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ABSTRACT  36 
When reaching for an object with the hand, the gaze is usually directed at the 37 

target. In a laboratory setting, fixation is strongly maintained at the reach target until the 38 

reaching is completed, a phenomenon known as “gaze-anchoring”. While conventional 39 

accounts of such tight eye-hand coordination have often emphasized the internal 40 

synergetic linkage between both motor systems, more recent optimal control theories 41 

regard motor coordination as the adaptive solution to task requirements. We here 42 

investigated to what degree gaze control during reaching is modulated by task 43 

demands. We adopted a gaze-anchoring paradigm in which participants had to reach 44 

for a target location. During the reach, they additionally had to make a saccadic eye 45 

movement to a salient visual cue presented at locations other than the target. We 46 

manipulated the task demands by independently changing reward contingencies for 47 

saccade reaction time (RT) and reaching accuracy. On average, both saccade RTs and 48 

reach error varied systematically with reward condition, with reach accuracy improving 49 

when the saccade was delayed. The distribution of the saccade RTs showed two types of 50 

eye movements: fast saccades with short RTs, and voluntary saccade with longer RTs. 51 

Increased reward for high reach accuracy reduced the probability of fast saccades, but 52 

left their latency unchanged. The results suggest that gaze-anchoring acts through a 53 

suppression of fast saccades, a mechanism that can be adaptively adjusted to the current 54 

task demands.  55 

  56 
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NEW & NOTEWORTHY  57 

During visually-guided reaching, our eyes usually fixate the target and 58 

saccades elsewhere are delayed (“gaze-anchoring”). We here show that the degree of 59 

gaze-anchoring is flexibly modulated by the reward contingencies of saccade latency 60 

and reach accuracy. Reach error became larger when saccades occurred earlier. These 61 

results suggest that early saccades are costly for reaching, and the brain modulates 62 

inhibitory online coordination from the hand to the eye system depending on task 63 

requirements.   64 

 65 

INTRODUCTION  66 

When reaching for an object with the hand, gaze is usually directed at the target 67 

(see 1, 2, for reviews). One conventional view of eye-hand coordination is that both 68 

motor systems share a common control signal for initiating each movement (e.g. 3, 4). 69 

Empirical support for this view is that the initiation of hand and eye movement to the 70 

target is spatially and temporally coupled (5–9). In other words, eye movements are 71 

strongly yoked to movements of the hand by an internal synergetic linkage (10–12). Such 72 

strong linkage can be also seen during the execution of a reach. Neggers and Bekkering 73 

(13–15) showed that the gaze is locked to the reach target: even when a salient external 74 

visual cue is presented, participants seldom initiate saccades until after the hand has 75 

reached the target - a phenomenon described as “gaze-anchoring”.  76 

How fixed is the linkage between hand and eye movements? The framework of 77 

optimal control theory (OCT) emphasizes that motor coordination constitutes the 78 

adaptive solution to task requirements, rather than resulting from fixed synergetic 79 

linkage (16). OCT postulates that characteristics of coordination are determined by how 80 

the brain solves the optimal solution for task demands, environments, state of each body 81 

effector, and motor effort (17). In other words, coordination patterns should change 82 

flexibly to minimize task-dependent cost functions. This theory has succeeded in 83 

explaining muscular coordination of limb movements (18–20), the distribution of work 84 

across a set of joints for reaching movements (21), and finger coordination for force 85 
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production task (22). Optimality in control can not only be found in the flexible 86 

distribution of feed-forward motor commands, but also in flexible and task-dependent 87 

feedback responses (23, 24). For example, during bimanual reaching movements (25–27), 88 

feedback corrections to unpredictable perturbations depend on the nature of the task 89 

being achieved with the two hands. 90 

In addition to task-dependent coordination of limb movements, several studies 91 

also have found flexible changes in eye-hand coordination in well-learned natural tasks 92 

(28–30). More critically, two additional studies systematically manipulated task 93 

demands, and showed that spatial and temporal eye-hand coordination could indeed be 94 

modulated by demands (31, 32). In particular, Sims et al. showed that in a sequential 95 

reaching task, the timing of eye movement to the second target relative to the completion 96 

of the first reach was adjusted to a nearly optimal solution, which could be predicted by 97 

ideal actor model. Similarly, the relative timing between eye and hand movements 98 

adapts to the requirement of reaching accuracy (33, 34) and time constraints (35). In all 99 

these studies, however, the target for eye movements was kept at the single location 100 

across trials and were presented long before the actual movements. In such situation, 101 

adaptive coordination patterns could be predetermined before the initiation of each 102 

motor action – i.e. the task requirements shape the coordination of feed-forward 103 

commands. However, it remains unclear whether the brain adaptively also adjusts eye-104 

hand coordination during online feedback control. Thus, one central claim of OCT, 105 

namely that the coordination of both feed-forward and feedback commands is flexibly 106 

adjusted according to task-demands, remains untested in the domain of eye-hand 107 

coordination.  108 

To address this gap, we asked participants to reach and, during on-going 109 

movement, to make a saccadic eye movement following an unpredictable shift of the 110 

fixation point. We then independently changed the reward schedule for saccade reaction 111 

time (RT) and endpoint accuracy of the hand movements. The task allowed us to 112 

investigate whether and how eye-hand coupling during on-going reach (i.e. gaze-113 

anchoring) was modulated by reward contingencies.  114 
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MATERIAL AND METHODS 115 

Participants 116 

Sixteen healthy right-handed naïve participants (7 males, mean age ± SD: 27.3 ± 117 

5.8) gave informed consent to take part in the experiment. The study was approved by 118 

the local research ethics committee of the University College London. 119 

Apparatus 120 

Participants made forward reaching movements (20 cm) while holding a planar 121 

robotic manipulandum with their right hand (Fig. 1A). Hand position data was recorded 122 

at 500 Hz. Visual feedback was provided on a monitor placed above the robot (vertical 123 

refresh rate of 60 Hz). This prevented participants from viewing their actual hand/arm. 124 

The position of right hand was presented on the monitor by a cursor. Head movements 125 

of participants were restricted by a chin-rest where a gaze-tracker was mounted to 126 

record gaze position (Eyelink, 500 Hz). 127 

 128 

---------------- 129 

Figure 1 130 

----------------- 131 

 132 

Trial procedure 133 

Main task: The trial started when participants put the hand cursor (diameter of 134 

0.3 cm) into the start box and directed the gaze onto to the fixation cross, located 20cm 135 

in front of the starting position (Fig. 1A, B). After 500 ms of gaze fixation, a reaching 136 

target (square, 1.5 x 1.5 cm) appeared at the same location as the fixation cross, cuing 137 

participants to initiate an arm-reaching movement toward the target. On randomly 138 

selected trials, the fixation cross shifted to the left or right (7cm along x-axis) when the 139 

hand had moved 2cm from the start box in the y-axis direction. Left or right shift 140 

occurred with equal probability (i.e. one-third of trials each). The typical timing of reach 141 

initiation, fixation shift, and reach termination are shown in Figure 1C. The mean time 142 

of fixation shift and reach termination across participants with respect to the reach 143 

initiation was 38.9 ± 3.1 ms and 683 ± 15 ms, respectively. In such shift-trials, participants 144 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



