correction versus distraction on locomotor adaptation. J. 

Neurophysiol. 103, 1954–1962. doi: 10.1152/jn.00832.2009 

Malone, L. A., and Bastian, A. J. (2014). Spatial and temporal asymmetries in gait 

predict split-belt adaptation behavior in stroke. Neurorehabil. Neural Repair 28, 

230–240. doi: 10.1177/1545968313505912 

Malone, L. A., Bastian, A. J., and Torres-Oviedo, G. (2012). How does the motor 

system correct for errors in time and space during locomotor adaptation? J. 

Neurophysiol. 108, 672–683. doi: 10.1152/jn.00391.2011 

Marigold, D. S., and Drew, T. (2017). Posterior parietal cortex estimates the 

relationship between object and body location during locomotion. eLife 6, 1–24. 

doi: 10.7554/eLife.28143 

Mariscal, D. M., Iturralde, P. A., and Torres-Oviedo, G. (2018). Augmenting 

cognitive load during split-belt walking increaes the generalization of motor 

memories across walking contexts. bioRxiv. doi: 10.1101/470930 

Mawase, F., Bar-Haim, S., and Shmuelof, L. (2017). Formation of long-term 

locomotor memories is associated with functional connectivity changes 

in the cerebellar thalamic cortical network. J. Neurosci. 37, 349–361. 

doi: 10.1523/JNEUROSCI.2733-16.2017 

Mawase, F., Shmuelof, L., Bar-Haim, S., and Karniel, A. (2014). Savings in 

locomotor adaptation explained by changes in learning parameters following 

initial adaptation. J. Neurophysiol. 111, 1444–1454. doi: 10.1152/jn.00734.2013 

Patrick, S. K., Musselman, K. E., Tajino, J., Ou, H.-C., Bastian, A. J., and 

Yang, J. F. (2014). Prior experience but not size of error improves motor 

learning on the split-belt treadmill in young children. PLoS ONE 9:e93349. 

doi: 10.1371/journal.pone.0093349 

Patterson, K. K., Parafanowicz, I., Danells, C. J., Closson, V., Verrier, 

M. C., Staines, W. R., et al. (2008). Gait asymmetry in community-

ambulating stroke survivors. Arch. Phys. Med. Rehabil. 89, 304–310. 

doi: 10.1016/j.apmr.2007.08.142 

Perry, J. (1992). “Total limb function,” in Gait Analysis: Normal and Pathological 

Function, Chapter 9 (Thorofare, NJ: Slack Incorporated), 149–167. 

Reisman, D. S., Block, H. J., and Bastian, A. J. (2005). Interlimb coordination 

during locomotion: what can be adapted and stored? J. Neurophysiol. 94, 

2403–2415. doi: 10.1152/jn.00089.2005 

Reisman, D. S., McLean, H., Keller, J., Danks, K. A., and Bastian, A. J. 

(2013). Repeated split-belt treadmill training improves poststroke 

step length asymmetry. Neurorehabil. Neural Repair 27, 460–468. 

doi: 10.1177/1545968312474118 

Reisman, D. S., Wityk, R., Silver, K., and Bastian, A. J. (2007). Locomotor 

adaptation on a split-belt treadmill can improve walking symmetry post-stroke. 

Brain 130, 1861–1872. doi: 10.1093/brain/awm035 

Roemmich, R. T., and Bastian, A. J. (2015). Two ways to save a newly learned motor 

pattern. J. Neurophysiol. 113, 3519–3530. doi: 10.1152/jn.00965.2014 

Roemmich, R. T., Long, A. W., and Bastian, A. J. (2016). Seeing the errors you feel 

enhances locomotor performance but not learning. Curr. Biol. 26, 2707–2716. 

doi: 10.1016/j.cub.2016.08.012 

Ruina, A., Bertram, J. E. A., and Srinivasan, M. (2005). A collisional model of the 

energetic cost of support work qualitatively explains leg sequencing in walking 

and galloping, pseudo-elastic leg behavior in running and the walk-to-run 

transition. J. Theor. Biol. 237, 170–192. doi: 10.1016/j.jtbi.2005.04.004 

Rybak, I. A., Shevtsova, N. A., Lafreniere-Roula, M., and McCrea, D. A. 