6 

were asked to make a saccadic eye movement to the new fixation as rapidly as possible 145 

while finishing the ongoing reach to the target location. The reaching target (square) was 146 

presented at the central location every trial and continued to appear at that place during 147 

the trial. In non-shift-trials (remaining one-third of trials), the fixation cross stayed 148 

stationary on the target location.  149 

The original gaze-anchoring studies (13, 14) adopted a double-step task, where 150 

participants started reaching along with the first saccade to the reach target, and then 151 

made the second saccade in response to the fixation shift during a reaching. Here, we 152 

used a single-step task, where participants could fixate the target long before the 153 

movement, and then made a reactive saccade to the fixation shift. We made this 154 

methodological change to ensure that the saccadic suppression (36), the saccadic 155 

refractory period (37), and/or  saccade-related unreliable spatial representation (38–41) 156 

would not be able to account for our results.  157 

To match reaching behavior across trials, participants were asked to keep peak 158 

tangential velocity between 38 - 52 cm/s and movement times between 550 – 800 ms. If 159 

those parameters were out of the instructed range, that trial was regarded as failure. In 160 

addition, a trial was considered failed if the saccade was executed in the wrong direction, 161 

occurred before the shift of the fixation, or was initiated with an extremely short reaction 162 

time (< 150 ms). Note that the last criterion was used to exclude false positives caused by 163 

head movements or small blinks. The fastest observed saccade RT in the current 164 

experimental task was 175 ms. After each trial, participants received feedback about 165 

success or failure of that trial. Failed trials were repeated in random order at the end of 166 

a conditional block. One condition finished when 30 trials were completed for each 167 

fixation shift (rightward, leftward, or non-shift), i.e. each condition consisted of 90 168 

successful trials. The failure rate due to the reach- and eye-related criteria was 13.3 ± 3.7% 169 

and 1.6 ± 1.3%, respectively. 170 

Saccade only: In this control task, we examined the RT of saccades without 171 

reaching. The trials started when participants put the cursor into the start box, followed 172 

by rightward or leftward shift in the fixation cross with a certain delay (1000 ms). In such 173 
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shifted-trials, participants had to make a saccade as fast as possible without moving the 174 

hand. In non-shifted trials, participants just maintained gaze fixation for 500 ms. As in 175 

the main task, this condition terminated when 90 trials were completed for each saccade 176 

directions (leftward, rightward, or non-shift).   177 

Reaching only: In this control task, we examined the effect of a fixation cross shift 178 

on reaching behavior without an eye movement. The procedure was the same as in the 179 

main task except that participants did not make saccades when the fixation cross moved. 180 

As in the main task, this condition terminated when 90 trials were completed for each 181 

shift in the fixation cross (leftward, rightward, or non-shift). 182 

 183 

Session design 184 

After familiarization with the task and apparatus, participants conducted a Base 185 

condition where they were asked to perform the main task as accurately as possible for 186 

reaching and as fast as possible for saccade (Fig. 1D). Subsequently, they also performed 187 

the main task in reward conditions where they received a reward point (0, 1, or 2) on 188 

each trial based on the combination of reach endpoint error (distance from target 189 

location) and/or saccade reaction times (RTs). There were three types of reward 190 

conditions: (1) only reach accuracy mattered (Hand), (2) only saccade RTs mattered 191 

(Eye), or (3) both these measures mattered equally (Both). Participants were instructed 192 

explicitly in the beginning of each block regarding the upcoming reward condition. In 193 

the Both condition, participants also received a feedback about which motor outputs 194 

(saccade RTs or reaching error) they should improve in order to get high reward point on 195 

each trial. 196 

We determined thresholds for reward points of each participant based on 197 

individual data recorded in the Base condition. In the Hand priority condition, 198 

participants won 2 points if reach error was less than the 20th percentile of base-data, 199 

won 1 point with error less than the 50th percentile, and 0 points with error more than 200 

50th percentile (leftmost in Fig. 1 E). The same procedure was used for the Eye priority 201 

condition by replacing reach error with saccade RTs (rightmost in Fig.1E). Saccade with 202 

short RT led to large reward. To keep the overall probability of each reward matched 203 
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across conditions, we adjusted the thresholds for the Both priority condition, such that 204 

participants won 2 points if both reach error and saccade RT were less than 45th 205 

percentile, 1 point with both performance less than 71th percentile, and 0 points with 206 

reach error or saccade RT more than 71th percentile (middle in Fig. 1E).  207 

 Each reward condition (Both, Eye, or Hand) was performed twice, with the 208 

order counterbalanced (e.g. Both, Eye, Hand, Hand, Eye, and Both as shown in Fig. 1D). 209 

The order of the conditions was varied across participants. To keep participants 210 

motivated, thresholds for reward points in the second reward sessions were updated 211 

based on the data recorded in the first reward sessions. After all reward sessions, the two 212 

control conditions (Saccade only, Reaching only) were conducted (See Trial procedure in 213 

more detail).  214 

 215 

Data analysis 216 

Reaching movements:  The start of reaching movement was defined as when the 217 

hand had moved 1 cm from the stat box in the y-axis direction. The end of the reaching 218 

movement was defined as the first time point when the tangential velocity fell below 3.5 219 

cm/s for at least 40 ms. The distance between reach endpoint and the target was 220 

calculated as the endpoint error for every trial. In the offline analysis, we used not only 221 

the endpoint distance error, but also the error in the x-axis (See axis in Fig.1 A), i.e. the 222 

error in the direction of the saccade.  223 

We are further interested in the effect of saccades on the online reaching 224 

trajectory. Thus, we temporally aligned the hand position data in the x-axis with respect 225 

to the moment of the shift in the fixation cross. This data was smoothed by Gaussian 226 

filter using sigma of 8 ms, and the velocity pattern was calculated by three points 227 

numerical time differentiations of filtered data.   228 

Saccadic eye movements: Saccade initiation was defined as the time at which eye 229 

velocity first exceeded 80 °/s. The mean amplitude of the saccade across participants, as 230 

determined in offline analyses, was 7.3 ± 0.37 cm.  231 

Session collapsing and trial rejections: For the reward conditions (i.e. Eye, Hand, 232 
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and Both), we collapsed the data across the first and the second reward session, resulting 233 

in 60 trials for each saccade direction (leftward, rightward, or non-shift). For the 234 

remaining conditions (i.e. Base, Saccade only, and Reaching only), we had 30 trials for 235 

each saccade direction. In the offline analysis, we rejected trials in which the saccade 236 

amplitude had deviated more than 1.5 times the interquartile range (IQR) from 25th or 237 

75th percentile of the data for each participant. This IQR method was also applied to 238 

reach endpoint error, reach movement time, and saccade RT for each reward condition. 239 

Combined, these criteria led to an exclusion of 9.2%, 7.4%, 7.2%, 9.0%, 4.5%, and 0% of 240 

the trials for the Base, Both, Eye, Hand, Saccade only, and Reaching only condition, 241 

respectively. 242 

Statistical Analysis: One-way or two-way repeated ANOVA was used for the 243 

statistical test. If the ANOVA was significant, post-hoc test was performed using 244 

Ryanʹs method (42). 245 

Uni-modal vs. Bi-modal saccade RT models: To examine how the reward condition 246 

influenced saccade RTs, we fitted a mixture model to the distribution of saccade RTs.  247 

Saccade RTs are known to be right-skewed, following approximately a log-normal 248 

Gaussian distribution (e.g. 43) where the logarithm of the RT (x) is normally distributed 249 

with a mean of µ and a standard deviation of σ: 250 𝒇(𝒙) = 𝟏𝝈𝒙√𝟐𝝅 𝒆𝒙𝒑 ቄ− (𝒍𝒏𝒙ି𝝁)𝟐𝟐𝝈𝟐 ቅ                                         [1] 251 

However, in the gaze-anchoring task we often observed a bi-modal distribution (see Fig. 252 

3A and Appendix Fig. A1). To capture this, we described the distribution using a mixture 253 

of two log-normals with a weighting of pmix:  254 𝑓(𝑥) = 𝑝௫ ଵఙభ௫√ଶగ 𝑒𝑥𝑝 ቄ− ( ௫ିఓభ)మଶఙభమ ቅ + (1 − 𝑝௫) ଵఙమ௫√ଶగ 𝑒𝑥𝑝 ቄ− ( ௫ିఓమ)మଶఙమమ ቅ            [2] 255 

We fitted the data with the uni-modal and bi-modal log-normal distribution with Matlab 256 

function (“gmdistribution.fit”), and compared models using Bayesian information 257 

criterion (BIC): 258 BIC = −2 log(𝐿) + 𝑘 log(𝑛)                                                [3]                                 259 

where L is the maximized value of the likelihood function, n is the number of data points, 260 

and k is the number of parameters (k=2 for uni-modal and k=5 for bi-modal model). 261 
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Model comparison with BIC was performed for each reward condition and each 262 

individual separately.  263 

Fixed vs. Flexible bimodal saccade RT models: The distribution of the saccade RTs 264 

across reward conditions (Fig. 3A and Appendix Fig. A1) suggested the idea that the 265 

center of fast component of the RT distribution maybe insensitive to reward. The 266 

prolongation of mean eye RTs, would then have to be explained by a decreasing 267 

probability to make a fast saccade and/or a change in the mean of the second component 268 

(i.e. long-RTs trials). To quantitatively test this interpretation, we considered “Fixed-269 

model” where the standard deviation and mean of the first component (σ1 and µ1) were 270 

kept the same across three reward conditions, and the mixture proportion (pmix) and the 271 

parameters for the second component (µ2 and σ2) was free to change across conditions 272 

(11 free parameters). For the comparison, we considered “Flexible-model” where the 273 

parameters (σ1, σ2, µ1, µ2, and pmix) were flexibly determined for each reward condition, 274 

resulting in 15 parameters. For fitting, we minimized the negative log-likelihood across 275 

all reward conditions using a nonlinear fitting function in Matlab (“fmincon”). The 276 

distribution of the RTs in the Eye condition was nearly uni-modal for many participants, 277 

consisting mainly of fast RTs. To ensure that these were captured by the first component, 278 

we introduced two constraints for the Eye condition: 1) µ2 was larger than µ1 by 279 

interquartile range of the distribution, and 2) p1 was larger than 0.5. Note that the second 280 

constraint was removed for two participants (P4 and P15) whose distribution in the Eye 281 

condition was clearly bi-modal with the second component more dominant. Model 282 

comparison between “Fixed-model” and “Flexible-model” was conducted with BIC for 283 

each participant.  284 

 285 

 286 

 287 

 288 

 289 

 290 
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RESULTS  291 

Saccade reaction times and reaching accuracy 292 

During a reach, the gaze is anchored at the target, which substantially delays 293 

saccades elsewhere (13). Gaze anchoring was also observed in the current experiment: 294 

The saccade reaction times (RTs) during reaches (Base trials, 434 ± 130.0 ms, [mean ± SD 295 

across participants]) were significantly longer than for the Saccade-only trials in the 296 

control session (280 ± 30.9 ms, paired t-test, t(15) = 5.57, p < 0.001). Our aim was to 297 

examine whether this feedback-driven eye-hand coordination was flexibly modulated 298 

according to reward contingencies.  299 

First, we compared average saccade RTs among reward conditions (Fig. 2A). 300 

Saccade RTs for the Hand condition was longer than for other two conditions, indicating 301 

that gaze-anchoring was stronger when reaching accuracy mattered. On the other hand, 302 

when reward was allocated to the eye movement (i.e. Eye and Both), saccade RTs were 303 

markedly reduced. One-way ANOVA revealed a significant main effect of reward 304 

condition (F(2,30) = 23.4, p < 0.0001), and post-hoc test showed a significant difference 305 

between the Both and Hand conditions (t(30) = 5.3, p < 0.0001) and between the Eye and 306 

Hand conditions (t(30) = 6.4, p < 0.0001). These results indicate that gaze-anchoring is not 307 

an obligatory feature, but modulated based on reward contingencies. Furthermore, we 308 

found that the standard deviation of the saccade amplitude was significantly larger for 309 

the Hand condition than other two conditions (Eye vs. Hand: t(30)=4.11, p= 0.0003, Both 310 

vs. Hand: t(30)=3.33, p=0.002). Placing the reward on reach accuracy not only delayed 311 

the saccade but also increased variability of saccade amplitude. 312 

Second, we examined the effect of reward on reaching accuracy. Figure 2B 313 

depicts reaching endpoint error, split up by saccade and non-saccade trials. Reaching 314 

error changed depending on reward condition and saccade occurrence. A two-way 315 

ANOVA (Reward x Saccade) showed a significant main effect of reward condition 316 

(F(2,30) = 9.7, p < 0.001). Post-hoc test showed a significant difference between the Both 317 

and Eye condition (t(30) = 2.79, p < 0.01) and between the Eye and Hand condition (t(30) 318 

= 4.34, p < 0.001), indicating that the reward associated with the reaching aspect (i.e. Both 319 
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or Hand) improved reaching accuracy.  320 

Reaching accuracy was also influenced significantly by whether or not a saccade 321 

occurred during the reach (F(1,15) = 11.0, p < 0.01). We confirmed that the movement 322 

time of the reaching movement for saccade trials was not statistically longer than that 323 

for non-saccade trials (one-sided paired t-test, t(47) = -0.28, p = 0.61). The maximum 324 

speed of reaching did not also differ between these trials (one-sided paired t-test, t(47) = 325 

-3.08, p = 0.99). These findings clearly ruled out explanations based on the conventional 326 

speed-accuracy tradeoff (44). Rather, our data provides clear evidence that a saccade 327 

during the reach negatively influences reach accuracy, and that eye-hand coordination 328 

is flexibly modulated according to task demands. 329 

 330 

--------------------- 331 

Figure 2 332 

----------------------- 333 

 334 

 We further examined whether behavioral modulation occurred immediately after 335 

the explicitly instructed change in reward condition or whether it gradually developed over 336 

the course of a block. To estimate temporal change in behavior, for each reward condition, 337 

we averaged reaching error and saccade RTs over every 30 trials and 20 trials (trial block), 338 

respectively. A three-way repeated ANOVA with factors of Session (first and second 339 

sessions), Trial blocks (three blocks), and Reward conditions (Eye, Both, and Hand) showed 340 

no significant effect of Trial block for Reaching error (F(2,30)=0.52, p= 0.60) or for Saccade 341 

RTs (F(2,30)=0.39, p= 0.68). The interaction of Trial blocks and Reward condition was not also 342 

significant for Reaching error (F(4,60)= 0.65, p= 0.63) or for Saccade RTs (F(4,60)= 2.05, p= 343 

0.10). Thus, neither reaching error nor saccade RTs changed throughout a specific reward 344 

condition, suggesting that the change in behaviors was immediate and caused by the explicit 345 

instruction at the beginning of the block.  346 

 347 

Distribution of saccade RTs 348 

What is the mechanism by which the participants delayed their saccade 349 
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especially in the Hand condition? Figure 3A shows the distribution of saccade RTs, 350 

plotted separately for each reward condition (2 participants: P13 and P2). The 351 

distribution clearly showed a bimodal distribution especially for the Both and Hand 352 

conditions. To quantify this observation, we fitted a uni-modal (equation [1]) and bi-353 

modal (equation [2]) log-normal distribution to the data, and compared the quality of 354 

the fit using BIC (See Method “Uni-modal vs. Bi-modal saccade RT models” for details). For 355 

the Hand condition, the bi-modal model provided a better description than the uni-356 

modal model in the majority of participants (13/16 participants), which is statistically 357 

significant in a simple Binomial test (p = 0.02). For the eye condition (6/16 better with the 358 

bi-modal model) and the Both condition (8/16 better with the bi-modal model), the bi-359 

modality was not as clear in all individual participants.  360 

However, visual inspection of the individual RT distributions (Fig 3A) indicated 361 

that the mean of the fast component of the saccade distribution remained the same for 362 

the other two conditions. The only thing that appeared to change was the proportion of 363 

trials that came from the slower, delayed distribution. To test this idea, we fitted a single 364 

bi-modal model across all the individual distribution (See Method “Fixed vs. Flexible 365 

bimodal saccade RT model” for details.).  “Flexible-model” used five free parameters (σ1, 366 