(2006). Modelling spinal circuitry involved in locomotor pattern generation: 

insights from deletions during fctive locomotion. J. Physiol. 577, 617–639. 

doi: 10.1113/jphysiol.2006.118703 

Sombric, C. J., Harker, H. M., Sparto, P. J., and Torres-Oviedo, G. (2017). Explicit 

action switching interferes with the context-specifcity of motor memories in 

older adults. Front. Aging Neurosci. 9:40. doi: 10.3389/fnagi.2017.00040 

Statton, M. A., Toliver, A., and Bastian, A. J. (2016). A dual-learning paradigm can 

simultaneously train multiple characteristics of walking. J. Neurophysiol. 115, 

2692–2700. doi: 10.1152/jn.00090.2016 

Statton, M. A., Vazquez, A., Morton, S. M., Vasudevan, E. V., and Bastian, A. J. 

(2018). Making sense of cerebellar contributions to perceptual and motor 

adaptation. Cerebellum 17, 111–121. doi: 10.1007/s12311-017-0879-0 

Torres-Oviedo, G., and Bastian, A. J. (2010). Seeing is believing: e�ects of visual 

contextual cues on learning and transfer of locomotor adaptation. J. Neurosci. 

30, 17015–17022. doi: 10.1523/JNEUROSCI.4205-10.2010 

Torres-Oviedo, G., and Bastian, A. J. (2012). Natural error patterns enable 

transfer of motor learning to novel contexts. J. Neurophysiol. 107, 346–356. 

doi: 10.1152/jn.00570.2011 

Vasudevan, E. V. L., Torres-Oviedo, G., Morton, S. M., Yang, J. F., and 

Bastian, J. A. (2011). Younger is not always better: development of 

locomotor adaptation from childhood to adulthood. J. Neurosci. 31, 3055–3065. 

doi: 10.1523/JNEUROSCI.5781-10.2011 

Vervoort, D., den Otter, A. R., Buurke, T. J. W., Vuillerme, N., Hortobágyi, 

T., and Lamoth, C. J. C. (2019). E�ects of aging and task prioritization on 

split-belt gait adaptation. Front. Aging Neurosci. 11:10. doi: 10.3389/fnagi.201 

9.00010 

Yokoyama, H., Sato, K., Ogawa, T., Yamamoto, S. I., Nakazawa, K., and 

Kawashima, N. (2018). Characteristics of the gait adaptation process due to 

split-belt treadmill walking under a wide range of right-left speed ratios in 

humans. PLoS ONE 13:e0194875. doi: 10.1371/journal.pone.0194875 

Confict of Interest Statement: The authors declare that the research was 

conducted in the absence of any commercial or fnancial relationships that could 

be construed as a potential confict of interest. 

Copyright © 2019 Gonzalez-Rubio, Velasquez and Torres-Oviedo. This is an open-

access article distributed under the terms of the Creative Commons Attribution 

License (CC BY). The use, distribution or reproduction in other forums is permitted, 

provided the original author(s) and the copyright owner(s) are credited and that the 

original publication in this journal is cited, in accordance with accepted academic 

practice. No use, distribution or reproduction is permitted which does not comply 

with these terms. 

Frontiers in Human Neuroscience | www.frontiersin.org 12 July 2019 | Volume 13 | Article 207 

https://doi.org/10.1016/j.neuroscience.2010.06.079
https://doi.org/10.1038/s42003-018-0021-y
https://doi.org/10.1155/2016/6808319
https://doi.org/10.1097/00003677-200504000-00006
https://doi.org/10.1152/jn.00216.2005
https://doi.org/10.1177/0269215517723056
https://doi.org/10.1152/jn.00779.2014
https://doi.org/10.1152/jn.00941.2015
https://doi.org/10.1152/jn.00015.2016
https://doi.org/10.1152/jn.00832.2009
https://doi.org/10.1177/1545968313505912
https://doi.org/10.1152/jn.00391.2011
https://doi.org/10.7554/eLife.28143
https://doi.org/10.1101/470930
https://doi.org/10.1523/JNEUROSCI.2733-16.2017
https://doi.org/10.1152/jn.00734.2013
https://doi.org/10.1371/journal.pone.0093349
https://doi.org/10.1016/j.apmr.2007.08.142
https://doi.org/10.1152/jn.00089.2005
https://doi.org/10.1177/1545968312474118
https://doi.org/10.1093/brain/awm035
https://doi.org/10.1152/jn.00965.2014
https://doi.org/10.1016/j.cub.2016.08.012
https://doi.org/10.1016/j.jtbi.2005.04.004
https://doi.org/10.1113/jphysiol.2006.118703
https://doi.org/10.3389/fnagi.2017.00040
https://doi.org/10.1152/jn.00090.2016
https://doi.org/10.1007/s12311-017-0879-0
https://doi.org/10.1523/JNEUROSCI.4205-10.2010
https://doi.org/10.1152/jn.00570.2011
https://doi.org/10.1523/JNEUROSCI.5781-10.2011
https://doi.org/10.3389/fnagi.2019.00010
https://doi.org/10.1371/journal.pone.0194875
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
http://creativecommons.org/licenses/by/4.0/
https://www.frontiersin.org/journals/human-neuroscience
https://www.frontiersin.org
https://www.frontiersin.org/journals/human-neuroscience#articles