σ2, µ1, µ2, and pmix) for each reward condition. The resultant fits showed that µ1 was 280 ± 367 

74 ms for the Eye, 302 ± 91 ms for the Both, and 335 ± 138 ms for the Hand condition 368 

(mean ± SD across participants). In the comparison between the Eye and Hand 369 

conditions, the amount of the change in µ1 was less than 34 % of the total change in RTs. 370 

On the other hand, the proportion of the first component differed across 371 

conditions, and remarkably dropped for the Hand condition (Fig. 3B, “Flexible-model”). 372 

In other words, the weight of the second component clearly increased when the reaching 373 

accuracy mattered. Indeed, estimated pmix was 0.72 ± 0.27 for the Eye, 0.76 ± 0.24 for the 374 

Both, and 0.43 ± 0.28 for the Hand condition (mean ± SD across participants).  375 

To test whether the data could be equally well explained by a fixed first 376 

component, we fixed the parameters (µ1 and σ1) across the reward conditions (“Fixed 377 

model” – the Methods for details). BIC comparison showed that “Fixed-model” was 378 
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better than “Flexible-model” in 13 out of 16 participants (Binomial test, p=0.02), 379 

indicating that the constraint of fixing the first component explains the individual 380 

distribution well. Again, the proportion of the first component (pmix) was the highest for 381 

the Eye condition (pmix = 0.81 ± 0.26), and dropped for the Both (pmix = 0.58 ± 0.30) and 382 

Hand (pmix = 0.30 ± 0.22) conditions. Anova (F(2,15)=22.2, p < 0.01) and post-hoc test 383 

showed a significant difference in the proportion between all the pairs (Eye vs. Both: 384 

t(30)=3.0, p < 0.01, Eye vs. Hand: t(30)=6.6, p < 0.01, Both vs. Hand: t(30)=3.6, p < 0.01). 385 

Thus, our results suggest that reward contingencies modified saccade behavior by 386 

changing the probability of “fast” saccades. Furthermore, the center of “fast” saccades 387 

(i.e. µ1 : 290 ± 74 ms)  was not significantly different from the mean saccade RTs for the 388 

Saccade-only trials in the control session (280 ± 30.9 ms, paired t-test, t(15) = 0.5, p = 0.62) , 389 

in which participants focused entirely on the saccade without reaching movements. This 390 

also suggests that “fast” saccades would be mediated by the fastest visuomotor pathway 391 

that could be utilized in the current task.  392 

 393 

--------------------- 394 

Figure 3 395 

----------------------- 396 

 397 

Tradeoff between saccade reaction time and reaching accuracy 398 

Reaching accuracy was clearly modulated not only by reward contingencies but 399 

also by whether saccade was made or not (Fig. 2B). This suggests that moving the eyes 400 

to a non-target location during a reach has a cost. For a more fine-grained analysis of 401 

how saccade RT affected reaching accuracy, we assigned each trial to 1 of 3 bins 402 

according to saccade RTs for each reward condition and participant. We then plotted the 403 

absolute value of reaching error in the horizontal axis, consistent with the direction of 404 

saccade, as a function of saccade RTs for different groups of reward conditions (Fig. 4A). 405 

As seen before (Fig. 2A and Fig. 2B), reaching error and saccade RTs generally varied 406 

depending on reward contingencies. Furthermore, reaching error for saccade trials was 407 

larger than that for non-saccade trials. More interestingly, in each reward condition 408 
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(Green, magenta, and blue lines in Fig. 4A), there was a clear tradeoff between reaching 409 

accuracy and saccade RTs with trials with longer RTs showing smaller errors. This 410 

observation was statistically confirmed by a two-way repeated measures ANOVA 411 

(Reward x Bin), which showed a significant main effect of Reward (F(2,30) = 11.07, p =  412 

0.0003) and Bin (F(2,30) = 5.76, p = 0.008). A significant interaction did not emerge (F(4,60) 413 

= 0.62, p = 0.65). These results indicate that the reward condition influenced reaching 414 

accuracy in two ways: First, placing a reward on reaching accuracy (Both and Hand 415 

conditions) directly reduced the absolute reaching error. This was also supported by the 416 

clear decrease in error for those reward conditions in Non-saccade trials (Fig. 4A). 417 

Secondly, especially in the hand condition, participants further delayed their saccades, 418 

resulting in an additional reduction in reaching error.  419 

  420 

--------------------- 421 

Figure 4 422 

----------------------- 423 

 424 

Saccades induced systematic deviations during reaching 425 

To elucidate how saccades influenced the reach, we analyzed the signed 426 

endpoint error of reaching in the horizontal axis (x-axis shown in Fig.1A). As shown in 427 

Figure 4B, the reach was systematically influenced by the saccade directions. We 428 

observed positive error (rightward deviation from the target) when leftward saccade was 429 

made, and a leftward deviation when rightward saccade was made. In other words, 430 

reaching endpoints tended to be biased to the direction opposite from the saccades (Fig. 431 

4B). These findings indicate that saccades induced a deviation of the hand movement in 432 

the opposite direction.  433 

To further examine why the reaching endpoints were biased in the direction 434 

opposite to the saccade, we analyzed online trajectories of reaching movements. We 435 

temporally aligned hand velocity signals in the x-axis (x-velocity) with respect to the 436 

shift in the fixation cross. We averaged x-velocity of the hand across trials for each 437 
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saccade direction, reward condition, and participant. Figure 5A shows averaged hand 438 

velocity patterns across participants for different saccade directions under the Both 439 

condition. Approximately 300 ms after the fixation cross displacement, the hand 440 

movement was deviated rightward for the leftward saccade, and leftward for the 441 

rightward saccade. As for the endpoints, the online hand movement was deviated 442 

toward the direction opposite to saccades. This finding implies that the endpoint 443 

deviation induced by saccades begins immediately after the fixation cross displacement.  444 

To quantify the hand response, we computed the difference in the x-hand 445 

velocity between saccade directions (leftward – rightward), with larger values denoting 446 

larger hand deviation. Figure 5B depicts the mean hand response for three reward 447 

conditions (colored curves) and for the Reaching only condition (black dashed curve). 448 

The arrow in Figure 5B indicates the mean saccade RTs for each condition. Despite the 449 

large difference in saccade RTs among reward conditions, these hand responses for the 450 

Eye, Both, and Hand condition initiated at roughly the same time with similar 451 

amplitude. In contrast, the response for the Reaching only condition, where participant 452 

had to maintain gaze fixation on the original location even when the fixation visually 453 

shifted (See Material and Methods for the details), was markedly smaller than for other 454 

reward conditions.  455 

Based on these observations, one can argue that the lateral hand deviation is 456 

triggered by the visual shift of the fixation cross rather than by the execution of the 457 

saccades. However, this would be unlikely for two reasons below. Firstly, it is known 458 

that reflexive hand responses induced by visual information, such as target shift, 459 

background motion, and distractor movements, are directed to the same direction as 460 

visual changes (45, 46). Thus, anti-directional response we observed here is difficult to 461 

be explained by visually-induced reflexive responses that are generally pro-directional 462 

responses. Secondly, the hand response was much smaller when saccade was not made 463 

(Reaching only condition). Taken together, we propose that online hand response is 464 

probably induced by saccade-related signals during the reaching movement.  465 

 466 
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--------------------- 467 

Figure 5 468 

----------------------- 469 

 470 

 471 

DISCUSSION  472 

 We adopted a gaze-anchoring paradigm, and tested whether and how eye-hand 473 

coordination is modulated according to task demands. We found clear and systematic 474 

changes in saccade RT and reaching accuracy depending on reward contingencies. The 475 

analyses of saccade RTs distributions with model approach suggests that the change in 476 

gaze-anchoring is achieved by modulating the probability of reflexive and voluntary 477 

saccades. We also showed that reach error depended on saccade RTs, with faster 478 

saccades leading to larger errors. Our findings show that the brain modulates eye-hand 479 

coordination during reaching depending on reward-based task demands.  480 

 481 

Task-dependent modulation of gaze-anchoring 482 

 During a visually-guide reaching, fixating target is strongly favored, which 483 

substantially delays saccades elsewhere. This implies that it is mediated by inhibitory 484 

coupling from the hand to the eye system. A neurophysiological study suggested the 485 

rostral part of superior colliculus, an area classically related to gaze fixation, as a 486 

potential neural substrate for gaze-anchoring (47). In contrast to the yoking hypothesis 487 

for gaze-anchoring (12–14, 48), under some conditions, participants performed eye 488 

movements to the next task-relevant object before the previous actions had been 489 

completed (28–30, 49). Importantly, the timing of gaze shift relative to reaching 490 

termination adapts to task demands (32–35). In most of those previous studies, however, 491 

the targets for hand and eye movements were repeated and predictable. Thus, eye-hand 492 

coordination can be pre-planned before the onset of the movement.  493 

In our current study we show now clearly that the online coordination between 494 

eyes and hand can be modulated in a task-dependent fashion without the need to 495 

preplan. Participants did not know the saccade condition (leftward, rightward, or non-496 
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saccade) before the middle of the reach. While there is neurophysiological evidence that 497 

participants likely can preplan eye movement to two potential targets (e.g. Basso and 498 

Wurtz 1998), our three target options should have prevented effective pre-planning.  499 

Furthermore, we found bimodality of saccade RTs distribution (Fig. 3 and 500 

Appendix Fig. A1), suggesting the existence of two types of saccades with different 501 

timescales (43, 51). Across reward conditions, the center of “fast” saccade component did 502 

not appear to vary. Rather the probability of issuing a “slow”, rather than “fast” saccade 503 

changed. This suggests that, to modulate gaze-anchoring, the brain did not change the 504 

motor commands for “fast” saccades, but modulate inhibitory signals to the generator 505 

of “fast” saccades. In particular, when reaching accuracy mattered (Hand), “fast” 506 

saccades became less frequently, and were instead replaced by slower, more voluntary 507 

saccades. Our results suggest that the brain optimally modulates the strength of 508 

inhibitory coupling from the hand to the eye system to make responses to unpredictable 509 

visual presentation.  510 

Although the “fast” saccades we observed were immutable across reward 511 

conditions and appeared to behave like reflexive saccades, they should be considered a 512 

different class of eye movements from “express saccade”, which occur at very short 513 

latencies (human: 80 – 120 ms, monkey: 70 – 80 ms) in the gap-task (e.g. 52). Express 514 

saccades are generated through a direct pathway from retina to superior colliculus (e.g. 515 

53), and are substantially faster than our “fast” saccades (about 290 ms). Interestingly, 516 

Fischer et al. (51) also found three separated peaks in saccade distribution, and called 517 

each component, in order of fastest to slowest, “express”, “fast regular”, and “slow 518 

regular” saccades. Thus, the second and third component could correspond to our “fast” 519 

and “slow” component. It remains an open question how multiple different cortical 520 

saccade pathways may be affected differentially by reward-based task demands.  521 

 522 

Dependence of reaching accuracy on saccades 523 

 Another important aspect of the current study is to explicitly show the 524 

dependence of reach accuracy on saccades. First, distance error was significantly larger 525 
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when saccade was accompanied with than when it was not (Fig. 2B). Secondly, the 526 

reaching error was significantly related with saccade RTs (Fig. 4A). Finally, reaching 527 

error in the horizontal direction was systematically biased by the direction of saccades 528 

(Fig. 4B). These results suggest that reaching movement incurs a cost when making 529 

saccades during reaching.  530 

 Several earlier publications have shown a direct co-dependence between eye 531 

and arm movements. For example, when producing concurrent eye and hand 532 

movements with different amplitude, reaching amplitude changed in accordance with 533 

saccade amplitude (54, 55). Similarly, the initial component of online reaching 534 

corrections to visual perturbation was modulated by whether saccade or gaze fixation 535 

was required (8). A recent study also showed that the relative eye-hand latencies of 536 

online corrections was modulated by the visual characteristics of the target change (56). 537 

These studies suggested the direct interaction of saccade planning/execution with 538 

reaching system, which can be flexible according to the task.  Furthermore, some studies 539 

have emphasized a significant role of gaze-related signals for providing the 540 

representation of target location for reaching movements especially when making 541 

reaching in darkness. These studies showed that when participants made the spatially 542 

coupled or dissociated saccade during reaching, reaching accuracy was improved or 543 

worsened, respectively (57–60). This view of spatial coupling is also supported by the 544 

evidence that end points of saccade and reach are spatially correlated with each other (5, 545 

61). 546 

 In contrast to these previous reports, showing that the hand follows the eye, we 547 

found that the hand deviated in the direction opposite to the saccade (Fig. 4B, Fig. 5). 548 

Such opposite bias can be explained by updating process of reaching goals dominated 549 

by eye-centered mechanisms (For review, see 62, 63). In our experimental setting, 550 

making a saccade changed the retinal position of the reaching target from fovea to 551 

peripheral. Such change can be made quickly and predictively via an internal updating 552 

process. Behavioral studies have shown that reaching to peripheral targets show 553 

systematic directional bias with overestimating the eccentricity of targets (64). When 554 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



20 

participants made a saccade before reaching, the resulting reaching error matched the 555 

updated target-gaze relationship (65, 66). More critically, this updating process can be 556 

seen during reaching movements: gaze shifts induced anti-directional deviations in the 557 

online reaching trajectory (67), as consistent with our current results.  558 

As shown in Figure 5B, the hand responses generally preceded the initiation of 559 

saccades, suggesting that saccade planning, rather than saccade execution or saccade-560 

related changes in visual inputs, drive the hand response. The hand response preceding 561 

saccade initiation is consistent with predictive updating of the target representation (68, 562 

69). This temporal relationship was more prominent in the Hand condition where strong 563 

gaze-anchoring occurred. This also suggests that the inhibition of eye movements 564 

according to explicit reward demands arises after saccade planning has affected online 565 

reaching movements.  566 

 567 

Reaching costs due to rapid saccades 568 

We found that earlier saccades reduced reach accuracy more than late saccades 569 

(Fig. 4A). Previous studies on eye-hand coupling have mainly focused on visual acuity 570 

as cost for the reaching system: Locating objects in peripheral vision is less accurate than 571 

in foveal vision, which leads to lower reaching accuracy (e.g. 32, 70). Reaching accuracy 572 

highly depends on online information about the target and hand location (71–75). Thus, 573 

earlier saccades would withdraw this crucial information earlier, and spatial uncertainty 574 

would accumulate and be larger than when foveal feedback is withdrawn in the end of 575 

the movement.  576 

Alternatively, the dependence of reaching accuracy on saccade RTs may be due 577 

to the fact that the saccade-induced hand deviation had more time to accumulate when 578 

the saccade is early. Although some studies have shown flexible use of a reference frame 579 

for motor actions and perception (76–81), we robustly observed the saccade-induced 580 

hand responses that were irrelevant to the current experimental task. This suggests that, 581 

in certain situations, planning/making saccades could be inherently linked with gaze-582 

centered updating of the target (e.g. 82, 83). Such automatic updating process might be 583 
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one of the factors in causing saccade-related reaching cost.  584 

While loss of visual acuity, as well as the influence of saccade planning on reach 585 

trajectories, may have contributed to the relationship between saccade RT and reach 586 

error (Fig. 4a), the presence of hand deviations that depend on saccade direction clearly 587 

ague that at least part of the effect is due to influence of saccade planning on reaching. 588 