	Explicit Control of Step Timing During Split-Belt Walking Reveals Interdependent Recalibration of Movements in Space and Time
	1. Introduction
	2. Materials and Methods
	2.1. Experimental Protocol
	2.2. Data Collection
	2.3. Data Analysis
	2.3.1. Gait Parameters
	2.3.2. Outcome Measures

	2.4. Statistical Analysis

	3. Results
	3.1. Confirmation of Results Supporting Dissociable Representation of Spatial and Temporal Walking Features
	3.2. New Evidence for Interdependent Representations of Spatial and Temporal Walking Features
	3.3. Temporal Feedback Modified the Split-Belt Task to a Greater Extent Than the Spatial Feedback

	4. Discussion
	4.1. Summary
	4.2. Separate Representations for Predictive Control of Movements in Space and Time
	4.3. Hierarchic Control of Timing Leads to Interdependent Adaptation of Movements in Space and Time
	4.4. Relevance of Double Support Symmetry Over Spatial Asymmetries
	4.5. Explicit vs. Implicit Processes in Locomotor Adaptation
	4.6. Study Implications

	Data Availability
	Ethics Statement
	Author Contributions
	Funding
	Acknowledgments
	References





Accessibility Report





		Filename: 

		Gonzalez-Rubio et al 2019.pdf









		Report created by: 

		



		Organization: 

		







[Enter personal and organization information through the Preferences > Identity dialog.]



Summary



The checker found problems which may prevent the document from being fully accessible.





		Needs manual check: 3



		Passed manually: 0



		Failed manually: 0



		Skipped: 1



		Passed: 27



		Failed: 1







Detailed Report





		Document





		Rule Name		Status		Description



		Accessibility permission flag		Passed		Accessibility permission flag must be set



		Image-only PDF		Passed		Document is not image-only PDF



		Tagged PDF		Passed		Document is tagged PDF



		Logical Reading Order		Needs manual check		Document structure provides a logical reading order



		Primary language		Passed		Text language is specified



		Title		Passed		Document title is showing in title bar



		Bookmarks		Passed		Bookmarks are present in large documents



		Color contrast		Needs manual check		Document has appropriate color contrast



		Page Content





		Rule Name		Status		Description



		Tagged content		Passed		All page content is tagged



		Tagged annotations		Failed		All annotations are tagged



		Tab order		Passed		Tab order is consistent with structure order



		Character encoding		Passed		Reliable character encoding is provided



		Tagged multimedia		Passed		All multimedia objects are tagged



		Screen flicker		Passed		Page will not cause screen flicker



		Scripts		Passed		No inaccessible scripts



		Timed responses		Passed		Page does not require timed responses



		Navigation links		Needs manual check		Navigation links are not repetitive



		Forms





		Rule Name		Status		Description



		Tagged form fields		Passed		All form fields are tagged



		Field descriptions		Passed		All form fields have description



		Alternate Text





		Rule Name		Status		Description



		Figures alternate text		Passed		Figures require alternate text



		Nested alternate text		Passed		Alternate text that will never be read



		Associated with content		Passed		Alternate text must be associated with some content



		Hides annotation		Passed		Alternate text should not hide annotation



		Other elements alternate text		Passed		Other elements that require alternate text



		Tables





		Rule Name		Status		Description



		Rows		Passed		TR must be a child of Table, THead, TBody, or TFoot



		TH and TD		Passed		TH and TD must be children of TR



		Headers		Passed		Tables should have headers



		Regularity		Passed		Tables must contain the same number of columns in each row and rows in each column



		Summary		Skipped		Tables must have a summary



		Lists





		Rule Name		Status		Description



		List items		Passed		LI must be a child of L



		Lbl and LBody		Passed		Lbl and LBody must be children of LI



		Headings





		Rule Name		Status		Description



		Appropriate nesting		Passed		Appropriate nesting










Back to Top