It is worth to note that, similar to the error-RTs relationship shown in Figure 4A, the 589 

difference of signed error at the endpoint between leftward- and rightward-saccade 590 

conditions also appears to be greater (p=0.08, marginal significant effect) for trials with 591 

earlier saccades (Appendix Fig. 2).  592 

 593 

Summary 594 

Taken together, our study tests two critical predictions of the hypothesis that 595 

gaze anchoring is the result of an optimal feedback control policy that maximize reach 596 

accuracy. First, we show that making an eye movement during an ongoing reach makes 597 

the reach less accurate. Secondly, we demonstrate that probability of an early saccade 598 

can be up- and down-regulated depending on the importance of reach accuracy. Of 599 

course, our paper does not provide the most stringent test of optimal control theory in 600 

this context, namely that the changes in feedback control are “optimal” in respect to a 601 

well-defined cost-function. Nonetheless, our results confirm important, qualitative 602 

predictions arising from the idea that eye-hand coordination is shaped to optimize task 603 

performance.  604 

  605 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



22 

REFERENCES 606 

1.  Land MF. Eye movements and the control of actions in everyday life. Prog Retin 607 
Eye Res 25: 296–324, 2006. doi: 10.1016/j.preteyeres.2006.01.002. 608 

2.  Land MF. Vision, eye movements, and natural behavior. Vis Neurosci 26: 51–62, 609 
2009. doi: 10.1017/S0952523808080899. 610 

3.  Frens MA, Erkelens CJ. Coordination of hand movements and saccades: evidence 611 
for a common and a separate pathway. Exp Brain Res 85: 682–690, 1991. 612 

4.  Reina GA, Schwartz AB. Eye-hand coupling during closed-loop drawing: evidence 613 
of shared motor planning? Hum Mov Sci 22: 137–152, 2003. 614 

5.  Sailer U, Eggert T, Ditterich J, Straube A. Spatial and temporal aspects of eye-615 
hand coordination across different tasks. Exp Brain Res 134: 163–173, 2000. 616 

6.  Dean HL, Martí D, Tsui E, Rinzel J, Pesaran B. Reaction time correlations during 617 
eye-hand coordination: behavior and modeling. J Neurosci 31: 2399–2412, 2011. doi: 618 
10.1523/JNEUROSCI.4591-10.2011. 619 

7.  Armstrong IT, Judson M, Munoz DP, Johansson RS, Flanagan JR. Waiting for a 620 
hand: saccadic reaction time increases in proportion to hand reaction time when 621 
reaching under a visuomotor reversal. Front Hum Neurosci 7: 319, 2013. doi: 622 
10.3389/fnhum.2013.00319. 623 

8.  Abekawa N, Inui T, Gomi H. Eye-hand coordination in on-line visuomotor 624 
adjustments. Neuroreport 25: 441–445, 2014. doi: 625 
10.1097/WNR.0000000000000111. 626 

9.  Hwang EJ, Hauschild M, Wilke M, Andersen RA. Spatial and temporal eye-hand 627 
coordination relies on the parietal reach region. J Neurosci 34: 12884–12892, 2014. 628 
doi: 10.1523/JNEUROSCI.3719-13.2014. 629 

10.  Fisk JD, Goodale MA. The organization of eye and limb movements during 630 
unrestricted reaching to targets in contralateral and ipsilateral visual space. Exp 631 
Brain Res 60: 159–178, 1985. 632 

11.  Carey DP, Coleman RJ, Della Sala S. Magnetic misreaching. Cortex 33: 639–652, 633 
1997. 634 

12.  Carey DP. Eye-hand coordination: eye to hand or hand to eye? Curr Biol 10: R416-635 
419, 2000. 636 

13.  Neggers SF, Bekkering H. Ocular gaze is anchored to the target of an ongoing 637 
pointing movement. J Neurophysiol 83: 639–651, 2000. 638 

14.  Neggers SF, Bekkering H. Gaze anchoring to a pointing target is present during 639 
the entire pointing movement and is driven by a non-visual signal. J Neurophysiol 640 
86: 961–970, 2001. 641 

15.  Neggers SFW, Bekkering H. Coordinated control of eye and hand movements in 642 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



23 

dynamic reaching. Hum Mov Sci 21: 349–376, 2002. 643 

16.  Todorov E, Jordan MI. Optimal feedback control as a theory of motor coordination. 644 
Nat Neurosci 5: 1226–1235, 2002. doi: 10.1038/nn963. 645 

17.  Diedrichsen J, Shadmehr R, Ivry RB. The coordination of movement: optimal 646 
feedback control and beyond. Trends Cogn Sci 14: 31–39, 2010. doi: 647 
10.1016/j.tics.2009.11.004. 648 

18.  Fagg AH, Shah A, Barto AG. A computational model of muscle recruitment for wrist 649 
movements. J Neurophysiol 88: 3348–3358, 2002. doi: 10.1152/jn.00621.2002. 650 

19.  Nozaki D, Nakazawa K, Akai M. Muscle activity determined by cosine tuning with 651 
a nontrivial preferred direction during isometric force exertion by lower limb. J 652 
Neurophysiol 93: 2614–2624, 2005. doi: 10.1152/jn.00960.2004. 653 

20.  Kutch JJ, Kuo AD, Bloch AM, Rymer WZ. Endpoint force fluctuations reveal 654 
flexible rather than synergistic patterns of muscle cooperation. J Neurophysiol 100: 655 
2455–2471, 2008. doi: 10.1152/jn.90274.2008. 656 

21.  Mussa Ivaldi FA, Morasso P, Zaccaria R. Kinematic networks. A distributed model 657 
for representing and regularizing motor redundancy. Biol Cybern 60: 1–16, 1988. 658 

22.  O’Sullivan I, Burdet E, Diedrichsen J. Dissociating variability and effort as 659 
determinants of coordination. PLoS Comput Biol 5: e1000345, 2009. doi: 660 
10.1371/journal.pcbi.1000345. 661 

23.  Scott SH. Optimal feedback control and the neural basis of volitional motor control. 662 
Nat Rev Neurosci 5: 532–546, 2004. doi: 10.1038/nrn1427. 663 

24.  Scott SH. The computational and neural basis of voluntary motor control and 664 
planning. Trends Cogn Sci 16: 541–549, 2012. doi: 10.1016/j.tics.2012.09.008. 665 

25.  Diedrichsen J. Optimal task-dependent changes of bimanual feedback control and 666 
adaptation. Curr Biol 17: 1675–1679, 2007. doi: 10.1016/j.cub.2007.08.051. 667 

26.  Mutha PK, Sainburg RL. Shared bimanual tasks elicit bimanual reflexes during 668 
movement. J Neurophysiol 102: 3142–3155, 2009. doi: 10.1152/jn.91335.2008. 669 

27.  Dimitriou M, Franklin DW, Wolpert DM. Task-dependent coordination of rapid 670 
bimanual motor responses. J Neurophysiol 107: 890–901, 2012. doi: 671 
10.1152/jn.00787.2011. 672 

28.  Land M, Mennie N, Rusted J. The roles of vision and eye movements in the control 673 
of activities of daily living. Perception 28: 1311–1328, 1999. 674 

29.  Pelz J, Hayhoe M, Loeber R. The coordination of eye, head, and hand movements 675 
in a natural task. Exp Brain Res 139: 266–277, 2001. doi: 10.1007/s002210100745. 676 

30.  Mennie N, Hayhoe M, Sullivan B. Look-ahead fixations: anticipatory eye 677 
movements in natural tasks. Exp Brain Res 179: 427–442, 2007. doi: 678 
10.1007/s00221-006-0804-0. 679 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



24 

31.  Ma-Wyatt A, Stritzke M, Trommershäuser J. Eye-hand coordination while pointing 680 
rapidly under risk. Exp Brain Res 203: 131–145, 2010. doi: 10.1007/s00221-010-681 
2218-2. 682 

32.  Sims CR, Jacobs RA, Knill DC. Adaptive allocation of vision under competing task 683 
demands. J Neurosci 31: 928–943, 2011. doi: 10.1523/JNEUROSCI.4240-10.2011. 684 

33.  Rand MK, Stelmach GE. Effects of hand termination and accuracy constraint on 685 
eye-hand coordination during sequential two-segment movements. Exp Brain Res 686 
207: 197–211, 2010. doi: 10.1007/s00221-010-2456-3. 687 

34.  Rand MK. Segment interdependency and gaze anchoring during manual two-688 
segment sequences. Exp Brain Res 232: 2753–2765, 2014. doi: 10.1007/s00221-014-689 
3951-8. 690 

35.  Deconinck FJA, van Polanen V, Savelsbergh GJP, Bennett SJ. The relative timing 691 
between eye and hand in rapid sequential pointing is affected by time pressure, but 692 
not by advance knowledge. Exp Brain Res 213: 99–109, 2011. doi: 10.1007/s00221-693 
011-2782-0. 694 

36.  Knöll J, Binda P, Morrone MC, Bremmer F. Spatiotemporal profile of peri-saccadic 695 
contrast sensitivity. J Vis 11, 2011. doi: 10.1167/11.14.15. 696 

37.  Amit R, Abeles D, Bar-Gad I, Yuval-Greenberg S. Temporal dynamics of saccades 697 
explained by a self-paced process. Sci Rep 7: 886, 2017. doi: 10.1038/s41598-017-698 
00881-7. 699 

38.  Abekawa N, Gomi H. Online gain update for manual following response 700 
accompanied by gaze shift during arm reaching. J Neurophysiol 113: 1206–16, 701 
2015. doi: 10.1152/jn.00281.2014. 702 

39.  Bellebaum C, Hoffmann K-P, Daum I. Post-saccadic updating of visual space in the 703 
posterior parietal cortex in humans. Behav Brain Res 163: 194–203, 2005. doi: 704 
10.1016/j.bbr.2005.05.007. 705 

40.  Morris AP, Kubischik M, Hoffmann K-P, Krekelberg B, Bremmer F. Dynamics of 706 
eye-position signals in the dorsal visual system. Curr Biol CB 22: 173–179, 2012. 707 
doi: 10.1016/j.cub.2011.12.032. 708 

41.  Xu BY, Karachi C, Goldberg ME. The Postsaccadic Unreliability of Gain Fields 709 
Renders It Unlikely that the Motor System Can Use Them to Calculate Target 710 
Position in Space. Neuron 76: 1201–1209, 2012. doi: 10.1016/j.neuron.2012.10.034. 711 

42.  Ryan TA. Significance tests for multiple comparison of proportions, variances, and 712 
other statistics. Psychol Bull 57: 318–328, 1960. 713 

43.  Gorea A, Rider D, Yang Q. A unified comparison of stimulus-driven, endogenous 714 
mandatory and “free choice” saccades. PloS One 9: e88990, 2014. doi: 715 
10.1371/journal.pone.0088990. 716 

44.  Fitts PM. The information capacity of the human motor system in controlling the 717 
amplitude of movement. J Exp Psychol 47: 381–391, 1954. 718 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



25 

45.  Gomi H. Implicit online corrections of reaching movements. Curr Opin Neurobiol 719 
18: 558–564, 2008. doi: 10.1016/j.conb.2008.11.002. 720 

46.  Sarlegna FR, Mutha PK. The influence of visual target information on the online 721 
control of movements. . 722 

47.  Reyes-Puerta V, Philipp R, Lindner W, Hoffmann K-P. Role of the rostral superior 723 
colliculus in gaze anchoring during reach movements. J Neurophysiol 103: 3153–724 
3166, 2010. doi: 10.1152/jn.00989.2009. 725 

48.  Bekkering H, Sailer U. Commentary: coordination of eye and hand in time and 726 
space. Prog Brain Res 140: 365–373, 2002. doi: 10.1016/S0079-6123(02)40063-5. 727 

49.  Bowman MC, Johansson RS, Johannson RS, Flanagan JR. Eye-hand coordination 728 
in a sequential target contact task. Exp Brain Res 195: 273–283, 2009. doi: 729 
10.1007/s00221-009-1781-x. 730 

50.  Basso MA, Wurtz RH. Modulation of neuronal activity in superior colliculus by 731 
changes in target probability. J Neurosci Off J Soc Neurosci 18: 7519–7534, 1998. 732 

51.  Fischer B, Weber H, Biscaldi M, Aiple F, Otto P, Stuhr V. Separate populations of 733 
visually guided saccades in humans: reaction times and amplitudes. Exp Brain Res 734 
92: 528–541, 1993. doi: 10.1007/bf00229043. 735 

52.  Kingstone A, Klein RM. What are human express saccades? Percept Psychophys 736 
54: 260–273, 1993. 737 

53.  Edelman JA, Keller EL. Activity of visuomotor burst neurons in the superior 738 
colliculus accompanying express saccades. J Neurophysiol 76: 908–926, 1996. 739 

54.  van Donkelaar P. Eye-hand interactions during goal-directed pointing movements. 740 
Neuroreport 8: 2139–2142, 1997. 741 

55.  van Donkelaar P. Saccade amplitude influences pointing movement kinematics. 742 
Neuroreport 9: 2015–2018, 1998. 743 

56.  de Brouwer AJ, Spering M. Eye-hand coordination during online reach corrections 744 
is task-dependent. bioRxiv, 2021. doi: 10.1101/2021.06.13.448238. 745 

57.  Enright JT. The non-visual impact of eye orientation on eye-hand coordination. 746 
Vision Res 35: 1611–1618, 1995. 747 

58.  Soechting JF, Engel KC, Flanders M. The Duncker illusion and eye-hand 748 
coordination. J Neurophysiol 85: 843–854, 2001. 749 

59.  Vaziri S, Diedrichsen J, Shadmehr R. Why does the brain predict sensory 750 
consequences of oculomotor commands? Optimal integration of the predicted and 751 
the actual sensory feedback. J Neurosci 26: 4188–4197, 2006. doi: 752 
10.1523/JNEUROSCI.4747-05.2006. 753 

60.  Vazquez Y, Federici L, Pesaran B. Multiple spatial representations interact to 754 
increase reach accuracy when coordinating a saccade with a reach. J Neurophysiol 755 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



26 

118: 2328–2343, 2017. doi: 10.1152/jn.00408.2017. 756 

61.  Delreux V, Vanden Abeele S, Crommelinck M, Roucoux A. Interactions between 757 
goal-directed eye and arm movements: arguments for an interdependent motor 758 
control. J Mot Behav 23: 147–151, 1991. doi: 10.1080/00222895.1991.9942032. 759 

62.  Crawford JD, Medendorp WP, Marotta JJ. Spatial transformations for eye-hand 760 
coordination. J Neurophysiol 92: 10–19, 2004. doi: 10.1152/jn.00117.2004. 761 

63.  Crawford JD, Henriques DYP, Medendorp WP. Three-dimensional transformations 762 
for goal-directed action. Annu Rev Neurosci 34: 309–331, 2011. doi: 763 
10.1146/annurev-neuro-061010-113749. 764 

64.  Bock O. Contribution of retinal versus extraretinal signals towards visual 765 
localization in goal-directed movements. Exp Brain Res 64: 476–482, 1986. 766 

65.  Henriques DY, Klier EM, Smith MA, Lowy D, Crawford JD. Gaze-centered 767 
remapping of remembered visual space in an open-loop pointing task. J Neurosci 768 
18: 1583–1594, 1998. 769 

66.  Medendorp WP, Goltz HC, Vilis T, Crawford JD. Gaze-centered updating of visual 770 
space in human parietal cortex. J Neurosci 23: 6209–6214, 2003. 771 

67.  Thompson AA, Byrne PA, Henriques DYP. Visual targets aren’t irreversibly 772 
converted to motor coordinates: eye-centered updating of visuospatial memory in 773 
online reach control. PloS One 9: e92455, 2014. doi: 10.1371/journal.pone.0092455. 774 

68.  Duhamel JR, Colby CL, Goldberg ME. The updating of the representation of visual 775 
space in parietal cortex by intended eye movements. Science 255: 90–92, 1992. 776 

69.  Melcher D, Colby CL. Trans-saccadic perception. Trends Cogn Sci 12: 466–473, 777 
2008. doi: 10.1016/j.tics.2008.09.003. 778 

70.  Matthis JS, Yates JL, Hayhoe MM. Gaze and the Control of Foot Placement When 779 
Walking in Natural Terrain. Curr Biol 28: 1224-1233.e5, 2018. doi: 780 
10.1016/j.cub.2018.03.008. 781 

71.  Elliott D. The influence of visual target and limb information on manual aiming. 782 
Can J Psychol 42: 57–68, 1988. doi: 10.1037/h0084172. 783 

72.  Desmurget, Grafton. Forward modeling allows feedback control for fast reaching 784 
movements. Trends Cogn Sci 4: 423–431, 2000. 785 

73.  Saunders JA, Knill DC. Humans use continuous visual feedback from the hand to 786 
control fast reaching movements. Exp Brain Res 152: 341–352, 2003. doi: 787 
10.1007/s00221-003-1525-2. 788 

74.  Saunders JA, Knill DC. Visual feedback control of hand movements. J Neurosci 24: 789 
3223–3234, 2004. doi: 10.1523/JNEUROSCI.4319-03.2004. 790 

75.  Ito S, Gomi H. Visually-updated hand state estimates modulate the proprioceptive 791 
reflex independently of motor task requirements. eLife 9, 2020. doi: 792 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



27 

10.7554/eLife.52380. 793 

76.  Sober SJ, Sabes PN. Flexible strategies for sensory integration during motor 794 
planning. Nat Neurosci 8: 490–497, 2005. doi: 10.1038/nn1427. 795 

77.  McGuire LMM, Sabes PN. Sensory transformations and the use of multiple 796 
reference frames for reach planning. Nat Neurosci 12: 1056–1061, 2009. doi: 797 
10.1038/nn.2357. 798 

78.  Bernier P-M, Grafton ST. Human posterior parietal cortex flexibly determines 799 
reference frames for reaching based on sensory context. Neuron 68: 776–788, 2010. 800 
doi: 10.1016/j.neuron.2010.11.002. 801 

79.  Burns JK, Blohm G. Multi-sensory weights depend on contextual noise in reference 802 
frame transformations. Front Hum Neurosci 4: 221, 2010. doi: 803 
10.3389/fnhum.2010.00221. 804 

80.  Uchimura M, Kitazawa S. Cancelling prism adaptation by a shift of background: a 805 
novel utility of allocentric coordinates for extracting motor errors. J Neurosci 33: 806 
7595–7602, 2013. doi: 10.1523/JNEUROSCI.5702-12.2013. 807 

81.  Sasaki R, Anzai A, Angelaki DE, DeAngelis GC. Flexible coding of object motion in 808 
multiple reference frames by parietal cortex neurons. Nat Neurosci 23: 1004–1015, 809 
2020. doi: 10.1038/s41593-020-0656-0. 810 

82.  Zimmermann E, Burr D, Morrone MC. Spatiotopic visual maps revealed by saccadic 811 
adaptation in humans. Curr Biol 21: 1380–1384, 2011. doi: 812 
10.1016/j.cub.2011.06.014. 813 

83.  Zimmermann E. The reference frames in saccade adaptation. J Neurophysiol 109: 814 
1815–1823, 2013. doi: 10.1152/jn.00743.2012. 815 

 816 

  817 

Downloaded from journals.physiology.org/journal/jn at Univ Western Ontario (129.100.119.099) on August 5, 2021.



28 

Figure 1. Experimental setup and methods. A: Experimental apparatus. B: Time course of a 818 

single trial. Participants made reaching movements to a target (square of 1.5 x 1.5 cm) in a 819 

forward direction. They had to make saccades in response to the shift in the fixation cross 820 

while maintaining the reach to the target. C: Velocity trace (y-axis) for 3 example trials, 821 

aligned to the detected start of the movement (0ms). Termination for each trace corresponds 822 

to the detected end of movements. Vertical lines indicate the timing of fixation shift for 823 

corresponding trial, occurring 2 cm into the movement. D: Sequence of experimental 824 

sessions. Basic experimental task was the same across Base, Both, Eye, and Hand conditions. 825 

In the Base condition, there was no reward. Reward was paid based on saccade performance 826 

(Eye), reaching performance (Hand), and a combination (Both). Saccade only and Reaching 827 

only conditions were conducted as a control. E: Payoff matrices for each reward condition. 828 

See Materials and Methods for details.   829 

 830 
 831 
Figure 2. Saccade reaction times and reaching error. A: Mean saccade RTs across 832 

participants (n=16) for three reward conditions. Error bars indicate standard error, and *** 833 

denotes statistical significance with p < 0.001. B: Mean endpoint reaching error (distance from 834 

the target), depending on whether a saccade was made and not made. Statistical significance 835 

(***: p < 0.001) is shown for the comparison among three reward conditions.  836 

 837 
 838 
Figure 3. Distribution of saccade RTs A: Distribution of saccade RTs for each reward 839 

condition obtained from two exemplary participants (P13 and P2, see Appendix Fig. A1 for 840 

all participants).  Magenta and cyan curves represent best fitting of data as obtained by 841 

“Fixed-model” and “Flexible-model”, respectively. Both models are based on bimodal log-842 

normal mixture distribution (Equation [2], See Method and Results for details). B: Fitting 843 

curves split up by the first and second component. Each color corresponds to the reward 844 

condition.  845 

 846 
 847 
Figure 4. Relationship between reaching error and saccade. A: Relationship between 848 

reaching error (absolute value in the x-axis) and saccade RTs for three reward conditions. 849 

The saccade trials were binned by saccade RTs for each participant and condition.  Error bars 850 
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denote between-participants standard error (n=16). Reaching error for non-saccade trials was 851 

also plotted. B: Mean reaching error (singed error in the x-axis) across participants for three 852 

reward conditions with dividing the trials into saccade directions. Positive error values 853 

reflect rightward biases. Error bars depict standard error. 854 

 855 
 856 
Figure 5. Relationship between saccade and on-line hand response. A: Mean x-hand 857 

velocities against the time from the fixation cross displacement. The hand responses were 858 

induced in the opposite direction from the saccade. Shaded area: SD across participants 859 

(n=16).  B: We took the difference in the hand velocity between trials with leftward and 860 

rightward saccades (leftward-rightward). Shown is the mean response across participants 861 

for each reward condition. Arrows indicate the averaged saccade RTs for each condition. 862 

 863 
 864 
Appendix Figure A1 865 

Distribution of saccade RTs (Top: Eye, Middle: Both, and Bottom: Hand condition) for each 866 

participant (P1 – P16). Magenta and cyan curve illustrates the fit of “Fixed-model” and 867 

“Flexible-model”, respectively.  868 

 869 

 870 

Appendix Figure 2. Relationship between signed reach error and saccade RTs. 871 

The signed reach error in the x-axis at the endpoint was averaged across each direction of 872 

the saccade. The difference in the mean error between leftward- and rightward-saccade 873 

conditions was plotted against the saccade RTs (three bins). Data represent the mean and 874 

standard error across participants. Two-way repeated measures ANOVA with Reward (Eye, 875 

Both, or Hand) and Bin (three RTs bins) as main factors showed a non-significant main effect 876 

of Reward (F(2,30)=0.69, p=0.51) and a marginal significant main effect of Bin (F(2,30)=2.69, 877 

p = 0.08). The interaction effect was not significant (F(4,60)=1.208 p=0.38).  878 

 879 
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